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BBEJEHUE

AKTYaJIbHOCTH Te€MbI MCCJIeI0BaHUsA. MOpCKHE U MPECHOBOJHBIE OCAJIKU — KPYITHEUIINMA
pe3epByap OpraHUYecKOro yriepo/ia, HaCeJIeHHbIH pa3HOOOpa3HBIMU MUKPOOHBIMHU COOOIIIECTBAMU
(Hedges, Keil, 1995; Parkes et al., 2000; Zinger et al., 2011). bakTepuu u apxeu UrparoT KIHOYEBYIO
pOJIb B pEMHHEpalIM3alMid OPraHUYECKOrO BEIIECTBA, KPYrOBOPOTE MHUTATEIbHBIX BEIIECTB U
nepegave dHepruu B ocagouyHou tommie (Mason et al., 2009). Ux merabonuueckas aKTHBHOCTh
OKa3bIBACT 3HAYUTENIbHOE BIMSHHE Ha OMOT€OXMMHUYECKHE IMKJIBl YIiepoia, a3oTa M Cephl B
robansHOM MacmTabe (Berner, 1982; Nealson, 1997; Orcutt et al., 2011; Zhang et al., 2021).
JlesTenbHOCTh MUKpPOOPTraHMU3MOB OIpeNessieT MPAaKTUYEeCKH BCE MPOLECChl, MPOTEKAIoIINe B
JIOHHBIX OCaJIKax B JUareHe3e W paHHeM kaTtareHese. Ilo Mepe HakOIUIEHHs OTJIOKEHUMN B TEUEHHE
re0JIOTUYECKOT0 BPEMEHU Morpe0eHHass MUKpOOHAsi >KU3Hb COXpAaHSETCS, HO TEMIIbl €€ pOocTa
CHIKAIOTCSI M3-3a UCTOILEHUS aKIIETITOPOB AJIEKTPOHOB U YMEHBIICHUS PEaKIIMOHHON CITIOCOOHOCTH
CyOCTpaToB ¢ yBEIMYECHHEM TIyOMHBI, YTO NMPUBOJUT K (HOPMUPOBAHHUIO TIYyOMHHOH Onocheps
(D’Hondt et al., 2004, 2019; Jorgensen, Marshall, 2016; Zhang et al., 2021).

[lponnmaempie  30HBI  TEKTOHMYECKHX  HApPYUICHWH,  YIJIEBOJOPOJHBIE  CHIIBI U
TUAPOTEPMAIIbHBIE BBIXO/IbI, CBS3aHHBIE CO CPETUHHO-OKEAHUYECKIMH XpeOTaMU, pacCMaTPUBAIOTCS
KaK «OKHa» MEXIy BepXHel yacThio Jurocdepsl u ouocdepoii 3emmn (Orcutt et al., 2011; Edwards
et al.,, 2012). CoBMecTHO ¢ MOTOKaMH TITyOMHHBIX (IIIOMA0B, HACBIIIEHHBIX YIJIEBOAOPOIAMHU U
JPYTUMHU COEIMHEHUSMH, KOTOpble 00pa3yloTCsl B OCaJIOYHON TOJIIE B pe3yJbTaTe TEPMOTEHHOM
aKTUBAIMHA W PA3NIOKEHHUS KEPOTeHa, B BEPXHHE CJIOM OCaJKa MOTYT IMOCTYNaTh MPEACTaBUTEIN
ryOnHHBIX MUKpOOHBIX coobmectB (Horsfield et al., 2006; Parkes et al., 2007; Chakraborty et al.,
2020; Gittins et al., 2022).

Osepo baiikan, pacnojoXeHHOe B 30HE aKTHUBHOIO pU(]Ta, XapaKTepu3yeTcs pa3rpy3Koi
MUHEPAIM30BaHHBIX Ta30CO/ACPKAINX (IIFOMIOB, €CTECTBEHHBIMU BBIXOJaMH HE()TH U 3aJeKaMH
ra3oBbix ruzaparoB (Kontoposuu u ap., 2007; Khlystov et al., 2022). Beixoasl yrieBogoposoB
NPUYpPOUYEHBI K Pa3pbIBHBIM HAPYIICHUSM, UMEIOIINM TIIyOOKHE KOPHH, aKTHBHOCTh KOTOPBIX BO
MHOT'OM CBsI3aHa C CEHCMHYECKOW aKTUBHOCTBHIO baitkanbckoit Bmagunbl (Khlystov et al., 2013).
Takue palioHBI XapaKTEPU3YIOTCS TMOBBIIICHHBIMU TEIUIOBBIMU IMOTOKAMH, CBS3aHHBIMH C
BOCXO/ISAIIIMMU TI0 pazjoMam rugaporepmaibHbiMu dmounamu (I'omy6es, 1979; yukos u ap., 1999;
Van Rensbergen et al., 2002). buomapkepHble moka3aTenu KaTarenesa B pasrpyxaromieiics Hegru,
M30TOMHBII COCTaB ra3a, MPUCYTCTBHE MAaHTHIHOTO TENHS, TSHKEIOr0 KHCIOpOAa, ACUTEpHs B
ra30BbIX THJIpaTax CBUJETENBCTBYIOT O TOM, YTO B OTJENBHBIX pallOHaX 03epa MOCTyIUIeHue HedTu
M Ta30B K MMOBEPXHOCTH JTHA, TJe TeMIieparypa omu3ka kK 4°C, mpoucxoauT ¢ TiIyOuH He MeHee 2—3
KM, XapakTepu3ymmuxcs Tepmobapudyeckumu yciaosusmu (Kontoposuu u ap., 2007; Poort et al.,

2012; Khlystov et al., 2013; KpsutoB u ap., 2023). OdeBugHO, YTO B paiioHax o3epa baiikai,



ACCOLIMMPOBAHHBIX C Pa3rpy3KOM yIJIEBOJOPOJOB, MOTYT JE€HCTBOBATH T€ K€ MEXAHU3MBI, YTO U B
OKeaHe, oOecreynBaroniie MOCTYIJIEHHe MHKPOOPTaHU3MOB, B TOM UHCJIE€ U TEPMO(DUIBHBIX, U3
30HbI MUT'PALIMU YTJIEBOJIOPO/IOB B IOBEPXHOCTHBIE OCAJIKH.

Bwmecre ¢ TeM TepModIIbHBIE MUKPOOHBIE COOOIIIECTBA INTyOUHHBIX CIIOEB OCAJAKOB B pailoHax
pasrpy3Ku YIJI€BOJOPOIOB OCTAlOTCS «TeMHOW Marepuei». [lpokapuoTsl MoryT o0sanarhb
MeTaboNMM3MOM, HEXapaKTepHbIM Ui THUIOBBIX BHUJAOB, OCYLIECTBISTh IpeoOpazoBaHue
OpPraHMYeCKOTO BEIIECTBA B TEPMOOAPUYECKUX YCIOBUSX, BHOCUTH 3HAYUTEIbHBIA BKJIAL B
MPOLIECCHl aHA3POOHOTO OKHCIIeHUsI HePTH U 00pa30BaHuUs YIIeBOJOPOAOB B JOHHBIX OCAJIKax 03.
Baiikan. M3y4yeHnue 3TUX MPOLECCOB MPEICTABISACTCS BaKHBIM M akTyallbHbIM. B cityuae 03. baiikan,
MHUPOBOI'O XpaHWIHILA MPECHOW BOJbI, 0COOOE 3HAYEHHE HMMEET XapaKTEpPUCTHUKa IPOLIECCOB,
MPOUCXOAMINX ¢ HEPTHIO HA JTHE, B BOAHOW TOJIIE M HA €ro MOBEPXHOCTH, a TAK)KE OTKIMKA
MHUKPOOHBIX COOOIIECTB HAa MPOUCXOIAIINE U3MEHEHUSI.

Cocrosinue Bonpoca. CaMble paHHHE CBUJICTENILCTBA CYIIECTBOBAHUS TITyOMHHBIX 9KOCUCTEM
nosiBuiIMCh B 1920-x ronax B pe3ynbTare HcCae0BaHUN HEPTAHBIX pe3epByapoB, IPOBOJUBIINXCS
poccuiickuMu U amepukanckumu uccienoparensimu (benseB u np., 2004). IlonyyeHHble naHHBIE
CTaJIu JI0Ka3aTeIbCTBOM CYIIECTBOBAHNUS AKTUBHBIX MUKPOOPTaHU3MOB B I'TyOOKHX HEApax 3a MHOTO
JIET JIO TOTO, KaK ObLIM HAaYaThl HCCIICOBAHMs, COCPEIOTOUCHHBIC Ha nX n3ydennn (Roadifer, 1987;
Head et al., 2010). B Hactosiiee Bpemsi 3HaHUS, MOJYYECHHBIE MPH HCCIECIOBAHUM TIIyOMHHOM
Oouocdepsl, CBOIATCS K CleayromeMy: TiyonHHas Ouocdepa mpeactaBisieT co00il MUp, KOTOPBIMA
MOKHO paccMaTpuBaTh KaK CBOEro poja «ImoA3eMHbli ['amamaroc», W BKIIOYaeT B cebd
MIPEICTaBUTENICH BCEX TPEX JOMEHOB KU3HU: OaKTepui, apXel U SyKapuoT; IIPH ITOM JIBa IOMEHA —
OakTepuu U apxeu — B Hell TOMHUHHUPYIOT. Cper HUX MHOXECTBO Pa3IMYHBIX TPYII OPraHU3MOB,
OOJBIIMHCTBO U3 KOTOPBIX €IIE MPEACTOUT OOHAPYKUTh U/WIIM OXapaKTepu3oBaTh. M3yuenue stoii
TaKk Ha3bIBAEMON MHUKpPOOHON «TEMHON MaTepuu» MOXET 3HAYMTEIbHO PpACHIMPUTH Halle
npejcrabienue o apese xu3nu (The Deep Carbon Observatory, 2018).

3HaHHUS O MHUKPOOPraHM3Max, HAaCENSIOIIMX TIJIyOMHHbIE SKOCHUCTEMBI, OCHOBBIBAIOTCS Ha
JIAHHBIX, TIOJYYEHHBIX B pa3HbIX paiionax Muposoro okeana (Oremland et al., 1982; Gold, 1992;
Pedersen et al., 2000; Fry et al., 2008; Chivian et al., 2008; Orcutt et al., 2011; Edwards et al., 2012;
Bell, Heuer, 2012; D’Hondt et al., 2014; Inagaki et al., 2015; Kieft, 2016; Schippers, 2016; Fang et
al., 2017; Momeper et al., 2017; Govil et al., 2019; Sar et al., 2019; Boll et al., 2020; Heuer et al.,
2020; Gittins et al., 2022, 2023; Escudero, Amils, 2023).

B Poccum wuccrnenoBaHUsT MUKPOOPIaHU3MOB —TIYOMHHBIX  OKOCHUCTEM  NPOBOASTCS
cnenuanucramu OUIL[ buorexnosmornn PAH, HanuonambHOro ucciaegoBaTenbCKoro TOMCKOTo
rocyaapctBeHHoro ynuBepcurera u apyrumu (Miroshnichenko et al., 2002, 2010; Bonch-
Osmolovskaya, 2003, 2012; Slobodkina et al., 2009a, 6, 2012, 2013, 2017; Merkel et al., 2013;
Slobodkin et al., 2013; Podosokorskaya et al., 2013, 2014; Cio6oakun, Cnobonkuna, 2014; Frank et



al., 2016; Mardanov et al., 2016, 2020; Gavrilov et al., 2017; Kadnikov et al., 2017, 2018, 2019,
2020a, 6; Karnachuk et al., 2019, 2021, 2023, 2024; JIykuna u ap., 2020; Kaguukos u ap., 2021;
Nazina et al., 2023).

B cratse bunn Jx. ¢ coaBropamu «Prospects for the study of evolution in the deep biosphere»
(Front. Microbiol., 2012) oTme4yeHO, YTO OAHUMHU W3 MEPCIECKTUBHBIX MECT M3YyYCHHS TJIyOHMHHOM
Oouocdepsl ABIAIOTCS pUQPTOBBIE 03epa, B 4acTHOCTH o3epo baiikan. B 03. baiikan riyOuHHas
omnocepa «compuKacaeTcsd ¢ TOBEPXHOCTHOM Yepe3 BBIXO bl He()Te- U Ta30HACHIIIICHHBIX ()TFOUI0B
U TPS3EBbIC BYJIKAHBI. Y UUTHIBAs T€0JIOTHYECKUE OCOOCHHOCTH 03€epa, akageMukoM M.A. ['paueBbiM
u 1.0.1. T.M. 3emckoii OblIa BhICKa3aHa THIIOTE3a O TOM, YTO B 03. baifkan Moryt neicTBOBaTh
CXOKHM€ MEXaHU3Mbl TOCTYIUICHUS TPOKAPUOT U3 30HBI TEHEpAlMH  YIJIEBOJOPOJOB B
MOBEPXHOCTHBIE OCAJIKM BMECTE C Ta30HACHIIIEHHBIMH (DIIOUIaMH, KaK 3TO OBLIO BBISBICHO IS
XOJIOJTHOBOJIHBIX MOPCKHX OCaJKOB. TeM caMbiM OBUIO TMOJIOKEHO HAYaja0 M3yYEHUI0 MHUKPOOHBIX
c000I11IeCTB 0ca0uHOM Toiu 03. baiikan B pailoHax pa3rpy3KH yriieBOJAOPOIOB.

Panee ObLIO YCTaHOBIEHO, YTO pa3BUTHE ONPEICICHHBIX (PU3UOJOTUYECKUX TPy
MUKPOOPTaHU3MOB B JOHHBIX OTJIOXEHHUSIX M (PUIOTCHETHUYECKUH COCTaB MUKPOOHBIX COOOIIECTB
OTIPENIETISETCSl JOCTYIMHOCThIO CyOCTpPaTOB, OKMCICHHBIMA WJIM BOCCTAHOBJICHHBIMHU YCIIOBUSIMH Ha
omnpeneNeHHbIX TMyounax ocagounou tonmum (Hamcapaes u ap., 1994; Hamcapaes, 3emckas, 2000;
3emckas u ap., 2001, 2008; Knepke u ap., 2003; Illy6enkoBa u ap., 2005; Uepuunsina u ap., 2007,
2016; Zemskaya et al., 2010, 2012; [TumenoB u ap., 2014). U3y4yeHue GUIOreHETHYSCKOTO COCTaBa
MUKpPOOHBIX COOOIIECTB JOHHBIX OCaaKOB 03. baiikan B paiioHe Akamemuueckoro xpedbra B 100-
METpPOBOM KepHe TiyookoBogHoro Oypenus BDP-96 mnokazamo, 9To mocienoBaTeIbHOCTH
OaifKanbCKUX MUKPOOPTaHU3MOB 00Pa30BBIBATIH KIACTEPHI ¢ HEKIACCUPUIIUPYEMBIMU OAKTEpUSIMU
(XanaeBa u ap., 2010). Ocoboe BHUMaHUE OBLIO YIEICHO UCCIEAOBAaHUIO PAlOHOB €CTECTBEHHBIX
He(TenposBIEHUH, T/I€ C UCIOJIb30BAHUEM METO/IOB BHICOKOIIPOU3BOIUTEIILHOTO CEKBEHUPOBAHUS
OBLT U3y4eH COCTaB MHUKPOOHBIX COOOIIECTB JOHHBIX OCAJIKOB U OMTYMHBIX MocTpoek (JlomakuHa u
ap., 2009; 2014; Kadnikov et al., 2013; Likhoshvay et al., 2013; 2014; Zemskaya et al., 2015).

HccnenoBanus pailoHOB o3epa baiikan, accOMUPOBAHHBIX C pa3rpy3KOd YIJIEBOAOPOJIOB,
OBLTH TIPOBEJICHBI C IPUBJICUEHUEM COBPEMEHHBIX METOIOB. BMecTe ¢ TeM OTCYTCTBOBAN KYJIBTYPHI
TepMODUIBLHBIX MUKPOOPTAaHU3MOB KaK MPSMOE JI0Ka3aTeIbCTBO CYIIECTBOBAHUS KU3HECTIOCOOHBIX
TepMOPUIBHBIX TMPOKAPUOT B JOHHBIX OTJIOXKEHMsX 03. baitkan. Ecimm TtepmodunbHbIe
MUKPOOPTaHU3MBI OYAYT BBISBICHBI B HU3KOTEMIIEPATYPHBIX OCaJKaX 03epa, TO KAaKOB UX UCTOYHHUK
— TUAPOTEpMBI Ha ToOepekbe o3epa wiH TiyouHHble (miounsi? I[Ipomecchl mpeoOpazoBaHUs
OPTaHWYECKOTO BEIIeCTBA MHKPOOHBIMH COOOIIECTBAMH JIOHHBIX OTJIOXKEeHHH 03. baiikan B
TEPMOOAPUYECKUX YCIOBUAX paHEe HE H3ydaluch. K MOCTOSHHBIM KOMIIOHEHTaM 3KOCHUCTEMBI
BOCTOYHOT'O MOOEPEkKbsI IIEHTPATHLHON KOTJIIOBHHBI 03€pa OTHOCUTCS He(Thb. OcTaBasics OTKPHITHIM

BOIIPOC O p33H006pa3I/II/I, KIIFOYCBBIX YYaCTHHUKAX U MMOTEHIIMAIbHOM (I)yHKHHOHaHLHOIZ poiin



MHUKPOOHBIX COOOIIECTB OCaJOYHOM TOJIIM B TPOIECcCaX aHA3POOHOrO0 OKHCICHUS HE(TH,
COIMPOBOXKAAEMOro 0Opa3oBaHHEM YTJIEBOJOPOAHBIX Ta3oB. HecMoTps Ha TO, 4TO MpeaMETOM
JUCCEPTAIUU SIBJISIOTCS MUKPOOHBIE COOOIECTBA OCAJ0YHBIX OTJIOKEHUH o3epa baiikai, BaxHO
YUUTBHIBaTh a’3pOOHBIE MpOIECChl OHUOAETpaJalluu YIJIEBOAOPOJIOB, KOTOpHIE B3aHMMOCBS3aHBI B
skocucteme o03. baiikan. Takum oOpa3om, odeBHIHA HEOOXOAMMOCTb MPOBEIEHUS KOMIUIEKCHBIX
MCCJIEIOBAaHUM 0CaI0UHOM TOJIIHU B pallOHaX pa3rpy3Ku YIiieBoJopo10B B pudtoBom o3epe baiikan.

Hesab padoTbl — U3yYUTH pa3HOOOpa3ue, METaboIN3M U POJIb MUKPOOPTAaHU3MOB OCaJOYHBIX
oTnoxkeHui o3. baiikan B paiioHax pa3rpy3ku HedTe- M ra30HACBHIIEHHBIX (UIIOMI0B B Ipolieccax
00pa30oBaHMs U OKUCIICHUS YIIIEBOJAOPOIOB.

B cBsi3u ¢ mOCTaBNEeHHOM 1IEIbI0 CPOPMYIMPOBAHBI CIEAYIOMINE 3aJa4H:

1. TIpoBecT MoucK TepMO(UIBHBIX MPOKAPUOT B JOHHBIX OCAJIKaX M yCTAHOBUTH MUCTOYHUK
UX TIOCTYIUICHUS, OIIEHUTh TAKCOHOMHUYECKOE pa3HO00pa3ne; H3yYUTh META00IN3M YACTHIX KYJIbTYp
TePMODUIBLHBIX MUKPOOPTaHU3MOB.

2. B 3KCTIEpIMEHTAIBHBIX YCIOBUAX, XapaKTEPHBIX U TEKTOHMYECKH aKTHBHON 30HBI 03epa
baiikan (80°C, 5 MIla), oueHHTh CIIOCOOHOCTh MHMKPOOHBIX COOOIIECTB JOHHBIX OCAJIKOB
OCYILECTBIISITH TPAaHC(HOPMAITUIO OPTaHMYECKOTO BEIIECTBA C 00pa30BaHNEM KOMIIOHEHTOB HE(TH.

3. Ha ocHOBe 9KCIIEpUMEHTAIBHBIX M TEHOMHBIX JAHHBIX ONPENEIUTh PYHKIMOHAIBHYIO POIh
MHUKPOOHBIX COOOIIECTB B aHA3POOHBIX Mpoleccax Ouoaerpaganid HEPTH (B MCHUXPOPUIBHBIX U
TEPMO(DUIBHBIX YCIOBUSIX).

4. OueHUTh YIJIEBOJOPOJOKHUCISIONIYI0 aKTUBHOCTh MHUKPOOHBIX COOOLIECTB B a’3pOOHBIX
YCIIOBHSX, B TOM YHCIIE HATMYUE TEHOB a3POOHOTO OKHCIICHHS H-aJIKaHOB U CIIOCOOHOCTH K CHHTE3Y
MOBEPXHOCTHO-aKTUBHBIX ~ BEIIECTB, C  BBIABJICHHEM  MITAMMOB, IEPCIEKTUBHBIX IS
OMOTEXHOJIOTMYECKUX IIeJIEH.

5. OueHutb pa3zHOOOpa3ue MUKPOOHBIX COOOIIECTB TOHHBIX OCAJKOB, aCCOIMUPOBAHHBIX C
pasrpy3Koi yriieBoJI0pOJIOB.

Hayuynasi HOBM3HA W TeopeTHYecKasi 3HAYMMOCTb PadoThbl. BriepBbie MOATBEpkKIEHO
MPUCYTCTBHUE KUZHECTIOCOOHBIX TEPMO(DUIBHBIX MUKPOOPTaHU3MOB B HU3KOTeMIepatypHbIx (+4°C)
ocazkax 03. baiikain B paiioHax pa3rpy3KkH yrieBoA0poaoB. BelaeneHbl 1 0XapakTeprU30BaHbl YHCThIE
KyJbTYpbl TEepMO(UIBHBIX (aKyJIbTaTHBHO-aHAdPOOHBIX OakTepuii poma Thermaerobacter sp.
PB12/4term (VKM B-3151) u poxna Thermicanus sp. (PB15/Grf7geo). IlItamm Thermaerobacter sp.
o0JiaflaeT HeXapaKTePHBIM Il TUIOBBIX BHUIOB METa0OIM3MOM, M30JSIT Thermicanus Sp. MOKeT
ObITh OTHECEH K HOBOMY BHIY d3Toro popja. lloctymiienue TepMO(UIBHBIX MHUKpPOOPTaHU3MOB
OCYILECTBIISICTCS ¢ IOTOKaMM (DJIFOMI0B U3 TIIyOUHHON 0CaA04YHOM TOJIIIH.

BriepBple, mpu  BOCHPOM3BEACHWW YCIOBHH, XapaKTePHBIX JUISI 30HBI TeHEpaIuu
yraesonoponos (80°C, 5 MIla), B cepun 3KCIEPUMEHTOB C JOHHBIMHM OcajkaMu o3epa balikan

YCTaHOBJICHA CITOCOOHOCTh MUKPOOHBIX COOOIIECTB OCYIIECTBIIATH MPEOOPA30BAHIE OPTAHUUECKOTO



BemecTBa (OMOMacCchl JUATOMOBBIX BOAOPOCIEH) ¢ oOpazoBaHWeM IHOCH30THO(DEHOB, TPU- H
MOHOApPOMAaTHYECKHX CTEPOMJOB, peTeHa M TaMMalepeHa. YdYacThue MHKPOOPraHU3MOB B
00pa30BaHUM pETEHA MPEAIOAraioch U paHee, HO SKCIIEPUMEHTAIBHO MOATBEPKICHO BIIEPBHIE.

BrnepBbie oueHeHa (yHKUIHMOHANbHAS aKTHMBHOCTh MHUKPOOHBIX COOOIIECTB B MpoIeccax
aHadpOOHOTrO  OKUCIEeHUs HePTH B  NCUXPOPUIBHBIX W TEPMOQWIBHBIX  YCIOBUSX.
DKCHepUMEHTAIBHO MOKa3aHO 00pa30BaHKE YIIeBOJOPOIHBIX T'a30B (METaHA U 3TaHa) B Ipoliecce
aHadpOoOHOH Aerpaganuu He(TH. Y CTaHOBICHO, YTO CTETIEHb OMOETpaJauy yriaeBoJ0pOa0B He(TH
nocturaer 65% B ncuxpoduiabHbBIX ycioBuax U 89% B TepModuibHBIX. BBIABIEHB OCHOBHBIC
YYaCTHUKM OKHUCJIEeHHMsT HeTH B JOHHBIX oOcaakax o3. baiikan. Bnepsble mnoka3zaHo, 4YTO
PEKOHCTPYHPOBAHHBIE TEHOMBI OaKTepHil W apxell coaepkaT (PyHKIMOHAIbHBIE T€HBl aKTHBAIUU
VIIEBOJOPOAOB TyTeM aHa’poOHOTO TUAPOKCHWIMPOBAHMS, MpHCOeAUHEHUs dymapaTa U
JleapoOMaTH3aIMH, a TAKKE TeHBI, KaTATH3UPYIOIIUE METa00IM3M MPOMEKYTOUHBIX apOMATHIECKIX
COEIMHEHUH 1 OTBEYAIOIIKE 32 CUHTPOHBIEC TPEBPALICHHS YTIIEBOAOPOIOB.

[TpoBeneHbI MHOTOJIETHUE MCCIIEOBAHUS B PallOHAX €CTECTBEHHBIX HE(TENPOSBICHUN B 03.
baiikan. B uncryro kyneTypy momydeno 6ornee 100 nectpykropoB HedTH, 00NagaroNIMX T'€HaMU
a’pOOHOT0 OKHCIICHHS H-AJIKAHOB U 00pPa3yIOMIMX MMOBEPXHOCTHO-AKTHBHBIEC BEIeCTBa. BriepBrie ¢
ucnosp3oBanueM mramma Rhodococcus erythropolis npemyioxkeno npumeHeHre OHOCTUMYIISITOPOB
pocTta  yriieBOAOpPOJOKHUCHstomMX  Oakrtepuil. Ilpu  ucnonmp3oBaHMM  MPOTATpaHOB B
MHUKPOKOHIIEHTpAIUsIX cKopocTh pocta Rhodococcus erythropolis ysenuunBanace B 2—16 pa3 npu
HU3KOI monoxurensHoi Temnepatype (+10°C), xapakTepHOH s MOYB CEBEPHBIX PETHOHOB, a
TAKX€ BOJl apKTHYECKUX MOpeH u o3epa balikain.

[TonyyenHnble B paboTe JOaHHBIE AAOT HOBBIE 3HAHUS O pa3zHOOOpasuH, MeTaboiu3Me U
(YHKIMOHATIHHON PO MEKPOOPTaHH3MOB OCaI0YHON TOJIIIH B paifoHaX pa3rpy3KH yIiIeBOI0POIOB
B TIpOIIeCcCaxX UX OKUCIICHHS U 00pa30BaHMUs.

IIpakTuyeckasi 3HAYUMOCTH PadoThl. BiiereHHas U onucaHHas B paboTe yncTas KyJIbTypa,
oTHeceHHas K poay Thermaerobacter sp. PB12/4term, nenmonuposana Bo Beepoccuiickoit KOeKIum
mukpoopranuzmoB (VKM B-3151) u moctymHa i HaydHOH OOIIECTBEHHOCTH KaK OOBEKT IS
JTanpbHEHINX uccieaoBanuii. HemocpencTtBeHHOE OMOTEXHOJIOTHYECKOE TPUMEHEHHE MOTYT HalTH
OpoTaTpaHbl B KauyecTBe OHOCTHUMYJATOPOB pOCTa  YIJIEBOJOPOJOKHCISIOMIMX  OakTepuid
Rhodococcus erythropolis. M300peTeHne MoxeT ObITh UCTIOIB30BAHO MPU Pa3pabOTKE YCKOPEHHBIX
Y 9KOJIOTMYECKH 0€30MacHBIX METO/I0B OYMCTKU U BOCCTAHOBJIECHUSI 00BEKTOB OKPYIKAIOIIEH Cpebl,
3arpsi3HEHHBIX HE(PThI0O WU HEePTENPOAYKTaMH B MHUKPOKOHIEHTPAIMSAX U TIPU HU3ZKUX
MOJIOXKHUTETIFHBIX TEMIIepaTypax, XapaKTEepHBIX JIs TOYB CEBEPHBIX PETHOHOB, a TaKKe BOJ
apkTuyecknx mopeil u o3epa baiikan (ITarent Ha uzoOperenue Ne2694593, 2019). IlonyueHHsle
MITAMMBI  yTJIEBOJOPOIOKUCIISIONINX MHUKPOOPTaHU3MOB, OOpasyromue OnocypdakTaHTbl, MOTYT

OBITb HCITOJIb30BaHbI JJId CO3aaHusA 6H0npenapaTOB JJI 61/IOpeMCI[I/IaI_II/II/I HC(I)TC3al" PA3SHCHHBIX



00bekToB. IlomydyeHHsie 3HaHust 00 oOpa3zoBaHMHM OMOMapkepoB HE(PTH B JTOHHBIX OCAJKaxX, B
YaCTHOCTH PETEHa, HCIOIb3yeMbIX IPU OMNHCAHWU MaJeOKIuMaTa, MO3BOJAT Oojiee KOPPEKTHO
MHTEPIIPETUPOBATH MPOLIECCHI, TPOUCXOJUBIINE B JAIEKOM IIPOLLIOM.

3ammiaemMple MOJI0KeHHS

1. B Hu3KkoTemmepaTypHbIX oOcajkax o3epa baiikaj, acCOLMHMpPOBAHHBIX C pa3rpy3Kou
YTJIEBOIOPOAOB, BBISIBICHBI >KU3HECIOCOOHBIE TepMOGUIbHbIE MHUKPOOpraHu3Mbl. llomyueHHBIE
(bakynpTaTHBHO-aHA’POOHBIE TepMO(DUIbHBIE H30MATHL MO0 00JaJal0T HEXAPAKTEPHBIM IS
TUIIOBBIX BUJ0B METa00IM3MOM, OO MOTYT OBITH OTHECEHBI K HOBBIM BHJIAM.

2. Ioctymnenue TepMOQPHIBHBIX MUKPOOPIaHU3MOB OCYILIECTBIISIETCS C MOTOKaMH Ta30- U
He(TEHACBIIICHHBIX (DIIFOMI0B U3 30HBI TeHEPALUH yTiaeBoopoaoB. Kak u B MupoBoMm okeaHe, B 03.
baiikan nelcTByeT MeXaHH3M TIeOJIOTMYECKOW MHUKpPOOHOHM MeTiIH KU3HECHOCOOHBIX MPOKAPHUOT,
UPKYJIUPYIOLINX U3 TIyOMHHOM Ouocdepsl u oopatHo B Hee. [locTynaronue GuronIpl BIUSIOT HA
CTPYKTYpyY MHUKPOOHBIX COOOIIECTB U OOYCIABIMBAIOT 3HAYUTEIBHYIO JONI0 MpPEICTaBUTENCH
«penkoit onochepsn» B 0CaTOYHO TOIIIIE.

3. B ycnoBusx, XapakTepHBIX UIs 30HBI TeHepauuu yrieBogoponoB (80°C, 5 Mlla),
MHUKpOOHBIE COOOIIecTBa JIOHHBIX OCAJKOB OCYHIECTBIISIIOT MpPeoOpa3oBaHUE OPraHUYECKOTO
BemiecTBa (OMoMacchl TMAaTOMOBBIX BOJIOPOCTE) ¢ oOpa3oBaHneM OHOMapkepoB HepTH (peTeHa u
rammaiiepeHa), TM0eH30THO(PEHOB, TPU- U MOHOAPOMATHYECKUX CTEPOUIOB.

4. TlocTosIHCTBO TUIOUIAM HE(TAHOTO BHICAYMBAHUS B JIByX pailoHax HEPTENpOsBICHUN 03.
baiikan 00yciOBI€HO AEATENbHOCTBIO MHKPOOPTaHM3MOB, B T'€HOMAaxX KOTOPBIX NPHUCYTCTBYIOT
(GyHKIIMOHAJIbHBIE T€HBI, BOBJIICYEHHBIE B a9POOHBIN U aHa3pOOHBIN KaTaboIM3M YIJIEBOAOPOIOB, U
001ajaroIuX CocOOHOCTBIO K CHHTE3Y OnocyphakTaHTOB.

Anpodanusi padboTbl. OCHOBHBIE PE3yJIbTAThl UCCIEIOBAHUS JIOJOKEHbI Ha 4-0ii, 5-0ii, 6-0ii
Bepemarunckoit baiikanbckoir koH(pepenuun, Upkytck, 2005; 2010; 2015; 3-M, 4-m, 5-M, 6-M
baiikanbckoM MuKpoOHoToruueckoM cummosuyme, HWpkytck, 2011; 2015; 2020; 2024; Il
International Conference «Biosphere Origin and Evolution», Rethymno, Greece, 2011; VII
MOCKOBCKOM MEXIyHapOAHOM KOHrpecce « BHOTEXHOIOrUs: COCTOSHUE U IEPCIIEKTUBBI PA3BUTHS,
Mocksa, 2013; 10" International Congress on Extremophiles, Saint Petersburg, 2014; 13"
International Conference on «Gas in marine sediments», Tromso, Norway, 2016; 13" International
Conference on Salt Lake Research, Ulan-Ude, 2017; 12" International Congress of Extremophiles,
Ischia, Italy, 2018; MexnynaponHoii koHdepenn «IIpecHOBOIHBIE SKOCUCTEMBI — COBPEMEHHBIE
BbI3OBBIY, UpkyTtck, 2018; Bcepoccuiickoif KOH(pEpEeHIMH C MEeXIyHApOJHBIM y4yacTHEM
«MexaHu3Mbl aialTallid MUKPOOPTaHU3MOB K Pa3JInYHbIM YCIOBUSAM Cpebl oOuTanus», MpkyTck,
2019; I-om, ll-om, lll-em, IV-om Poccuiickom Mukpobuonoruueckom konrpecce, Ilymmuno, 2017;
Capanck, 2019; Ilckos, 2021; Tomck, 2023; X MexayHapoJHON HAyYHO-IIPAKTUYECKOU

KoH(pepeHmHu «/lo6b14a, TOAroTOBKa, TpaHCIOPT HeTH U ra3a», Tomck, 2023.



Iyoankanuu. Marepuaisl quccepTamuy coaepkarcs B 65 nmedatHbIx padoTax, BKIFOYAIOIINX
29 sKcIIepUMEHTANIbHBIX cTaTel, | riaBy B MoHorpaduu, 1 mareHt u 34 te3uca.

O0beM U cTpyKTYypa auccepranuu. Juccepranus COCTOMT U3 BBEIECHUS, OCHOBHOM 4acTH,
BKJIFOYAIOIIEH 7 TJaB, 3aKJIIOYCHHUS M BBIBOJIOB, M3JI0KCHHBIX Ha 284 cTpaHmmax, BKitodas 88
pUCYHKOB, 13 Tabmull, criMcka MUTUPYEMOM JTUTepaTyphl, coaepkamiero 871 HauMeHOBaHHE, U3 HUX
144 na pycckom u 727 aHTIIUHACKOM SI3bIKaX.

JIM4HbIi BKJIAJ COMCKATEJsl COCTOSJI B TIOCTAaHOBKE IMpPOOJIEMBI, BBIOOPE METOJOB
UCCJICIOBAHMSI, JIMYHOM Y4YacTUU B JIAOOPATOPHBIX JKCHEPUMEHTaX M HAyYHOM PYKOBOJICTBE
CTYJEHTaMH U acClIipPaHTaMU, BHIOJIHSABIIUME paOOTHI 110 3alllMIIIaeMOi TeMe, a Takke B 0000111eHun
U UHTEpIpETAlMKd pPE3yJbTaTOB. ABTOpP IPUHUMAI HEMOCPEACTBEHHOE Y4YacTHE BO BCEX
SKCIETUIMAX, Pe3yJbTaThl KOTOPHIX BOILIM B JAHMccepTanuio. B paborax, BBINOJHEHHBIX B
COABTOPCTBE, BKJIAJ COMCKATEINs 3aKJIIOYalCs B IIOCTAHOBKE HAY4YHBIX 3aa4, HEINOCPEICTBEHHOM
y4acTHMM B MOJYYEHHHM MAaTE€pUalOB M y4acTHMM BO BCEX ATamax MCCICJOBAaHUM, a TAKXKE B MX
00CYyXJIEHUU U MOATOTOBKE MMyOJINKALIUH.

Mecto mnpoBeneHusi padorsl u OJarogapuoctu. PaGora BbimoiHeHa B J1abopaTopuu
MukpoOuosoruu yriaesogoponos JIMH CO PAH.

ABTODp BbIpaxkaeT rIyO0O0KyI0 MPHU3HATENFHOCTh U 0J1aro1apHOCTh HAYYHOMY KOHCYJIBTAHTY U
HactaBuuky 1.0.H. T.M. 3eMckoil 3a TUIOJOTBOPHBIE JHMCKYCCHHM, BCECTOPOHHIOI IOMOIIL B
IIPOBEICHUM MCCIICJOBAHNUN U TOJIEPKKY .

ABTOp BBHIpaXaeT MCKPEHHIOK OJarofapHocTh akagemuky PAH, nx.uH. M.A. I'paueBy’ 3a
LIEHHbIE TPAKTUYECKHUE COBETHI U 00CYXJAEHHE MOMyUYeHHBIX pe3ynbTatoB, O.M. XnsicroBy u A.B.
XabyeBy 3a NMOMOIIb B 0TOOpEe MPOO JTOHHBIX OCAJKOB U MHTEPIIPETALMIO [€OJOTMUECKUX JaHHBIX,
k.r.H. B.I. VBanoBy, kx.r.-M.H. I'.B. KanmerakoBy' 3a mpoBesieHHe Ta30BO-XpOMaTorpapuyeckoro
aHainuza, A1.X.H. A.JO. ManakoBy 3a COBMECTHOE MPOBEACHUE TEPMOOAPUUECKUX IKCIIEPUMEHTOB,
ar-m.H. B.M. MockBuny u k.r-m.H. E.A. KocTelpeBoil 3a mnpoBeneHHE aHalInW3a COCTaBa H
COJIEp)KaHUsl OpPraHMYECKOTO BEIeCTBA JIOHHBIX OTIOkKeHHH, K.X.H. A.I'. Topmxony, O.H.
N3ocumoBoii, k.X.H. A.A. Huxonopoii, k.x.H. ['A. denopoBoii 3a MpoOBeICHNE aHAIN3a YObUIH
HEPTSIHBIX YIJIEBOJOPOJOB B YCIOBHSIX SKCIEPUMEHTA, ONpEAETICHHE COCTaBa >KUPHBIX KHUCIOT,
Macc-CreKTpomeTpudeckoe wuccienoBanue (paxmuii 6uollIAB, x.r-m.H. T.B. IloromaeBoii 3a
IpeJ0CTaBlIEHUE TaHHBIX XUMUYECKOT0 COCTaBa MOPOBBIX BOJ, K.0.H. M.P. KabusnoBy 3a nmpoBeaeHue
COBMECTHOT'O HCCIIEIOBAaHUS T€HOMAa TePMOPHILHOTO MUKpoopranu3ma, k.x.H. C.H. AnamoBuuy 3a
MPEIOCTABIICHUE CHUHTE3UPOBAHHBIX CTUMYJIATOPOB pocta, coTtpyaHukam LKII «OnekrponHas
mukpockonus» JIMH CO PAH 3a coaelicTBue B IPOBEAECHUH 3JIEKTPOHHON MUKPOCKOIINH, a TaKKe
BCEM COTPYJIHHUKaM J1a00paTOpUu MHUKPOOMOJIOTUHU YTJIEBOJOPOJIOB 3a MPAKTUYECKYIO MOMOUIb U

IOEHHBIC COBETHI HA BCEX dTamax pa6OTBI.
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I''IABA 1. OB30P JIUTEPATYPbI
1.1. Fny0uHHBIE MOPCKHE 0CAIKU KAK Cpela 00MTAaHUS MUKPOOPTaHU3MOB

Mopckue U MPECHOBOIHBIE OCAIKH SIBISIOTCS KPYIMHEHIIUM pe3epByapoM OPraHHYECKOTrO
yrliepoJia ¥ HaceJIeHbl pa3HooOpa3HbIMU MUKpOOHBIME coobrmiecTBamu (Hedges, Keil, 1995; Parkes
et al., 2000; Zinger et al., 2011). bakTepun u apxeu B OTJIIOKEHHUAX UTPAIOT KIIOYEBYIO POJIb B
peMUHEpaIH3alMd OPTaHUYeCKOT0 BEIIECTBA, KPYrOBOPOTE MUTATEIBHBIX BEIIECTB M Iepeaayde
srepruu (Mason et al., 2010). Mx meTabonudeckas akTUBHOCTh OKa3bIBACT 3HAYMTEIHHOE BIMSHUC
Ha OMOreOXMMHYECKHE IHKJIBI YIiepoja, a30Ta U cepbl B riobampHoM Macmrtade (Berner, 1982;
Nealson, 1997; Orcutt et al., 2011; Zhang et al., 2021). [IesTeIbHOCTF MUKPOOPTAaHU3MOB OTIPEICTISET
NPAaKTUYECKH BCE IMPOLECCH, MPOTEKAIOIIME B OCAJ0YHBIX OTIOXKCHHSX B JMAreHe3e W paHHEM
karareHese. [lo Mepe HAKOIUICHUSI OTIOKEHUN B TEUEHHE I'€OJIOTMYECKOr0 BPEeMEHHU MOorpedeHHas
MUKpOOHasi KH3Hb COXPAHSAETCS, HO TEMIIbl €€ POCTa CHUYKAIOTCS M3-32 UCTOIICHHS JIbIXaTEIbHbBIX
aKIIETITOPOB AJIEKTPOHOB M MEHBIIEH pPEaKIMOHHOM CIOCOOHOCTH CYOCTpaTOB C YBEIHMUECHUEM
riryounsl (D’Hondt et al., 2004, 2019; Jorgensen, Marshall, 2016), uto npuBoauT K GOPMHPOBAHUIO
riyOuHHONH Ouocdeprl. BbuTo BBICKa3aHO MPEINOJIOXKEHHE, YTO MHUKpPOOHBIE cooOmiecTBa B
rIyOMHHON Onocdepe SBISIOTCA IMOTOMKAMH TOBEPXHOCTHBIX COOOILECTB, KOTOphIE ObLIN
norpebensl B mponutoM (Inagaki et al, 2015; Lever et al., 2015; Walsh et al., 2016; Starnawski et al.,
2017). Takum oOpazomM, OTOOP CUMTACTCS MPEOOIANAONIEH CHUIION, ONIPEISNISIONICH BEPTUKAILHYIO
CYKIIECCHIO COOOIIECTB B TOJIIE OCAJOYHBIX MTOPO/I, B TO BPEMsI KaK JIPyTrHe MPOIECChl, B TOM YHUCIIe
nuBepcuUKaIus, pacceeHue u apeiid, MOTyT BHI3bIBATh HE3HAUUTEIbHBIC H3MEHEHHUSI B OCHOBHOM
B noBepxHOcTHOM cpezne (Nemergut et al., 2013; Petro et al., 2017).

CaMble paHHUE CBUJETENLCTBA CYIIECTBOBaHUS TITyOMHHOUM Onocdeps! nossuiauck B 1920-x
rojax, B pe3yjbTaTe HCCIENOBaHWNA HEPTSIHBIX pPE3EpPBYapOB OJHOBPEMEHHO POCCHICKUMH W
amepukaHckumu uccnenosarensmu (benses u ap., 2004). B Poccun, nepBsie MUKPOOHOIOTUYECKHE
WCCJIETOBAHMSI TUIACTOBBIX BOJ HEPTIHBIX MECTOpOXAeHU AmmepoHa nposeaeHs! T.JI. ['uH30ypr-
Kaparuuesoii (I'mn30Oypr-Kaparuuesa, 1926; 1932). B ato e Bpemsi, u3 HEQTSIHBIX pe3e€pBYapoB B
Oacceiine Mnnunoiica, bactun E.C. uzonupoan cynedarpeaynupyroiye 6akTepun U yCTaHOBUI
Hanuuue OuopasznaraemMoil HepTu B HEPTAHBIX KoJulekTopax. [lonydeHHbIE naHHBIE CTaIu
JIOKA3aTebCTBOM CYIIIECTBOBAHHUS AKTUBHBIX MHUKPOOPTaHU3MOB B TTTyOOKHX HEApax 3a MHOTO JIET
JI0 TOTO, KaK MCCIIE0BaHUs ObLIH COCPEIOTOUYEHBI Ha M3y4ueHuH riryonnHoi ouochepst (Roadifer,
1987; Head et al., 2010). Bckope mocite atoro, B 1930-x rogax, MUKpOOHOJOTHUECKUE UCCIICTOBAHHMS
MOPCKHX OTJIOKEHUH MPOJEMOHCTPUPOBAINA CYIIECTBOBAHUE KH3HU B OKEAaHWYECKUX HEIpax
(ZoBell, Anderson, 1936; ZoBell, 1938; Escudero et al., 2018). OxHako JOCTHKEHHUS B 3TOH 00JIaCTH
B TIOCIIEAYIOMIAE TOJBl OBLIM OTpaHUYEHBI M3-32 OTCYTCTBHS JOBEPUS CO CTOPOHBI HAyYHOTO

coobmectBa (Lipman, 1931). Bo3MoXHOCTh 0OHapy»KeHUSI aKTUBHOW KU3HU B INIYOOKHX HEIpax
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Obly1a MOCTaBJIeHA M0J] COMHEHHE, TaK KaK CYUTAIIOCh, YTO KOMOMHUPOBAHHOE BO3ACHCTBHE HU3KUX
TEMIIepaTyp U BEICOKOTO JABJICHHS ITOAABIISIET POCT MUKPOOPTIaHN3MOB B IlTyOnHax okeana (Jannasch
etal., 1971). Konuenmus >ku3Hu Ha OOJBIINX MTyOWHAX paJuKaabHO H3MeHHIach B 1979 rojy, koraa
Kopnuce JIx. b. u ero kosiern oOHapy>KWJIM >KUBOTHBIX, OOMTAIOIIUX BOKPYT TTyOOKOBOJHBIX
TUAPOTEPMAIIbHBIX UCTOYHUKOB Ha IHe MHUPOBOTo OKeaHa, B OCHOBE MUIIIEBON IIEMH KOTOPHIX JIexkKaT
XEMOJIUTOABTOTPO(HBIE MUKpOOpraHu3Mebl, okucisitonue cepy (Corliss et al., 1979; Escudero et al.,
2018). bmaromapsi 5TOMy OTKPBITHIO HM3Yy4YeHHE TITyOMHHON OHochepbl B OKEaHHMYECKUX HEIpax
HOJTYYHIJIO pa3BUTHE, M ObLJIO BKIFOUEHO B MEKAyHapoHbIe mporpammbl 0ypenust (Oremland et al.,
1982; Whelan et al., 1983; D'Hondst et al., 2002). OxHuM H3 MEPBBIX, KTO BBICKA3aJl MPEAMOI0KEHUE
O CYIIECTBOBAHUU JYKOCUCTEMBI B KOHTUHEHTAILHBIX HEApPaxX, He3aBUCHUMOW OT (OTOCHHTE3a, OBLI
Tomac IN'ony (Gold, 1992). N'ona T. paccmarpuBan Heipa He TOJTBKO KaK BO3MOXKHYIO Cpely OOUTaHUS
MUKPOOPTaHU3MOB, HO U BO3MOKHOCTh TOTO, UTO KU3Hb MOXKET ObITh Haii/ieHa Ha IPYTUX IJIaHeTax
(Escudero et al., 2018).

TepmuH «ryOuHHasE Onocdepay MosSBUIICS HAMHOTO T03Ke, KOTJa ObLUTH TIOJTY4YeHBI JAHHBIE O
npoPUIsIX MUKPOOHOM aKTHBHOCTH, OOINEH YHCIEHHOCTH MHUKPOOPTaHU3MOB U pPazHOOOpazuu
KyJIbTUBHPYEMBIX (HOpM B TIIYOMHHBIX CJIOSX MOPCKHX OCAJOYHBIX OTJIOXKEHHHA. DTH JaHHbBIE
MOJTBEPAUIIU, YTO TITyOMHHBIE OCA/IKH SBISIOTCS KPYITHEHIIIeH cpe1oil 00uTaHUsI MUKPOOPTaHU3MOB
na 3emite (Cragg et al., 1990; Gold, 1992; Parkes et al., 1994; Whitman et al., 1998). B nacrosiiee
BpEeMsI YHUBEPCATILHOTO OIPEIeNICHUs «TITyOnHHAass Onocdepay He cymecTByeT. B menom, HazeMHbIe
Cpelbl, OCaJo4yHble TMOPOAbl B MOPSAX U OKEaHax, a TakKe IMOA3EMHBbIE Cpelbl OOWTaHUA
(MarmMaTH4ecKHe TOpPOJIbl, IIaXThl H CHUCTEMBI TIIYOOKHMX BOJOHOCHBIX TOPU30HTOB B
KOHTHHEHTAIbHON 00acTH) moamagaroT moja 3to ompenenenue (Wehrmann, Riedinger, 2016;
Schippers, 2016). Haubosee CHOPHBIM acleKTOM SIBJISIETCS OMpPE/CICHUE MOHATHE «TyOHMHHAs
o6uochepay IS TOHHBIX OTJIOXKEHHUI B MOpSX U okeaHax. YutMmeH Y.b. ¢ coasropamu (Whitman et
al., 1998) monaranu, uto BepxHue 10 CM 0CAJTOYHOTO CIIOS B OTKPHITOM OKEaHE IOKHBI OBITh
BKITIOYEHBI B OKe€aHHUYeCKyto cpeay obutanms. [ Xouar C. ¢ xomreramu (2002, 2009) onpenenumm
«TIOJITIOBEPXHOCTHBIC OTJIOXKEHUS» KaK OTIIOKEHUsS, HAXOISAIIUecs HUke 1.5 M rpaHuIlbl paszena
Boma — ocanok. Moprencen B.B., Bostnyc A. m Dneapac K.JDk. ONpeneinuin «riyGHHHYIO
omocdepy» Kak OTIOKEHHUS U TOPHBIE MOPOIbI, HAXOASIIHUECS Ha TIIyOMHE HUXKE OJHOTO METpa OT
mopckoro ana (1 m.b.sf. — meters below seafloor) (Jorgensen, Boetius, 2007; Edwards et al., 2012).
W3-3a Oonpuioro auamna3oHa MIyOMH TiayOuHHas Ouocdepa B MOPCKUX OTJIOXKEHHSIX Oblia
JIOTIOJTHUTEIILHO pa3J/ielicHa Ha «IOBEPXHOCTHYIO» — 10 1.5 m.b.sf, «npunoBepxHocTHyIO» — OT 5
m.b.sf, «aermyGokyro» ot 356 m.b.sf u «(cBepx)riybokyro» mopckyro ouochepy (Valentine, 2011;
Inagaki et al, 2015; Wehrmann, Riedinger, 2016) (puc. 1).
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6)

- 1.5 mbsf: nosepxHocTHan MyGuHHan Guoctepa
- <5 mbsf: npunoBepxHocTHaA rmybuHHan Guwocchepa

= <356 mbsf: mernyGoxan myGumnan Guocdepa

o @
— nﬁ:‘:‘ TR ST = =1500 mbsf: ynerparnyGokas rmyGunHan Guocdepa
LTI

KoHTuHeHTanbHasA
Kopa

CyBaykuma

Pucynok 1. CxemaTrueckoe n300pakeHUE BEPTUKAIBHOTO pa3pe3a CTPYKTYpbl MOPCKOTO JHA (a)
MOPCKOTO JIHAa C yKa3aHHeM Juarna3oHa TIyOWH MOJABOAHBIX OnochepHbIX MecTooOuTaHuit (0);
m.b.sf: meTpsr HIKe Mopckoro aHa. Ilutuposano mo Jorgensen, Boetius, 2007; Parkes et al., 2014,
Wehrmann, Riedinger, 2016.

N3ydenue rmyOMHHBIX 0CaJOYHBIX OTJIOKEHUH Havanoch B 1968 1. ¢ [IpoekTa rimy00KOBOIHOTO
Oypenus B okeanax (DSDP — Deep Sea drilling Project), nanpaBiieHHOTO Ha COBEPIICHCTBOBAHKE
(yHIAMEHTAILHBIX 3HAHUW O (U3MYCCKHX, XUMHUYECKUX U OHOJIOTMYECKHX IpOIeccax,
OTIPENIENAIONIUX TEOJOTHYECKYI0 HCTOPHUIO, CTPOCHHE M HBOJIOIHMIO OKEaHWYECKOH JmTocheps
(0cagkoB M KOPBI) Uepe3 UCCIeOBaHUE TIIYOMHHOTO CTPOEHHUS 3eMJIM MOJI OKeaHaMH C ITOMOIIBIO
OypoBoro cyaHa «I'momap Yemnnenmxep», 000pyJO0BaHHOIO CUCTEMON THMHAMHYECKOIO Yep KaHUs
Ha MecTe. Ha ocHOBe M3ydeHHUs CKOpPOCTEeH peakuuii B MOPOBBIX BOJAX KEPHOB, MOJYYEHHBIX B
pamkax BeimoHeHUs: DSDP, ObUT0 BBIIBUHYTO MPEATIONIOKEHUE, YTO B TOJIIE JOHHBIX OTIIOKEHHH
OOUTAIOT aKTHUBHBIC JKUBBIE OAKTEPUH, KOTOPBIE HCIOIB3YIOT OKHCIUTEIFHO-BOCCTAHOBUTEILHBIC
pEaKIMHU AJIs TTOTYUYEHUS SHEPTUH, HE0OXOIMMOMN IS UX JKU3HEAEITEIbHOCTH.

Jlis ocyliecTBIeHHs 3TUX UCCIEI0BaHUN ObUT CO3/1aH KOHCOPIMYM, MOJIyYUBIIMKA Ha3BaHUE
«O0beuHEeHNE OKeaHOTpaPUECKUX HHCTUTYTOB 10 TIyOrMHHOMY orpoboBanuio 3emin» (JOIDES),
KOTOpBI BHayasle 00BbEeIUHAN HECKOJbKO okeaHorpadpuueckux uHctutryToB CIIIA. B Hacrosimiee
BpeMsl KOHCOPLIUYM BKJIIOUAET HAyYHbIE OPraHU3aLMu U3 ABYX JecaTkoB cTpaH. C 1985 rona nmpoekt
peanu3yercsl B paMKax mporpammbl okeanuueckoro 0Oypenus (Ocean Drilling Program) ¢ momoriisto
6oee cosepirenHoro 6yposoro cyana “JOIDES Resolution”. B 2003 roay, mociie npucoeInHeHNs
SAnonun, 6epet cBoe Havamo «MeXTyHapoaHas KOMIUIEKCHAs TPOrpaMMa TITyOOKOBOTHOTO OypeHHs
B okeane» (IODP, “The Integrated Ocean Drilling Program”), mo 3aka3y KOTOpOW MOCTPOCH
CTICIIUABHBIN UCCIIe0BaTeNIbCKU Kopadib «3emis» (“Chikyu”). C 2013 roxa, o0beTMHHUB YETHIPE
OPEIBIAYIINX TPOEKTa, BO3HUKACT HOBBIH «MeXayHapoaHas TporpaMMma OTKPBITHS OKeaHa

(International Ocean Discovery Program (IODP)).
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B macrosmiee BpeMs camMoil TIyOOKOW OKEaHCKOW CKBaXUHOM SBJISICTCS CKBaKMHA,
npoOypenHast y OeperoB fnonun B TUXOM OKeaHe, HEMOAAIEKY OT JMULEHTPA 3eMIECTPICEHUs
Toxoky 2011 roma. OtBepctue Haxonutcs Ha 8023 MeTpoB HMKE YpOBHs Mops. V3BieueH kepH

mmnon 37.75 merpa (https://www.vice.com/). Panee camasi riay0Ookas CKBa)kHWHA HaXOJIWJIach B

Mapuanckoii BnaguHe — 7033 merpa Huke ypoBHs Mops. Ee nmpoOypun sxumnax cyaHa «I'momap
Yemnenxep» B 1978 roxy.

['my0Ookue 3eMHbBIe Hepa 0oJiee TPYAHOIOCTYITHBI s u3y4deHus. OOpa3iibl U3 HUX MOTYT OBITh
HOJIy4YeHbI uepe3 OypoBble CKBaXXHMHBI B ITOPO/JIE, NEIIEPHBIE PYyUbH, CKBAXKHHBI B IIaXTaX M Meliepax
u 3aBogHsembie ux Boabl (Sohlberg et al., 2015; Brannen-Donnelly, Engel, 2015; Miettinen et al.,
2015; Rajala et al., 2015; Bonis, Gralnick, 2015; Kutvonen et al., 2015; Wu et al., 2015), a Takxke
nytem cOopa KaMeHHOro marepuana u cockobo u3 memiep (Govil et al., 2019). Koauuectso
CBEPXIITYOOKHX CKBRXMH OTPaHUUYMBACTCS TEXHUUYECKUMH IIpobieMaMu OypeHHs, BO3pacTaloUMU
C TIIyOMHOM M CTOMMOCTbIO OypeHust ckBaxuHbl. Ha cymie, camoii riryOokoil B HacTosllee Bpems
ocraercs ckBaxknHa Kombckas ceepxriaydokas, «CI'-3», npobypennas B 1970-e Toabl COBETCKUMU
yuenbiMu Ha Konbeckom momyoctpoBe. ['myOuHa ckBakunbl — 12261 M. ['eonoru npenmnosnaranu, 9To
710 TITyOUHBI 5 KM 3aJIeraeT IpaHUTHAs TOJIIIA, 32 KOTOPOH cielytoT 0oJiee IpouHble U 0oJiee IpeBHHE
6a3anpToBbIe OPOALl. OO0 3TOM TOBOPHIIM JIaHHBIE ceficMuyeckoro 30HaupoBanusa. Ho okasasocs,
YTO Ha NIyOuHe Oosee 7 KM 3ajleraloT MEHee IJIOTHBIE W MEHEEe MPOYHBIC IMOPOAbI — apXeHCKHe
rHeiicel. Ha rimybunax 9-12 kM oOHapy’>KeHbl BBICOKOIOPUCTHIE MOPObI, HACBHIIIEHHBIE CHIIBHO
MUHEPAIN30BaHHBIMA BOJAAMHM U OpPraHMYECKUM BELIECTBOM, a Takke 14 BHJOB OKAMEHEBIIUX
MHUKPOOpPraHu3MoB. Bo3pacT riryOMHHBIX ciioeB mpeBbiman 2.8 muuMapaa jet. Ilo pedynpratam
JTAaHHBIX MCCIIE0BaHUI MOy4YaeTcsl, YTO KU3Hb Ha IUIaHeTe 3eMJyIsl BO3HUKIA Ha 1.5 Muiumapaa et
paHblle, 4yeM IMpeamnoyaraiocb. Takke HE COOTBETCTBOBAJ pPAacUeTHBIM IPOTHO3aM IPaJUEHT
Temneparypbl. TemnepaTypa yBenuuyuBaiach ¢ Oosblieil ckopocTbio U gocturia 180°C Ha 3aboe
CKBaXXMHBI, YTO PE3KO OTJIMYANIOCh OT okujgaeMoil temmeparypbl B 100°C. 3HaunTenbHO Tmy0xke
CIIOEB OCaJI0OYHBIX MOPOJ ObLI OOHApyXeH METaH, KOTOpPbIii HE MOXEeT HMETb OHOreHHOe
npoucxoxaenue (Opios, Jlaepos, 1998; Pedersen, 2000; YKamaneraunos, 2020). Brioceacrsuu,
npu nosydeHur KonbCKUM Hay4dHBIM IIEHTPOM 00pa3lLoB JIYHHOTO I'PYHTA, YCTAHOBJIEHO, YTO IO
XMMHYECKOMY COCTaBy OH IPAaKTUYECKHM HACHTUYEH IOpPOJaM, H3BJIICUEHHBIM M3 CKBa)KUHBI C
r1yOouHbI 0K0J10 3 KM. Teopust «3eMHOTo» nporcxosxaeHus JIynsl oOpena emie 0J1HO OATBEPKICHHE.

B cBepxriy6okoil ckBaxkuHe, mpoxonsuie uepe3 kparep Cunbsn Punr B IlIBeuuun, B
TPEUIMHOBATBIX IOpoJax OOHApyXeHbl Cynb(GUA W BTOPUUHBIE KapOOHATHBIE MHHEPAJIBI,
natupoBaHHble 80+5-22+3 MUIUITMOHAMU JIeT, 00pa30BaHHBIE B pe3yJIbTaTe MPOLECCOB METaHATeHEe3a
U aHadpOOHOr0 OKHUCJIEHMSI METaHa, CONPSHKEHHOIO C BOCCTAaHOBIIEHHWEM cyib(aToB. CHIIbSH —

KpaTepHoe 03epo, 00pa30BaHHOE B PE3yJIbTAaTe yaapa METEOPUTa, KOTOPHIA Tpou3omien 380 MITH. JieT
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Hazaa. YraeBojopoabl (HepTh), MOOMIM30BaHHBIC W3 3PENBIX CIAHIEBBIX HCXOIHBIX TOPOJ,
YTUIU3UPOBAIUCH TOA3EMHBIMH MHUKPOOPTaHM3MaMHM, 4YTO TPHUBEIO K HAKOIUICHHIO MHKPOOHOTO
METaHa, CMEIIAaHHOTO C HE3HAYUTEIbHOW aOMOTHYeCKOW Tra3oBOM (pakIMedl Mo OcCaJI0vYHON
nopojoii Ha kparo kparepa (Drake et al., 2019).

YHUKQJIBHOW CHCTEMOM OJIHOTO BHJIA CUHMTAETCs 30JI0TOpyAHas maxta B HOxkHou Adpuke,
ryounont 2.8 kM, rme Oaktepus, Candidatus Desulforudis audaxviator cocraBmser >99.9%
MHUKPOOPTaHU3MOB, HACEISIONINX JKUAKYI0 (pa3y maHHOro pasioma. I'eHOMHBIE JaHHBIE MOKa3aly,
yto Ca. Desulforudis audaxviator (CDA) sBisieTcsi XeMOJIUTOABTOTPOGOM, PACTYIIMM 3a CUYET
ruaporeHorpodHoro cyiabparnoro apixanus (Chivian et al., 2008). Bce monbITKu KyJIbTUBUPOBATH
CDA oxkazanuce 6e3ycnemnbiMu. [locnenoBarensHocTt CDA Obutn 0OHapy)KeHBI B HECKOJIBKHX
KOHTHHEHTAJBHBIX TOIMOBEPXHOCTHBIX 3KocucreMax FOxuoit Adpuku, CeBepHoil Amepuke,
EBporie u mo3eMHOM TepMaIbHOM BOJOHOCHOM ropu3onTe B 3anagHoit Cubupu (Karnachuk et al.,
2019). BonoHocHbI# ropu3oHT, B 3anaaHoi Cubupu, 3ajeraroiuil B paHHEMEIOBBIX OTIOXKEHHIX
(150-100 muH. 1et), ObUT BCKPBIT HeTepa3BenouHO# ckBakuHOM 1-P riryounoit 2.56 km (Banks et
al., 2014). Apre3nanckas Boga cKBaXuHBI ¢ Temreparypoit 40—45°C nocrymnaer ¢ riryOuHsI 2 KM, a
€€ COCTaB OmpeJeNsieTcs MPUCYTCTBUEM JIPEBHEH MOPCKOW BOJBI, pa30aBisieMOl COBPEMEHHBIMU
mereopubiMu Bogamu (Kadnikov et al., 2020a). Bece momnbITKM KyJIbTHBUPOBAHHS OpraHM3Ma Ha
npoTspkeHnn 6osee 10 et octaBanuch 0€3yCIENIHBIMU, YTO TOPOIHIIO TUTIOTE3Y 00 UCKITIOUUTEITHHO
MEJIEHHBIX CKOPOCTSX POCTA U JIEJIEHUH OJ1H pa3 B Thicsauy JieT (Labonté et al., 2015). [TomyueHHbIi
Brepsble 1.0.H. Kapnauyk O.B. ¢ coaBTopamu kynsTuBHpyemslii mramm «Desulforudis audaxviator»
BYF ucnons3oBan ais cBoero pocra He Toiabko Hz, HO Takke pa3iuyHble OpraHMYECKUE JTOHOPHI
AJIEKTPOHOB ISl CY/Ib(AaTHOTO JBIXaHUsI M UMel CKopocTh yaBoeHus 28.5 u (Karnachuk et al., 2019).

Tem caMbIiM aBTOpPBHI TOKa3ajHM, YTO B YCJOBHSAX, OOTaThIX MHUTATEIHFHBIMH BEIIECTBAMH,
MOJ3EMHBIN OpPraHU3M MOXET aJJallTUPOBATHCS K OTHOCUTENIBHO OBICTPOMY POCTY, HECMOTPSI Ha TO
4yTo IIyOOKME TMOJ3€MHBIE CpeAbl CUYMTAIOTCA 3KOCHUCTEMaMH, B KOTOPbIX OOMTaroT
MEJIEHHOPACTYIIME MPOKApUOTHl M3-3a KpalHEero orpaHuyveHus sHepruu. [lanpHeilmmuil nondop
YCIIOBUM KyJIbTUBHPOBAHUS IOKa3ald, 4YTO B JIaOOpaTOpHBIX YycioBusax, mramMm «Desulforudis
audaxviator» BYF wMoxeT uMeTh CKOPOCTh pOCTa, COMOCTAaBUMYK) CO CKOpPOCTSMH pPOCTa
TpaaUIMOHHBIX aHa’poboB (Jlykuna, Kapuauyk, 2021). YcraHoBneHo, 4TO OakTepusi HUMeEeT
CIIO)KHYIO BHYTPUKJICTOUYHYIO OpPTaHHM3aIMI0, BKIIOYAIONIYI0 Ta30BBIE ITy3BIPHKH, BHYTPEHHHE
MeMOpaHbI U AJIEKTPOHHO-TUIOTHBIE CTPYKTYpHI, oOorameHHbe (hochopom, Kele30M U KaJbIHEM.
HecmoTps Ha 3HaYNTETBHOE MPOCTPAHCTBEHHO-BPEMEHHOE pa3/ielieHre IByX reorpaguueckiux Mect
(FOxnast Adpuka u 3anannas Cudups) ANI (average nucleotide identity) 1ByX reHOMOB COCTaBHIIO

99.95% (Karnachuk et al., 2019).
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1.1.2. O0beM ri1yOMHHON 0CA0YHON TOJIIIU

[TepBbic HWCCIENOBAHUS TIO OIMpPEACICHUI0O O0beMa TIIYOMHHOW OCaJOYHON TOJNIU OBLIN
nposenaensl [lapkec P. ¢ coaBTropamu MeToa0M NMPSAMOro MmojcyeTa KIeTOK MUKPOOPTraHU3MOB B
JOHHBIX OCaJKax C UCHOJb30BaHUEM (PIIyOPECHEHTHOIO OKpAaIlIMBaHUsS 00pa3lOB aKpUIUHOBBIM
opamxeBbiM (Parkes, 1994, 2000). Takum 06pa3om ObLIO 33JOKyMEHTUPOBAHO CYIECTBOBAHHE
rry0okoit 6uochepsl B HECKOIBKHX COTHSX METPOB IITyOOKO morpebeHHbIX otinoxenuil (Parkes et
al., 1994). OGmee KonM4ecTBO MpoKapuoT (OakTepuil M apxel) B OTIOKEHUSIX YMEHBIIAJIOCH C
yBEJIMYCHHEM IITyOHMHBI 0CaJIKa B COOTBETCTBUU C COJIEp:KaHUEeM oprannyeckoro yriaeposa (Parkes
et al., 2000; D'Hondt et al., 2004; Roussel et al., 2008). Ilony4ycHHble aaHHBIC OBLIU
HKCTPAIIOIUPOBAHBI IJIsl pacyeTa ri1o0anbHOi GMOMacchl TITyOMHHOM Onocdepsl.

B 1998 rony Yurmen V.b. ¢ coaBropamu (Whitman et al., 1998) 6buto moacuuTano, 4To
YHCIIEHHOCTh MUKPOOPTaHH3MOB B MOPCKHX Ocajkax gocturaer 35.5x10%° kiertok, 4to cocraBnser
55-86% Onomaccel pokapuot 3emud U 27-33% xuBoil Omomacchl 3emiu. [[si CBOMX OIEHOK
ABTOPBHI UCIIOJIB30BAIM CPEHEE OTHOIICHNE KOHLEHTPAIMH KIIETOK K TIyOMHE B MIECTH Y4acTKax
Tuxoro okeana, 4ToObl OXapaKTEPU30BATh KOHIIEHTPALIMIO MUKPOOPTaHU3MOB B OCaJIKaX MO BCEMY
MupoBomy okeany. OJIHaKO 3TH OI[EHKU OBIJIM B OCHOBHOM IOJIYYEHBI JJIsi O0TaThIX OPraHUYECKUM
YTIAEPOAOM Me30- U IBTPO(HBIX OTIOKEHHH KOHTUHEHTAIBHBIX OKpPaMH W / WM PaiiOHOB
anBeJUIMHTA. B STHX pernoHax pacTBOPEHHBIH KUCIOPOJ TIIyOOKO NMPOHHMKAET B OTJIOXKCHUS, U
MHKPOOHAasi aKTHBHOCTh O0BIYHO HOCHUT adpoOHbIii xapaktep (Roy et al., 2012; D’Hondt et al., 2015).
[Tpy wu3ydeHun oMUroTpOodHBIX OTIOXKeHUH Tuxoro oxeaHa, OOETHEHHBIX OPraHUYECKUM
YTIEPOaAOM, YCTAaHOBJIEHO, YTO KOJIMUYECTBO KJIETOK BapbHPYyeT B 3aBUCUMOCTH OT OKEAaHHMYECKHUX
YYacTKOB Ha IISITh MOPSIKOB BEJIMYHUHBI U KOPPEIUPYET CO CPETHEH CKOPOCTHIO CEIMMEHTALNHU U
paccrosiarem ot cymm (Kallmeyer et al.,, 2012). OcHoBbIBasich Ha 3TUX KOPPEISIHAX, aBTOPbI
OLIEHWJIN TJI00AbHYI0 YHCIEHHOCTh MUKPOOPTaHU3MOB B MOPCKUX OCaJIKaX, KOTOpask COCTaBIISIET
2.9x10%knetkn, uto coorserctByeT 4.1 merarpamm (Pg C) (4.1x10% xr) u ~0,6% Bceii XuBoif
6roMacchl 3eMITH, YTO MpPEBHIAET YUCIEHHOCTh MPOKApPHOT B Mopckoit Boae (1.2x10%°) u moune
(2.6x10%) (Kallmeyer et al., 2012).

Onenka o0beMa KOHTHHEHTAJIBbHON MOJMOBEPXHOCTHOM OMOMacchl MMeeT Oojee IIHUPOKH
muana3oH 3HaueHui. ['onn T. (1992) onpenenun KOHTUHEHTATBHYIO TTOIIMTOBEPXHOCTHYIO OHMOMAcCy
B pasmepe 2.2x10 tonn (1.1x10° PgC), mpeamonoxkus, 4T0 MHKPOOPraHM3MbI 3aHUMAIOT 1%
«06UTaEMOroy» 06beMa Mop KOHTHHEHTAIBHOM MOAIoBepXHOCTH (2% 1072 Ha cM ), UTO HKBHBANEHTHO
~2.5x10" kmerok Ha cM . Yutmen V.B. ¢ COaBTOpaMH, WHCIIONB30BAT MOJETb 3arOTHEHHUS
nopucroctu ['onna T., Ho monaras, uto Toabko 0.016% KOHTHHEHTaNbHOT0 00MTaeMoro oobemMa rmop
ObUIO 3aHATO OMOMACCOM, YTO MPUBEJIO K CYHIECTBEHHO 0ojiee HM3KOMY 3HAYEHMIO YHCIEHHOCTH

MHKpoopranu3MoB (2.2x10%) kneTok B KoHTHHEHTATEHOI TOMOBEPXHOCTHOH Grochepe. [To3anee,
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Marnabocko C. c coaBTOpaMu TEpPECUHTAIA OHOMACCy KOHTHHEHTAJIBHBIX HEApP. ABTOPBI
NPOAHATM3UPOBAIM OIyOJMKOBAHHBIE JaHHBIE O MHKPOOHOM pa3HOOOpasMu W3 Pa3TUYHBIX
MCTOYHUKOB MOJ3eMHONW Ouochepbl U ONpeneinuiii, YTO KOHTHHEHTAIbHAs IOJIMOBEPXHOCTHAS
onocdepa comepxur ot 2x10%° 1o 6x10%° knerku (ot 23 1o 31 PgC 6momacchl), cOCTaB cOOOIIECTBA
KOTOPBIX KOPpEIUpyeT ¢ muTojorueii oopasia (Magnabosco et al., 2018). I'nobansHoe pasHooOpasue
MOPCKHUX MPOKapuoT (apxeil m Oakrepuii) B mpumoBepxHOocTHOM okeaHe (oT 0 mo 1000 m.b.sf.)
cocraBuno 3.75x10* onepanmonnsix TakcoHomuueckux eauuun (OTE) (Sunagawa et al., 2015;
Hoshino et al., 2019).

[Toacuer Bceli Ornomaccel Ha 3emite, mpoBeacHHbIH bapa-On U. ¢ coaBTopamu (Barn-On et al.,

2018), mokazain, yto oHa coctasisieT 550 ruraronn yriepoaa (I't C) (puc. 2).

Mopckue
OpraHMU3Mbl
X6
HasemHublie
OpraHMU3Mbl
%470
[ny6uHHas
o6uocdepa
=70
0 02 04 06 08 1
Buomacca, [I'tr C = 1015t C] dpaknuy 6UHOMaCChI

Pucynok 2. PactipeneneHre 6MomMacchl B pa3IHuHBIX Cpeax U TPOPUUECKUX YPOBHAX. AOCOIOTHAS
OroMacca mpeJcTaBiIeHa quarpaMMoi BopoHoro, rae miomaas KaKIou sueiiky MpornopiroHaibHa
nI00asHOM Onomacce B Kaxou cpene. [ myOunHas Omocdepa onpeeneHa Kak MOPCKUE JOHHBIC
OTJIOKEHHUS U OKEaHWYecKas Kopa, a TakKe Ha3eMHBIA cyOcTpar riryOMHOW Oomnee 8 M, UCKIIOYas
nouBy. Jloyisi GMOMacchl KaKIOTO I[apCTBa, COCPEAOTOUCHHASI B 36MHOU, MOPCKOW M TIIyOMHHOM
cpene. [{utuposano mo Bar-On et al., 2018.

Ha nonro pactenuit mpuxoautcs ~470 I't C (=450 I'r C Ha Ha3eMHbIE pacTEeHHs), HA JIOJIIO
*uBOTHBIX =2 't C. I'moGanpHas 6uomacca Oaktepuii coctaisier ~70 I't C, B kotopoit <60 I't C
3aHMMAaeT J0Js Ha3eMHBIX TNIyOMHHBIX OakTepwii. Macca apxeit onieHeHa Ha ypoBHe ~7 I't C, npu

31oM =4 't C 1 =3 't C COCTaBIAIOT Ha3eMHbIE U MOPCKHE TTTyOMHHBIE apXeu COOTBETCTBEHHO (Bar-

On et al., 2018).

1.1.3. ®akTopsl, BJAMAOLINE HA )KH3Hb B ITyOMHHON 0cago4HOi Tosme. McTouynuku 3Heprun
U MeTald0/1u3M B IUIyOMHHOI Onocgepe

[To mepe oOHapykeHHUSI MUKPOOPTaHW3MOB B TIyOMHHOU Onoc(epe OTKPBITBIM OCTABAJICS
BOIIPOC O TPUPOAE HMCTOUYHUKOB YIJIEpoJa M DHHEPIruH, CTUMYJUPYIOLNIMX HMX aKTUBHOCTb.
OburaeMOCTh MOA3eMHOM OHocdepbl Ha 3emile OIpeneNseTcss HaJMYueM TpeX OCHOBHBIX
apaMeTpoB: TOCTYIHOCTBIO SHEPIHH, BO/IbI U yMepeHHO# Temmepatypsl (Hoehler, 2004; Escudero

et al., 2018). Ipodwau moacuera KIECTOK U XUMHUYECKOTO COCTaBa MOPOBBIX BOJ| MOKA3bIBAIOT, YTO
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MUKpOOHasi aKTUBHOCTh B JOHHBIX OTJIOKEHHUSIX OOBIYHO UpE3BbIUAHO HHU3KA, CPEAHSSI CKOPOCTh
apIxanus coctaninser oT 2.8x10728 1o 1.1x10714 Monb 2neKTpoOHOB Ha KIIETKY B TOJ, B 3aBUCHMOCTH
OT HaJIM4YHUs JIOHOPOB M akientTopoB 3jekTponoB (D’Hondt et al., 2002, 2015; Hoehler, Jorgensen,
2013). Nukybauust co cTaOWUIBHBIM HM30TONMHBIM 30HAUPOBAHMEM M HAHOMETPOBAsk BTOpUYHAS
MOHHAsI MacC-CIEKTPOMETPHUSI MOKA3aJId, YTO OOJIBIIMHCTBO MUKPOOPTaHU3MOB B 00pa3iiax JOHHBIX
OTJIOKEHUH MOT'YT aCCHMMWJIMPOBATh IIUPOKUM CIIEKTP COCAMHEHUN yTiepoa U a30Ta B KIETOYHYIO
Ouomaccy Jaxke M3 aHa’POOHBIX MHOILICHOBBIX OTJIOKEHHUH TINIyOMHOW 2 KM M OKHCJICHHBIX
otioxenuii Bo3pacrom 101.5 Ma (Morono et al., 2013, 2020; Inagaki et al., 2015; Trenbath-Reichert
et al., 2017). OCHOBHBIM HUCTOYHHKOM SHEPIMH B TIyOMHHON OHOcdepe SBISCTCS OPraHUYECKUI
yriaepon, oOpa3oBaHHOH B pe3yjbTaTe MEPBHUYHONW MPOAYKUMH B OKeaHe. bomnbmias dvacte
OpraHMYECKOTO yriepoja pasiaraercs B mepBom merpe (1 m.b.sf), comepixkanue opraHMuecKoro
yriepojia B rimy0okux Henpax coctasiseT npumepHo 0.1-1% ot cyxoro Beca ocanka (Jorgensen,
Boetius, 2007). I'mybunnas 6uochepa vacto nuineHa opranuueckoro yriepona. Hexsarka Copr B
MOJI3EMHOM CpeJie He BCETAa ONpeIesieT Mpeodiaganue XeMOJIMTOaBTOTpo(HOTo 00pasa ku3Hu (Sar
et al., 2019). IIpomexxyTouHbie MPOIYKTHI METa0OIU3MA KM MPOAYKTHI XEMOJIMTOABTOTPOPHOIO
MeTabonr3mMa MOTYT HMOJMUTHIBATh TreTepoTpodoB B Heapax. O reTepoTpoHBIX MUKPOOPTraHU3MAaX
u3 ryouHHOM 6uochepsl coodiaercs B pabotax (Hallbeck, Pedersen, 2008; Nyyssonen et al., 2014;
Purkamo et al., 2015). I'ereporpodHBle MUKPOOHBIE COOOIIECTBA TAKKE MOTYT HCIIOJIB30BaTh
abMOreHHbIe YIIIEBOAOPO/Ibl, TeHepupyeMble N0 peakiun Oumepa-Tpomnma (Purkamo et al., 2016).

Mukpoopranu3mMbl  MOANOBEPXHOCTHON IIyOMHHON Ouochepbl MOMydyaroT »JHEPruio B
pe3yNbTaTe MUPOKOTO CIEKTPa OKUCIUTEIbHO-BOCCTAHOBUTENBHBIX PEaKIHi (HampuMep, peaxiiuii
JTUCTIPOTIOPITUOHUPOBAHMS, (epMEeHTAlMK ¥ peaknuid JbpIXaHWs). B MPHIIOBEPXHOCTHBIX
NPUOPEKHBIX OTIOKEHHUSIX KUCIOPO 0OBIYHO OBICTPO YJANISIETCS B PE3yJIbTaTe a3pOOHOT0 JAbIXaHHUS,
4TO CIOCOOCTBYET aHa’pOOHOMY JBIXaHMIO C MCIOJb30BAaHMEM AaKLENTOPOB HIIEKTPOHOB, C
YMEHBIIEHHEM BHIXO/Ia CBOOOIHOM SHEpruM mHocnenoBatenbHoro paga NO3 > Mn*t > Fe3* >
S05™ > CO, u 00pa3oBaHMEM XapaKTEPHBIX 30H C yBEJIMYEHUEM TIIyOWHBI, cojepxkammx NHj,
Mn?*, Fe?*,S%~ u CHq (puc. 3) (Parkes et al., 2014).

XvMHs TIOPOBBIX BOJ MEIKOBOJHBIX MOPCKHUX OCAIKOB OOBIYHO JIEMOHCTPUPYET
Mpe/CKa3yeMyl0 30HAIbHOCTh, C THKOBBIMH KOHIICHTPAIIUSIMU PACTBOPEHHBIX TMPOAYKTOB
Pa3IUYHBIX OKHCIHUTEILHO-BOCCTAaHOBUTENBbHBIX mporieccoB [Mn(Il), Fe(Il), EH>S u CHyl,
yBenuuuBaromieiics mo rayoune ocamka (Froelich et al., 1979; Nealson, 1997; Jargensen, 2000;
Schulz, 2000). Takas mocieA0BaTEIBLHOCTh OKHCIUTEIBHO-BOCCTAHOBUTEIBHBIX 30H OOBACHACTCS
KOHKYPEHIIUEeH MEXIy MeTa0ONWYeCKUMH IMyTSAMH; MPEIINoNiaraeTcs, 4TO PEaKIHH C y4acTHEM
AIIEKTPOHOB, KOTOPHIE JAFOT MOCIIEIOBATEIIFHO MEHBIIINN BBIXO CBOOOIHOM YHEPTUH, TPE0OIaTAI0T

Ha II0CJIEAO0BATCIBbHO OonpIIeH FJ'IY6I/IHG, IMOCKOJIBKY AKIECIITOPEI 3JICKTPOHOB C 0osiee BBEICOKUM
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BBIXOJIOM CBOOOJIHOM SHEPIMH HCTOIIAIOTCS paHble Ha MeHbieH riyoune (Froelich et al., 1979;
Nealson, 1997; Jergensen, 2000; D'Hond et al., 2004). Takum oO0pa3om, TakKe MPOUCXOIUT

nocJieI0BaTeIbHASI CMEHA TPy MPOKapuoT (puc. 3).
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Pucynok 3. CxemaTnueckoe M300pakeHHe MpoleccoB B rIyOuHHOU Ouocdepe. LlutupoBano mno
Parkes et al., 2014.

[TotoOHBIE M3MEHEHUS MPOUCXOAT BO MHOTHUX IITyOOKMX MOPCKUX OTJIOXeHusx. Hampumep,
YacTO CyIIEeCTBYIOmAs 30HA Cylb(aTHO-MeTaHOBOro mepexoma (SMTZY) maxonamtcs Ha pasHbBIX
riyOMHaX B JIOHHBIX OCaJKaX B 3aBUCHMOCTH OT TJTyOMHBI BOJHOW ToNmH. Tak, mpu riryOuHe BOJBI
151 m 3ona SMTZ naxomutcs ~35 m.b.sf u comepxkur 2-8% opranmyeckoro yriaepoaa. Ha
MEJIKOBOJIHBIX YYacTKaxX C BBICOKHM COJIEp)KaHHEM OPraHMYEeCKOIro BEIIECTBA, HApUMEp, MPOJIUB

Ckareppak (coenunsiommii CeBepHoe Mope ¢ bantuiickum mopem, Jlanust) — va rimy6une ~0.7 m.b.sf.

! 30na nepexona cynbdar-mMeran (SMTZ) sBseTCs 30HON B OKEaHaX, 03€pax M PeKax, HAXOMAUIMXCS HUKE
MOBEPXHOCTH OTJIOXKEHHIA, B KOTOPBIX OJHOBPEMEHHO HAaXOIATCS Cyiab(paTHOH W MeTaH. DopmupoBaHue
SMTZ o6ycnoBneHo nuddysueit cynphaTnona BHU3 10 OCAJ0YHOM Toie U Auddy3reil MeTaHa BBEPX 110
otnoxenusM. B SMTZ ux nuddysznoHHbIe MPOGUIN BCTPEUAIOTCS, YTO TIO3BOJISIET CymecTBOBaTh B SMTZ
MHUKPOOHOMY COOOILECTBY, OCHOBHOH (popMoil MeTabonn3Ma KOTOPOro SIBISIETCS aHadpOOHOE OKHCIIEHHUE
meraHa (AOM). [lpucyrcrBue AOM yka3piBaeT Ha TEPEXOi OT JUCCUMHIALIMOHHOTO BOCCTAaHOBIICHHS

cyib(haTa K MCTAHOT€HE3y B KaueCTBE OCHOBHOTO MeTa00JIM3Ma, UCIoJib3yeMoro opranusmamu (Hinrichs et
al.,1999; Boetius et al., 2000).
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B Gonee riybokoBoaHBIX MecTax (OacceitH Bymmapk B Tuxom okeaHe) ¢ HHU3KHM COJEPKaHHEM
OpraHu4eckoro yriaeposa (riryouna soguoi tonum 1150-2303 m, ~0.4% oprannyeckoro yriepoza)
BOCCTaHOBJICHHE CYJIb(ATOB MPOUCXOAUT ropa3no memieHHee, a SMTZ naxonutest ot 107 go 199
m.b.sf na pasnmuunbix yuactkax (Parkes et al., 2014).

Cynbdarpenykis, MeTaHOTeHe3, aHadpoOHoe okuciaeHue meraHa (AOM) u depmeHTanus
SIBJISIFOTCSL OCHOBHBIMU METa0OJMYECKHMU TPOIECCAMH B TIIyOMHHBIX MOPCKHX OTIOXKeHUsX (>1.5
m.b.sf.) mo Tpem mpuumHam: 1) Ha rpaHuIEe pa3zena 0CaJT0K-BOJa KOHIICHTPAIMS PacCTBOPCHHOIO
S0Z%~ Gosee yeM B 50 pa3 NpeBBIIAET KOHIIEHTPAIUH BCEX BMECTE B3ATBIX aKIIENTOPOB 3JICKTPOHOB
¢ Oonee BbIcOKOM cBoOomHON sHeprueit (Froelich et al., 1979; Pilson, 1998); 2) akuenTopsl
3JIEKTPOHOB, Jaioliie 60JIblIe SHEPTHH, YeM SO3~, pacXoAyloTcs B NMPeEeiax MePBBIX HECKOIBKHMX
CaHTHUMETPOB JI0 ICCATKOB METPOB 10 ryoune otinoxenuit (Froelich et al., 1979); 3) npu cumxenuu
KOHIIGHTpaluu cynbdaroB, MeTanoreHes, ¢pepmentanus 1 AOM SBISIOTCS OCHOBHBIMU ITyTSIMH
merabonmueckoi akruBHocTH (D'Hondt et al., 2002).

[Ipouecc MMCCUMMISIIMOHHOW Cynb(aTpeayKIMU B TIYOMHHBIX MOPCKHX OTJIOKCHHSX, B
OCHOBHOM, OCYILIECTBIsieTCsl mpencraBuressimu  kiacca Deltaproteobacteria (8 H.B. ¢dunym
Desulfobacterota cornmacao Genome Taxonomy Database, GTDB) (p. Desulfovibrio, Desulfomonile,
Desulfopila u ap.) u ¢punyma Firmicutes (8 u.B. Bacillota) (Desulfotomaculum, Desulfosporosinus,
Desulforudis u ap.). B BomopogHbIX sK0cucTeMax CyIb(paTpeayKTOPbl UCTIONb3YOT JTMO0 reOreHHbIIH
BOJIOPO/I, THO0 BOJOPO/I, 00pa3yeMblil B poliecce aHa3pOoOHOT0 OKMCICHHUS METaHa.

MertaH sBIsieTCs OJHUM U3 CaMbIX PaclpOCTPAHEHHBIX YIJIEBOJIOPOJOB, 00pa3yroluxcs B
DIyOMHHBIX ocaakaXx. MeTunkosH3uM M penykraza (MCr) sIBIASETCS KITOUYEBBIM (EPMEHTOM
aHaspoOHoro Merabonusma Merana (Laso-Pérez et al., 2016; Evans et al., 2019; Chen et al., 2019;
Wang et al., 2021). BonbIKUHCTBO KYJIbTHBUPYEMBIX METaHOI'€HOB BOCCTAHABIHMBAIOT YITICKHUCIIBIN
ra3 ¢ IMOMOIIBIO BOJOpoJa. MUKpoopraHusMsel cojepxar ¢pepMmenTsl nmyTu Byma-Jlronrnans, s
BOCCTaHOBJICHUS YTIEKUCIIOTO raza 70 METHIIBHBIX TPy, CBSI3aHHBIX c
terparuapomeranontepusoM (Thauer et al., 2008). MuHnepaibl, KaTaIu3UpyrOIUEe a0HOTHYECKOES
BocctanoBnenne CO2, yacTo conmepxkar Oompmoe konmndecTBo Fe u Ni, 4To mpuBeno k TUHoTe3e o
TOM, 4TO IOSIBJICHHE OMOJIOTHUECKHX KaTanu3aropos (Hanpumep, CO-neruaporenassr, mcr u [NiFe]-
u [FeFe]-ruaporenas), yuactByromux B BoccranoBieHun COz uepe3 Hy, mpousomuio B
IO/ITIOBEPXHOCTHON TIyOMHHON Onocdepe, rie 3T MuHEpaibl Haxoawmuch B nzoommnu (Russell,
Martin, 2004; Boyd et al., 2014). [pyrue MeTaHOTEHBI OCYIIECTBIISIOT AllETOKIACTUYCCKYIO PEAKIIHIO
WIA JUCHPONOPLUOHUPOBAHNE METHIMPOBAHHBIX CYyOCTpPaTOB B METaH M JBYOKHUChH YIiepoja
(Thauer et al., 2008). depmenToM, coemuHsIOUMM MyTh Byna-JlroHrmans ¢ MCr, sBiseTcs
TETParupOMETAaHONITEpPUH S-MeTmiITpancdepaza (MLr), KoTopas MEPEeHOCHT METHIILHBIE TPYIIITBI

Mex 1y Kodakropamu TeTparuapomeranonteput u kopepment M (Gottschalk, Thauer, 2001; Thauer

20



et al., 2008). OgHako ObLTH KYJIBTHBHPOBAHBI BOAOPOA03aBUCHMBIEC METHIOTPO(MHBIE apXeH MOPSIKa
Methanomassiliicoccales (Thermoplasmatota), y KoTopbIx 0OTCYyTCTBYeT Kak IyTh Byna-JIroHrnans,
TaK ¥ TeH Mtr, 1, clIea0BaTeNbHO, TPEOYIOTCS METHIMPOBAHHbBIE COSTMHEHHS U BOJIOPO/I B KAUECTBE
aKIENToOpa U TOHOpa 3JeKTPOHOB coorBeTcTBeHHO (Borrel et al., 2013, 2016; Wang et al., 2021).

B mocnmennume rompl TEHOMHMKA BBISIBHJIA MHOXECTBO paHee HEW3BECTHBIX JIMHUN
NOTCHIMAILHBIX METAHOTEHOB 110 BceMy japeBy apxeit (Evans et al., 2015; Vanwonterghem et al.,
2016; Nobu et al., 2016; Berghuis et al., 2019; Borrel et al., 2019; Wang et al., 2019; Hua et al., 2019;
Wang et al., 2021). JlanHbie (pHIOr€HOMHOTO U CPaBHUTEIHLHOIO FTEHOMHOTO aHAIu3a Pa3HOOOpa3us
apxei MOATBEpPAN TMIIOTE3Y O TOM, 4TO oOmuM npeakom Euryarchaeota (s u.. Halobacterota) u
TACK (cymepdunym apxeit, Brirouarommii Thaumarchaeota, Aigarchaeota, Crenarchaeota,
Korarchaeota, Geoarchaeota u Bathyarchaeota?), 6si1 metanoren (Berghuis et al., 2019; Borrel et
al., 2019; Wang et al., 2019; Hua et al., 2019; Wang et al., 2021).

CumnTaercs, YTO METAaHOTEHBI MOTYT IPE/ICTABIATh OJHY M3 CaMbIX paHHUX (opM xu3uu (Ueno
et al.,, 2006; Martin, Sousa, 2016; Wolfe, Fournier, 2018; Wang et al., 2021) u nepBbiMH
MeTaHOTeHaMH1 ObLTH JTHOO0 THAPOTEHOTPOPHBIE METAHOT€HBI, HCIIOJIB3YIOIUe My Th Byna-Jltonrnans
(Berghuis et al., 2019), nu6o BomopoazaBucumsiii metuaorpod (Borrel et al., 2019; Wang et al.,
2021). Ha ocHoBe aHamu3a aHHOTUPOBAHHBIX TI'€HOMOB M3 METarcHOMHBIX MAaCCHBOB JIaHHBIX
(MAGSs) 56 mcr/acr-comepxanux OpraHM3MOB, BBICKA3aHO IMPEIIOI0KEHHE, YTO METaHOTCHE3
pasBHIICS BCKOpE TI0CTIe AUBEPTeHIy OaKkTepuii u apxeil B mo3aHeM Xajeiickom nepuoze® (Wang et
al., 2021). JKu3Hb, BEpOSATHO, BO3HUKJIA B T'HIPOTEPMAIbHBIX HCTOYHHUKAX WM MECTax
CEepIICHTUHU3AIMHI, KOTOpbIe 00eCeUrBay HaealbHble yCIoBus i Takux npokapuot (Russell et
al., 2010; Martin, Sousa, 2016; Westall et al., 2018). TemnepaTypbl ObLIIH TOBBIIIEHBI IO CPABHEHUIO
C IPYTHMH, BO3MOKHO, XOJIOTHBIMH TTAHETAMH U3-32 HU3KOW OCBEIIEHHOCTH MOJI06IM COJHIIEM, a
00JIBIIIOE KOJMYECTBO MOJIEKYIIIPHOTO BOJIOPO/Ia M MMPOCTHIX OPraHUYECKUX COSTUHEHUH, TAKUX KaK
METaHOJ U alleTat, 00ecleunBail OT/Ae/IbHbIC HCTOUYHUKH yriiepoaa u sHeprun (Goldblatt, Zahnle,
2011). Mexay TeM, MHUKPOOPTaHU3MbI, BO3MOXKHO, pa3zpadboTanu myth Byna-Jlronrmnans nubo mis
bukcanmu yriaeposna, MO0 Ui COXpaHEHUS YHEPTUU MPH MeTadbonm3Mme anerara. boiee mo3mHsis
ABOJIOIMS MEr Morja o0ecrneyuTh METAaHOTEHE3 uYepe3 BOCCTAHOBJIEHUE YIJIEKHCIIOrO Tasa, uTo
CHJIPHO YBEIMUYMWIO oOpa3oBaHue MeTaHa Ha 3emiie. B Oeckucnoponnoil apxeiickoil atmocdepe
metan ocraBaics ~1000 pa3 monbine, yem cerogus (Kasting, Siefert, 2002), u, ciemoBatensHo,
METaHOTEHe3,  BO3MOXHO,  OKa3aJl  pemialoniee  BIWSHHE  HAa  KIAMaT  paHHEH

3emun. HakannuBaromumiicss MeTaH yCHJIMBAJI paHHHUH MapHUKOBBIA 3()(EKT U COXpaHsI U3ITydeHUe

2B H.B. cyneppuym TACK — oobenunen B purym Thermoproteota (Rinke et al., 2021)

8 Hades — «am» WM «HEBUIUMBIi». XaneHCKU S0H OTHOCUTCS K CaMOM paHHEN T'eoJIOTHYECKON 3M0XE B
ucTopuu 3eMiTi, OT 00pa30BaHUs IUTAHETHI OKOJIO 4.5 MUJUTMAPAOB JIET Ha3al 10 Havajia apXeCcKOro mepuo/ia,
3,8 Munuapaa aeT Hazaj.
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mosojoro CoJHIIa, YTO MOBBIIIATIO0 TEMIIEPATypPy MOBEPXHOCTH 3eMITH, 00ecrieurnBast TOIXOISIIHE
MeCTa OOMTaHUS JUIS Pa3BUTHS APYTOH KU3HH.

AHa’poOHBIC OKUCIIUTENIN METaHa B MIOA3EMHOM Cpejie OKUCISIOT a0MOTeHHBIA METaH U METaH,
oOpazyembiii npokapuotamu. AOM OCyIIecTBISCTCS, B OCHOBHOM, MPEICTABUTEISIMU JIOMEHA
Archaea u O0OJBIIMHCTBO €ro 4IEHOB TECHO CBs3aHBI ¢ Kiaccom Methanomicrobia (B H.B.
p_Halobacterota; ¢_Methanosarcinia) (ANME-1, ANME-2 u ANME-3) (Sar et al., 2019). Xots
cyabdarzaBucumoe AOM sBisiercss HanOoJee YacThIM IPOLIECCOM JJISi MOPCKHUX JKOCHCTEM, B
Ka4eCTBE aKIENTOPOB JIEKTPOHOB MOTYT BBICTYIATh JIPYTHE COCIUHEHHS. B KadyecTBe akienTopoB
351eKTpoHOB B mporiecce AOM wucnomnb3ytores Takxke NO3, Mn** u Fe** (Cui et al., 2015; Cai et al.,
2018; Leu et al., 2020) (pa3gen 1.3.1).

CepxrinyOunHass Owochepa cUUTACTCSl OSKCTPEMATBHOW CpElloi, XapaKTepU3yIoIehHcs
TEMHOTOW U aHa’pOOMO30M, TJe TeMIlepaTypa | JaBjcHue mobiiatoTcs ¢ rnyounon (Kieft, 2016).
B aTMX cpemax JOCTYNMHOCTh MHTATEIBHBIX BEIIECTB M BOJBI, CICIOBATEIbHO, YHCICHHOCTh U
AKTUBHOCTh MHKPOOPTaHU3MOB KOHTPOJIMPYIOTCS TEOXUMHUYECKUMH U TE€OTHUIPOIOTUICCKUMHU
napamerpamu. C 0JTHOW CTOPOHBI, M3-32 HEXBATKH OPTaHUYECKOTO BEIIECTBA, MUHEPAJIBI SIBIISIOTCS
MPAKTUYECKH OCHOBHBIM HMCTOYHHKOM CyOCTpPaToB, TaK KaK OOHOBISIOTCS B pe3yJIbTare
a0MOTHYECKUX TPOIIECCOB, JIMOO HAXOIATCS B OMOJOCTYITHOM DPACTBOPEHHOM COCTOSIHUU. Takum
00pa3oM, JOCTYITHBIC JIOHOPBI U AKIIETITOPBI SJICKTPOHOB OMPEACISIOTCS T€0JIOTHYECKUM COCTaBOM
rryounHoro mecromnonoxenusi (Jones, Bennett, 2017; Rempfert et al., 2017). Kpome Ttoro, B
DIyOOKHMX HeJapax MpeodsagaloT aHa’pOoOHBIE MPOIECChl METaboMu3Ma C HU3KUM BBIXOIOM
HOJTy4aeMoOil JHEepruM Mo CpaBHEHHIO ¢ a’poOHbiME mpoueccamu (Hoehler, 2004). C nmpyroit
CTOPOHBI, IOPUCTOCTH TOPHBIX TOPOJI U HATMYKE TPEIIUH WK PA3JIOMOB B CHCTEME BIHSIOT Ha POCT
MHUKpPOOPTaHU3MOB. B Tex cucreMax, r/ie HOPUCTOCTh BBICOKA, IIOTOK BOJIBI M TUTATEIBHBIX BEIISCTB
OyZeT BBIIE, YTO B CBOIO OYEpeAb CHOCOOCTBYET KOJOHHW3AIMM MHUKPOOPTaHW3MaMHu OOJbIIen
wiomaad u (GOpMUPOBAHUH TETEPOTCHHBIX MUKPOHHII, KOTOPHIE MO3BOJIAIOT COCYIECTBOBATH B
HeJpax MUKPOOPTaHW3MaM C KOHKYPEHTHBIM (aHTAarOHMCTHYECKMM) METa0OIM3MOM, TaKHUM Kak
cynbdatHoe BoccTaHoBneHre u MeraHorenes (Fredrickson et al., 1997; Pedersen, 2000; Jakobsen,
2007; Escudero et al., 2018).

OnHoli 13 HanboJIee CIIOPHBIX TEM MPH H3YYEHUH TIOIITOBEPXHOCTHBIX CPEJl SBIISIETCS BOIPOC
O TOM, SBISIOTCS JIM JIOCTYIIHBIE HCTOYHHKH METaOONMYECKON HHEPruM HHAOTCHHBIMH WIIH,
HA00OpPOT, YAaCTUYHO 3aBUCAT OT NPOAYKTOB (POTOCHHTE3a, OOpa3ymIIUXCS Ha IMOBEPXHOCTU
(Escudero et al., 2018). HekoTopbie aBTOpHI CYUTAIOT, YTO TOJBKO T€ MHUKPOOHBIC COOOIIECTBA,
KOTOpBIC CIIOCOOHBI Pa3BHBATBHCS B OTCYTCTBHE COJHEYHOTO CBETA, MOTYT CUHUTATHCS YacThIO
riyounHoi Ouocdepsr (Orcutt et al.,, 2011; Momper et al., 2017). Dxocucrembl, KOTOpBIC

(I)yHKL[I/IOHI/Ip}/'IOT 0e3 (I)OTOCI/IHTCSa, Ha3wIBaroTca «llom3emHbie J'II/ITOElBTOTpO(I)HLIC MI/IKpOGHBIC
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skocuctemb» (SLiIMEs — Subsurface Lithoautotrophic Microbial Ecosystems) (Stevens, McKinley,
1995). AOuoTtuueckue IpolLecchl, TaKHMe KaK CEpPHEHTUHU3ALMs, pPAAUOIU3 BOJbl, OKUCIICHHE
MHHEPAJIOB, PACTBOPCHHE MHHEPAJIOB M Jera3alys MarMaTH4ecKuX MOpOJA CHOCOOCTBYIOT
obpazoBanwuto razoB — Hz, CO2, CHs u H»S.

Hwiicon K. ¢ coaBTOpaMu CYMTAIOT, YTO HACTOSIIIAS [TOI3EMHAs TUTOABTOTPOGHASI MUKPOOHAS
IKOCUCTEMA JO0JDKHA ITUTAThCS OT reocepsbl, U Kak JOHOPBI, TaK U aKIETITOPbI AJIEKTPOHOB JTOJDKHBI
IOCTOSIHHO ~OOHOBIJIAITBCS B PE3yJbTaTe TEOJOTMYECKUX IIPOLECCOB, M, CIIEHAOBATEIBHO,
MHUKPOOPTaHU3MbI, COCTABIISIONINE OCHOBY JKOCHUCTEMBI, JOJDKHBI OBITh XEMOJIHMTOABTOTPO(aMU
(Nealson et al., 2005). Bmecre ¢ Tem, 4TOOBI IOAEPKUBATH JKHU3HH B IOJ3EMHBIX Cpelax,
MHHEpaJIbHAs MAaTPUIIA JOJDKHA HAKAIUIMBATh JIOCTATOYHOE KOJMYECTBO DHEPIHHU, a TAKXKE 00J1a1aTh
MOTEHIINAJIOM JJIA ee Tiepeadn B ononorudecku goctymaoi popme (Hoehler, 2004; Escudero et al.,
2018). HccnemoBaHus TMOKazaid CIIOCOOHOCTh MHKPOOPTaHM3MOB HCIIOJIB30BaTh MHHEPAIbl B
KavecTBe 3JIEKTPOHHBIX MoHopoB wiau akientopoB (EI-Naggar et al., 2010) wiu pactBOpsTH
MHHEepaibl, Takue kak ouorut (Shelobolina et al., 2012), muput (Vera et al., 2013), xaapkonupur
(Edwards et al., 2000), nosneoii mmar (Rogers et al., 1998), oOpa3yst coeAuHEHUS, KOTOPHIE MOT'YT
UCIIOJIB30BaThCSl B KauecTBe CyOCTpaToB mipu oOpa3oBaHuu Ouomaccel. Bwmecre ¢ Tewm,
MHUKPOOPIraHU3MaM HEOOXOJMMO TPOHM3BOJUTH BHEKJICTOYHBIC COCIMHEHUS JIJISi PACTBOPCHUS
MHHEPAJIOB, YTO TPEANOJaraeT yBEIUUCHHE SHEPIUH, HEOOXOAMMOW JUIs BBDKUBAHHS B Cpeie,
KoTopas cuutaercsa onurorpodnoit (Escudero et al., 2018).

OnnuMm 13 HauboJIee pacpOCTPAHEHHBIX T'a30B B HEApax SBISETCS BOJOPO, KOTOPBIA MOXKET
OBbITh MOJTY4YEeH aOMOTHYECKUM IMyTEeM MHOTMMHM pa3iuyHbIMU criocobamu (Apps, 1993). Bonopon
SBJISICTCSl  OJJHOM W3 Haubolee 4YacTO HCIOJIB3YeMbIX MOJEKYJ XEMOJIUTOABTOTPOGHBIMH
MHKpPOOPTaHU3MaMH M B HACTOSIIIEE BPEMsl CUUTACTCS OCHOBHBIM UCTOYHMKOM TIEPBUYHOI SHEPTUU
B JInT0aBTOTpo(dHBIX 3kocucTeMax (Escudero et al., 2018). Cnoco6HocTh MeTabosnm3upoBars Ha
IIMPOKO pacrpocTpaHeHa B MUKpPOOHOM mupe, npuueM ~30% TaKCOHOB C JIOCTYITHBIMH T€HOMaMHU
KOJMPYIOT OCHOBHbIC (hepMeHThI, yuacTByroue B merabonusme Hz:[FeFe]-, [NiFe]-ruaporenassr
wiu [Fe]-ruaporenassr (Peters et al., 2015). KonuuectBo romosnoros [FeFe]- u [NiFe]-ruaporenas B
TEHOMaX COOOIIECTB M3 IMOJIMOBEPXHOCTHBIX CpEJ TOYTH Ha MOPSIOK BBINIE MO CPABHEHHUIO C
MOBEPXHOCTHBIMH CpElaMH, 4YTO COOTBETCTBYET MLEHTpalbHOM poiau Hz B 3HepreTnyeckom
MeTaboJIM3Me TOAITOBEPXHOCTHOM KHM3HU. BpICOKHE KOHIIEHTpauy Hz MOTYT TakKe CTUMYJIHPOBATh
abuornueckoe ruapupoBanue CO: B mporecce, KOTOPBIH Ha3bBalOT cuHTe30M Pumiepa-Tporira
(Studier et al., 1968). [Tpu BEICOKHMX TeMITepaTypax TUApaTains OJIMBUHA U 00Pa3yIOIIMICS TPH 3TOM
H2, kaTamm3upyroT abnotrueckoe BocctaHoBieHne BogHoro CO2 mo popmuara (HCOO™), koTOpHIit
3aTeM MOXET ypaBHOBemUBaThcs 10 MoHookcuma yriepoaa (CO) (McCollom, Seewald, 2001).

I/IHTepCCHO, 9TO I'CHOMBI TOAITOBCPXHOCTHBIX MI/IKpO6HLIX COOGH.[CCTB TaKXE 06OT8.H_I€HLI réHamu,
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MO3BOJISIIOIIUMHE UCTIONB30BaTh CO B aHA’POOHBIX YCIOBUAX, (OPMHUATICTHAPOTCHA30M M HUKEIh-
3apucumoii CO-zmerunporenazoil 1mo CpaBHEHHIO C T€HOMaMH IOBEPXHOCTHBIX cooOmiecTB. B
oTanuue OoT 3Toro monubaeH-zaBucumas CO-permaporenasa He Obiia oOHapy)keHa B IeHOMax
MUKpPOOPTaHU3MOB U3 TMOJMOBEPXHOCTHBIX OCAJKOB IO CPaBHEHUID C IOBEPXHOCTHBIMU
c000I1IeCTBaMH, YTO MOXKET OBITh CBSI3aHO C OTPAHMYEHHOM IOCTYMHOCThIO MO B aHa’pOOHBIX H,
BO3MOYXHO, CYJb(UIHBIX YCIOBUSAX, HMPUCYTCTBYIOIIMX BO MHOTHX TOAMOBEPXHOCTHBIX CIIOSIX
riyounHoi ouocheps (Helz et al., 1996).

XeMoJIUTOTPOBl MOTYT OBITH OOJMraTHBIMU HJIW (PaKyJIbTaTUBHBIMH IO CBOEH MPHUPOAE,
buoreHeTUYECKU Pa3HOOOPA3HBI U UTPAIOT BAXKHYIO POJIb B PA3IMYHBIX OMOTCOXUMUYECKHUX IUKIIaX
B IIyOuHHOM Ouochepe. HekoTopsle U3 M3BECTHBIX XEMOIUTOTPO(OB — 3TO MPEACTABUTEIN POJOB
Nitrospira, Nitrobacter u Nitrosomonas (okucistone ammuak); Gallionella, Thiobacillus
ferrooxidans u Leptospirillum ferrooxidans (oxucsromrue sxene3o); Hydrogenobacter thermophilus,
Aquifex aeolicus u Hydrogenovibrio marinus (okucasromue Bogopon); Acidithiobacillus, Thiomonas
u Thiobacillus u mp. (oxucnsronue cepy).

HcTouHnKkoM yriieposa Al XeMOJTUTOaBTOTpodoB 3auactyto Beictynaer CO2. B Hactosmiee
BpeMsl M3BECTHBI ceMb myTed aBToTpoduON Qukcanuu CO2: nukn KanbBuna-bencona-baccama
(Calvin Cycle), ooparusiii ki Kpeodca (rTCA), BoccTanoButenbHbiil anetwii-KoA (myts Byna-
Jlrourpans),  3-rugpokcunponuoHatHeii  (3-HP)  mwki, wwmkn  3-rugpomponuonata/4-
rugpokcudytupata  (3-HP/4-HB), 1wk aukapbOokcunata/4-ruapokcubyrtupara (DC/4-HB),
BOCCTaHOBUTENbHBIN TuinHOBLIN yTh (FGlyP) (Berg et al., 2010; Purkamo et al., 2015; Sanchez-
Andrea et al., 2020). Taxxe ¢ukcanus CO2 MOKET IPOUCXOAUTH Yepe3 0OPATHBIA OKUCIUTETbHBIN
K TpukapooHoBsix kuciot (roTCA) (Mall et al., 2018; Nunoura et al., 2018). AGuoreHHbie
VCTOYHUKH YTJIEKUCIIOTO ra3a u 6ukapOoOHaTOB B INTyOMHHOI Onocdepe oOpa3yroTcsi, B OCHOBHOM, B
pesyibTare Jerasallid MarMaTH4ecKoil CHCTeMbl W PACTBOPEHHMs MMHEPAJIOB  KaJlbIUTa
cootBeTcTBeHHO (Sar et al., 2019).

®akTOphl, KOTOpPHIE MOTYT OTPAaHWYUBATH TIYOMHHYIO OCaJouHyl0 Ouocdepy, He
OTPaHUYMBAIOTCS JTEPUIIUTOM THUTATEIBHBIX BEMIECTB M JCPHUIMTOM JOHOPOB DIIEKTPOHOB.
Jlumutupytomue ¢GakTopbl MOTYT TakXe BKIIOYAaTh TEeMIIEparypy, AaBieHue, pH, coleHOCTb,
JIOCTYITHOCTB BOJIBI, IIOPUCTOCTh OCAajKa WK MpoHUIIaeMocTh. Hanpumep, 6e3 nepeHoca »XuIK0CTH
B 0CaJKe paccerBaHUE TOJIOBEPXHOCTHBIX MHKPOOHBIX KIETOK MOXKET OBITh OTPAaHUYCHO
TG PY3HOHHBIM MTEPEHOCOM, TTOCKOJIBKY MaJlOBEPOSTHO, UTO yIpaBisieMasi MPOTOHHBIM HAacCOCOM
MOJBMKHOCTD JKI'YTHKOB MOXKET ITPOMCXOIUTH NMPH TaKOM HU3KOM noToke 3uepruu (Berg, 2003). B
ATOM CIlydae MepeHOC MOKET JOCTUraTh TOJBKO 6 M 3a | MITH. JIeT, 1a)ke B OYEHb IMOPUCTBIX CIOSIX
(Fenchel, 2008; Hoehler, Jorgensen, 2013; Jorgensen, Marshall, 2016). HexaBuue uccinemoBanus

KOMITO3HMIITMOHHBIX CBsI3CH COO6H1€CTB MCXKAY MEJIIKUMU OTIIOKCHUAMHA U MOpCKOI\/'I BOJIOI71 IIOKa3aJiu,
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YTO TUIyOWHHBIC JOHHBIC OTJIOKEHHS 3aCelIEHbl TOTOMKAMH COOOIIECTB MOPCKHX OTJIOKEHHH,
KOTOPBIC CTAHOBSITCS MPEOOIaIAIOIUMK OJ1arojapsi MPeUMyIIECTBEHHOMY BbDKHBAaHUIO, TOCKOJIBKY
cooO1ecTBa norpeOeHbl B TeYCHUE OT Thicsd 1o coteH Thicsd Jiet (Walsh et al., 2016; Kirpatrick et
al., 2019). Tak, B xo1e riryboKoro 0OypeHus ceBepo-3amnaaHoro menbha THxoro okeana y 6eperos
SlnoHuu OBLIM TMOJIyYEHHBIE JIOKA3aTENIbCTBA CYIIECTBOBAHUS AKTHBHBIX MUKPOOHBIX COOOIICCTB
(o6Hapyxeno ot 10 1o 10* krerok Ha cM°) B OKeaHHUECKHX OcajKax Ha rIyOuHax ot 1.5 10 2.5 km
npu temrneparype ot 40° no 60°C (puc. 4; Inagaki et al., 2015). Ilo cBoemy coctaBy MUKpPOOHOE
COOOIIECTBO OKA3AJIOCh OJIMKE K KOMIUIEKCY JIECHBIX TIOYB, YeM MOPCKHUX OCaIKOB. DTO TOBOPHUT O
TOM, YTO TEPPUTECHHBIC OCAIIKA COXPAHMIIM M3HAYAILHOE TOYBEHHOE COOOIECTBO TOCIE JACCATKOB
MHJUIMOHOB JIET TMOCJE 3aXOpoHeHWs. KoJM4ecTBeHHbIE MaKCUMyMbl OBUTM TIPUYPOUYCHBI K
YIIIECOACPIKAIIUM MPOCIOSIM. MUKPOOHOTA ITyOOKHUX YIIICHOCHBIX MPOCIIOCB aKTHBHA U CYIIECTBYET

3a cuet ruaporeHoTpodHoro Mmeranorenesa (Inagaki et al., 2015).

Vcnosusa
HaAKOILJIeHUs |
0CaJIKOB

Iy6uHa, M

2000 ~ 23 maH seT

2500 ~ 60 maH et

—— CH,

Pucynox 4. )Xuznp B TOMIIE MOPCKUX ocankoB. [lutuposano mo Inagaki et al., 2015.

Hexotopblie Ti1y0OKO MOrpeOCHHBIC KJIETKH MOTYT I03)e ObITh BBIHECEHBI B OKCaH uepes
TpaHCHOPT (UIFOUJOB (ITOTOK Yepe3 pas3jioMbl, TI'PA3EBOM BYJIKAHM3M M ECTECTBCHHBIC BBIXOIBI
YTJIEBOAOPOIOB), OYAy4H PacCesTHHBIMH KaK «CeMeHa riryonHHo# orocdepsn» (Hoshino et al., 2017;
ljiri et al., 2018; Chakraborty et al., 2020). Hcxoas u3 MareMaTHYeCKMX MOJENeH
9HEProoOECIIEYCHHOCTH M MHKPOOHBIX IPOILECCOB, DSHEPIrHsi, HEoOXoaumasl i IMPOCTOrO

BbIKHMBAHUA, a HC IJId pOCTA, COCTABJIACT CYIICCTBCHHYIO JOJIHO 06]].[6171 MOIIIHOCTH, HOTpC6JDI€MOI>i
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o 3eMHO-0can0uHbIME coobrnectBamu (D'Hondt et al., 2014; LaRowe, Amend, 2015; Bradley et
al., 2019).

OpHuM U3 (GaKTOPOB, ONPEACTSIONIMX Ipenen (PU3NOIOTHYECKOTO U (UIOTEHETHYECKOTO
pa3zHooOpa3us U OMOreOXUMUYECKONH (PYHKIIMU OPraHW3MOB B INIYOMHHBIX MOPCKUX OTJIOXKEHUSX,
sBisieres Temieparypa (Teske et al., 2014). C yBenuyeHreM riryOUHBI KOJIHYECTBO PACTBOPCHHBIX
TBEP/BIX BEUIECTB B IPYHTOBBIX BOJAX MMEET TEHJACHIMIO K YBEJIMYEHUIO, KaK U TEMIEpaTypa, HO
TPaAMEHTBl 3TOTO YBEJIMYEHUS MEHSIOTCS B 3aBUCUMOCTH OT T€OJIOTUYECKOH (opMalvu.
TemmnepaTypa B OKeaHHUUECKOM Kope yBenuuuBaeTcs npuMepHo Ha 15°C Ha 1 kM TiryOWHBI, YTO JaeT
TEMIEPATYyPHbIII MAaKCUMyM MPUTOTHBINA AJIS )KU3HU Ha IIyOMHE OKOJIO 7 KM. B KOHTHHEHTaIbHOU
KOpe TOpoAa HarpeBaercsi 3HAYUTENbHO ObicTpee, mpumepHO 25°C Ha KM, B pE3ysbTaTe Yero
MaKCHMasIbHasl riryouHa cocrtaBiser npumepro 4 km (Fredrickson, Onstott, 1996). TemmeparypHbie
IIpeJIeNbl )KU3HU ObLTH PACCUYUTAHBI UCXO/IS U3 TEMIIEPATYPHOTO MAaKCUMYyMa JIJIsl JKUBBIX OPTaHU3MOB
— 113°C, na momenT oTKphITHS B 1997 1. apxeu, otHecennsie k Pyrolobus fumarii (Blochl et al.,
1997). Muamna3on pocra Haxoautcss oT 90 mo 113°C (ontumym 106°C). llltamm u3onupoBaH u3
TUAPOTEPMAIBHOIO HCTOYHUKAa YEpHOro Kypuibliuka Ha CpennHHO-ATIAHTHYECKOM XpeOTe
(rmy6una 3650 wm). beuio mokazano, yto mpu Temmeparype Bbime 110°C aMHUHOKHCIOTBHI U
MeTabOIHUThI, CTAHOBATCS KpaliHe HECTaOMIbHBIMU, M TUAPO(OOHBIE B3aUMOICUCTBUS 3HAUUTEIHHO
ociabeatot (Jaenicke, 1998).

OpnHako MOBBIILIEHHOE THAPOCTATUYECKOE JAaBICHHUE YBEINUMBAET TEMIIEPATYPHBIH MaKCUMyM
JUIs BO3MOXKHOM nponudepannu kietok co 116°C npu 0.4 Mlla no 122°C npu 20 MITa, o6ecrieunBast
HOTEHIMAI st pocta naxke mnpu 122°C mpu BBICOKOM JABICHUH B YCIOBHSX IN SitU, Kak 3TO ObLIO
nokazano s mramMa Methanopyrus kandleri (Kurr et al., 1991; Takai et al., 2008). Axanu3 mosHoOH
HYKJICOTHIHON mocaenoBareiapbHocT Methanopyrus kandleri mokasam, 49Tro TeHOM COACPXKHT
HEOOBIYHO OO0JBIIOE KOJIWYECTBO OTPUIIATEIBHO 3apPSHKEHHBIX AMUHOKHCIOT, YTO MOXET OBITh
ajanTanyei K BBICOKOW BHYTPUKIIETOUHOM COJIEHOCTH, Mallo€ KOJTMYECTBO OEIKOB, yUYaCTBYIOIIUX B
nepefaye CHUTHAJIOB W PEryJIAlMM SKCIPECCHM TEHOB, a TaKKe COACPKUT MEHbIIE T'€HOB,
MOJTyYE€HHBIX B pe3yJIbTaTe TOPU30HTAIBHOIO MIEPEHOCa, UeM ipyrue apxen. OumoreHoMHbIN aHaIn3
nokasai, uro Methanopyrus kandleri otHocuTcs k oueHb TiTyOOKOM BETBH, OJIM3KON K KOPHIO JpeBa
apxeii (Slesarev et al., 2002).

Bwmecte ¢ Tem B nccnenosanuu Xotviep B.b. ¢ coaBropamu (Heuer et al., 2020) mokazaHo, 4To
’KU3Hb B TTTyOMHHBIX MOPCKUX OTJIOKEHUSAX HE OTpaHUYEHa BEPXHUM MPEAEIIOM TEMIIEpPaTypbl HIKE
120°C u omnpenensercs, B TOM 4YHUCIE T€OJIOTMYECKMMM IIPOLIECCAMHU, KOTOPBIE OKa3bIBAIOT
3HAUUTENbHOE BIMSHUE HAa MHUKPOOHYIO JKHM3Hb B TIyOOKHX TOpSYMX OTIOXKEHUsx. ['pymma
uccienoarenei (Heuer et al., 2020) ananu3upoBana KepHbI JOHHBIX OCAJKOB JUTHHOU 110 1.2 KM,

NoJTy4yeHHBbIe B 30He cyOnykunn Hankaiickoro nmporu6a y nodepexbst AnoHuu. ABTOpPBI yCTaHOBWIIH,
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YTO YHCIIEHHOCTb MHKPOOHBIX TMOMYJSLUUNA B OCHOBHOM KOHTPOJIUPYETCS TEeMIEepaTypHO-
3aBUCUMBIMU (pu3uonoruueckuMu (akropamu BIIoTh 10 600 m.b.sf. C yBenuyeHnem riyOuHBI U
TEMIIepaTypbl KOJMYECTBO BET€TaTUBHBIX KJIETOK OaKTEpUil YMEHBIIAIOCH, JOCTUTas MUHIMYyMa Ha
500 metpax, rae temmeparypa mnoBsimaiack g0 60°C. Ilpu ~300—400 m.b.sf (<0.4 mmH ner)
KOHIIEHTpAllMsl BEreTaTHUBHBIX KIETOK pPE3KO IMajaja Ha JBa MOpsAAKa M MpuOmKamach K
MHHUMAJILHOMY Ipejieny KoaudecTsenHoro onpenenenus (IIKO) (16 kin/cM3) 1o Mepe HOBBIIEHUH
temneparypsl ¢ 40° 1o 50°C (puc. 5a). OMHOBPEMEHHO C 3TUM BO3pacTaia KOHLIEHTPALUS 3HI0CIIOP
(mo 2x10%/cM3), obpasyeMbIx mpencraBuTensmu Guayma Firmicutes (Bacillota). Tem He MeHee,
HeOOoJIbIas MUKPOOHAas OMJISILKS COXpaHsiachk npu Temneparype >50°C B hopMe BereTaTUBHBIX
KJIETOK ¥ SHA0CIIOp. B oTiinume 0T ciayyaiiHOro pacnpe/ieleHHs BET€TaTUBHBIX KJIETOK B OTJIOKEHUSIX
¢ temneparypoir >50°C, pacnpeneneHre SHIOCIOp HMEIO0 YETKYI0 30HalbHOCTH (puc. 50).
KonuuecTBo 3H10CIOp 3aMeTHO Bo3pacTtano B uHTepBaie ~200 m.b.sf (temneparypa 75-90°C) u
nocturano Makcumyma 1.2x10° sumocniop cm > npu Temmepatype 85°C.

CpenHee COOTHOIIEHUE YHAOCTIOP K BET€TaTUBHBIM KiIeTKaM MpeBbiano 6000 B OTIOKEHUIX
ke 350 m.b.sf u 6buT0 Ha 1Ba-TpH OPs/IKA BBIIIE, YEM B XOJIOTHBIX JTIOHHBIX oTioxkeHusx (\Wormer
et al., 2019). BeposiTHO, HaKOIUICHHE OHHIOCIOP B OTJIOKEHHUAX, KOTOPHIE IOYTH JIHIIEHBI
BEreTaTUBHBIX KIIETOK, CBA3aHbl C IMOBBIIMIEHHEM TeMmieparypbl 10 ~50°C u HacTymiieHueMm

OIpesieIeHHBIX  yCIIOBHii®

, YTO TIPUBEJIO K BPEMEHHOMY pOCTY TEpMOQHMILHONW MOIYJISALUH,
00pa3yromieil HIO0CTIOPHI, C MOCIEAYIONINM CIIOPOOOPa30BaHUEM.

B nByx ropmsonrtax, ot 570 go 633 m.b.sf u or 829 mo 1021 m.b.sf BeisiBneHa 30Ha
CTEpUJIIBHOCTH, TJI¢ HE OOHApYyXeHbl HU BEreTaTUBHbIC KIETKH, HU DHIOCIOPHL. ABTOpPHI
MIPEANONIOKIIN, YTO OTCYTCTBHE JKM3HU CBSI3aHO HE C JAEPUIIMTOM CyOCTpaTOB AJisi pocTa (amerar
BBISIBJIEH B COCTAaBE IMOPOBBIX BOJ), a CO CBOMCTBAMHU BMemawIux mopoxa (puc. 5B). Ilpodumm
MOPOBOM BOJIBI JJOHHBIX OCAJIKOB CBHAETEIBCTBYIOT O MUKPOOHOW aKTUBHOCTHU BILIOTH JIO TITyOUHBI
ocajika Bo3pacToM ~16 MiH neT. Bbicokue KOHIIEHTpaIlii MeTaHa CO CPEHIUM U30TOIMHBIM COCTaBOM
yrnepona (8*3C-CHa) ot -61.3 £ 3.0 %o yKa3bIBalOT HA GHOTEHHBIH METaHOTEHE3, IO KpaifHeil Mepe,
110 30HBI nepexojia cyibdar-meran (SMTZ) npu tremneparype oT 80° 1o 85°C, COOTBETCTBYIOIIUX
~730 m.b.sf. TTonoxutensroe otknonenue B 8*C-CHa B 30He nepexona cynbdar-meran (SMTZ)
yKa3blBaeT Ha OWOTEHHOE OKHCIEHHWE MEeTaHa W COTJIaCyeTCs C pe3yibTaTaMH MPEIbITyIInX

HCCJIEIOBaHUM, B KOTOpBIX IOKa3aHa aKTUBHOCTb KYJIbTHBUpPYEMBIX TepMoPuibHbIX (80—85°C)

aHadpoOHBIX MeTaHOOKHCsFOmuUX coodmects (Holler et al., 2011; Kallmeyer et al., 2012). Huxke

4 TEMUIICIArn4eCKUe aprujijiuTel U Ty(l)LI BO3pacToM ~ 16 MHWIIMOHOB JIET U MOIIIHOCTBIO ~ 600 M B pe3yabTaTe

JIEKOJIEeMeHTa (TEKTOHMYECKast CKJIa9aToOCTh CPhIBa) 00pa3oBaliv keno0, HO ObUTH OBICTPO MOTPeOEeHBI 32 TIOCTEIHNE ~

0,4 MULTHOHA JIET CJIOEM OTJIOKEHHH, 6OraThIX OPraHWYECKUM BEIECTBOM Takoii xxe momaoctu (Horsfield et al., 2006;
Tsang et al., 2020)
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SMTZ meTaH NpUCyTCTBYET TOJBKO B MUKPOMOJISIPHBIX KOHIIEHTPALUAX, M30TOMHBIA aHAJIN3 ra3a 1
YMEHBIIIAIOIIEECs] COOTHOIICHNE METaH/3TaH YKa3bIBaIH HA YBEIMUCHUE COJIEPKAHUS TEPMOTECHHBIX
yraeBonopoaoB. Huddy3nonapie Tpoduiar KOMIIOHEHTOB TOPOBOM BOJBI JOHHBIX OCAJKOB HE

IMMO3BOJIAIOT IIPOBECTH pa3IninuC MEXAY TCKYIIMMHA U HCAABHUMHA OHMOreOXUMHYECKUMU mponeccamu

In situ.
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Pucynox 5. Ilpodunu pacnpeneneHusi BEreTaTUBHBIX KJIETOK M DHJOCIOP B 3aBUCHUMOCTH OT
(bakxTopoB okpyxaromieil cpeabl. (a) KonndyecTBo BereTaTUBHBIX KJIETOK, OMPEAETICHHOE MOACYETOM
KIIETOK, (uyopeciieHTHO okpameHHbix SYBR Green . I[IKO — mnpemen KOJIWYECTBEHHOTO
oOHapy>xeHus; (0) KonndecTBo OakTepranbHbIX SHA0CIOP, ONPEAeIeHHOE Ha OCHOBE KOHIIEHTPALUU
JunuKonnHoBoi kucioTel (DPA), aHamuThdeckass 4yBCTBUTEJIBHOCTh COOTBETCTBYET IMpeneiy
obrapyxkerus 2,2x10* samocmop cm . (B) CxemaTHueckoe omucaHHe (DAKTOPOB OKPYKaromleil
Cpelpl: TEeMIepaTypbl, TEKTOHWYECKUX E€IUHHI] U COJIEHOCTH, IOKa3bIBalOIIEee I'€OXMMHUYECKOe
BIIUSTHUE U3MEHEHUI ¢ TTyOHMHOM; KpacHbIe CUMBOIIBI HAa OCH TeMIIepaTyphl 0003HAYaIOT IITyOUHHBIE
TOPU30HTBI, B KOTOPBIX OBUIM MPOBEICHBI M3MEpeHUsl Temmeparypbl in Situ. Cepas mTpuxoBKa
yKa3bIBae€T Ha 30HbI, B KOTOPBHIX BEre€TaTHBHbIE KJIETKH U HJIOCIIOPHI HE OOHApy>KEHbl BO BCEX
oOpasuax; cepasi MyHKTUPHAas JIMHUS yKa3bIBaeT HA MECTOINOJIOKEHHUE 30HBI Mepexoia cyibdart-
metad (CMT3) (SMTZ). Llutuposano no Heuer et al., 2020.

DKCIEpUMEHTBI C PaJHOTPEicepOM MOKa3ald COBPEMEHHYI0 METAHOT€HHYI0 aKTHBHOCTH B

65% uccnenoBaHHbIX 00pa3noB. [loTeHIIMaTBEHBIE CKOPOCTH THIPOTEHOTPO(YHOTO METAaHOTEHE3a, B
ornoxenusx Hke 300 m.b.sf., 6bUTH HIKE 4 TMOJTB/CM S/CYT * 1 Hax

.b.sf,, y OJIWIIMCH B TIpE/IeIiaX quara3oHa

CKOPOCTH METaHOTCHE3a, YCTAHOBJICHHBIX B MPEIBIAYIIMX HCCIICAOBAHUSIX TIIyOMHHOUW Onochepsl

(Parkes et al., 2000). CkopocTh MeTaHOTeHe3a CHIDKaach 0 0.6 mMons/cM o/cyT *Hmke SMTZ u o

He 00HapyXMBaeMOTO YpOBHS B 63% 00pa31oB U3 «CTEPUIHLHOMN 30HBDY 0€3 BEreTaTUBHBIX KJIETOK U
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supocnop. lloTeHnuanbHbIE CKOPOCTH MeETaHOT€He3a CHOBa BO3pacTald B TpeX IIIyOMHHBIX
oOpa3max, 10 3HaYeHWH, HAOIIONAaEeMBIX B METAaHOBOM 30HE, YTO MOJTBEPXKIACT CYIECTBOBAHUE
AKTUBHBIX METAHOT'€HHBIX COOOIIECTB B ropsunx otiaoxenusx ot 110° no 120°C. Auerar siBisercs
KIIFOYEBBIM CyOCTpaToM Uii MUKPOOPTaHHW3MOB, UM OBUIO BBICKA3aHO MPEANOIOKEHHE, YTO €ro
o0pa3oBaHHe U3 0CaJI0YHOTO OPTAaHUYECKOTO BEIECTBA PU HArPEeBaHUH MMUTAET MUKPOOHYIO KHU3Hb
B TiyOoko morpeoennbix otinoxenusix (Wellsbury et al., 1997). Io Bceit rinyOune ucciieayeMoro
KEepHa, MCIIONB30BAaHME aleraTa B Ipoleccax Cynb(arpeayKIuu M METaHOTEHE3a SBISIOTCS
SKCEPrUYecKMMH®, TIPH 3TOM BBIXOABI CBOOOJHOH sHepruu I['mG6ca cTaHOBATCA Bce Oolee
OTpUIIATENIbHBIMU ¢ TuyOmHOW. B Harperoir go 60°C Bepxneir uvactu 600 m.b.sf. Hu3KHE
KOHIIGHTpAllMK allerara OKoJIo 26+22 MKMOJIb COIVIACYIOTCSI € YCTOMYMBBIM COCTOSIHUEM,
peryMpyeMbIM TECHO CBS3aHHBIM OOpa30BAaHHMEM M MOTPEOJIEHHWEM alleTaTa MUKPOOPTaHHW3MaMH.
KosneGanne &°C-amerara BOKpYI €ro cpeaHero 3HaueHus — 25.543.4%o yka3plBaeT Ha
MeTaboIMYECKyl0 akTUBHOCTH mpokapuot (Heuer et al., 2009). Mcmons3oBanue amerara ObLIO
MUHUMAaIIbHO TIpH Temneparype ot 60° qo 100°C. I1pu temmnepatype ot 60° 1o 75°C KOHILIEHTpalus
areTara pe3ko Bo3pacTallia C OJJHOBPEMEHHBIM CHHKEHHEM KOHIIEHTPAllM METaHa U HaKOIJIEHUEM
SHJOCIIOpP, YTO CBHUACTEIBCTBYET O TOM, YTO MOTpeOJeHHEe MUKpPOOpPraHu3MaMu OoJbllie He
YpaBHOBEIINBAJIO BHICBOOOXKICHHE alleTaTa U3 0CaJI0uHOT0 opranndeckoro Bemectsa. Huxe SMTZ
KOHIIEHTPAIKs alleTaTa HaXOAUIach Ha ypoBHe 9.2 + 2.4 MMOJIb ¢ Hen3MeHHbIM &2C-aneTaTa okoIo
-18.8+0.5%0. Coveranne BBHICOKOW KOHIICHTPALUN W HU3KOW M30TOITHON W3MEHYMBOCTH YKa3bIBAET
Ha HaJIM4Me aleTaTHOro MmyJa 0e3 CyIeCTBEHHOT0 NOTpeOIeHus B 30HE € PeodIaaHueM H]10CTIopP,
a Takke B JIeXkalled mox HUMH 30He ToiumHoi 200 M, rie He ObUI0 OOHApY>KEHO HH KIJIETOK, HU
SH/I0CTIOP.

Onuako, Ha rayOounre >1030 m.b.sf. KoHIeHTparms amerara cHIXKaeTcs, a o°C-ameraTa
MOHOTOHHO YBEJIMYMBAETCS C TIIyOMHOM, JocTuras MakcumyMa -7.9%o B oOpaslie mopoBOi BOJIBL,
B3TOM ¢ rryounsl 1101 m.b.sf. DTa TenaeHUs cornacyeTcs ¢ 1eATeIbHOCThIO THIIEPTEPMO(PUIIOB,
KOTOpBIE TPEUMYIIECTBEHHO PA3NaraioT aleraT, oOeqHeHHbH C, OCTaBIAs OCTATOYHBIHA aIeTaT
M30TOMHO oborameHHbIM. be3 mocrtosHHOro mnotpebienus anerara Auddys3us npusena Obl K
roMoreHm3anyy BapHarmii 8'°C-aneraTa, HaGMIONaeMON B BBIIENEKAIMX OTIOKEHHAX. TakuM
o0pa3om, mpo¢uiIn anerara NpeArnoaraloT CyIecTBOBaHNE HEOOIBIIOT0 MUKPOOHOTO COOOIIIECTRa,
ucnonp3ytomiero arerat npu >100°C. CuatpodHOE OKUCTIEHUE afleTaTa, CBA3aHHOE C MOTPeOIeHneM
obpasyromierocsi CO2 u 2JIEKTPOHOB METAaHOT€HAMHU, SIBJISIETCS OCHOBHBIM ITyTeM MeTaboIM3Ma B

rITyOMHHBIX OTJIOKEHHUSIX TIPH MOBBIIEHHBIX TemriepaTypax (Dolfing et al., 2008; Beulig et al., 2018).

> DKceprusi — mpeneibHoe (HauOoJblliee WIIM HAaMMEHbBIEE) 3HAYEHHE JHEPIUH, KOTOPOE MOXKET ObITh
HOJIE3HBIM 00pa30M HCIOJIB30BAHO (TIOJYYEHO WM 3aTPadeHO) B TEPMOJMHAMUYECKOM IIPOIECC C YUETOM
OTpaHUYEHH, HAKIIAIBIBAEMBIX 3aKOHAMU TEPMOANHAMUKH
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DTOT mpolece ABISIETCS SK3EPrOHUUECKHM B yCIOBHUSX IN SitU M MOXKET OOBSICHATH MOBBIIICHHBIC
CKOpPOCTH METaHOTEHE3a U U30TOIMHYIO XapaKTEePUCTUKY METaHa B CaMOM IITyOOKOI 4aCTH CKBa)KUHBI.

B 6ornee riry06okoii 4acTu KepHa reoJIorn4ecKre MpoLecchl MOTYT OKa3bIBaTh JIOTIOJIHUTEILHOE
BiusiHUE. Pe3koe cHKeHre OMOreHHOro MeTaHOTeHe3a U YTHUIIM3AllHs alleTaTa npy TeMieparype ot
70° mo 75°C, coBmagano ¢ BEpXHUM JUANIa30HOM POCTa TePMOGHUIIOB. DTOT K& MHTEPBAI IIyOUH
OJTHOBPEMEHHO OXBAThIBA€T JIMTOJIOTUYECKYIO TpaHuIy Mexay Bepxuum um HikHum OacceiiHamu
Cukoky. Ha sToii rpanutie Ty sl (3aTBepACBIINI ByJIKAaHUYECKHIA TIeTien) He oOHapyskuBatotcs. [lpu
n3MeHeHun Tyda oOpasyercss CMEKTUT, MukpoOHoe BocctaHoBieHue Fe(lll) B cmektute
CIOCOOCTBYET NMPEBPAILIEHUIO0 CMEKTUTA B MJLTUT. DTOT MPOLIECC SIBISIETCA YHEPTOEMKHUM MTPOLIECCOM,
4YTO MOXXET 00yCIIaBIMBaTh CHIDKEHHUE KOJIMYECTBA MUKPOOPTaHU3MOB U UX aKTHBHOCTH Ha YPOBHE
or 500 mo 600 m.b.sf. Takum 00pazom, BO3MOXHA MOAYJALHXS HEKOTOPBIX THIIOB MHUKPOOHOU
AKTUBHOCTH 32 CUET MUKPOOHO-MHHEPAIBbHBIX B3auMOieicTBUM. [IMKOBBIE KOHIIEHTPAIIUU SHAOCIIOP

6 mactunsl. B 910l 30HE

nipu 85°C coBnaaaroT kak ¢ SMTZ, Tak U ¢ MOrpaHUYHBIM JI€KOJIBMAaHOM
KOPOTKHE IEPUOJIbI HATPEBAHUS TPCHHEM BO BpeMsi AUPPEPEHIHATHLHOTO IBMKCHHS TUIACTUHBI
(Fulton et al., 2013), BeposATHO, ONPEACISAIOT OMOJHUTCIbHBIC (KECTKHE» YCIOBUS IS
MUKpPOOPranu3MoB. Bmecte ¢ Tem, 00pa3oBaHKe 3HIOCTIOP U BHICOKHE KOHIICHTPAIMH alleTaTa MOTYT
o0OecreunTh 3amac «CeMsiH» M JHEPruH JJii BOCCTAHOBIIEHUS 3KOCHUCTEMBI OT DJMH30IUYECKUX
BO3MYILIEHUH.

B Bepxaux 200 M obGmactu HaaBura, npu Temmeparype oT ~ 90° mo 100°C BwisiBIcHa
«CcTepHiibHasg 30Ha» 30Ha 0e3 OOHApYKMBAEMbIX BEreTaTUBHBIX KIETOK U 0€3 TeOXMMHUYECKHX
MPU3HAKOB MUKPOOHOUW aKTHBHOCTU. B 3TOl 30HE HEAOCTATOYHO YIUIOTHEHHBIE U MEXaHHUYECKH
C1a0bble OTIIONKEHHS TIOJIBEPTAIOTCS M30BITOYHOMY JIABJICHUIO U KPAaTKOBPEMEHHOMY BO3IICHCTBHIO
ropsiunx ¢uronioB ot ~ 145° no 220°C (Hamada et al., 2018; Tsang et al., 2020). Bpemennsie
MIEPHO/IbI HarpeBa MOTYT 00YCIaBIMBATh JIOKATLHO CTEPUIM30BaHHbIH ocaqok (Tsang et al., 2020),
HO MUKpOOHBIE KJIETKH, MOTpEOIeHHE alleTaTa 1 METaHOT€HHAsl aKTHBHOCTh CHOBa Mpeo0aiaoT B
oTIIO)KeHusAX ¢ Temneparypoit >100°C, rie mexaHudeckasi IPOYHOCTh U COJIEHOCTh BO3PACTAIOT 110
HAIPABIICHUIO K TPaHUIE Ocaaka W (QyHIaMeHTa. [ uapaBiIudeckasl CBsA3b MEXAy Oa3anbTaMH H
BBHIIIETICKANTUMHI  OTJIOKEHUSIMUA  MOATBEPKAACTCS  OOMIMMH  CTWISIMH  DIHUTE€HETHYECKON
MUHEPATU3allii B BUJE JKUJ KATBIMTA U KEIE3UCThIX OKCHIOB METAIIOB. MaccomepeHoc Mexay
0a3aJIbHBIM 0CaJIKOM U BOJIOHOCHBIM FTOPU30HTOM, BMEIIAFOIINM 0a3aJIbT, YBEITMIMBACT OOUTAEMOCTh
0a3apHOTO OCajKa 3a CUET CHI)KEHUS JIaBJICHHS TUTACTOBOTO (ITFOWIA W BOCIIOHEHHS 00€THEHHBIX
CcyOCTpaToB, TaKMX KaK BOCCTaHOBJICHHOE *kele30 U cynbdar (Torres et al., 2015). Takum o6pazom,

B pe3ysbTaTe NMPOBEJCHHBIX HccienoBanuii aBTopbl (Heuer et al., 2020) moka3zamu 3aBHCHUMOCTb

¢ lexonsman (decollement) — monoruit HagBUr WK BHYTPU(OPMALIMOHHBIN CPhIB
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YUCJICHHOCTH U aKTUBHOCTH MUKPOOHBIX COOOIIIECTB OT KpUTHUeCcKuX Temrepatyp ot 40° no 50°C u
npu 70°C. YCTaHOBIEHO, YTO XH3Hb B TIIyOMHHOUN OMOCcdepe HEe OorpaHHyYeHa BEPXHUM MPEIEIIOM
temneparypsl Huke 120°C. T'eomormueckue mporecchl, CBs3aHHbIE ¢ cyOaykuueil Hankaiickoro
nporu0a, OKa3bIBaIOT 3HAUYUTEIBHOE BIMSHUE HAa MHUKPOOHYIO KHM3Hb B TIJIIYOOKHX TOPSYHMX
OTJIOKEHUSX.

Crpatudukaius MUKpOOHBIX COOOIIECTB B 3aBHCHMOCTH OT TEMIIEPATypbl HAarpEBaHUs CIIOCB
ocaouHbIX mopoxa B Oacceiine ['yaiimac (Kanudopuuiickuii 3anmuB, Mekcuka) mokasaHa B pabote
(Mara et al., 2023). ABTOpbI YCTaHOBHJIM, YTO cOCTaB W pacmupeneicHue MAGs Koppenupyer ¢
OMOreOXMMHYECKMMH MapaMeTpaMu IO TeX IMOop, MOKa TeMmIeparypa OcTaercsi yMmepeHHou. B
obpasiax, uMeronux temmeparypy 2—20°C, npeodiananu npeacrasurenu Guaymor Chloroflexota,
Acidobacteriota, Desulfobacterota, Ca. WOR-3, Ca. Aerophobota, Ca. Bipolaricaulota,
Thermoproteota, Thermoplasmatota u Aenigmatarchaeota. B o0pasmax ¢ OBBILIEHHOM
temrepatypoit  (20-45°C) — B ocHoBHoM mpencraButean Chloroflexota (rpynma GIF9),
Acidobacteriota, Ca. WOR-3 (rpynma UBA3073), Ca. Aerophobota u Ca. Bipolaricaulota,
Thermoproteota, Ca. Hadarchaeota u Aenigmatarchaeota. Ananus reHoma GaKTepUU KaHIUAaTHOTO
¢unyma Bipolaricaulota, panee u3BectHoro kak OP1 u Acetothermia, mokasan, 4ro Gakrepus
ABIISIETCS. aHAPPOOHBIM OPraHoTPodoM, CIIOCOOHBIM COpaKMBaTh caxapa U OEITKOBbIE CyOCTpaThl,
o6pasys Bogopos u anerat (Kaguukos u np., 2019). 3 06pa3ioB ¢ Beicokoii Temieparypoit (45—
60°C) annotupoBan 1 renom, otHeceHHbIit k Chloroflexota (kmacc Dehalococcoidia), 1 remom Ca.
WOR-3 u 2 remoma Ca. Aerophobota (kmacc Aerophobia), neckonbko remomoB Thermoproteota
(xkmacc Bathyarchaeia) u Ca. Hadarchaeota (xracc Hadarchaeia). B crmosix ocajka, mpoHH3aHHBIX
NyJbCUPYIOIIUMH, uYpe3BbluaiiHO ropsuumu (Oosiee 80°C) QutoMIHBIMH MOTOKaMH, MHUKPOOHOE
co00IIIeCTBO TMpeACTaBiIeHO apxesMu Thermoproteota u Ca. Hadarchaeota. [Tony4yeHnHbie naHHBbIC
OTpakaroT METa0OIU3M, MPOTHO3UPYEMBIN A TTyOUHHOI OnoCcdephl, BKIIOYAIINUNA KPyrOBOPOT

Cephl, a30Ta ¥ METaHa, Pa3JIoKEeHHE yIIIeBOI0poI0B u (ukcanuio yriaepoaa (Mara et al., 2023).

1.1.4. TakcoHomuuyeckoe pa3HoOOpa3We MHMKPOOPraHU3MOB TIJYOMHHBIX 0CAJ04YHBIX
OTJI0KEHU I

Camble paHHHME KOMILJIEKCHbIE MHKPOOMOJIIOTMYECKHUE HCCIIEIOBAHUS JOHHBIX OTJIOXKEHHUN
MOKa3ajgl, 4TO pa3HOOOpa3sHble MHUKPOOHBIE COOOIIECTBA, MPHUTOAHBIE ISl KYJIbTUBHUPOBAHUS
npucyTcTBYIOT Ha rimyoune 80 m.b.sf (cambie rmyOokue obpasubi, Parkes et al., 1990) onnako
KOJINYECTBO KYJIBTUBUPYEMbBIX MHUKpoopraHu3moB coctasisuio ~0.0003% (Parkes et al., 2014).
MUuKpOOpranu3Mbl, H30JIMpyeMble U3 TJIyOWH JOHHBIX OTJIOKEHUI, B OOJIBLIIMHCTBE CIIy4aeB
otHocaTcs K Oakrepusim (uiaymoB Proteobacteria (Pseudomonadota), Firmicutes (Bacillota),
Actinobacteria (Actinomycetota), Bacteroidetes (Bacteroidota) u apxesm pomgo Methanoculleus

(Halobacterota) u Methanococcus (Methanobacteriota_A) (Barnes et al., 1998; Inagaki et al., 2003;
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Toffin et al., 2004; Takai et al., 2004; 2006; Kendall et al., 2006; Batzke et al., 2007; Kobayashi et
al., 2008; Parkes et al., 2009). PazButre MONIEKyJISIPHBIX METOIOB HACHTU(DUKAIUN B ATbHEHUIIIEM
HNOJATBEPAMIIO, YTO MHUKpPOOHBIE COOOIIECTBAa TITyOMHHOW OuMocdepsl B OCHOBHOM MPEICTABICHBI
HEKyJIbTHBHpPYeMbIMU MuKpoopranusmamu (Orcutt et al., 2011; Parkes et al., 2014). J{ins mopckux
9KOCUCTEM MIPUMEHEHNE METareHOMHOT'0 aHaJIM3a [T03BOJIMIIO YCTAHOBUTh 3HAUUTEIBHOE CXOJICTBO B
COCTaBe COOOILECTB, HACENSIOUIMX JIOHHBIC OTJOXKEHHS C OJUHAKOBBIMH T'€OXUMHUYECKUMHU
xapaktepuctukamu. Tak, B Oubmuorekax reHoB 16S pPHK mMukpoOHBIX cOOOIIECTB U3 paiioHOB
ra3oBbIX CHIIOB XapaKTepHO IMpeoOsiajaHue IOCIe0BaTeIbHOCTEH Cynb(paTpeayKTOpOB U3
Deltaproteobacteria (Desulfobacterota) u Epsilonproteobacteria (Campylobacterota), a Ttakxxe
apxet rpynmn ANME u Methanosarcinales (Halobacterota), uro HampsiMyto CBsi3aHO C BBICOKOI
AKTUBHOCTBHIO TPOIIECCOB aHa’pOOHOr0 OKMCiIeHUs MeraHa B 3Tux 30Hax (Ruff et al., 2015). B
JIOHHBIX OTJIOXEHHUSIX MOPCKUX IKOCHUCTEM, OOTraThIX OPraHUYECKUM BEIECTBOM, HauOoliee 4acTo
00HapyXHUBAIOTCS HEKyJIbTHBUpYeMble mpencraButean ¢uaymos Chloroflexi (Chloroflexota) u
Bathyarchaeota (Thermoproteota), Toraa kak B ocaakax, aCCOLMMPOBAHHBIX C Ta30BBIMU THIpaTaMH,
nomunupyrotr Atribacteria (Atribacterota) u apxeum rpynmer MBG-B (p_Thermoplasmatota;
c_Thermoplasmata; o Ca. Thermoprofundales) (Inagaki et al., 2006; Webster et al., 2006; Hamdan
et al., 2012; Lee et al., 2013). B WIOBBIX OTJIOKEHHSX OJMIOTPO(MHBIX paiOHOB OKeaHa
muorounciaeausl  Chloroflexi  (Chloroflexota), Gammaproteobacteria  (Pseudomonadota),
Bathyarchaeota (Thermoproteota) u MBG-B (Thermoplasmatota) (Inagaki et al., 2003; Webster et
al., 2009; Forschner et al., 2009; Hoshino et al., 2011; Jorgensen et al., 2012). [Tomumo GakTepuii u
apxeil akTHBHBIM KOMIIOHEHTOM cOO0OIIecTB Ti1yOMHHON Ouocdeps! siBistorest rpudst (Orsi et al.,
2013), mosiekysspHbIE MapKepbl KOTOPBIX 0OHApYKEHBI HA TIIyOuHaX 10 1740 M HIKE MOBEPXHOCTH
nua (Ciobanu et al., 2014).

[TpoananusupoBas 299 npoO MOPCKUX OTIOKEHUH CO BCErO MHUPA, OXBATHIBAIOIIMUX INTyOHUHBI
otinoxeHud or 0.1 mo 678 M, Xommuo T. ¢ coaBtopamu (2020) mokazanu, 4TO MHKPOOHBIE
coolmiecTBa B MOPCKUX OCAJIKax COCTOSIT M3 JBYX OCHOBHBIX MHKPOOHBIX T'PYMII: aHadPOOHOH U
a’poOHOil. PazHOOOpa3ne MHUKPOOHBIX COOOIIECTB B MOPCKHUX OTJIOXKEHHSIX YMEHBIIAETCA C
yBeNM4YEeHUEM UX TIyOuHbl. CKOPOCTh CHIIKEHHs pa3HOOOpasus Oblia HIKE Ui apXe, 4eM Jyis
6axtepuil. HecMoTpst Ha Gosee HU3KYIO CKOPOCTh YMEHBIIEHHUSI pa3HOo0Opa3usi apxe ¢ riryOuHOH,
pa3sHoOOpa3ue OakTepuil MpeBBIIaeT pa3sHooOpaswe Archaea ma Kaxmoil riayOWHE oOcaaka.
DKCTpaIoISAIUS ¢ UCTIONB30BaHUEM JIBYX ITOJOOPAHHBIX MOJIENICH B3aWMMOCBSI3M BU/IA W TLIOMIAIN
T0KA3aJI0, 4TO TAKCOHOMUYECKOE GOraTCTBO MOPCKMX OTJIOKEHHMH cocTapiser 7.85x10% — 6.10x10°
u 3.28x10% — 2.46x10® BapnanToB mocnenoBarensHOCTH ammHkoHoB (ASV) Archaea n Bacteria
COOTBETCTBEHHO. CpaBHUTENBHBIA aHAIN3 MHKPOOMOMOB MOPCKHX OTJIOKEHHH, BEPXHETO CIIOs

MOYBBI 1 MOPCKOM BOJIBI MOKA3aJl, YTO KaXIAbI OMOM COJEPKUT SIBHO Pa3IUIHOE COOOIIECTBO, HO
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NPUMEPHO OJJMHAKOBBIA YPOBEHB III00ATHFHOIO MUKPOOHOTO O0TaTCTBa. DTOT PE3yabTaT yKa3bIBACT
Ha TO, 4TO OakTepuu Oosiee pa3sHOOOPa3HbI, UeM apxeu B riiodanbHoM ouocdepe 3emmu (Hoshino et
al., 2020).

IMpencraButenu ¢uayma Crenarchaeota, sxmouass Bathyarchaeia (Thermoproteota),
Euryarchaeota (Halobacterota), Asgardarchaeota u Hadesarchaeaeota (Ca. Hadarchaeota)
JOMUHHUPOBAJIU B COCTaBE aHAIPOOHBIX MUKPOOHBIX COOOIIECTB B HEKOTOPHIX paiionax banruiickoro
Mopsi, y 6eperoB mosyoctpoa CHMOKHTA M B HEKOTOPBIX 0Opasiiax [lepyanckoii okpaunsl (Hoshino
et al., 2020). Ha npexacraButeneii ¢punyma Hadesarchaeaeota (Ca. Hadarchaeota) mpuxomwmoch
6onee ueM 70% mocienoBaTebHOCTEH C YBEIMUEHUEM UX KOJIMYECTBa MO riyoune ocaaka. Oumym
Asgardarchaeota mo4tu MOJHOCTBIO cocTosii W3 mpencraBurenedd ¢umiyma Ca. Lokiarchaeota
(p_Asgardarchaeota; c_Lokiarchaeia). I[Ipeackaszanusiii meraboau3m Ca. Lokiarchaeia, Ha ocHOBe
aHaJiM3a TEHOMOB, IOKa3bIBaCT, YTO OHHM JKUBYT TeTEPOTPO(HO, HCIOJIB3Ys apoOMaTUYCCKHE
YIJIEBOAOPOABI, HO TEPMOJMHAMUYECKH TPeOyIOT cUMOHMO3a C  Cyib(arperyupyouiMua
oakrepusimu (Farag et al., 2020). IIpencrasurenu ¢puayma Nanoarchaeota (s u.B. Nanobdellota)
coctaBsu Oonee 95% apxeiiHoro cooOimecTBa B camoil riiyOuHHOWM mpode (678 m.b.sf) us
Benransckoro 3amuBa (Hoshino et al., 2020). B otinuune oT aHa3poOHBIX COOOIIECTB, B a9POOHBIX
coo0IiecTBax apxei npeobiagany npeacraBurean Thaumarchaeota (Thermoproteota) (mampumep,
Nitrososphaera). M3 3892 obmmx BapuantoB ASV, oOHapykeHHbIX B Habope manHbIX Archaea,
toibko 260 ASV  gBnstorcs  oOmmMH, 4TO cocTaBisuio  mpumepHo  70% ot Bcex
nocienoBarensHoctei (Hoshino et al., 2020).

Tak ’xe, Kak U B clyyae C COOOLIECTBOM apXeH, pa3iuyayicsi TaKCOHOMMYECKHH cOCTaB
OaKTepHaTbHBIX COOOIIECTB B 3aBUCUMOCTH OT COJIEPIKaHUs KUCIOpPO/Ia B OCaIKax. B KHCIOpoaHbIX
MOJIIIOBEPXHOCTHBIX ~ CJIOSIX  OCAJKOB JOMHHHpoBanmu mpeacraButenu  Alphaproteobacteria,
Gammaproteobacteria (Pseudomonadota) u Firmicutes (Bacillota). B GeckuciopoaHbix ocamakax
JOMHHHpOBaIH npeacrasutenin Gumymon Atribacteria (Atribacterota), Chloroflexi (Chloroflexota)
u Planctomycetes (Planctomycetota). 13 30874 ASV, 5212 siBisiiarch oOMMMH, KaK JIJIs adPOOHBIX,
Tak ¥ aHadpoOHbIX coobmecte (Hoshino et al., 2020). Yrtobsl ompeaeanTh 3aKOHOMEPHOCTH
coBrmajieHuss ASV, aBTOpBI MpPOBENM CETEBOW aHaIN3, OCHOBAHHBIM Ha PAHTOBOW KOPPEISIIUU
Crupmena (Hoshino et al.,, 2020). Ceru ObUIM TIOCTPOCHBI C UCIOJB30BAHUEM TOJBKO
MIOJIOKHUTEHHBIX M 3HAYUMBIX Koppesinui (I > 0.6, >P <0.05). B pesynbraTe ananm3a, 0CHOBaHHOTO
Ha KJIaCTepU3aIluu pa3nuduii, 0pu10 mosrydeHo S0 coolrecTs, 10 U3 KOTOPBIX SBISIOTCS OCHOBHBIMH.
Ot 10 coobmiect (1533 ASV) oTpaxkann OKUCIUTEILHO-BOCCTAHOBUTENBHYIO CPEY OCaTOUYHBIX
HOPOJI: MATh COOOIIECTB, COCTOAMMX U3 ASV, peoOagarouX B OKUCIEHHBIX OTIOKEHHUSIX U MATh
coo0rmiecTB, coctosmux w3 ASV, mpeobOnamaromux B OECKUCIOPOMHBIX OTIOXKEeHHsIX. M3 10

coob1ecTB, coobmectBo 1 copepxano HanOosbiee konuyecTBo ASV (84), KoTOopble COCTOSIN B
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ocHoBHoM w3 mpexacraBurencii  ¢uiaymoB  Chloroflexi  (Chloroflexota), Proteobacteria
(Pseudomonadota) u Thaumarchaeota (Thermoproteota). CereBast tuarpamma Takxe mokasajia, 4ro
Chloroflexi (Chloroflexota) u Thaumarchaeota (Thermoproteota) siBisitoTcst 3HaYUUMBIMU YJICHAMHU
COBMECTHOM ceTH a’poOHbIX ocaiakoB. duiym Thaumarchaeota mnpencraBieH cemeiicTBoM
Nitrosopumilaceae (8 u.B. p_Thermoproteota; c_Nitrososphaeria; o_Nitrososphaerales).
[MpencraBurenu Nitrosopumilaceae mmpoko pacnpocTpaHEHbI B OKEaHE W MOTYT OCaXKAaThCs Ha
MOpCKOM JiHe U3 Mopckoit Boabl. @uirym Chloroflexota npencrasnen kinaccamu Dehalococcoidia u
Anaerolineae. Xors npezacrasutenu Dehalococcoidia o0bpl4HO paccMaTpuBarOTCS Kak CTPOTO
aHadpoOHbIe OakTEepuWu, OHU TAKXKE BCTpEYAOTCI B a’poOHOM coobmecTBe. CeMeHCcTBO
Anaerolineaceae BkiIr0OYaII0 M30JIATHI, CIOCOOHBIE K a3podHOMY pocty (Nakahara et al., 2019), uro
coryiacyercsi C pesyinbraTamu ucciefoBanuii reomoB Chloroflexota. ¥V wienoB nByx
(WIOreHETUYECKUX KJIACTEPOB OBUTH BBISBICHBI T€HBI KaTaOOJIMYECKOTO KHUCIOPOJHOTO JBIXaHUS
(Ward et al., 2018; Fincker et al., 2020). ®unym Proteobacteria (Pseudomonadota) B coobmectse 1
ObUI TIPEJCTaBICH CEMEWCTBAM, WIEHBl KOTOPHIX YYacTBYIOT B KpPYroBOPOT€ METAJUIOB B
MapraHileBbIX KOHKPELMSX W  MapraHieBbIX KOpKax, Takue kak Magnetospiraceae
(Pseudomonadota) (mukpoaspobusie rereporpodrr) u  Kiloniellaceae (Pseudomonadota)
(xemoretrepoTpodHsie ad3poosl) (Wang et al., 2015). Ipyrue coobiiectBa, 00Hapy>KEHHBIE B KUCIIBIX
OTJIOKEHHUSAX, B OCHOBHOM COCTOAT M3 ASV, OTHECEHHBIX K BBICIIMM TaKCOHAM, CBSI3aHHBIM C
aHa’pOOHBIM MeTaboMM3MOM. B Kakoil CTenmeHu ATH MHUKPOOPTaHW3MBI CIIOCOOHBI K a’pOOHOM
JeATeIBHOCTH, Heu3BecTHO. B momonnenwe ¢unymy Thaumarchaeota (Thermoproteota), B
OKHCJIEHHBIX OCaJIKaxX BBISBIICHBI MTpeacTaBuTenu puayma Proteobacteria (Pseudomonadota) (knama
SAR86, Gammaproteobacteria) u ¢punyma Cyanobacteria (Cyanobacteriota).

MuxkpoOHble coo0mecTBa W3 AaHOKCHUTEHHBIX OCAaaKOB, B OCHOBHOM COCTOSUIH U3
npencrasuteneit  Atribacteria  (Atribacterota), Chloroflexi (Chloroflexota), Planctomyces
(Planctomycetota). OCHOBHBIM KOMIIOHEHTOM B OJHOM K3 COOOIIECTB BBICTYMAIN MPEJACTABUTEIN
¢unyma Chloroflexi (Chloroflexota). Onnako mouTn Bce OOHapyKeHHBbIE XJIOPO(GIEKCH ObUTH
adpoummposansr ¢ MSBL9 (Planctomycetota), mopsiikomM ¢ MajlOM3BECTHBIMH CBOMCTBAaMH.
Onwucanneiii TeHom Phycisphaerae 3 MSBL9 mokasan, uto GakTepus, BEpOSTHO, YTUIH3HPYET
mmpokuii caxapos (Robbins et al., 2016). Takum 0O6pa3om, Ha OCHOBE CETEBOT0 aHaIM3a XOUIHHO T.
¢ coaBTopamu (2020) moka3aHO, YTO COCTaB MHKPOOHBIX COOOIIECTB MOPCKHMX JTOHHBIX OCAJIKOB
OTIPEeNIeNSIeTCS] OKHCIUTEIHHO-BOCCTAHOBUTEIHHBIMH YCIOBUSMH OCAJIKOB U JIOHOPAMH AJIEKTPOHOB,
JIOCTYMHBIX B Ocajke. Pe3ymbTaThl 3TOTO aHalu3a TakKe CBUACTEIBCTBYIOT O TOM, 4YTO
MUKPOOPTaHU3MBI, HAXOASIIUECS B TIIyOMHHBIX OCaJKaX, B3aUMOJICHCTBYIOT APYT C IPYTOM, YTOOBI

3¢ (HEeKTUBHO UCTIOIH30BaTh OTPAHUYEHHBIE CYOCTpPaThl, JOCTYIHbBIE B SKCTPEMAIbHON Cpefe.
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N3yuenne MUKPOOHBIX COOOINECTB TOM3EMHBIX BOA B 3amagHoi CubOupu meTomamu
METareHOMHKHM IIOKa3alo, 4YTO OHHM COJEpXaT »JHJOTCHHbIE MHUKPOOHBIE COOOIIeCTBa,
aJalNTUPOBAHHBIE K OJKCTPEMAIBHBIM YCIOBUSM U JUIMTEIBHOE BpEeMs HM30JUPOBAHHBIE OT
noBepxHoctHoM Ouochepsr (KamguukoB u ap., 2017; Kadnikov et al., 2017; 2020). 3amaxamo-
Cubupckuil pernoH, U3BECTHBIM KaK OJWH M3 KPYyHMHEWUIIUX B MHpPE He(PTEra30HOCHBIX PalOHOB,
SIBIISICTCS TAKXKE M OJHUM U3 KPYIMHEHIINX pe3epByapoB TITyOMHHBIX TEPMaIbHBIX BO/I, 3IETAIOIINX
Ha TJIyOWHAX 0 HECKOJIBKUX KWJIOMETPOB, CHOPMHUPOBAHHBIX B ME3030MCKUX OCAIOYHBIX TIOPOJIaX.
B ckBaxmHax c¢ HamOoisee BBICOKOW Temmeparypoir (okoso 70°C) mpeobiaganu mpeacTaBUTEIIH
OakrepuanbHbIX GraymoB Firmicutes (Bacillota), Proteobacteria (Pseudomonadota), Acetothermia
(Ca. Acetithermota) u meranorennsie apxeu poga Methanothermobacter (Methanobacteriota)
(Kaguukos u np., 2017; Kadnikov et al., 2017; 2020). B cocraBe coobiiecTBa ObUTH 0OHAPYIKEHBI
JIBE IUHUU (PUPMUKYT, ONMKANIIUM KyJIbTUBUPYEMBIM POJCTBEHHHUKOM KOTOPBIX SBISIETCA
Desulforudis audaxviator, TepmoduapHas xeMoauTOaBTOTpOGHass OakTepus, creubruIecKas s
no3eMHol Onocdeprr. Hanbomee pa3HooOpa3HBIM O COCTaBY OKa3ajioCh MHKPOOHOE COOOIIECTBO
CKBA)KUHBI ¢ TemIepaTypoil Boasl okojo 45°C. Apxeu B HeM ObUIM IPEACTaBIECHbI METAHOT€HAMU
Bcex TUIOB — ruaporenorpodusivu (Methanothermobacter), aneroknacruyeckumu (Methanosaeta)
u metuwiorpodusiMu  (Methanofastidiosales u Methanomassiliicoccales). Cpean 6akrtepwuii
npeobiamanu npeacrasutenu Proteobacteria (Pseudomonadota), Chloroflexi (Chloroflexota),
Deferribacteres (Deferribacterota) u Firmicutes (Bacillota). Takum o0Opa3om, oOHapy)eHHOE
COOOIIIECTBO BKIIIOYATO MHKPOOPTaHU3MBI C Pa3IMYHBIM THIOM MeTa0oNlu3Ma (METaHOTeHE3,
cyabdaTrpenyKius, aHa’poOHOe JbIXaHue, (EepMEHTATUBHBIA MeTa0oJaM3M), B TOM YHUCIIE

OTHOCSIHUECS K «HEKynbTHBHpYeMbIM» JHusAM (KamaukoB u ap., 2017; Kadnikov et al., 2017;
2020).

1.2. TepmopuIbHBIE MUKPOOPTAHU3MBbI B X0JIO/IHOBOIHBIX IKOCHCTEMAX

TepmoduiapHBIE TPOKAPUOTHI — o0cobasi Tpymma MHUKPOOPTaHW3MOB, ONTHMAJbHAs
TeMIiepaTypa pocta KoTopbix cocrtapiser >50°C. Tepmoduibl, KaKk MpaBUIIO, aCCOIMUPOBAHBI C
TrOpSIYMMH  MCTOYHUKAMH, T[I0YBAMU  BYJIKAHUYECKMX UM  PUPTOBBIX 30H, TIYOMHHBIMU
TOPHOAOOBIBAIOIIMMY IIAXTAMU U T.J., @ TAKKe pa3HOOOPa3HBIMU aHTPOIOT€HHBIMU OHOIIEHO3aMHU,
I7ie TIOBBIIICHHAS TeMIIepaTypa OOYCIIOBJIEHA €CTECTBEHHBIMH MPUYMHAMH (KOMIIOCT, YTOJIBHBIC
OTBAJIBI) WJIH TOJACPIKUBACTCSI HCKYCCTBEHHO (OMOPEaKTOPHI, CUCTEMBI TOPSUETO BOJIOCHAOKEHUS U
ap.) (JIebenunckuii u nip., 2007). Bmecte ¢ TeM, aKTUBHbIE MOIYJISALUU aHA3POOHBIX TEPMOPHUIBHBIX
MHUKPOOPIaHU3MOB  OOHApPYXHBAIOTCA B TJIyOOKO TOrpeOEHHBIX AaHOKCUTE€HHBIX JIOHHBIX
OTIIOKEHUAX, HePTAHBIX pe3epByapax (Hu et al., 2016; Vigneron et al., 2017), mponumaemoi
okeaHckoil kope (Robador et al., 2024) u BOoKpyr rupoTepMalbHbIX UCTOYHUKOB Ha CPEIUHHO-

okeannveckux xpedtax (Topcuoglu et al., 2016; Chakraborty et al., 2018).
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[To omenkam, Gosee TPEeTH MOPCKUX OTIIOKEHHH BO BCEM MHPE UMEIOT TEMIIEpaTypy BHIIIE
60°C, a uyerBepth — Bblie 80°C, 00YCIOBIEHHYIO BIMSHHMEM IIOA3EMHBIX TEMIIEPATYPHBIX
rpaauentoB (LaRowe et al., 2017). I'eonornyeckre 0COOEHHOCTH CTPOCHHUS MOPCKOI'O JIHA, TAKHUE
KaK yTJICBOJOPOIHBIC CHUIIBI W BEHTHI, CBS3aHHBIC CO CPEIUHHO-OKCAHWYECKHM XpeOTOM u
MIO3BOJISIONINE TEPEMEIAThCs KHUIKOCTH M Ta30HACHIIICHHBIM (IIFOMIAM W3 TEIUIOH Cpelbl B
XOJIOAHYI0, GU3MUYECKH COCTUHSIIOT IO3EMHbBIE SKOCHCTEMBI C BBIIICISKAIIIMMU OkeaHamu (Schrenk
et al., 2010). IlepeHoc KIETOK «pelnkoil OMOC(Epb» M3 MOANOBEPXHOCTHBIX MECTOOOMTAHUI B
BBIIICNISKAIMA OKEaH MOXET CIIOCOOCTBOBATh YBEIMYCHHIO OHOpPa3zHOOOpasusi MOPCKHX
mukpoopranuzMoB (Sogin et al., 2006; Lynch, Neufeld, 2015; Gonnella et al., 2016; Locey, Lennon,
2016; Hoshino et al., 2017). «bank ceMsiH» MOPCKMX MPOKAPUOT B OCHOBHOM COCTOMT M3 CIISIIIIUX
mukpoopranuzmoB (Lennon, Jones, 2011), Bkito4yas HEAKTUBHBIC DHIOCHOPBI TEPMOGUIBLHBIX
Oakrepuii, T.e. Tepmocropsl (Hubert et al., 2009; Miiller et al., 2014; Volpi et al., 2017; Chakraborty
etal., 2018).

[pucyTcTBUe aHadPOOHBIX TEPMOPHIBHBIX OAKTEPUH B XOJOJHOBOJHBIX MOPCKHX OCaIKax
BIIEPBbIC OBLIO 3aUKCHUPOBAHO B OTIOKeHHIX 3 Opxycckoro 3anuBa, Jlanus (Bell et al., 2018). U3
JIOHHBIX OCaJKOB, UMEOIIHX IN Situ Temmepatypy 0—15°C ObLT BbIZACICH TEPMO(DUIBHBINA IITAMM
Desulfotomaculum, o6ecnieunBaroiiuii CBO# poCT IMyTeM BOCCTAHOBIICHHUS CYJIb(arta MPH HarpeBaHUH
obpaszioB 0 60°C (Isaksen et al., 1994). Ilociae 3TOro OTKPHITHS TPOBEIACHO 3HAYUTEIHHOE
KOJIMYECTBO MCCIICOBAHUMN, KOTOPBIE MTOKA3aJTH, YTO TEPMOPHIIbHBIC OaKTEPHUHU MPEICTABISIOT COOO0M
OK30TCHHBIH, MaJOYHMCICHHBIH, JPEMITIOMINNA KOMIIOHEHT MHKPOOHBIX COOOIIECTB B XOJOHBIX
MOpPCKHX OTI0XeHusx 1o Bcemy mupy (Hubert et al., 2009; 2010; de Rezende et al., 2013; Miiller et
al., 2014; Volpi et al., 2017).

UccnenoBanust MUKpoOHOTo OumopazHooOpas3usi, Kak IpaBWiIO, HE OOHapyKHUBAaIOT
OakTepualbHBIX YHIOCHIOP, CKOPEE BCETO, M3-3a UX YCTOMYMBOCTH K (PU3UUECKUM WM XUMHYECKHM
CTaaMsM JIM3Hca, UCNoib3yeMbiM npu n3Bnedennu JJHK cooOmiectBa n3 00pas3noB okpykaromiei
cpenbt (Bueche et al., 2013; Wunderlin et al., 2016). [TosTomMy Ui HU3y4eHUs] TEPMOCIIOpP OBLIH
UCIIOJIb30BAHBl BBICOKOTEMIIEPATYPHBIC, OCCKHCIOPOIHBbIE HWHKYOAalluu, KOTOPBIE IO3BOJIMIN
BBISBUTH €KETONHBIE TeMmbl nputoka 10—108 cop Ha kBampaTHBIA MeTp B XOTOZHBIX JTOHHBIX
otnoxenusx Opxycckoro 3anuBa u lnunbeprena (Hubert et al., 2009, 2010; de Rezende et al.,
2013). OD1u «HEyMecTHBIE» TepMO(DMIIBI, KaK MPaBUIIo, MpUHAAIekar K tummy Firmicutes (Bacillota)
U BKIIIOYAIOT OJIM3KUX POJICTBEHHHKOB aHa’poOHbIX Clostridia, oOurtaronmx B ropsunx HeTIHBIX
pesepByapax (Dahle et al., 2008; Gittel et al., 2009). x onTuMansHasi TeMneparypa pocta (BbIIIe
40°C) yka3plBaeT Ha TO, YTO OHHU JOJDKHBI TOMAJaTh B XOJIOJHBIE OTJIOKEHHS M3 BHEUIHUX

ncrounnkoB (Hubert et al., 2009). B To Bpems kak copooOpazoBaHHe 00€CIIeunBaeT BHKUBAHHE,
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MIO3BOJISIOIIEE COXPAHATHLCS MIPH TEMITEpaTypax, SHAYMTEIbHO HIDKE Auana3oHa ux pocra (Bell et al.,
2018).

KpymromacmrabHoe ucciieqoBanue ouoreorpadun tepmocnop u3 81 MOPCKHX OTIOKEHUI
M0Ka3aJI0 HeCIyYaiHyI0 KapTHHY PacIipeieIeHUs] BO BCEM MUPE U OIPEISIINIO0 IUPKYJISIHIO OKeaHa
KaKk OCHOBHOH (DaKkTop, CIIOCOOCTBYIONIMI KOHTPOJIO HAJ PACCEMBAHUEM TEPMOCIOpP U3 HX
ucxoaubix Mect ooutanus (Muller et al., 2014). O6napysxeHHe OTHUX U TeX ke punoTurnos rena 16S
pPHK, dsrAB, xak B Toue Boxsl OpXycCKOro 3aliiBa, TaKk U B JOHHbIX ocaakax LlInundeprena
(pacmonoskeHHBIX Ha paccrosiHuu 3000 KM Apyr OT JApyra), CBUACTEIBCTBYET, YTO MOPCKasi BoJa
JEHCTBYET KaK BEKTOP LISl paCpOCTPpaHEHHs TePMOQUIIBHBIX YHIIOCIIOpP Ha OOJIBIINE PACCTOSHUS B
okeane u3 obmiero ucrounuka (Hubert et al., 2010; de Rezende et al., 2013; Volpi et al., 2017). Dtum
OOLIMM HCTOYHHUKOM MOTYT OBbITb HE(PTEHOCHBIE IOJ3EMHBIE CIIOM, XapaKTEPU3YIOLIUECs
JIOCTATOYHOM BEJIMYMHOW M MOIIHBIM TIOTOKOM JKHIKOCTH, OOECIEUMBAIONIMM YCTOHYUBOE
nocrymuienue suaocnop (Hubert et al., 2010).

BrIxosb1 yriaeBogopoaoB Ha MOPCKOE THO, KOTAA T'a3 U HeTh U3 HErepMETUYHBIX TO3EMHBIX
pe3epByapoB BBITECHSIOTCS B MOBEPXHOCTHBIC OCAIKH, SBISACTCS NPUMEPOM aKTHBHOH CHCTEMBI
T€0KUIKOCTHBIX MOTOKOB, CBSI3BIBAIOIICH IITyOOKYHO M MEITKOBOAHYIO Orocdeps! (Suess, 2010; Bell
et al., 2018). Mopckue OTIOXEHHS B MECTaX MPOCAYUBAHUSA YIIIEBOJOPOJOB M BOKPYI HHX, KaK
NpaBUJIO, OOOTAIICHBl COCAMHEHUSIMH, CBS3aHHBIMU C HE(PTHIO, YTO OOECIIEYMBAET MHOMXKECTBO
OpPraHWYeCKHX CyOCTpPaTOB s POCTa MHUKPOOHBIX COOOIIECTB MO CPaBHEHHIO C JPYTUMHU
onuroTpodHbIMU TIyOoKoBOAHBIME oTiaoxenusmu (Ruff et al., 2015). Yrto, B cBoio ouepep,
MPUBOIUT K (POPMUPOBAHUIO JTOKATHFHBIX MUKPOOMOMOB, B 3HAUUTEIHHON CTEMEHU OTINYAIOIINXCS
OT OKpY’Karomux 3kocucteM Mmopckoro aua (Ruff et al., 2015).

UToObI OTBETHTH Ha BOTIPOC, KaK T€OQIIIONIBI BIHMSIOT HA COCTaB MUKPOOHOMa MOPCKOTO JTHA
U TMEPEHOCAT JM OHHU TIyOOKO IMOJANOBEPXHOCTHYIO KM3Hb B MOBEPXHOCTHBIE MOPCKHE OCAJKH,
Yakpaboptu A. ¢ coaBTopamu mpoBen aHanu3 111 oOpa3iioB JOHHBIX OCaJKOB, OTOOPAaHHBIX B
Bocrounoit vactu Mekcukanckoro 3anuBa, 71 u3 kortopsix coaepxkan Hedth (Chakraborty et al.,
2018). bacceitH MeKkCHKaHCKOrO 3ajliBa XOpOILIO H3BECTEH €CTECTBEHHBIMHM BbIXOAAMHM He(dTH,
OCYIIECTBIISIEMBIX U3 IIyOOKO 3ajieralonuX He()TSIHBIX U Ta30BBIX KOJUIEKTOPOB, C TIPenoiaraeMoi
Tro/I0BO# CKOpOCTBIO copoca Hedtr Goree 30 000 m> (Bernard et al., 1976; MacDonald et al., 1996,
2004). Harpes kaxmoro obpasia ocagka 10 50°C ¢ mocieayronmM CeKBEHHpOBaHUEM TeHa 16S
pPHK nokaszau, uro, mpeacrasurenu ¢punyma Firmicutes (Bacillota), 6pu1n TOMUHEPYIOIIUMHE TOYTH
BO Bcex Oubmmotekax (92% ot obmiero uucia nocienoBatensHocteii). bonpmuuacTBo OTE Obun
cBsizanbl ¢ npenacraButensimu otpsaoB Clostridiales, Bacillales u Thermoanaerobiales. HauGonee
Npe/ICTaBICHHBIMU ~ ceMeiicTBamu  Obutn  Peptococcaceae, Clostridiaceae, Bacillaceae wu

Thermoanaerobacteraceae.  Kocmomonutaeie ~ OTE ~ Obuth  TpeACTaBICHBI  poJaMu
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Caloranaerobacter, Desulfotomaculum, Gelria, Moorella, Sulfobacillus, Symbiobacterium u
Thermicanus. ITocnenyromue ucciaenoBanus 172 mpod 1oHHBIX ocaakoB (B 132 Toukax orbopa npoo,
I/Ie Ha0JII01aI0Ch MOCTYIUICHHE HE(TAHBIX YIIIEBOJOPOIOB, U B 11 Toukax oTOOpa, I/ie yCTaHOBJICH
HGHpCpBIBHBIfI a,Z[BeKTI/IBHHﬁ IEPEHOC TEPMOI'CHHBIX AJIKAaHOBBIX ra3013), IIPOBCACHHEBIE C
HCII0JIB30BAHUEM METOJ0B BBICOKOIIPOU3BOAUTEIIBHOTO CCKBECHUPOBAHM IMTOKA3aJIk, YTO B YHCJIO 10
JOMUHUpYROIUX (uaoTunoB Oaktepuii BxoasaT: Proteobacteria (Pseudomonadota), Chloroflexi
(Chloroflexota), Acidobacteria (Acidobacteriota), Nitrospirae (Nitrospirota), Aminicenantes (Ca.
Aminicenantota), Actinobacteria (Actinomycetota), Aerophobete (Ca. Aerophobota), Firmicutes
(Bacillota), Atribacteria (Atribacterota) u Nitrospinae (Nitrospinota). JloMuHUpYOIIUMU
dwrotunamu apxed sBsuMCh Thaumarchaeota, Crenarchaeota (Thermoproteota), Asgardaeota,
Nanoarchaeota (8 u.8. Nanobdellota) u Euryarchaeota (Halobacterota) (Chakraborty et al., 2020).

yCTaHOBJ'IeHO, 4YTO NPUCYTCTBUC MI/IFpI/IpOBaBI_I_Ieﬁ He(bTI/I CYHICCTBCHHO HC BJIMAJIO HA COCTAaB
MI/IKpO6HOFO COO6H.[€CTBa IMOBCPXHOCTHBIX OTHO)KGHHﬁ, B TO BpEMA KaK JOHHBLIC OCAaJAKH M3 11
00pa310B, OTOOPAaHHBIX B pallOHAX, aCCOLIMMPOBAHHBIX C HENPEPHIBHBIM aJIBEKTUBHBIM IIEPEHOCOM
TEPMOTEHHBIX AJIKAHOBBIX T'a30B, COJIEPKAIU OCOOBIH MUKPOOMOM. JJoMUHUPYIOIIEE MOJ0KEHHUE B
HUX 3aHUManu mnpeacrasurenn (uiaymoB Atribacteria (Atribacterota) u Aminicenantes (Ca.
Aminicenantota), a Takxe poma Sulfurovum (¢punym Campylobacterota, panee kmacc
Epsilonproteobacteria) u mopsinka Ca. Thermoprofundales (panee Marine Benthic Group D) (Zhou
et al., 2019; Assie et al., 2020; Chakraborty et al., 2020).

AHHOTaI_II/ISI IFC€HOMOB M3 MCTAr€HOMHLIX MACCUBOB NAHHBIX, MMOJYUYCHHBIX U3 TPCX 06pa3u013
JOHHBIX OCaJKOB, BKJIHOYas Fa3OHaCLIHJCHHLIﬁ 06pa3eu, IMO3BOJIMJIA PEKOHCTPYUPOBATH METAI'CHOMBI
Atribacteria  (Atribacterota), Aminicenantes (Ca. Aminicenantota), Sulfurovum wu Ca.
Thermoprofundales. Pecriuparoprbie reHbl, BKIHOYAs IIATOXPOM C-OKCH/Ia3y, MEPUILIa3MaTHIECKYIO
HUTPATPEAYKTA3Y, I'CHBI OKHUCJICHUA CCPbI U CyJ'Ib(i)I/II[-XI/IHOHpe,Hy'KTaBLI ObLIH O6Hapy)KCHLI TOJBKO
B reHome Sulfurovum. Tenom Sulfurovum taxke copaepan TeHbl, KOJUPYIOIIHE MOJHBIM
BOCCTAaHOBUTEIBHBIN UK TpUKapOOHOBHIX KucT0T (rTCA) st aBToTpodHOM huKcanuu yriaeposa,
YTO 'OBOPHUT O AbIXAaTCJIbHOM JII/ITO&BTOTpO(i)HOM 06p33€ JKHU3HHU C UCIIOJIb30BaHUEM HCOPTaHUYCCKUX
coenuHeHu# cepbl. B otiamume ot Sulfurovum, ocHoBHEIM MeTabonmueckuM myteMm y Atribacteria
(Atribacterota), Aminicenantes (Ca. Aminicenantota) u Ca. Thermoprofundales sBisercs
dbepMeHTaTHBHOE  OKHCJCHHWE  OpraHuueckoro BemiecTBa. Iemom  Aminicenantes (Ca.
Aminicenantota) coxepxxan reHsl nyTH Byna-JIroHrmans, YTo MOXET CBHICTEIBCTBOBATH O
MOTEHIMATBHON CMOCOOHOCTH K  areroreHesy. B renomax Atribacteria (Atribacterota),
Aminicenantes (Ca. Aminicenantota) u Ca. Thermoprofundales BbisiBIeHBI TeHBI, KOAMPYIOIIUEC
BHCKJICTOYHBIC TMCITUAA3BI, BOBJICYHCHHLBIC B JACrpaaaldio ACTPUTHOIO 6em<a, a TaKXE€ TI'CHBI

MeTaboar3Ma BoJI0poJia. B uacTHOCTH, FeHbl, KOJUPYIOIIKE IPEIO0IaracMyo [IUTO30IbHYIO IPYIIILY
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3 [NiFe]-rumporenassl. Ot QepMeHTHI CBs3bIBalOT MepekucHoe okuciaenne NAD(P)H ¢
dbepmeHTatuBHBIM 0Opa3oBanuem Bogopoaa (Orcutt et al., 2010). B renomax Atribacteria
(Atribacterota) taxxe oOHapykeHbl reHbl, koaupytomue rpynmbl 1 u 4 [NiFe]-ruaporenassi,
oTBedaromue 3a (epMEHTaTHBHOE 00pa30BaHUE BOIOPOJA M CBUACTEIBCTBYIOIINE O TOM, YTO 3TH
OakTepuM ABJISAIOTCS aHadpoOHBIMH rerepoTpodamu (Pop Ristova et al., 2015). Takum obpazom,
oOHapy>KeHHbIE B PEKOHCTPYMPOBAHHBIX T'€HOMAax TEHBI alleTOreHes3a, oOpa3oBaHUS BOAOpPOJA U
Jerpajallid TEeNTUAOB YKa3bIBAlOT Ha (EepMEHTATHUBHBIA 00pa3 JKW3HU, OOHApYXEHHBIH Yy
MHKPOOPTaHU3MOB, OOUTAIONINX B ITyOOKHX JOHHBIX OTJIOXKCHUSX.

[IpoBeneHHbIC WCCIEOOBAaHHS TAaKXKE IOKA3aJd, YTO CyJIb(paTpeayKTOpbl, 00pasyromue
9H/IOCTIOPBI, AKTUBUPYIOTCA Tpu HarpeBaHuu 10 50-70°C m TEpsIOT KU3HECIOCOOHOCTh TpHU
temneparype >80°C. DOro TemmepaTypHOE OIpaHMYEHHE TakKe ObUIO YCTAaHOBJIEHO JJIs
Ouonerpaganuy yrieBoJOpOJOB B OCAJOYHBIX Cpenax, TaK Kak Ouoperpamanus HedpTu He
NPOUCXOJMIIA B IUIACTAX-KOJUIEKTOpaX, KOTOpbIe ObUTH MOrpedeHbl Ha TIIyOWHE ¢ TeMIepaTypoi
6omee 80°C (Wilhelms et al., 2001; Head et al., 2003). Onnako, B pabote B.b. Xoiiep ¢ coaBTopamu
NoKa3aHo (pe3yNbTaThl HCCIEAOBAaHUS W3JOXKEHbI B pasgene 1.3), 49To XKu3HB B TIyOOKO
norpeOeHHBIX MOPCKUX OTJIOKEHUAX He orpaHnueHa 80°C u oOHapyKHUBaeTCs B OCaIKaX, HArPEThIX
o menbmeid mepe 10 120°C (Heuer et al., 2020). ITocme HarpeBaHusl 0CaJIKOB J0 3KCTPEMAIBHO
BbICOKOI Temmeparypsl (80-99°C) B oOpasmax Obuir OOHApYKEHBI JUIMKOJIMHOBAS KHCIOTA U
OpPraHUYeCKHe KUCIIOTHI, YTO CBHIECTEIHCTBYET O MPOPACTAHUM CIIOP W JIErpaalliil OPraHMYeCKHX
BeIeCTB. AHHOTAI[KsI TCHOMOB TT0Ka3ajia, YT0 TeHOMBI IpecTaBuTeNeii mopsiaka Symbiobacteriales,
Thermosediminibacteriales, Moorellales u Calditerricolales xoaupyooT MHOroO4YHCICHHBIC
MeXaHU3MBI BBICOKOTEMIIEPATYPHO JeTpajaliii 0CaJI09HOTO OPTaHUIECKOTO YTIepo/ia U OCOOCHHO
HEKpPOMAacChl, HAKAIUTMBAIOIICHCS TPH 3aXOpPOHEHHWH OCaJKa, BKJIIOYAs Caxapuabl, aMHHO- W
nykienHoBble kuciotel (Bell et al., 2022a). Takum o00Opa3om, upe3BBIYAIHO TepMOQUIbHBIC
Firmicutes (Bacillota), paccesiHHbIe B OKeaHe, CIIOCOOHBI IPOPACTATh B OTBET HA HArPEBAHUE OCAIKa
BO BpeMs 3aXOpOHEHHS M TIpeoOpa30BHIBATH IMUPOKUN CIEKTP OPTaHUYECKUX CyOCTpaTroB, TEM
caMbIM TIpUHUMAs ydactue B yriepoanoM rukie (Bell et al., 2022a).

Kak mokazano B pabore I'mrtunc /[.A. ¢ coaBTopamu, 3HI0CIOpOOOpa3yrole MUKpPOOHBIE
NOMYJISIIKY, OOWTalomMe B TIIyOOKMX HE(TSIHBIX CHCTEMaX, PaclpOCTPAHSIOTCS BBEPX B BUJIE
CIISIIIMX CIIOP B pe3yJIbTaTe Pa3rpy3KH YrIIEBOJOPOJIOB 110 Te0JOrHYecKUM KaHanaMm (puc. 6a) (Gittins
et al.,, 2022). 3atem SHAOCHOPHI, MOMAJAIONIHE B BOJHYIO TOJIIIY, PACCEHBAIOTCS JIaTEPaIbHO
NPUJIOHHBIMU BOJHBIMH TEUCHUSMH, OCEIAIOT HA MOPCKOE JHO U MOIBEPTaloTCs 3aXOPOHEHHIO (pHC.
60). 3axOpoHEHHE »JHAOCIOpP BBIBICHO IyTeM TPEXKPATHOTO HW3MEPEHUs KOHIIEHTPALUU
JTUTTHKOJTMHOBOW KUCIIOTHI B BEPXHUX HECKOJIBKHX METPAaX MOPCKOTO JTHA B IBYX KEPHAX OTIIOKECHHH

[oTnanackoro menbda, rae yrieBoa0poasl He Obuth 0OHapyKeHbl. [[yHKTHpHAs TUHUS perpecCun
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OTpaXkaeT CPEHION II00ATBHYIO OLIEHKY 3HA0CIOp B 6uochepe mopckoro ana (puc. 68) (Waormer

et al., 2019; Gittins et al., 2022).
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Pucyuox 6. HOI[HOBGpXHOCTHLIfI OUKJI paCCCUBAHHUA MHUKPOOPraHU3MOB, OHOCpCI[OBaHHHﬁ
npoca4yuBaHuCM, OCAKACHUCM, JPCMIIIOIIIHUM COCTOAHHUEM U SKOJIOTMYCCKUM OT60pOM. ]_II/ITI/IPOBaHO

o Gittins et al., 2022.

BepKHBaHEE HEKOTOPOI 0JTU SHIOCIIOP B TeUeHHE JutnTeapHOro Bpemenu (de Rezende et al.,
2013; Fang, et al., 2017) mo3BosiI€T OCYIIECTBISATH DKOJIOTHUECKHIT OTOOp (T.e. MpopacTaHue U
AaKTUBHOCTh) Ha TOAXOIMIIMX CyOCTparax B OJNAarompHATHBIX TEIUIOBBIX YCIOBHSX, KOTOPBIE
YCTaHABIIMBAIOTCA B OTIIOKEHUAX, Kyla MUTPUPYET HEQTH JUIsd co3iaHus pezepByapa (Magoon, Dow,
1994). IlocnenoBarenbHOCTb, MTOKa3aHHAs HA PUCYHKax 6 a M O, 3aBeplLIAeT «IOANOBEPXHOCTHYIO
MHUKPOOHYIO METIIO», KOTOopasi BKIKOYaeT B ce0sl paclpOCTpaHEHUE KJIETOK U OMOreoXMMHUYECKUH
KpyroBopor B TinyOumHHON Omochepe 3emmm. Takum o0pa3om, 3aBepHIaeTcsi TeEOJOTHYECKas
MUKPOOHAas TIETJISI dKU3HECTIOCOOHBIX KJIETOK, UPKYIUPYIOMUX U3 TyOnHHON 6nochepsl u oOpaTHO
B Hee (Gittins et al., 2022). TlonyueHHbIe pe3yabTaThl AEMOHCTPUPYIOT, YTO T'€OJIOTHYECKHE
IPOIIECCH PA3TPY3KH YIIIEBOJAOPOIOB U OCAXKIEHUS re0(IIIONI0B CBA3BIBAIOT ITyOUHHBIE HE(DTAHBIE
CHUCTEMBl C OKEaHOM U OIOCPEIYIOT MOBTOPSIOMIMICA W MPOCTPAHCTBEHHO OOIIMPHBIA LUKI
pacnpocTpaHeHus: MUKPOOPraHU3MOB 1o Henxpam. Llupkynsnus >kuBoil OMoMacchl YHUKaJTbHBIM
00pa3oM XapaKTepHu3yeTcs ONpPE/IeICHHBIMU AMU301aMU MUKPOOHON aKTHMBHOCTH B HE(PTEHOCHBIX

OTJIOXKCHUAX, HYCPCAYIOIIUMUCA C IUTCIbHBIMA HWHTCPBAJIaMU IMACCUBHOI'0 PaCCCICHUA

OKOJIOTHYCCKas IMOCJICAOBATCIIbHOCTh, KOTOPYHO TPYAHO YCTKO OHNPCACINTbL B JAPYTHUX YCIOBUAX

okpykatorieit cpezpl (Gittins et al., 2022).
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1.3. Poib MUKPOOPraHU3MOB B Ipoleccax 00pa3oBaHusl U OKMCJIEHHUS YIJIeBOI0PO10B
YTneBoopoasl IPeACTaBISIOT co00il pazHOOOpa3HbIe COSAMHEHUS, COCTOSIINE M3 aTOMOB
yriaepoja u BOAOPO/A, Pa3IMYaroIuXcs 10 pa3Mepy, CTPOSHHIO U PEaKIMOHHOM criocoOHocTH. 1o
CJIOKHOCTH MOJIEKYJIBI YTJIEBOJOPO/IbI BapbUPYIOT OT HpocTeiiieil (opMbl MeTaHa 10 MHOKECTBa
pa3IMYHbIX KOMIOHEHTOB He(pTU. OHU MOTYT OBITh MPOTYKTOM F€OJIOTHYECKUX MIPOIECCOB, a TAKKE

OMOreHHO MPOAYIIMPOBATLCS OpraHu3mMamu Bo Bcex chepax xusnu (Khot et al., 2022).

1.3.1. OkucjieHue yrieBoa0poa0B

Pa3znosxeHne MOJIEKYyJl YTIEBOAOPONOB SBIIACTCS KUHETUYECKH CIIOKHOM 3ajadel H3-3a
XUMHUYECKOH MHEPTHOCTH OpraHndeckoil cBsi3u C—H 1 cTaOMIBHOCTH apOMAaTHYECKUX KOJBIIEBBIX
ctpyktyp (Rabus et al., 2001, 2016a, 6). MeTan, ankaHbl ¥ TOJUIMKINYECKUE apOMaTUYECKUE
COEJMHEHHUSI MOTYT HCIOJb30BATHCS MHUKPOOPIaHM3MaMH B KayecTBE HCTOYHMKOB yriepoja M
sHepruu. OKHCICHUE YTIIEBOAOPOIOB MPOUCXOIUT B a3pOOHBIX U aHAIPOOHBIX YCIOBHSX (puc. 7).

CriocoOHOCTh MHOTHX OakTepuil MM I'puOOB TONHOCTBIO pas3yiarath anupaTHYecKhe WIH
apomaruueckue yriaeogopoasl g0 COz Obula mpuszHana B 1940-x romax, a BOBJICYEHHBIC
(epMeHTaTUBHBIE peaKUUU LIMPOKO M3Y4YalUCh B TEUCHHE HECKOJIbKUX JecATHiIeTHid. B
KHUCJIOPOJAHBIX YCJOBUSAX MHUKPOOPTraHM3Mbl AKTMBHUPYIOT aJIKaHbl, WCHOJb3Yys METaHOBbIE WIIU
QIKaHOBBIE MOHOOKCHUTEHA3bI, B pe3yJIbTaTe NEHCTBUS KOTOPBIX 00pa3yercss METaHOJ WIH IpyTue
CIIMPTHI B KA4YECTBE MEPBUYHBIX IIPOMEKYTOUHBIX IpoaykToB (Heider et al., 2007; Wang et al., 2017).

Ot (epMeHThl OOBIYHO CBS3BIBAIOT M aKTUBHPYIOT Mosiekynbl Oz ¢ oOpa3oBaHUEM
BBICOKOPEAKIIMOHHOCIIOCOOHBIX OKCO- HJIM JMOKCO-KOMILUIEKCOB, CBA3aHHBIX C METajUlaMH, YTO
MO3BOJISIET OTIIEIUIATH ATOMBI BOZOPOAA OT BBICOKOMHEPTHBIX C-H-CBsi3eil yriieBoIOpOIOB, YTO
NPUBOJNUT K THIPOKCHIMPOBAHUIO OOKOBBIX IIemell anu(aTudeckux alKaHOB WM KOJIEeIl
apoOMaTUYECKUX COEMHEHMH uepe3 paaukaibHble MexaHus3Mbl (Harayama et al., 1992; McLeod,
Eltis, 2008; Fuchs et al., 2011).

JJist anKuImpoBaHHBIX apOMATHYECKUX YTIIEBOAOPOAOB TUITMUYHBIMU NIPOTYKTAMH HA4aJIbHBIX
PEaKIyii SBISIOTCS CIIUPTHI C KOHIEBBIMU HIIM CYOKOHIIEBBIMU THIIPOKCHIIBHBIMU TPYIIIaMH B HX
OOKOBBIX LIEMSAX MU (PEHOJIbHBIE COSTMHEHHSI C OTHOM MM ABYMSI THIPOKCUIIBHBIMU TPYIIIIAMH B UX
apoMaTnyeckux kKomnbirax (Boll et al., 2020). MoHoOKcUTeHa3BI SBISIOTCS KITFOYEBBIMU (DEPMEHTAMH,
NPUCYTCTBYIOIIUMH BO MHOTHX OaKTEpHUANbHBIX (QHIOTHIIAX, B YHUCTYIO KYJIBTYpYy IOTyYeHBI
npezncraButeny noutu 30 poaoB, KOTOPhIE OKUCISIIOT MeTaH W ankanbl (Kammucrosa u np., 2017,
Dedysh, Knief, 2018).

AHaspoOHbIe MyTH OMOJErpajaly YTrIEeBOJOPOIOB Oojee pa3HOOOpa3Hbl, YeM a’pOOHBIN
KaTtaboau3M yrieBooponoB (Abbasian et al., 2015) u MoryT ObITh pa3zaeneHsl Ha naTh rpym: (1)
KHCJIOPOIHE3aBUCUMOE THIPOKCHIIMPOBAHNE HAa BTOPOM WIJIM TPEThEM KOHIIE YTIIEPOJHBIX aTOMOB

(m1s monmydeHus BTOopuuHOro wunu TperumuHoro cnuprta) (Kniemeyer, Heider, 2001), (2)
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npucoeanHeHne Gymapara K METHJICHOBOW HJIM METHJIBHOM TpyImne yrieBonoponoB (Selesi et al.,
2009), (3) xapOokcunupoBanre He3ameneHHoro aroma yriaepoaa (Meckenstock, Mouttaki, 2011),
(4) rumparanus JBOWHON W TpOWHOW CBsi3u ankeHOB M aikuHOB (Tenbrink et al., 2011) u (5)

obpatubIii MmetaHorenes (Thauer, 2011; Boll et al., 2020).

Aerobic Degradation Anaerobic Degradation

CcHa
H,0 2[H]
Eglylbenzene
Ethylbenzene (eEby;A;rog:;aAs)e 1-phenylethanol
(cH3)
Fumarate
Benzylsuccmate
Benzene/Toluene (BslebsA) Benzylsuccinate
. m
Naphthyl-2-methylsuccinate
-naphthalene 2~N ayI phinsE I/
-succi ate sxnth se
COzIHCO:;
Benzene @/
carboxylase
Benzene Benzoate
COz CO3”
Naphthallene
ase
Naphthalene (K27 2-Naphthoate

Pucynox 7. Peakium OKHCIICHHS aJTKAHOB M apOMATHICCKUX YTIICBOIOPOJIOB B a); B) a3pOOHBIX | 0);
r) aHa’poOHbIX ycnoBusx. [lutuposano mo Khot et al., 2020.

Alkanes

Aromatic Hydrocarbons
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(1) AmnadpobHOoe rTHaApokcuiaupoBaHue. [lepBplii  ciiydail  KHCIOPOA-HE3aBHUCHMOTO
THJIPOKCHIIMPOBAHUS YTIIEBOJIOPOJAa HAOMIONANCS TpPU aHAdpOOHOHM Jerpajanuu 3TWIOCH307a U
IpONIIOEeH301a JEHUTPUPULIUPYIOIIUMA OaKTepHSIMHU. Peakuus KaTaJau3upyercs
stunoensonneruaporenazoir  (EBDH, EC 1.17.99.2), pacTBOpUMBIM MEpHUILIa3MaTHUYCCKUM
MOJIHOIEHOBBIM (DEPMEHTOM, CTEPEOCTICIM(PUISCKH THIPOKCHUITUPYIOIIUM STHIIOEH301 BOAOH 110 (S)-

1-pennnaTanona u AByX 3JIEKTPOHHBIX SkBHBaiIeHTOB (puc. 8) (Kniemeyer, Heider, 2001).

A B
HOZ[H] MHOZ[H]M
Ethylbenzene (S)-1-Phenylethanol Steroid side chain C25-Hydroxysteroid
C D
H,0 2 [H]
H,0 2 [H]
Alkane 2-Alkanol

p-Cymene 4-lsopropyl-
benzyl alcohol

Pucynok 8. Peakuuu rufipOKCUIMPOBAHUS yTIEBOIOPOAOB, Katanuzupyemble EBDH-mono6usimu
depmentamu. (A) I'uapokcunrposanue 3tusndeH3o0ma ¢ momoinsio EBDH. (B) I'mapokcumupoBanme
O0okoBbIX  1emedl  crepouaoB  xonectepuH-Cos-ruppokcunasoii.  (C)  Ilpeamonaraemoe
THIPOKCHITMPOBAHUE alKaHOB /10 u3octupToB. (D) ['mapokcunuposanue n-numosa. [{utuposano mo
Boll, Estelmann, Heider, 2020.

[Tomumo stun6n3zona, EBDH, ruapokcunupyer 6omee 30 cyObcTpaToB ¢ MCKIIOUUTEIBHON
crepeocnienuduunocThio (Szaleniec et al., 2007; Knack et al., 2012). Ognako depmeHt, mo-
BUJUMOMY, OTPAaHUYEH CyOCTpaTaMu ¢ OOKOBBIMH LIETISIMU U3 ABYX WU Oonee aToMoB C, TOCKOIBKY
BCE€ MCTBITAHHBIEC aHAJIOTU C OOKOBBIMH METHUJILHBIMH IEMSIMHU JEUCTBYIOT Kak nHruouTopsl (Knack
et al, 2012). AmnanoruuHele peakuuud ObUTM OOHapy>KEHbl MNpPU AaHA’POOHOW Jerpajanuu
apoOMaTHYECKOTO TEPIEHOUIHOTO YTIEBOAOPOAA M-IIMMOJIA, KOTOPBIA MOABEpraercs arake Io
METHIIBHOH rpytIe ¢ 00pa3oBaHueM 4-U30MPONUIOSH3UIOBOTO CIIUPTA B OJHOM M3 JIBYX U3BECTHBIX
JICHUTPHDHUIIUPYIOIHX AecTpyKTOpoB — Aromatoleum aromaticum (Strijkstra et al., 2014; Rabus et
al., 2016 B), a Takke TpH aHAIPOOHOM META0OIM3ME XOJECTEPHHA, OCYIIECTBIAECMON
neHuTpuduuupyromei o6akrepueit Sterolibacterium denitrificans. Bonee toro, EBDH-nonoGHbrIi
dbepMEeHT MOXET ydYacTBOBaTh B albTEPHATUBHOM IIyTH aHa’pOOHOW Jerpajaluu aaKaHOB
cyabdarpenyuupyromieii 6akrepueii Desulfococcus oleovorans, kortopas He wucmoab3yer OoJee
pacpoCTpaHSHHYIO PEaKIIUI0 aKTHBAIIMKA ATKAHOB ITOCPEJICTBOM JT00aBleHUs (hymapata, a CKopee

THIPOKCHIIMPYET allKaHbl B CyOKOHIIEBOW METHJICHOBOM rpyrmime 10 nzo-cnuptoB (Heider, Schiihle,
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2013; Heider et al.,, 2016a). M3BecTHO TakXke, 4YTO KHCIOPOJHE3aBUCUMBIC PEAKIIUU
THJIPOKCUIIMPOBAHUS ATKUJIBHBIX ~ 3aMECTUTEIIeH UHULIMUPYIOT — TYTH  Pa3JIoKEHUs
YTIIEBOIOPOAOIIONO0HBIX (DEHOIBHBIX COCIMHEHUH, TAKUX KaK M-Kpe3oJ (M-MeTWI(GeHON) Win -
3TUIAGEHOI, 10 COOTBETCTBYIOIIUX CIIUPTOB Min anbaeruaoB (Peters et al., 2007; Wohlbrand et al.,
2008).

(2) Mpucoenuuenue ¢pymapara K METUICHOBOW WJIM METUJIBHON TPYyIIE YIJIEBOJAOPOJIOB.
OTkpbITHE OCH3WICYKIIMHATa KaK SKCKPETHPYEMOro MeTaboNuTa B KyJbTypaxX, pasiararoiiux
TOJIyOJ, a 3aTeM Kak (PAKTUYEeCKOro HCXOJHOr0 MPOMEKYTOYHOIO MPOAYKTa aHadpoOHOU
Jerpajialiid TOJYOoJa, MPUBEIO K HUJIEHTU(UKALIUU HOBOM OMOXMMHYECKON peaklud, a UMEHHO
MIPUCOSAMHCHUS HE aKTHBUPOBAHHBIX AJIKUIBHBIX IIETIel K JIBOWHOW CBS3M KocyOcTpara ¢ymapara
(Beller et al., 1992; Evans et al., 1992; Biegert et al., 1996). ®ymapar — pacnpocTpaHCHHBII
KJICTOYHBIA METa0O0JIUT, coiepKalluii IBe KapOOKCUIIbHBIE TPYMIBI U ABOWHYIO CBSI3b. DEPMEHTHI,
KaTaJTM3UPYIOIINE 3Ty Peakiuio — pymapar-anautusabie hepmentsl (FAE) — 00pa3yioT moaBeTBb B
cocraBe rIMII-pagukanbHeix hepmenToB (GRE), koTopple Takxke BKIIOYAIOT NMHpyBaT-(hopMat-
nMa3y WM aHa’pOOHBIE PUOOHYKICOTUA-peaykTa3bl. FAE ydacTBYOT B aHadpOOHOW aKTHBAIMH
ce3u C-H s mHOrmx cyOcCTparoB, BKJIIOYas TONYOJ, KCHIJIOJBI, ATHIOCH30J, KPE3OJbl,
MeTHIHA(TaINH, UKIOTEKCaH U H-aJIKaHbl, JOCTUTAOIIUE UTHHBI LIETIH OT MponaHa 10 > 16 aToMoB
yraepoaa.

[Tpu ana’poOHOM aKTUBAIMU ANKaHOB, yMapaT COEAUHSIETCS C alIKaHOBOM LIENbIO Y BTOPOTO
aToMa yriepoaa, obpaszysa (l-merunankun)-cykuunat (puc. 9a) (Laczi et al., 2020). IIpomykt
NpUCOEANHIETCS K aleTii-kohepMeHTy A U mpeBpamiaercsa B (2-MeTuinankui)-MaioHuid-KoA
MOCPEJICTBOM TEPErpyNIUPOBKUA YIIIEPOJHOTO CKenera. 3aTeM oOpasyercs 4-meTunankui-KoA,
KOTOPBII HCIIONIB3YEeTCS B [-OKHCICHHH. B TEpBBIX IBYX IUKIAX [-OKUCIEHHS OT MOJEKYJIbI
OTIIEIUISIFOTCS aneTaT u nponuoHar. [Iponronat nepepabarbiBaeTcsi B MeTUIManoHwi-KoA-nytu ¢
oOpa3oBanueM pymapara, KOTOPBI MOKET OBITH TOBTOPHO MCIOIB30BaH B cMHTE3€ (1 -MeTUIITHI)-
cykuunara (Davidova et al., 2005).

KiroueBbIM epMEHTOM peakiinu NPUCOSAMHEHUS (hyMapara sSBISETCS TIIAIMI-PaIuKaTbHBIA
(dbepMeHT, Ha3BaHHBIN ANKIICYKIIMHATCUHTA301 WK (METUIIDTUN )-CyKIInHAa30H (Ass/Mas). @epMeHT
cocTouT U3 Tpex pasnuuHbix cyoweauHul] (AssABC). I'enst Mas Obuid BHEepBBIE ONUCAaHBI B
neautpudumpyronem mramme Aromatoleum sp. HXN1 (Grundmann et al., 2008). /Ipa rena (assAl
U assA2), KOIUPYIOIINE KaTATUTHUECKYIO CYObeAMHUIYy ASs OOHApY)KEHBI B PA3IMYHBIX JIOKycax
reaoma D. alkenivorans AK-01 (Callaghan et al., 2008). MetareHOMHBIN aHaIM3 TOKa3al, YTO

Smithella sp. u Anaerolinea sp. taxxe comepsxut renbl ass (Tan et al., 2014; Rossmassler et al., 2019).
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Pucynok 9. AxtuBanus (A) ankanoB u (B) apomMaTidecknx coequHEHNH MyTeM q00aBIeHUs pyMaparta H UX OHOPa3IoKeHHE B aHA3POOHBIX YCIOBHSIX.
ASSABC, ankuncyknuHatcuHTaza; Mcm, mermimanoHwi-KoA-myrtaza; BssABC, OensuncyknmHarcuHTasa; Ber/Bam, Oenzomn-KoA-pemykrasa;
Dch/BamR, auenounn-KoA-ruaparaza; Had/BamQ, ruapokcuammi-KoA-neruaporenasa; Oah/BamA, okcoamnmn-KoA-runponasa; Fdox, okucieHHBbIH
deppenokcun; Fdred, BocctanoBnenHnsiii ¢peppenokcus. Llutuposano no Laczi et al., 2020.
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['eHbl, KOAUPYIONIHE ATKWI-/OCH3WICYKIIMHATCHHTA3y, OTBETCTBEHHYIO 3a MPUCOCANHCHUE
¢ymapara k ankaHam u [TAY u uX aKkTUBalMIO B aHAa’pPOOHBIX YCIOBHUSX, BBISBICHBI B
aHHOTHpOBaHHBIX reHoMax Ca. Hermodarchaeota (B u.B. p_Asgardarchaeota; c_Hermodarchaeia),
(Farag et al., 2020; Zhang et al., 2021). ®unym Ca. Asgardarchaeota ooweaunser kimacc Ca.
Hermodarchaeia u Ca. Lokiarchaeia (Rinke et al., 2021). Apxeu 001agarOT Tak Ha3bIBAEMBIMH
AYKapUOTHUUECKUMU curHaTypHbiMu Oenkamu (ESP), koTopsie y 3ykapuoT y4acTBYIOT B Ipolieccax
HepeMeIlIeHsT Yepe3 MeMOpaHbl Be3WKyJ, (DOPMHPOBAaHMHM M PEMOJICIMPOBAHHH IIMTOCKENETA,
KOMIUIEKCAX dHJOCOMHON COPTHPOBKH. [103TOMY OHHM CUMTAIOTCS OJNMMKAUIIMMHU POJACTBEHHUKAMH
sykapuort (Zaremba-Niedzwiedzka et al., 2017). HccnemoBanus pa3Hoo0Opa3ust MOKa3ajd, 4TO apXen
Asgardarchaeota mupoko pacnpoCTpaHEHbI B Ppa3jMYHBIX OCCKHCIOPOIHBIX Cpelax, BKJIOYas
OTJIOKEHHST MAHTPOBBIX  3apOCICi, JCTyapHbIe OTJIOXKCHHS, IPECHOBOIAHBIC OTJIOXKCHUS,
THIPOTEPMANIbHBIE MECTOOOUTAHHUS, MOPCKUE OTJIOKEHHSI, XOJIOMAHBIC CHUIIbI, TOPSYNE UCTOUHHKH,
rps3eBbie ByskaHbl 1 10uBbI (Zaremba-Niedzwiedzka et al., 2017; Seitz et al., 2016; 2019; Cai et al.,
20200).

Ha ocHOBaHMM aHHOTUPOBAHHBIX TEHOMOB IPEIIIONAraeTCs, YTO apXeH B MEPBYIO OYEpElb
SBJISIFOTCS OpraHoreTepoTpodamMu, HO HEKOTOphIe U3 HUX, Takue kak Ca. Lokiarchaeia, rakxe mMoryTt
OBITh MHUKCOTPO(haMH, OCYIIECTBIIONINE (PUKCAIHIO YTIIepo/ia mocpeacTBoM yTH Byna-JIroHraass
(Zaremba-Niedzwiedzka et al., 2017; Cai et al., 2020a, 6). UToObl H3y4nuTh pacHpecicHHE TeHOB
ass/bss, axtuBupyrommx Gepmentsl ass/bss (ass/bss AE) u bcr y Ca. Asgardarchaeota,
npoananu3upoBanbl 118 renomo. Crarucruueckuii anamns MAG Ca. Asgardarchaeota, mokasan,
4TO KOHTHUTH, coneprkatue rensr ass/bss, ass/bss AE, ber u nytu Byaa-JIpronraans, nonagaror B 95-
i TPOLIEHTWIh THIUYHOTO T'€HOMA, MOATBEPIXK/asi, YTO 3TH TEHBI JCHCTBUTEIBHO MPHHAIICKAT
COOTBETCTBYIOIIMM T'€HOMAaM.

Awnanu3 merabonusma y npescrasureneii kiacca Ca. Hermodarchaeia (Ca. Asgardarchaeota)
MoKasajl OTCYTCTBHE TI€HOB, KOJUPYIONMX MeTWi-KopepmeHT M-penykrasy (mcr) u Na'-
TpaHCIIOPTHPYIOMIMK MeTuTpancdepasublii kommieke (Mtr) (Zhang et al., 2021). CnenoBarensHo,
Ca. Hermodarchaeia HecriocoOHBI OCYIIECTBISATh THIPOreHOTPO(HBIN MeTaHOTeHe3. BmecTe ¢ Tem,
B TeHOMax WJICHTU(QHIMPOBAHO TMATh TOMOJOrOB  aJKHJICYKIIMHATCHHTAa3bl (aSS) WM
OoenswicyknuHatcunTassl  (DSS).  ABropamu  mokazano, uro ass/bss, komumpyembie Ca.
Hermodarchaeia, HE MOHO(bI/IJ'IeTI/I‘—IHI)I, a CMEIIaHbI C 6aKTepI/IaJ'II>HI>IMI/I IMMOCJIEAOBATEILHOCTIMMU,
yKa3bplBasi Ha TO, 4YTO TMOCieaAoBarenbHoCcTH ass/bsS, BeposTHO, OBUTH MOJyYeHBI IyTEM
TOPU30HTAIILHOTO TIepeHoca reHoB oT Oaktepwmii (Zhang et al., 2021). 'enomer Ca. Hermodarchaeia
COZIep’Kalli TIOUTH BCE I'eHBI, OOHAapYXeHHbIe B myTH OeH3omn-KoA (bcr). B coBokymHOCTH 1aHHBIE

CBHJIETEJIBCTBYIOT O TOM, uTo Ca. Hermodarchaeia MoryT ObITh CIIOCOOHBI HCITOIB30BATh PA3THYHBIC
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apOMaTHYECKUE YTIICBOIOPO/IbI HITH AJIKaHbI B KAUECTBE HCTOYHUKOB yriiepoa u suepruu (Zhang et
al., 2021).

[Tpu anaspoOHOI aKTHUBAIlMK TOJIyoJa, akTuBanuio cBsi3u C-H nmpucoenuHenneM x Gpymapary
ocyiecTBisieT OensmicykimHarcuaTasza (bss) (puc. 96). Mzobepmentsl bsS mepsonayanbHO ObLIH
BBIJICJICHBI M OXapaKTepU30BaHbl U3 NeHUTpUUIMpyromux 6akrepuit Thauera aromatica (Leuthner
et al.,, 1998) u p. Azoarcus (B u.B. Aromatoleum) (Beller, Spormann, 1999). Bss karanusupyer
NEPBBII Tan aHA3POOHOro KaTaboaM3Ma TOJIyoa, CTepeocnennGruyeckoe IpUCcOeIMHEHUE TOIyoIa
K ¢ymapary ¢ obpazoBanuem (R)-6ensmicykimnara (Biegert et al., 1996; Beller, Spormann, 1998;
Leutwein, Heider, 1999) (puc 96). BSs cocroutr u3 Ttpex cyobenunun B Buzae (afy) 2-
rereporekcaMepa: Oosblias 0-CyObeIMHUIIA HECEeT TIMIMI-PAAMKal W aKTHBHBIM LEHTp, a o00e
MEHbBIIINE CYyOBETUHHIIBI HECYT HEOOBIYHBIE KiacTepbl FeS, KoTopwie CTPYKTypHO HAIIOMHHAIOT
KJIacTepbl U3 OeNKOB kene3a ¢ BbICOKUM moteHuuaioMm (HIPIP), Ho mpu »TOM JeMOHCTPHPYIOT
Yype3BbIYAHO HU3KKME OKHCIIMTENBHO-BOCCTaHOBHUTENbHBIE oTeHnuaibl (Hilberg et al., 2012; Funk
et al.,, 2015). Manenbkue CyOBEIUMHUIIBI PACIIOIOKEHBI 32 MpeJeiaMi KOMILIEKCa, U UX POJib B
aktuBHOCTH bSS He sicHa (Funk et al., 2015).

Jlanee OeH3WICyKUMHAT OKHUCTsieTcss 10 OeH30min-KoA, KOTOpBI cuMTaeTcsi MEepBUYHBIM
apOMaTHYECKUM IMPOMEKYTOYHBIM MPOAYKTOM B aHA3pPOOHOM OKHUCICHHH OOJIBIIOTO KOJIMYECTBa
apomarudeckux yrieBojgopoaoB (Harwood et al., 1998). B a’poOHbIX mporeccax (eHOIbHbIC
THJIPOKCHIIBHBIE TPYTIIBI BBOJATCS OKCUTE€HA3aMU ISl aKTHBAIIMK apOMAaTUYECKOTO KOJIbIA Tepes
€ro  OKCHJIOJUTHYECKUM pacuieryienueM. Ilpu  aHa’poOHOM  Kkatabonm3me  (eHONIbHBIE
THJIPOKCUIIbHBIE TPYIIIBI YACTO YANISIOTCS TyTEM BOCCTAHOBIJIEHUS, @ ApOMAaTHYECKOE KOJIBLIO TaKXKe
BOCCTaHABIIMBAETCS, YTO MPUBOJUT K 00Pa30BaHUIO ATMIIMKINIECKIX COSTNHEHHA.

KiroueBbiM 3Tariom aHa’poOHOM nerpamanuu  OeHzoun-KoA sBisieTcss aeapomaTu3alius
OEH30JIbHOTO KOJIbIa ¢ moMoIbio OeH30mI-KoA-penykrassi I knacca (ber). AT®-3aBucuMbIii MyTh
HauMHaeTcss ¢ peaknuu BocctaHoBieHusi (Boll, Fuchs, 1995). UYersipe cyObeauHUIIBI
rereporeTpamepHoro ¢pepmenTta koaupyTcs renamu bCrABCD, koTopbie OpraHiu30BaHbl B OTIEPOH.
®epment pacierisier ATO na AJI® + Pi B mporiecce BOCCTaHOBJICHUS U TPUHUMAET (heppeIOKCUH
B KauecTBe JIOHOpa »HnekTpoHoB. Hammume ATd-3aBucumoii  6enzomn-KoA-penykrassl
NpOJIEMOHCTPUPOBaHO y TuneprepmodmisHoro apxes Ferroglobus placidus (Schmid et al., 2016).
[ToMHMO TIEHTPAJIBHOW peakiuy JleapoMaTh3alliy, OblIa MoKa3zaHa pojib DCI B JierajioreHu3anum
XJIOPUPOBAHHBIX, (PTOPUPOBAHHBIX M OPOMUPOBAaHHBIX apomarhueckux coenuHeHuit (Tiedt et al.,
2016). AT®-He3aBuCHMBIN yTh Katanuupyercs: 0enzomn-KoA-penykrasoi 11 knacca (bam). Dror
KjJacc (EepMEHTOB BCTPEYAETCSl Yy CTPOro aHadpoOHbIX OakTepwil, B TOM 4YHCIE Yy
xerne3oBoccTanaBnmBatomux Geobacter metallireducens u cynbdarpeayuupyonmx OakTepuit

(Wischgoll et al., 2006; Kim et al., 2014; Dong et al., 2016). ®epMeHT COCTOUT W3 BOCHMH
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cyObeaunumil, KoTopsle Komaupyrorcs reHamu bamBCDEFGHI B omnom omepone ¢ bamA. Bam
SBISICTCA THIPOJIA30H M KaTalM3UpyeT OKOHYaTeNbHOE paciieruienne koibla mo ATO-
Hesapucumomy nytu (Loffler et al.,, 2011). B nononnHenue k u3odpepmentam DSS ¢ mepBUYHOM
cnenu(UIHOCTHIO TI0 OTHOIICHHUIO K TOJIYOJy omnucaH psij Oonee auBepreHTHIX FAE ¢ paznmuHoi
cybocrpatnoit cnenuuunocthio (Heider et al., 20160) (puc. 10). Cpean HUX — aKTUBHPYIOIIUHN TI-
uMeH (epMeHT, 1o0aBsonmil (ymMapaT K METUIBLHOU TPYIIE 3TOro cyocTpaTa s 00pa30BaHUs

4-uzonponunbensmwicykiunara (Strijkstra et al., 2014).

546 086

Toluene m-Xylene Ethylbenzene 2-Methyl-

p-Cymene p-Cresol p-Fluoro- naphthalene

toluene

Alkanes Propane  Propane
(c2) (C1) Cyclohexane

Pucynox 10. H3BectHbie cyOCTpaThl, TOJIBEPTaOIIMEcs BO3ICHCTBUIO (ymMapaT-aJIuTUBHBIX
depmentoB (FAE). Toukoii moka3a aToM yriepo/ia, K KOTOPOMY IIPOUCXOAUT nobaBieHue pymapara.
Lutuposano o Boll, Estelmann, Heider, 2020.

(3) KapOokcunupoBaHue HE3aMEIIEHHOTO aroma yriepojaa. I[lepBoHavaibHBIC pEaKIUH,
YYacTBYIONIMEC B aHadpOOHOW Jerpamanuy OcH3oja W HadTaawHa, OBUIO JOBOJBHO TPYIAHO
OTPENIeNIUTh M3-32 OTCYTCTBHSI XOPOILO PACTYLIMX MOJENbHBIX OPraHM3MOB M HUX MEUIEHHOU
CKOpOCTH pocTa. bBONBIIMHCTBO COBpPEMEHHBIX 3HAaHUM OBLJIO TONY4€HO C TMOMOUIBIO
cynbdarpenyuupyronmx oakrepuit (Meckenstock et al., 2016). C ucnonb30BaHHEM MEUYEHHOTO
13/14C-6ukapbonaTa ycTaHOBIEHO, 9TO MPAMOE KapOOKCHIMpOBaHHEe HadTanmuHa 10 2-HadTOHHOM
KUCJIOTHI SIBJIETCS HadalbHOU peakuueil (puc. 11) (Zhang, Young 1997; Zhang et al., 2000).

AHaspoOHoe pa3zinoxeHue 6eH3os1a 6bU10 TPOAEMOHCTPUPOBAHO B HAKOIHUTEIBHBIX KYJIbTYPaX,
BoccTaHaBnuBaroux cyibdar, Fe(Ill) u nutpar, u naxke B MeranoreHHbix koHcopuymax (Ulrich et
al., 2005; Kunapuli et al., 2008; Musat, Widdel, 2008; Abu Laban et al., 2009; Luo et al., 2015; Sakai
et al., 2019). Dueprus qucconmanuu cBs3u C-H GeHzona BhIlIe, 4eM y METaHa, 4TO MOpa3yMeBaeT
ydacTHe ellle Heu3BeCcTHOM (epmeHTaTMBHOM peakuuu. [IpeminaraemMble B HacTosllee BpeMms
MEXaHU3MBI MPECTABIAIOT CO00M KapOOKCHUIMPOBAHKUE 10 OEH30aTa WM THAPOKCHIMPOBAHUE O
denoma (Meckenstock, Mouttaki, 2011). CyObenuauIpl mpeanoiaraeMoil 6eH30IKapOOKCHITashI,
yYacTBYIOLIME B Jerpajauuu OeH3o0j7a, ObUIM MACHTU(DUIUPOBAHBI MPOTEOMHBIM AaHAIM30M
cyOCTpaT-uHAYIIMPOBAHHBIX OEJIKOB M OOHAPYKMBAIOT CXOJACTBO C HECKOJIBKMMHU CyObEeTUHHIIAMHU
HadranmuakapOokcunazsl (Abu Laban et al.,, 2010). O6e mpeamonaraembie KapOOKCHIA3bl IJIS
OeH3osia U HadTalMHa, MO-BUAMMOMY, NPUHAANIEXKAT K Kiaccy gpepmenToB UbiD, koTopslil Takxke

BKJIIHOYacT ,[[eKap6OKCI/IJ'Ia3BI, Y4aCTBYHOIHC B OuocuHTE3e y6I/IXI/IHOHa, n
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dbenundocharkapOokcuiazy, KOTOpas WHHUIMHPYET aHA3pOOHBIM MeTabonmm3M (eHona u
KapOokcuupyer ero cyocrpar no 4-runpokcudensoata (Schuhle, 2004). B ornuuue ot ¢enona,
O0eHzon u HapTanmuH He MOryT ObITh akTHBHpoBaHbl AT®d-3aBucUMBIM (ocopumupoBaHHEM,
KOTOpOE HE00X0AUMO ISl KapOoKcrmimpoBanus (peHona. Takum o0pa3om, eciir KapOOKCHITUPOBaHHE
JCHCTBUTEIILHO TPEACTABISIET COOOM IMEpBYIO CTaIMI0 pa3jiokeHWs OeH30Jla WM HadTajuHa,
npernonaraeMple  KapOOKCHJIa3bl JIOJDKHBI  JACWCTBOBATH IMO-IPYrOMY, IIOKa HEH3BECTHOMY
MEXaHU3MY.

ATP+  AMP +
CoA PP,

A l l &. l l coo-! { O @ E’—Sﬂ OQ/CO—SCOA

Naphthalene 2-Naphthoate 2-Naphthoyl-CoA Tetrahydro-2-
naphthoyl-CoA

COO" ATP+ AMP+  CO—SCoA
co, CoA PP,

Benzene Benzoate Benzoyl-CoA
U?

Hp”l‘"\.
2[H]

OH
Phenol

Pucynox 11. Ilytu paznoxenuss Hadranmaa (A) u Oensoma (B). Tlocie HavaabHOrO
KapOOKCHIIMPOBaHHUsSI ~ 0Opa30BaBIIUECS OpPraHMYECKHE KHCIOThI  akTUBUpylOTcs KoA wu
moABECPIrar0TCAa BOCCTAHOBJIICHUIO KOJIbIIA. HOTCHHI/IZUH)HI)II\/JI aJIBTepHaTI/IBHBIfI IMIyTb MOXXET BKJIKOYAaTbh
THJIPOKCHIIMPOBAaHUE OeH30yia 110 (eHoJia y HEKOTOphIX opranuszMoB. llutupoBano mo Boll,
Estelmann, Heider, 2020.

AJNbTEepHATUBHON peakuyeld MHUIMAIUU aHa’poOHOro meradosin3ma OeH30Ja MOXKET ObITh
THJIPOKCHIIMPOBaHUE 710 eHoIa, Kak coodmanock B HeKoTopbix ciydasx (Caldwell, Suflita, 2000;
Kunapuli et al., 2008; Zhang et al., 2012, 2013). Bo3MoxHbIi aqbTEepHATUBHBIN YTk Pa3I0KEHUS
0€H301a, OCHOBaHHBIM Ha I'MJIPOKCUIMPOBAHUM, BCE €Ille OCTAETCsl BECbMa CIOPHBIM, OCOOCHHO C
YYETOM TOTO, YTO OBUIO TIOKAa3aHO, YTO OEH30JI MOXKET JIETKO THAPOKCHIUPOBATHCS XMMUYECKIMU
NOOOYHBIMHU PEAKIUSIMH THAPOKCHIIBHBIX PAJIUKaIOB, KOTOPBIE MOTYT CIlydaifHO 00pa30BaThCs BO
BpeMs paboTsl ¢ obpasamu (Kunapuli et al., 2008). Coo61manocs Takke 0 peakiusx aHa3poOHOTro
KapOOKCHJIMPOBAaHMS KaK HauyalbHBIX ATalax pa3jioKeHUs HEKOTOPHIX APYTHX YTIEBOIOPOIOB,
Takux Kak Oudenun, ¢GeHaHTpeH WM Jaxe alKaHbl, HO TaKHe pe3yJNbTaThl CIEIyeT
UHTEPIPETHPOBATh OCTOPOXKHO, TIOCKOJIBKY BKJIFOUEHHE MEYEHOTOo JTUOKCHIA yriepona B
POMEXYTOUHBIE COEIMHEHHUsI HE 00s3aTeNbHO J0KA3bIBAECT MPENOIaraeMyro MpsSMYI0 pEaKIHio
KapOOKCHIIMPOBAHUS yIIIeBOIOPOAHKIX cyocTparoB (Zhang, Young, 1997; So et al., 2003; Callaghan
et al., 2006; Selesi, Meckenstock, 2009).

(4) T'maoparanus JOBOMHOW M TPOWHOM CBSI3M AaJKEHOB W aJKWHOB. HeHacbllleHHbIE
YIJIAE€BOAOPOABI, TaKHe KaK aKeHbl M aJKUHBI, JIEMOHCTPUPYIOT emie 0oJjiee BBICOKYIO IHEPIHUIO

JUucconrann CBA3H C-H, 4Y€M HACBIICHHBIC COCAHMHCHMA. C.HGI[OBaTe.HBHO, UX Ouoorndeckas
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Jerpaganys B OCHOBHOM HHHUITMMPYETCS 10 MHOXKECTBEHHOH cBs3M. TeM He MeHee, a’poOHOe
pa3joxeHue ankeHa TpeOyeT MOJEKYJIIpHOrOo KHUCIOpoJa B KadyecTBe KocyOcTpata Jyis
MOHOOKCHUTEHA3, HAIPUMeEp, JJIsl IPEBPAICHHS alIKeHAa B MMPOMEXKYTOYHBIN 3mokcua. Y Hao6opoT,
MHUKPOOHOE  pa3jioKEHHWE OTUX COCAMHECHWH B  aHA’pOOHBIX  YCIOBHAX HHUIUHPYETCS
(epMeHTaTUBHBIM J00aBJICHHEM BOJBI 10 KPaTHOW CBsI3U. B Hacrosiee Bpemsl H3BECTHO, IO
KpaiiHeill Mepe, /JiBa COBEPIICHHO Pa3HBIX THMA ()EPMEHTOB, KOTOPHIC KAaTaIM3UPYIOT J0OaBIICHUE
BOJBl K HEHACHIIEHHBIM YTJIEBOJAOPOJAaM M WHUIMHPYIOT HMX aHadpoOHOe paszioxeHue: 1)
aleTUJICHTHApaTasa, cojaepxkamas Boibhpam (Boll et al., 2016) u 2) naumenHas kodaKTopoB
nuHanoonaeruaparasa/msomepaza (Brodkorb et al., 2010). Aunerunenruaparaza (ACH)
NepBOHAYAILHO ObUTa OOHapykeHa y aHa’poOHOro Mmukpoopranuszma Pelobactor acetylenicus,
KOTOPBI  KaTAIM3WPYET  OKHCIUTEIbHO-BOCCTAHOBUTEIBLHYIO  THJApATAIMIO  alleTHIEHA C
oOpa3oBanuem areranpaeruaa (Schink, 1985). ®epmeHT npruHaIIeKUT K CEMEUCTBY MOJIMOIEHOBBIX
(bepMEHTOB TUMETHICYIb(POKCUIPEAYKTA3bl, HO COACPKUT BoJib(ppam B dopme KodakTopa, a HE
mommOaen (Boll et al., 2016). IlepBoHavyanbHO OOpPA3YIOIMIUNACA MPOIYKT MPEIACTABISIECT COOOMH
BUHUJIOBBIH CITUPT, KOTOPBIH CaMOIIPOU3BOJILHO TAYTOMEPU3YETCS ¢ 00pa30BaHUEM alleTAIbICTH A

(puc. 12a).
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Pucynox 12. Peakiyu nprcoeInHEHHS BOIBI K HeNpeaeabHbIM yriteBogopoaam. (A) Ipespaienue
alleTUJICHA B alleTanberuy, karammsupyemoe ACH, ¢ mocieayonmm JucripornopiiOHUpOBaHHEM
no amerata u 9taHoja; (B) PasnmoskeHue TepreHOMIHOIO YIJICBOAOPOJA [P-MHpPIIEHA ITyTeM
THJIpaTalliK JI0 JIMHAJIOONA W M30MEpHU3alliK JI0 TepaHuoiyia ¢ nomomsio LDI ¢ mocnemyromum
okucieHreM g0 repanueBoit kuciaotrel; (C) JloGaBieHnne BOAbI B KayeCTBE HAYaIbHOW PEaKIIMU
THJIpaTaly JUIMHHOIenoYeuHoro ankeHa. [{utuposano no Boll, Estelmann, Heider, 2020.

[Tocne Toro, kak ameruieH npeodpasyercs B aneranpiaerus ¢ nomombsio ACH, opranusmsl
JTUCTIPONOPLMOHUPYIOT allbJeTu/1 B atieraT (uepe3 aueTuin-CoA) 1 3TaHoJI, YTOOBI OANUTHIBATH CBOM
SHEPreTUUECKU MeTabOoIU3M, YTO MPUBOAUT K MTOYTH PaBHBIM KOHIIEHTPAILMSIM alleTara v 3TaHoJIa

B KauecTBe NpoaAyKToB ¢pepmeHTannu. CoxpaHeHUE SHEPIUU BO3MOXKHO 32 cueT ¢pochopuarpoBanHus
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Ha  ypoBHe cybOctpata  ametun-KoA, koropoe  renepupyercs — KoA-anunmupyroriei
anpreruageruaporenasoii (Schink, 1985). depment, yyacTBYOmUNA B aHAIPOOHOW Ierpamanuu
QJIKEHOBOTO YTJIEBOJIOPOJHOTO cyOcTpaTa, OXapaKTepH30BaH M3 pasjaraloliux TEpIEeHOUIbI
neantpuduupyromux 6akrepuii Castellaniella defragrans u Thauera linaloolentis (Brodkorb et al.,
2010; Luddeke et al., 2012; Marmulla et al., 2016a, 6).

®epmentr C. defragrans pacmonokeH B IepuiuiasMe W ObUT  KiIacCH(UIIMPOBAH Kak
auHaTooaAeruaparasa/msomepaza (LDI, puc. 12b). Bbeuto moka3ano, 49TO OH KaTaJU3UpPYyeT
crepeocnenupuueckyto 00paTHUMyI0 THApAaTalUI0 AalMKINYEeCKOr0 TEpIEHOMTHOro ajkeHa [3-
MUPpIIEHA JI0 TeprieHouIHoTo criupTa (S)-nmuHanoona (Brodkorb et al., 2010; Liiddeke, Harder, 2011),
a TaKKe peakuuio oOMeHa TMAPOKCWIBHBIX Tpymn JuHanood u repanuon (Brodkorb et al., 2010).
JanpHenniee pas3iokeHUE BKIKOYACT JABYXCTAaJUHHOE OKHUCICHHE TIE€paHuoNIa J10 T'€pPaHHEBOU
KUCJIOTBI, KOTOpas, I[O-BUIUMOMY, pa3jiaraercsi MOAU(UIMPOBAHHBIM IIyTeM OeTa-OKHUCICHUs
(Luddeke, Harder, 2011; Petasch et al., 2014).

JUTMHHOIIETIOYEeYHbIE allKeHBI, TakhWe KaK |-TeKcaJeleH, pa3iararoTcs MHOTHMH BHIAMH
CyIb(arpenyupyomux 0akTepruil. ITH OpraHu3MbI OOBIYHO TAKXKE pas3iaraloT JUIMHHOLETIOYEUHBIC
QJIKaHbl, HO COBEPLIEHHO APYIrMMHU NyTsIMHU. Paznoxenue 1-ankeHOB, NO-BUAUMOMY, HHULIUUPYETCS
no0asiieHneM Bojibl K aToMy C1 ¢ 00pa3oBaHHEM COOTBETCTBYIOIIETO KHPHOTO crupTa (puc. 12¢),
KOTOPBII 3aTeM JIOTIOJTHUTEIBHO OKHCIISIETCS 10 )KUPHOM KUCIIOTHI U pas3yiaraercsi ocpeicTBOM OeTa-
OKHCJICHUS WJIM BKIIFOUAETCs B KJICTOUHBINA TUIUAHBIN Ty (Aeckersberg et al., 1998; So et al., 2003;
Callaghan et al., 2006).

(5) ObpatHbiii MeraHorenes. Kak ObUIO yka3aHO BbIlIe, IPOIECC aHAIPOOHOIO OKMUCICHUS
METaHa, B OCHOBHOM, OCYIIECTBIISICTCS Pa3IMYHBIMU KJIQJaMU aHa3POOHBIX METAaHOTPODHBIX apXxen
(ANME-1, 2, 3), xoropble OTHOCATCS K MeTaHOreHHbIM mopsakam Methanomicrobiales,
Methanosarcinales u k xmaccy Methanomicrobia (Halobacterota) (Knittel, Boetius, 2009; Laso-
Perez et al., 2019). ANME wucnons3ytoT oOpaTHbI IMyTh METAaHOT€HE3a JJIsl OKUCIIEHUS MEeTaHa.
KiroueBbIM (epMeHTOM 0OpaTHOTO MyTH METaHOTEHE3a SBIISETCS MeTHiI-KopepMeHT M-pemaykrasa
(mcr) nnm ankun-kopepMeHT M-peaykrasza (acr), KOTOpbIid aKTHBUPYET METaH WK JIPYTHE alTKaHbI
B BuJie MeTHiI-KoM umu ankun-KoM coorBerctBenno (Thauer, 2019). Paznuunsie rpynnst ANME
CBSI3aHBl JPYyr C JpyroM (QUIOTEHETHYECKMM CXOACTBOM Ha ypoBHe 75-92% (Ha ocHOBe
nocnenosarenbHocTelt 16S pPHK (Knittel, Boetius, 2009) u oOuTatoT B IIKMPOKOM AHAara3oHe
OECKHCIOPOAHBIX CPell, KOTOPhIE 3aMETHO OTIMYAIOTCS TI0 CBOMM OMOTCOXHMHUYECKUM YCIOBHSIM.
ANME npeo6iafaroT B 6€CKUCIOPOAHBIX MOPCKUX CPeAax, TAKMX KaK 30HbI [IEpeXo/ia OT Cylb(haToB
Kk MeTany (SMTZ), XonoJHbIX ¥ TOPAYNX UCTOYHHUKAX, TITyOMHHOM Onocdepe, a Takxke, XOTS U PEJIKO,

OoOHapy»XKUBaJIMCh B TOYBaX, BOJOHOCHBIX TOPU30HTAX M NPECHOBOJHBIX oTiokeHusx (Knittel,

Boetius, 2009).
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B npecnoBoaHBIX 3k0cHcTeMax AOM ocyiiecTBIsAIOT apxeu cemeiicta Methanoperedenaceae
(panee ANME-2d) (Raghoebarsing et al., 2006; Haroon et al., 2013). B kadecTtBe TepMHHAIBHOTO
aKIENTOpa JIEKTPOHOB HCIONIB3YIOT HUTpaT. OHU HEe HYXKIAIOTCS B OaKTepHaIbHOM MapTHepe (B
otnuuue OT cyibdar-3aBucumMoro AOM) U TpaHCHOPTUPYIOT AJIEKTPOHBI HEMOCPEICTBEHHO Ha
MeMOpaHCBs3aHHYI0 HHUTpaTpenykTa3y (nar). OOpa3dyemblii B 3TOM MpPOLECCE HUTPUT MOXKET
BOCCTaHABIMBAThCS JI0 Ta3000pa3HOr0 a30Ta B pe3yJibTaTe CHHTPO(PHOTO B3aUMOJCHCTBUS C
aHAMMOKC-0aKTepUsIMH, €CIIH B CpeJie MPUCYTCTBYET AMMOHHUH, HITU MCIIOJIb30BATHCS aHA3POOHBIMU
meranorpodamu pumyma Methylomirabilota (panee NC10) (Ettwig et al., 2010). IIpeacraBurenu
Methylomirabilis u Ca. Methanoperedens mupoko pacnpocTpaHEHBI B pa3IHYHBIX MPECHOBOIHBIX
MecTOOOHTaHusX (03epax, pekax, 00J0TaX, pUCOBHUKAX) U B MEHBIIECH CTENIEHN — B COJIOHOBATHIX U
mopckux 3kocucremax (Welte et al., 2016). B padote bemn E. ¢ coaBTopaMu rokasana BO3MOKHOCTb
s Ca. Methanoperedenaceae ocyiiecTBisATh Cyiabdar-zaBucumoe AOM B MOA3EMHBIX BOJAx ¢
yuactuem baktepuii Desulfocapsaceae u Desulfurivibrionaceae (Desulfobacterota) (Bell et al., 2022
0). B xauecTBe akuentopoB 371ekTpoHOB B AOM apxeu MOryT HCIO0JIb30BaTh YETHIPEXBaJICHTHBIN
MapraHell ¥ TPEXBAJICHTHOE JKeJIe30 B Pa3JIMYHBIX MOPCKUX U ITPECHOBOIHBIX BojoeMax (Timmers et
al., 2015). Jlanuslii MpOIECC OKMUCIEHHS METaHa B aHAadPOOHON 30HE OoJiee XapakTepeH s
IPECHOBOHBIX BOJOEMOB, OOCTHEHHBIX Cyib(arom u HuTparom (Savvichev et al., 2017).
Ocymectisitor Fe-zaBucumoe AOM mo mytu oOpaTHOro MeraHoreHe3a mpencraButenu Ca.
Methanoperedens ferrireducens, a Mn-3aBucumoe — Ca. Methanoperedens manganicus u Ca.
Methanoperedens manganireducens (Cai et al., 2018; Leu et al., 2020).

AHa’poOHOE OKHCIICHHE MTPOoTaHa 1 OyTaHa MOTYT OCYLIECTBIIATh Kak apxeu (Laso-Pérez et al.,
2016; Wang et al., 2019), tak u 6axrepuu (Kniemeyer et al., 2007; Jaekel et al., 2013). AnaspoOHOe
OKHCJICHHE aJKaHOB C OoJjiee JJIMHHOM LENbl0 paHee ObUIO ONUCAHO TOJNBKO ISl OakTepuit
(Aeckersberg et al., 1991; Coates et al., 1997), oqHako MeTareHOMHbIE HCCIIEOBaHUS YKA3bIBAIOT HA
OOIBILION HE MCCIIeIOBAaHHBIN MOTECHIMA JIeTpaIalliy alkaHoB B fomeHe Archaea (Laso-Pérez et al.,
2016; Borrel et al., 2019; Wang et al., 2019). Ilpu u3ydeHun TepMOPHILHON aHAIPOOHOM
HAKOIUTEIbHON KyJIbTYpbl, MOJIYYEHHONM U3 F€OTEpPMAJIbHO HArpeThIX JTOHHBIX OCAJIKOB OacceilHa
['yaiimac u oOorameHHON OyTaHOM, MOKa3aHO, YTO OCHOBY KOHCOpIIMyMa apxeil M OakTepuit
cocrarisier Ca. Syntrophoarchaeum (Halobacterota) (Laso-Pérez et al., 2016). Apxes
JEMOHCTPHUPOBAJIa XapaKTEPHYIO aBTO(IYyOPECUEHIIMI0 METAaHOTEHOB, B €€ TeHOMEe OOHapy>KeHBI
IKCIPECCHPOBAHHBIC TE€HBI MCI, a TakXKe JAMBEpPreHTHble MCr (OyTui-kopepmeHT M), KOTOpBIi
y4acTByeT B MEPBOM CTaAWHM aKTUBAlMM OyTaHa, aHAJIOTHYHON MEepBOM CTaAWHM aHa’POOHOTO
okucnenuss Metana. Kpome rtoro, Ca. Syntrophoarchaeum skcrmpeccupyeT TeHbl, KOAHUPYIOLIHE
bepMeHThl [(-OKMCIEHUS, JETHIPOreHas’y MOHOKCHIa yriepoaa U (epMeHThl 00paTHMOro

METaHOI'€HEe3a, YTO MO3BOJISIET MOJTHOCTHIO OKUCIATE OyTaH. Tak Kak B TEHOME apXeu OTCYTCTBYIOT
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TeHBI 11 KaHOHUYECKOr0 BOCCTaHOBJCHHs cynb(darta (ASrAB, aprAB), okucienue ankanoB Ca.
Syntrophoarchaeum conpskKeHO ¢ BOCCTaHOBJIEHHEM Cyib(aToB OakTepuaibHbIM naptHepom Ca.
Desulfofervidus auxilii (Krukenberg et al., 2016).

OTaH SBISETCS BTOPBIM IO PACHPOCTPAHEHHOCTH KOMIIOHEHTOM MPUPOJHOTO rasza Mocie
MeTaHa M, KaK M MeTaH, XHMHYeCKd HHepTeH. buonorumueckoe mnorpebieHHe 3TaHa B
0ECKHUCIOPOAHBIX YCIOBUAX OBUIO MPEAINOJIOKEHO Ha OCHOBAaHMHM T'€OXMMHYECKUX Mpoduield B
MecTax BbIX0JIa MOPCKHX YIJIEBOJOPOJOB, a TaKXKe HAa OCHOBAHUH CyJb(aT-BOCCTAHOBICHUS C
ydactreMm dTaHa B cycneH3usx (Chen et al., 2019). Okwucienne 3TaHa apxessMH ITOKa3aHO Ha MPUMEpE
NCUXPO(PIIBHON HaKOMUTENbHON KYyJIbTYpbl, MOJYYEHHOUM IOCie AECATH JeT KyJIbTHUBHPOBAHUS
JIOHHBIX OCAJIKOB pailoHa BBIXOJa YriieBoJopoaoB Mekcukanckoro 3aimuBa (Chen et al., 2019). B
HAKOIMUTEIIHOW KYJIbTYpe, KOTOPAast TOJIHOCTHIO OKHCIISUIA 3TaH NP BOCCTAHOBIICHHUH Cyibdara 710
cynbduma, momuuupoBana apxes Ca. Argoarchaeum ethanivorans u cynbhaTpenynupyrome
Deltaproteobacteria (Desulfobacterota). Tenom Ca. Argoarchaeum comepXuT BCe TE€HBI,
HeoOXonuMmble ISl (PYyHKIIMOHUpPOBaHHUA MeTHI-KopepMeHT M-penykraspl. OtunkopepmeHT M
(atun-KoM) 61 uaeHTUPHUIIUPOBAH KaK MPOMEKYTOUHOE COCAUHEHUE C MOMOIIBIO YKHIKOCTHOM
XpoMatorpaduu 1 TaHIEMHOW Macc-CIIEKTPOMETPHH. ITO YKa3bIBaeT Ha To, uro Ca. Argoarchaeum
WHUIUUPYET OKHUCIICHHE dTaHa MmyTeM oOpa3oBaHus 3TiI-KoM, aHamoru4Ho mporeccy akTUBaluu
oyrana Ca. Syntrophoarchaeum (Laso-Pérez et al., 2016). J[lanbHeiiiee OKHCICHHE
npoMexytounoro anetui-KoA no CO2 npoucxoauT Mo OKUCIUTENbHOMY IyTH Byna-JIbroHrnans
(Chen et al., 2019).

Ecnu B neuxpoduiabHON STAaHOKHCISIONIEH HAKOMUTENbHOM KYJIbType JOMUHUpPOBAIa apXxes
Ca. Argoarchaeum ethanivorans, B To Bpems kak B TepmoduiasHoii — Ca. Ethanoperedens
thermophilum (GoM-Arcl clade, B u.B. p_Halobacterota; ¢c_Methanosarcinia) u ero 6akrepuaibHbIH
naptaep Ca. Desulfofervidus auxilii (Krukenberg et al., 2016; Hahn et al., 2020). Bawxkaiinim
romosiorom ast Ca. Ethanoperedens thermophilum sinsiercst meuxpodunsabiii Ca. Argoarchaeum
(Chen et al., 2019). Tak xe kak 3To 06110 TIOKa3aHOo A5t Ca. Argoarchaeum, aHHOTHPOBAHHBIH T€HOM
KOJMPYET TOJIHBIA MyTh METAaHOTeHE3a, BKII0Yas MeTHiI-KopepmeHT M-penykTa3y (MCr), kotopas
CHJIBHO OTJIMYAeTCsl OT TaKOBOTO Y METaHOT€HOB M MeTaHOTpodoB. KoMOMHMpPOBaHHBIN aHaIM3
cyOctpara 1 MeTabOIUTa TMOKa3all, YTO dTaH SBJSETCS €IUHCTBEHHBIM CyOCTpaToM Jisi pocTa, a
obpazoBanue HsTHiakopepmeHnta M sBisercs mnpoaykrom aktuBanuu (Hahn et al., 2020).
[TocnenoBarensHocTH TeHOB 16S pPHK Ca. Ethanoperedens u Ca. Argoarchaeum, popmupytomire
kinany GoM-Arcl (Laso-Perez et al., 2019) cocrasnstoT 10 30% Bcex MOCaeI0BaTEIbHOCTEH apXeid,
OoOHapy»XEHHBIX B OOTraThIX YTJIEBOJOPOJAMH MOPCKHX Cpellax, TaKMX KaK XOJOJHBIE CHITBI U
TepMalibHO Harperthble BeHThl Mekcukanckoro n Kamudopuwuiickoro 3anmusos (Lloyd et al., 2006;

Orcultt et al., 2010; Dowell et al., 2016). OcHoBbIBasiCh Ha WX TII00ATHLHOM MPUCYTCTBHU B OOraThIX
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yIJIeBOAOpOaaMU cpedax, apxeu kiaaasl GoM-Arcl MOXHO CUMTaTh KJIIOYEBBIMH WUIPOKAMH B
aHa’POOHOM OKHUCIICHHH 3TaHa B MOPCKUX OTIOXKEHHUAX. FIX pOJib B 3TOM MPOIECCe aHATIOTUYHA POJTU
apxeit ANME 8 AOM (Hahn et al., 2020).

Anaimz MAG mokasan nmpucyTcTBHE CHIIBHO MOIU(MUIIMPOBAHHBIX MCI B T€HOMax apxei,
CBSI3aHHBIX C APYTHMH Kiagamu BKitodas Bathyarchaeota (Thermoproteota) (Evans et al., 2015),
Hadesarchaeota (Ca. Hadarchaeota) (Baker et al., 2016; Wang et al., 2019), Archaeoglobi
(Halobacterota) (Wang et al., 2019; Boyd et al., 2019), Helarchaeota (p_Asgardarchaeota,;
c_Lokiarchaeia) (Seitz et al., 2019) u Ca. Methanoliparia thermophilum (Halobacterota) (Borrel et
al., 2019). Apxes Ca. Methanoliparia thermophilum, paree otaocsmascs k kirage GoM-Arc2 (Orcutt
et al., 2010) (8 u.B. p_Halobacterota; c_Methanoliparia), comepXuT Kak KaHOHHYECKHE, TaK U
nuBeprentHeie rerbl mcr (Borrel et al., 2019). beuio Bbickazano mnpenamnonoxkenue, 4yro Ca.
Methanoliparia thermophilum wmoxxeT OCyIIeCTBIATh OKHCICHHE AalKaHOB B COYETAHHUH C
MeTaHoreHe3oM B ogHoM oprarmusme (Borrel et al., 2019). AuHoTanus reHoMa MOATBEPAMIIA HATHYHE
ICHOB, KOJUPYIOIIUX JABE MCI: OJHY KAaHOHHYECKYIO W OJHY JAMBEPICHTHYIO, CBSI3aHHYIO C MCF,
OTBETCTBCHHOH 3a okucieHue ankaHoB (Borrel et al., 2019; Laso-Perez et al., 2019). Taxxe Ca.
Methanoliparia thermophilum mosxeT uMeTh MOTEHIMA I AKTHBALIMH MHOTOYTJIEPOIHBIX aJIKAHOB,
a Takxke i 00pa30BaHMs WJIM OKUCICHUS MeTaHa. DUIIOreHeTHYeCKUi aHaliu3 OOHApPYKEHHOTO
JIMBEPreHTHOro Tuma mMCr mpeanonaraer, uyro Ca. Methanoliparia thermophilum moxer
AKTUBUPOBATh aJIKaHbl, 00pa3ys AIKHIbHYIO €IUHHITY, CBsI3aHHYI0 ¢ KoM, B KauecTBe MEPBUUYHOTO
UHTEepMenuaTa. AJIKMIbHOE 3BEHO, cBs3aHHOe ¢ KoM, Oyxmer manee pasznmarateest 1o CO2 u
teTparuapomeranontepuna (H4MIT). Hanuune xaHOHWYECKOro reHa MCK Mpeanojiaract IBe €ro
ponu. JIu6o Ca. Methanoliparia thermophilum ocymecTBisieT monHoe OKHCICHHE METaHA W/HJIH
YTIIEBOAOPOIOB, MO0 apXes AUCIPOIOPIIMOHUPYET ajdKaHbl, ¢ oOpasoBanueM meraHa U CO2 kak
KOHeuHbIe POAYKTHL. B nepBom ciyuae Ca. Methanoliparia thermophilum 6yaer ucrnonb3oBats 06a
CBOMX MCI B OKUCIHTENILHOM HampasieHuu, ompexaensisi Ca. Methanoliparia thermophilum kak
HOByI0 kimany ANME ¢ jgonmonmHUTEnsHOM  CHOCOOHOCTHIO  METa0OJIM3UPOBATh  BBHICIIHE
YTJIEBOJOPOBI, B pe3ysibrare KoTopoit H4aMII, momyueHHbIi U3 MeTaHa WK ajKaHa MOJTHOCTHIO ObI
OKHCITWIICS B TMOCIEHYyIOIIeH cTaaud oOpaTHOro MeraHoreHeza. OHako oOpasyrommecs
UHTEepMenuaThl Hyxnatorcs B croke. Ca. Methanoliparia thermophilum we numeer 6akrepuanbHOTO
napTHepa U He KOJUPYET TUCCUMUIISIIIMOHHBIN Iy Th BOCCTAHOBJICHUS CY/Ib(aTa Uik MyJIbTUT€MOBBIE
[UTOXPOMBI, YYacCTBYIOIIHE B TMPSAMOM IEPEHOCE OJIEKTPOHOB. B 1emom, obpasyromiuecs
UHTEPMEIUaThl MOTYT OBITh HCIOJB30BaHbI JUIsi 00pa30BaHUs BOJIOpPOJA WJIM alerara, HO B
CTaHJAPTHBIX YCIOBHSIX TAKHE PEAKIIUU CHILHO 3Hepronuynsl (Laso-Perez et al., 2019).

Ha ocHOBe MeTareHOMHBIX MJaHHBIX, OMPEACTHTHh IMANa30H ajJKaHOB, KOTOpPbIE MOTYT

merabonusupoBare Ca. Methanoliparia thermophilum, HeBo3moxHO. B cranmapTHBIX ycIoBUsIX
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METAaHOT€HHOE pPAa3JIOKCHHUE aJKaHOB ObLIO ObI 3K3IPrOHUYHBIM JJISI BCEX MHOTOYTJICPOIHBIX
ankaHoB (Schink, 1985), a BeIxo sHeprun yBenuuuBaics Obl ¢ YBEIMUCHHEM JUTMHBI [EMH ajlKaHa
(Dolfing et al., 2008). Bmecte ¢ Tem, B rerome Ca. Methanoliparia thermophilum BrisiBiIeHBI TeHBI,
KOJIUPYIIHE HECKOJIbKO UIMHHOICNOYeuHbIX anumi-KoA-cuHTeTa3. DTO TOBOPUT O TOM, YTO
obuapyxennsie B reHome Ca. Methanoliparia thermophilum nmuseprentHbie mMCr moryr
KaTaJM3MpOBaTh AKTHBALMIO aJKAHOB CO CpEIHEW WIM JUIMHHOW IIeNbl0, CBSI3aHHYIO C
MetaHoreHe3oM. [IpumedarenbHO, 4TO OCaZoK ¢ HepThIO, M3 KoToporo wuzosmpoBana JIHK,
npunainexkaias Ca. Methanoliparia thermophilum, nouru nonrocTh0 06eaHeH ankanamu C12—Coo,
B CBSI3M C Ye€M aBTOPHI HCCIeI0BaHus mpeamnoiaraoT, uro Ca. Methanoliparia thermophilum moxer
pasiarath ankansl 70 Metana (Laso-Perez et al., 2019).

Taxkum oOpazom, Kiaaga aHadpOOHBIX apXel, HACENSIONIMX OOraTyr0 HE(ThIO U B OCHOBHOM
00eTHEHHYO Cylib(aTaMu Cpety, ClIocoOHa TUCTIPONOPIIMOHUPOBATH aJlKaHbl, 00pa3yst Mmetan u CO2
B KAyeCTBE KOHEYHBIX MPOJYKTOB B OJHOM KJIETKE, HE HMes MPH 3TOM CHHTPO(HOIrO
MuKpoopranusma-naptaepa. Ca. Methanoliparia thermophilum moxer ObITh OCHOBHBIM Y4aCTHUKOM
HPOLIECCOB MPEBPAIICHUE ATKAHOB HE()TH B METaH B TIIyOOKUX HE(TSHBIX pe3epByapax, B TOM YUCIIC
U3-3a €r0 BBICOKOH MPOMOPLIHOHAILHON YUCIACHHOCTH, OCOOEHHO C y4ETOM TOT'0, YTO KAHOHHUYECKHE
METaHOT€HBbl MEHEE PacIpoCTpaHeHbl B 3Toi cpexe (oT 3% coobinecTBa apxeii B 6ojiee TiIyOOKUX

OTIIOKEHHSX 1 J10 9.6% Ha MeHbIIMX rTyOuHax) (Laso-Perez et al., 2019).

1.3.2. OOpasoBanue yrieBoJOPOJ0B MHKPOOPraHM3MaMH B TIUIyOMHHBIX OCAaJ0YHBIX
OTJI0’KEHHMAX

CornacHo 0caJIoOUHO-MHUTIPAllMOHHON Teopuu HedTerazooOpa3oBaHusi, HehTh GopMUpYyETCS B
OCaJIOYHBIX IMOPOAAX B pe3yJibTaTe IMPOLIECCOB MUTPALMU M3 IOPOJ PACCESTHHBIX OUTYMOMJIOB
(MUKpOHE(DTH), UCTOYHUKOM KOTOPBIX sIBIsieTcs opranudeckoe BemiecTBo (KonropoBuu, 1998).
Oprannueckoe BemectBo (OB) mpeacraBiser coOOi KOMIUIEKC OPraHUYECKUX COEIMHEHMH,
BO3HUKILUX MPSMO UM KOCBEHHO M3 )KMBOTO BELIECTBA UJIU MPOAYKTOB €T0 KU3HEIEATEIbHOCTH.

[TocTteneHHOE 3aXOpPOHEHHE MOPCKHX OTJIOXKEHHH, colepikalux Oorarble OpraHukoin
¢dpakuuy, OPOMCXOJUT B HANpPaBIEHUH IIOCTEIIEHHOTO YpPAaBHOBEUIMBAHMUA C IOBBIIICHUEM
TeMITepaTypbl M JaBieHus In Situ. DToT mporecc moapasaessercss Ha TPU CTaAUUd MOTU(PHKALUH
OpraHMYECKOT0 BelllecTBa: AuareHe3 (pusndyeckue U XUMUYECKUE U3MEHEHHUS], TPOUCXOSAIINE TIPU
npeoOpa3oBaHUM OCAJKa B OCAJ0YHYIO TMOPOAY), KarareHes (Ipoiecc TEPMUYECKOTO KPEKWHTa, B
pe3yJIbTaTeé KOTOPOIO0 OpPraHMYECKHE KEpPOTeHbl INPEBPALLAIOTCS B YIJIEBOAOPOABI) M METarcHe3
(BBICOKOTEMITEPATYpPHBIN KPEKMHT 00pa30BaBIINXCS YTIEBOAOPOAOB), KaXK/ast U3 KOTOPIX PUBOAUT
K XapaKTepHBIM XUMUYECKAM M (PU3HMUECKIM N3MEHEHHSIM C TCYCHHEM BPEMEHH.

Cragus nuareHes3a XxapakTepu3yeTcs 3aTyXaHHeM aspoOHOro mpeodpa3oBaHus OPraHUYECKOro

BCIICCTBA, YCTAHOBJICHUCM (I)I/I3I/IKO-XI/IMI/I‘{CCI(OFO paBHOBECHUA B CPEAC OCATOK-TIOpOAA. Haunnaercs
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aHadpOOHBII MepHOA MPEBpAILEHHs] OPraHUYECKOTrO BEIIECTBa, (POPMUPYETCS «IOHASD» MUKPOHE(DTS.
KoHmeHTpanusi ee MOBBIIACTCS KaK 3a CYET YIJIEBOJOPOJOB, CHHTE3MPOBAHHBIX aHA3POOHBIMHU
MUKpPOOpPraHM3MaMH{, TaK MU 3a CUET XMMHUYECKUX IPEBpAIIECHUN OpPraHMYEeCKOro BELIECTBA B
HU3KOTEMIIEPATypHBIX YCIOBUAX (IEKapOOKCHIMPOBAHUE JKUPHBIX KHCIOT, JI€3aMUHHPOBAHUE
OCIJIKOB U JIp.).

Cragus kartareHeza pasJensiercds Ha psj  NOACTaAMM: paHHIOI — IMPOTOKAaTarcHe3
(OypoyronpHBI dSTanm yriaedukanuii), CPeIHIOID — Me30KaTareHe3 (KaMEHHOYTOJBHBIM JTam),
IIO3/IHIOKO — arloKarareHes3 (aHTpauuToBbIl 3Tan). [IpoTokararenes xapakrepusyeTcs Morpy’KeHuemM
nopox B oOmactu temneparyp 50-80°C u nmaBnenmii 30.4-35.5 MIla. Ilponecc manbHeimero
(U3UKO-XMMHYECKOTO TMpeoOpa3oBaHusl OpraHUKHA, HO B 0oJiee JKECTKHX TepMOoOapHuecKuX
YCIIOBUSIX, CONPOBOXKIAETCS MPEUMYLIECTBEHHO 00pa30BaHUEM I'a3000pa3HbIX YIJIEBOJIOPOIOB 3a
CUeT OTINEIUIEHUsl NepUupepudyeckux Trpynn OT MCXOAHOM MaKpOMOJIEKYJIbl OpPraHUYEeCKOIro
BemecTBa. OJHOBPEMEHHO IPOUCXOAUT pa3yKpynHEHue (OTIeJIeHUEe HU3KOMOJEKYJISPHBIX
YTIEPOAMCTBIX COESAMHEHUI) U YKPYIHEHHE MOJIEKYJl OPraHMYeCcKOro BellecTBa (MOJIMMEpU3aLus
OCHOBHOM MaTpHIIbl KEPOT€Ha), K KOHIY TIOACTAANNA — CO3peBaHNEe MUKPOHE(DTH (KUPHBIE KHCIOTHI
YaCTUYHO JEKapOOKCUIMPYIOTCS, YACTUYHO MOJIMMEPU3YIOTCS M IEPEXOAT B OJUMEPIIUIIUIBI).

Mesokararene3 (MK) — ocHoBHast moacraausi B uctopur oopasoBanusi Hedru. [lopossr mpu
NOTPYXEHUU TMPOAOJIKAIOT YIUIOTHAThCS, Temmeparypa K koHuy MK pocturaer 200-250°C,
nasienue — 179.2-202.6 Mlla. IIpoucxomuT BHYTPUMOJIEKYJISIpHAS NEPECTPOKa OCHOBHOMW
MaTpULIbl KEpOreHa, B PE3yJIbTaTeé KOTOPOH BBIAEISAETCS IIMpOKas ramma yrieBogoponoB. Ha
rpagauusax MKi1-MKs npu temnepatypax 60—-180°C oOpa3yeTrcsi OCHOBHasi Macca yrieBOAOPOAOB
He(dTsiHOTO psAna — rinaBHas (asza (30Ha) HedTeoOpazoBaHus; Ha mocheayrommx rpaganusx (MKs—
MK5s) renepupyercss B OCHOBHOM ra3 — 30Ha MPEUMYILIECTBEHHO METaHOOOpa3oBaHus, 2-5 IiIaBHast
30Ha razooOpaszoBanus. Ha moxacraanu anokararenesa (temmeparypa cBeiie 250°C) npoucxoaut
rpadpuTH3anMs yrieUuIUpPOBAaHHOTO BEIIECTBAa; B Hayale MOACTAAMM MPOJOJDKAETCS T'eHepauus
MeTaHa, K KOHIly — IPOMCXOIUT BbIJEIEHUE B OCHOBHOM KHCIBIX Ta30B, pa3ioxeHue Hedptu. B
CTaAUNUHOCTH  ra3oHedTeoOpa3zoBaHMs Tra3 HayMHAET mpolecc  HedTerazooOpa3oBaHMs,
COITPOBO’KJAET OCHOBHYIO TeHEepaInio HehTH 1 3aBepIIaeT ee (30HbI KOH/AEHCaTa U CyXOoro rasa).

VYrneBoJopoHbIe ra3bl, 00pa3yommecs BO BpeMs KaXJI0W U3 3THX (a3, XapaKTepH3yroTcs
Pa3IUYHBIM COCTABOM M M30TOITHBIM COCTaBOM yriiepoaa (Abrams, 2017). I'enepariuisi IprUpOIHOTO
raza B IIOJIIOBEPXHOCTHBIX Cpelax IMPOUCXOJUT B pe3ylibTaTe TEPMHUECKON Jerpajalnuu
OpPraHMYeCcKOTo BellecTBa U HePTH (TEPMOTEHHBIN ra3), MUKpOOHOW aKTUBHOCTH, BKIJIIOYArOIIEH
TaKMe peakiuH, Kak BOccTaHOBIeHHE auokcuaa yraepona (CO2) u QepmeHTanus anerata
(mepBUYHBIH MUKpPOOHBIM ra3), a Takke B pe3yjbTaTe MEHEe PAaclpOCTPAaHEHHBIX aOMOTHUYECKUX

nporeccoB ¢ ydactueM COz: mpu B3aUMOACHCTBHUU BOJABI U TIOPOABI B IIHPOKOM JHAIla30HE
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TeMriepaTyp 6e3 MPUCYTCTBUS OPTaHMYECKOTO BEIIECTBA MJIM MUKPOOPTaHW3MOB (aOMOTEHHBIH Tra3)
(Tissot, Welte, 1984; Hunt, 1996; Larter et al., 2005; Hinrichs, 2006; Etiope, Schoell, 2014). TTpu
MHUKPOOHOH Jierpafaniu yrieBoAOpPOAOB HEPTHU TaKKe MOXKET IeHEpHUpPOBATbCS NMPUPOIHBIN ras,
KOTOPBII M3BECTCH KaK BTOpHYHBIA MuKpoOHbIA ra3 (Larter et al., 2005; Milkov, 2011; Milkov,
Etiope, 2018; Cesar et al., 2021a).

[TpoBeneHHBIE OLIEHKH TTOKA3aJIH, YTO BTOPUYHBII MUKPOOHBII MeTaH 0oJiee paclpoCTpaHeH B
HEPTSIHBIX IJIACTaX U MOXKET COCTaBIATh 5—11% B 00mem odbeme ra3a. B To Bpems Kak Ha JIOIIO
MEPBUYHOTO MUKPOOHOTO ra3a U TepMOTreHHbIN MeTaH npuxoautcs 3—4% u 85-92% cooTBeTCTBEHHO
(Milkov, 2011). Pacmmpenne reoXuMHUYECKOW 0a3bl JaHHBIX O Ta3ax M He(PTIAX M3 HErITyOOKHX
HE(PTSIHBIX CKOIUICHWH W €CTECTBEHHBIX HE(TENPOSBICHUN TNPHUBEIO K NPU3HAHHUIO TOTO, YTO
HEKOTOPBIEC Ta3bl, PaHEE CUUTABIIMECS MMEIOIIMMHU MEPBUYHOE MHUKPOOHOE MPOMCXOXKIEHHUE, Ha
camoM Jiene o0pazoBaInch U3 Oropasznaraemoii HeTH B xoz1e BTopuyHoro meranorenesa (Etiope et
al., 2009; Milkov, 2010).

Meran (Ci), sran (Cz) u mnpoman (C3) sBustorcs Haubonee pacrnpoCTPaHCHHBIMU
YTIEBOAOPOAHBIMH Ta3aMH, 00Pa3yIOUIMMHCS COBMECTHO C HEPTHIO, B PE3yIbTaTe T€OXMMHYECKIX
u MukpooOuosornueckux mpoueccoB (Cesar et al., 202106). IlepBblii poliecc — 3TO TEPMHUYECKOE
CO3PEBAHME OPraHWYECKOrO BEIIECTBA, COAEPHKAILErocs B MCXOAHON He(DTAHOM mopojie, KOTOPHIii
BXOJHWT B OCHOBHOW TEPMOTEHHBIN Ta30r€HEPHPYIONUI MHTEpBal Mpu npudmusutensHo 1.35%
oTpaxkaTenbHO# crocobHocTr ButpuruTa (RO)’ (keporen tuma I u II) (Dow, 1977; Senftle, Landis,
1991). Hcxoauble mnoponsl, coaepkamue keporeH tuma III (mperMylIeCTBEHHO Ha3zeMHOE
OpraHMYecKoe BEIIEeCTBO; TA30HOCHAS CXO/IHAs 10po/ia), OyAyT FeHepupoBaTh ra3 Ha 0oyiee HU3KOH
craquun  tepmuueckoir 3penoctu  (0.8% Ro) (Senftle, Landis, 1991). Bropoii mporecce,
TEHEPHUPYIOIINIA Ta30BbIC YTIIEBOIOPOIBI B UCXOAHOU HEDTIHON MOPOJIE — ITO TEPMUUYECKUN KPEKUHT
KUAKUX YTIEBOIOPOAOB (MHOT/Ia Ha3bIBAEMBIl BTOPUYHBIM KPEKHHIOM), KOTOPBIHA IPOUCXOAUT TIPH
6oJtee BBICOKO# TepMuuecKkoit 3peoctu (>1.5% Ro) (Zumberge et al., 2012). TepMudeckuit KpeKUHT
Ui 00pa3oBaHUsl Ta3a MOXKET MPOUCXOIUTh B IUIACTE, €CIM OH JOCTHTaeT IOBBIIICHHOW
TEMIIepaTyphbl 3aXOPOHEHHS MTOCIIE HAKOIUICHHS U yAepkaHus yriesogopoaos (Hunt, 1996). Tpetwuii
nporecc o0pa3oBaHMs CKOIUICHHs ras3a BKJIIOYaeT (U3MYECKUE SIBICHUS, Takue Kak Qas3oBoe
(pakIOHUPOBaHKE YTICBOJIOPOJIHOTO 3apsijia Ha KUKy U ra3oByro ¢assl (Larter, Nigel, 1991),
UCTIApEHHE M MUTPALUS JICTYYNX COSAMHEHUH B ra30BoH (pase (ncnapuTesbHOe PpaKIMmOHNPOBAHHE)

(Thompson, 1983). YerBepThiii mpollecc — MUKPOOHAs JEerpajaliisi HErTyOOKHX OpPraHHYeCKHX

" OrpakarenpHas COCOOHOCTh BUTPUHHTA — T€OXMMHMYECKHI METOJ, MCIIONbL3YEeMbIH IS ONpeleleHuUs
3peJIOCTH MATEPUHCKOM MOPOJIbI 3a CUET U3MEPEHHUS COAEP)KAHUS B HEM BUTPUHHUTA - BUJA PACTUTEIILHOU
OpraHUYEeCcKO MaTepuu.
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CyOCTpaToB U JKHUIKUX YIICBOIOPOIAOB U3 He(TH, MPUBOIsAIIas K oopasoBanuio razos C1-Cz (Larter
et al., 2005; Hinrichs et al., 2006; Xie et al., 2013; Thiagarajan et al., 2020; Cesar et al., 2021).

Jlist onpenieNieHns: MPOUCXOXKACHHS YTIIEBOJAOPOIHBIX Ta30B (TEPMOTEHHOE WU OMOTCHHOE
IPOMCXOXKIEHHE) B KauecTBe Kputepus mpemiokensl orHomenus C1/(C2+Cs) (Bernard et al., 1976)
u C2/C21 (Oremland, 1981). B cOOTBETCTBHH C ITHMH KPHUTEPHSIMHM, ra3 UMEIOIIUN OMOTeHHOM
npoucxoxaenue xapakrepusyercsi otHomeHueM Ci1/(Cz+Cs) 6omee 1000 u otHOomenuem Cz/Ca:i
3HaunTenbHO <l. ['a3 TepmoreHHoro mnpucxoxaeHus umeer coortHoureHne Ci1/(C2+Cz) <50 wu
cootnomenue Co/Cy:13naunrensro >1 (Oremland,1981; Vogel et al., 1982; Kvenvolden, Lorenson,
2000; Ladygina et al., 2016).

Takxe st pa3auuus MHUKPOOHOTO H TEPMOTCHHOTO Ta3a HECKOJBKO JCCSTHICTUI
UCIIONIB3YIOTCS U30TOMHBIN cocTaB yrieposa raza (Whiticar, 1999; Milkov, Etiope, 2018; Milkov et
al., 2020). Metan OMOT€HHOTO MPOUCXOKACHHUS XapAKTEPU3YETCs] HEBBICOKOW MMPUMECHIO TOMOJIOTOB
(oTana, mporaHa, OyTaHa), U HMX KOHIICHTpAlMs, KaK MPaBWIO, HAa TPU TOPSJIKA HIDKE, YeM
koruenTpanus Merana (C1/C2+>1000) u 3rauennsMu *13C ot -55 110 -110%0 (Whiticar, 1999; Milkov
et al., 2020; Joye, 2020). B TO BpemMsi Kak TEPMOTCHHBIC Ta3bl COCTOSAT U3 CMECH METaHa, TaHa,
npornana u OyraHa. CojepkaHue TOMOJIOTOB METaHa B TEPMOTCHHOM T'a3e CYIIECTBCHHO BBIIIEC U
MoskeT pocturath 10-15 06.% (C1/C2+<100), 3nauenne °'3C cocraBmser ot ~ -20%o 10 -50%o)
(Whiticar, 1999). 3nauenne °D Mukpo6HOTro MeTana BapsupyeT oT -400 10 -150%o, a TEPMOTEHHOTO
— ot -275 110 -100%0 (Whiticar, 1999). B abnoreHHOM MeTaHe, Kak IpaBuiIo, 3HaueHne °>°C > -30%o,
a Bapualuu °D nesxar B npenenax ot -419 no -100%o (Ni, Dai, 2009; Kanmbrukos u ap., 2020).

DTaH MUKPOOGHOTO MPOUCXOKAEHUS COIEPKHUT H30TomHO—TIerkuii yraepoa ((2C—Cz < -40%o),
TEPMOTEHHBII 3TaH XapaKTepHu3yeTcs Oonee BHICOKMMH 3HaueHHAME 2C( >-40%o0) (Milkov et al.,
2004). Kpome Toro, B 0cagoyHOI TOJIIIE HAPSAY C METAaHOM, STAHOM U IPOMaHOM OOHaPYKUBAIOTCS
HenpenenbHbie yriaeBoaopoabl C—Cs4 (3TuiieH, mpomnwieH U OyTHIIEH), KOTOPhIE HE SIBISIOTCSA
TUTTUIHBIMU COCTABJISIONIMME TEPMOTSHHOTO T'a3a, HO MOT'YT 00pa30BBIBATHCS KaK IPOMEKYTOUHBIC
NPOIYKTHI IECTPYKIIMU opranudeckoro Bemiectsa (Fukuda et al., 1993).

O crocoOHOCTH MUKPOOPTaHU3MOB 00pa30BBIBATh APYTHUE YTIIEBOAOPOIHBIC Ta3bl, OTITUYHBIE
OT MeTaHa, BHepBbie ObUIO coobmeHo B 1948 1. (Davis, Squires, 1954). Kuneiinyn [Ix.JI.
MIPEAMOIOXKIII, YTO OMOTEHHBIM TaH MOXET 00pa3OBBIBATHCS B pe3ysbTaTe BoccTaHOBICHHS C2
KHACJIOT (YKCYCHOW W TIaBEJEBOH) B MPOIIECCE, aHATOTUYHOM BOCCTAHOBUTEIILHOMY METAaHOTCHE3Y
(Claypool, 1999). I'unote3a Oblia MOATBEPKIACHA TCOXUMHUYCCKUMHU JaHHBIMH, TIPEI0CTABICHHBIMH
Xunpukc K.-Y. ¢ coaBTopamu, KOTOphIE Jajiee MPearnoNoKUiIn, YTO KOHACHC AU PACTBOPEHHOTO
HEOpraHM4YecKoro yriepona B coeamHeHust Cz (amerar WM pOACTBEHHBIE MPOMEKYTOUHBIC
MPOAYKTHI) MPUBOAUT K OMOTeHHOMY IpomnaHy. Takoil cuieHapuil Mor Obl OOBSICHUTH OOOTralieHue

ImporaHa 13C OTHOCHUTEJILHO 3TaHa B OMOIC€HHOM ra3e, IMOCKOJIbKY paCTBOpeHHHﬁ HCOpl"aHI/I‘-ICCKI/Iﬁ
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yIJIepOJI B OCAJOYHBIX IMOPOBBIX Bojax 0O0bIYHO m3oTomHO Tsokenbld (Hinrichs et al., 2006). B
OTJICTBHBIX MCCIIEAOBAHUAX OBLT OATBEPKICH ITaH-TIPOYIUPYIOIMINN MOTSHIHAN (ONpeaeIsieMbIi
Kak 3QPEeKTUBHOCTH MpEBpaIleHUs CyOCTpaTa B 3TaH B TCUCHUE ONMPEACICHHOTO MEPUOJIa BPEMECHH)
CJIEAYIOUIMX CyOCTpaTOB: ATHIICHA, ITAHOJA W STWIMPOBAHHBIX coequHeHuil cepbl (Belay, Daniels,
1988; Koene-Cottaar, Schraa, 1998; Oremland, 1981; Oremland et al., 1988). Jlns nmpomana
€MHCTBCHHBIM HCIIBITAHHBIM TPEKYPCOPOM OBUT TMPOMAHATHOJ, KOTOPBIM MPHBEN JHIIL K
HE3HAYUTENILHOMY YCHIICHHIO oOpa3oBanus npomana (Oremland et al., 1988).

[IpeniecTBeHHUKA W IIyTH, MPEIJIOKECHHBIE B Teoxumuueckux uccienoanusx (Claypool,
1999; Hinrichs et al.,, 2006) nmns oOpa3oBaHus OWOTC€HHOrO JTaHAa W MpoIlaHa, HE ObUIH
skcniepuMenTanbHo oreHeHbl (Xie et al., 2013). [TockosbKy i peoOpa3oBaHus MPEKYPCOPOB B
9TaH W TPOIMAaH TPeOyeTcs CHUKEHHE MOIIHOCTH, B HMCCIEIOBAHUAX HCIIOIH30BATOCH BBICOKOE
napiuanpHoe gasienue Hz (100-200 kIla) B mHkyOartopax. HesicHO, MOXeT JIH OHOJIOTEHHOE
obpazoBanue Cz u C3 alKaHOB MTPOUCXOIUTH IPU 00JIee HU3KOW KOHIIeHTpanuu Ho, XxapakTepHo# 1is
ocamounoii cpenbl (Hoehler et al., 1998, Lin et al., 2012). C menpio yCcTaHOBICHUS BO3MOXKHBIX
npekypcopoB 3taHa u mpomaHa, Kcu C. ¢ coaBTOpamMu 3KCICPUMEHTAIBHO MPOTECTHPOBAIN
Heckobko C2 u C3 COeMHEHUH, BKIIOYAs aJIKCHbI, CIIUPTHI, THOJIBI U KapOOHOBBIC KHUCJIOTHI CO
ckeietrom Cz wmmum C3 Ha WX OTHOCUTENBHBIA IOTCHIMAN TPOMYIUPOBAHUS aJKAaHOB B
OECKHCIOPOAHBIX OTIOKeHHUssX actyapus (Xie et al., 2013). MakcumanbHast 3(deKTHBHOCTD
npeoOpa3oBaHusi CyOCTpaTOB B 3TaH WJIM TIPOIMaH B TOPsAKE YyOBUTM HaOII0Janach B OCAJKe,
oboramieHHOM 3TUneHOM (110 38%), sTandTHONOM (0.01%) M mpomanstronom (0.003%). Buecenue
sTanona (1 MM) u arertata B HaKOIUTENbHBIE KYIbTYPhl HE IPUBOAMIO K 00Opa30BaHUIO 3TaHA, YTO
cornacyercs ¢ pesynbratamu (Oremland et al., 1988). Tak e, Kak ¥ 0OJHOBPEMEHHOE MPHUCYTCTBHE
H> u amerara B BBICOKOW KOHIIEHTPAMM HE CTHUMYJIUPOBAIH BBIPAOOTKY 3TaHa, KOTOPBIA
TEOPETUUECKH MOT ObI CITYKHUTh 3((HEKTUBHBIM CTOKOM IS IPOMEXKYTOUHBIX MPOAYKTOB OPOKEHHSL.
[ToBbIlIeHHAs] KOHIIEHTpAIlMs METaHa B CYCIEH3USAX ¢ JoOaBKamH areraTa yKa3bIBaeT Ha TO, YTO
BMECTO dTaHa arerat Mmetabonmsupyercs B Mmetan u CO». B pe3ynbrarte, aBTOpHI CACTAIH BBIBOI, YTO
THJIEH MOXET ObITh 3()(PEKTUBHBIM MPEIIIECTBEHHUKOM OnoreHHoro srtaHa. Kpome Toro,
pa3IMyYHbIe UCCIEA0BAaHUS MPOIEMOHCTPUPOBAIH IIUPOKOE PACTIPOCTPAHEHUE ITUIICHA B XOJIOTHOM
Mopckoit cpene (Bernard et al., 1978; Kvenvolden, Redden, 1980; Vogel et al., 1982; Hunt, 1996).
CyrmiecTByeT Kak MHHAMYM JBa MPUPOIHBIX HCTOYHUKA JTHJICHA. B MOYBe W mpecHOW Boje
MUKpoopranu3mbl, Bkirodas rpudsl (Lindberg et al., 1979), mmano6akrepun (Hodges, Campbell,
1998) u npyrue Gakrepun (Nagahama et al., 1992; Fukuda et al., 1993), moryt npoaynupoBath
STHIIEH TpU a3pOOHOM Jerpagauu METHOHWHA, YTO SBIISIETCS HanboJiee paclpOCTPAHEHHBIM Ty TEM.
Kpome Toro, moOaBiieHHEe METHOHWHA TaK)KE BBI3BIBAJIO HAKOIUICHHE JTHJICHA B OTJIOXKEHHUSIX

BarroBoro mops B mpucyrctBuu Oz (Jansen et al., 2009). Bropoli uCTOYHMK — JeTydue
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XJIopupoBaHHble coenuHeHHsT Cpz, KOTOpBIE MOTYT OOpPa30BBIBATBCS ©CTECTBEHHBIM — WIIH
AQHTPOIIOTEHHBIM IIyTEM M MPHUCYTCTBYIOT B MOPCKOH BoJzie. BoccTaHoBUTENBbHOE AEXJIOPUPOBAHHE —
nporiecc, KOTOPBIi IpeBpalaeT XJIOPITHICHBI B 3TWICH U JIpyTrue MPOAYKTHl B OECKUCIOPOIHBIX
ycnoBusix (Bradley, 2003).

B okcmepuMeHTax €O CTEPHIBHBIM OCAJIKOM, JIMOO C OcajJkaMu, OOOoralmeHHbIMU 2-
O6pomaTancynboHOBOM KucnoToi mim NaNOs, MeTan u JApyrue ajkaHbl He 00pa30BBIBAINCH, U3
Yero aBTOPBl CJAEJald BBIBOA, YTO B TEHEpAlMM S3TaHa YYacTBYIOT METAaHOTEHHBIC apXeH.
®duoreHeTHYECKU aHaau3 KIOHAIbHBIX Oubmmorek rena 16S pPHK m mcr mokazan, 4to
OOJIBIIMHCTBO IOC/ICIOBATEABHOCTENW HpuHamiekano poay Methanocalculus (Xie et al., 2013).
[MepBrim npenctaButesiem poaa Methanocalculus 6su1 Methanocalculus halotolerans, BeinenenHbIi
U3 3acolieHHOW mom3eMHOM HedrenoowBatonielr ckBaxkuubsl (Olivier et al., 1998). Dror
ruaporeHotrpod odpazyet metan uz H2:COz unu opmuata u Tpedyer ams pocra amerar. [lockonbky
BOCCTaHOBJICHHE THJICHA JI0 dTaHa SBJIsIETCs ruaporeHorpodHoii peakiuei, Keu C. ¢ coaBropamu
paccMatpuBaiu npenactaButenei poga Methanocalculus kak kaHgumaTa Ha OCYIIECTBICHHE
sranoreHe3a. C (epMEHTATUBHOW TOYKH 3PEHHS ATHJICH IO HEKOTOPOH CTENEHH COBMECTHM C
depMeHTaMH W KO(pAKTOpaMH METAHOTCHHBIX TyTeH. 3aKIIOUUTEIBHBIA JTall METaHOTEHE3a
KaTajau3upyercs MeTHIKopepMeHToM M-peayKkTa3oi u BkiItoyaeT kodaktop kopepmenta M (CoM)
(Balch, Wolfe, 1979). Kodakrop CoM o00BIYHO TPHUCYTCTBYET B METAaHOTCHAX B BHUJIC
MepkanTosTaHcyIb(poHoBOH kucnoTsl (HS-CoM) nnu metmintuostancyibhoHoBoi kuciotsl (CHs-
S-CoM). Vcranorneno, urto Methanobacterium thermoautotrophicum crocoben wucmonb30BaTh
TUIATHOATAHCYIb(POHOBYIO KUCIOTY (3THI-S-CoM) B KauecTBe cTpykTypHOro aHanora CHs-S-CoM
JUTS TIOJTyYeHus 9TaHa u3 stuiaena (Gunsalus et al., 1978). Opemiiena P.C. Takke mokasai, 4To STHII-
S-CoM MOXeT CIyXHTbh MpeAIIeCTBEHHUKOM sl Tpon3BoicTBa dTana (Oremland, 1981). Oxnako
MPUYMHA, 10 KOTOPOM METaHOTEHBI MPOU3BOMAAT 3TaH, JO0 KOHIA He sicHa. OCHOBBIBasCh Ha
TOKCHUYHOCTH 3TUJICHA 110 OTHOILIEHUIO K METAHOT€HAM, BBICKa3aHO MPEIIOJI0KEHHE, YTO ITAHOTE€HE3
NpeJICTaBIsIeT COO0M MEXaHU3M JIETOKCHKAIIH, MCIIOJIb3YeMbIii METAHOTEHAMH TIPU aJanTalul K
sruneny (Koene-Cottaar, Schraa, 1998).

MukpoopraHu3mMbl  TTyOWHHBIX  OCAJOYHBIX OTJIOXKEHUH CHHTE3HPYIOT HE  TOJIBKO
ra3oo0pa3Hble yIiIeBOAOPOAbI, HO U COETUHEHHUs ¢ JUIMHOM yriepoaHoi nenu 6ombiue Cs. XKuakue
KOMITOHEHTHl He()TH BKIIOYAIOT CJIOXHYIO CMECh, COCTOSIIYI0 B OCHOBHOM W3 JIMHEHHBIX W
MUKIHYECKUX yTiaeBogopoaoB oT Cs g0 Ci7, B TO BpeMs Kak TBEpAbIE YTIIEBOIOPOJIBI BKIFOYAIOT
coeaunenust oT Cig 10 Ca0. B TeueHue mociaenHUX TpexX NECATHICTHH NMPOBEICHO 3HAYUTEIHHOE
KOJINYECTBO MCCIIEOBAHUN IO H3YYEHHUIO PAaHHEH TreHepaluu YIJIEBOJOPOJIOB M3 BOJOPOCIEH,
OaKkTepwii W BBICIIUX PACTEHHH, B pe3yJbTaTe KOTOPHIX YCTAHOBIEHO: H-aJKaHbl B OCHOBHOM

00pa3yroTcsi U3 BOCKOB M CIIUPTOB KYTHKYJIBl BBICIIUX PACTEHUN C MpeoOialaHneM HEYETHBIM
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griciioM aromoB yriepoaa (Dehmer, 1995; Qin et al., 2013). TepreHOHUABI — KOMITOHEHTBI CMOJT
BBICHIIMX pAcTEHUH, Kak MNpaBWIO, SBIAIOTCS OMOMapKepoM XBOWHBIX pacTeHuid. Hampumep,
TPULIMKIMYECKUE TUTCPICHOUIbI, TaKkhe Kak aOWeTaHbl, MUMapaHbl M KaypeHbl SBISIOTCA
HecnenupuIecKuMU MapKepaMu rojoceMennbix pacrenuii (Otto et al., 1997). Cumoneiitom B.P.T. ¢
COAaBTOpPAMHM IOKA3aHO, YTO PETEH MOXKET 00pa30BBIBATHCS M3 aOMETHHOBBIX KUCIOT U abueraHa
(Simoneit et al., 1986).

Pe3ynbraThl AaHHBIX HMCCIIEOBAHUM, HANpPaBICHHBIX Ha IOJIyYe€HHE CHIpOW HepTH, ObUIH
MOJTyYeHBbI Ha OCHOBAaHUM JKCIIEPUMEHTOB, MPOBEEHHBIX MIPHU BBICOKOH TemmepaType (oT 200°C mo
500°C) u B TeyeHHE KOPOTKOTO BpPeMEHH (OT HECKOJIBKHMX 4YacoB 10 cyTok) (Qin at al., 2008). B
IPOTHBONOJIOKHOCTh 3TOMYy, KBuH C. ¢ coaBTOpamMy HM3y4aiadl paHHUN JWAreHe3 OPraHu4ecKoro
BEIIIECTBA M3 MOPCKUX Bojopocier mnpu Hu3kux temmeparypax (80°C) m B TeueHue Oosee
JUIMTETILHOTO Tepuoja — Oonee 5 jner. DKCHEpPUMEHTHI MOKa3alid, YTO HAa CaMOM paHHEM JTarie
MOJIEJIMPOBAHUS, HEKOTOPOE KOJIMUYECTBO He3penoi HeTu ObLIO MOTyYeHO B TeueHue 26—56 maHei
(Qin at al., 2013).

Bonbmmoit 06veM wuHpoOpManmuu 00 YrIeBOAOPOJAaX, CHHTE3HMPYEMBIX MHKpPOOPTaHH3MaMU
CBUJCTENLCTBYET O TOM, YTO OaKTepHUH MOTYT 00pa3oBbIBaTh MHOTHE YB: ankaHbl, ajaKeHbl,
aJIKaIneHbl, U30MPEHONU IbI, nKIoankanbl 1 apensl (Volkman et al., 1989; Baraesa, 3unyposa, 2004;
Dembitsky et al., 2004; Ladygina et al., 2006; Frias et al., 2009; Schirmer et al., 2010; Choi et al.,
2013; Harger et al., 2013; Howard et al., 2013; Kageyama et al., 2015; Coursolle et al., 2015;
Sheppard et al., 2016; FOcynosa, 2021). 13 aikaHOB — 3TO COEIUHEHHUS ¢ KOTMUYECTBOM YTIICPOIHBIX
atomoB 0T 13 mo 35, a u3 uzonpeHou 0B — urtan, npuctad u ckpaneH (Ilommbaesa, 2015). B
OCHOBHOM, MMEIOIIHMECS] CBEICHUsI 10 cocTaBy YB, oTHOCATCS K 11€70M KyJIbType OakTepuit (T.e.
00pa3oBaHUI0 BHYTPHKIETOUHBIX YB), onHako mpeacrasurenu p. Clostridium u p. Desulfovibrio
00pa3yIoT Kak BHYTpH- Tak M BHekJeTouHble YB. IIpu 3ToM coobmiaercsi, 4To BHEKJIETOUHble YB
Clostridium umeror 6osiee kopotkue 1enu (Ci6-C21), yeM BHyTpHKIeTOuHbIe (C25-C35) (baraesa,
3unypoBa, 2004). O6pa3oBaHKe romnaHa CBSI3bIBAIOT UCKIIOUNTENbHO ¢ OakTepusimu (Peters et al.,
2005). I'oman oOpa3syercs B TOM cilydae, eciii 0akTepus uMeeT (pepMEHT CKBaJIEH-TONaH-I[UKIa3y.
Briepsrie atot depment 0bu1 o0HapyxeH y Alicyclobacillus acidocaldarius (Pale-Grosdemange et
al., 1999). B mocnenyromme roabl 3TOT (GepMeHT ObUT OOHApYKEH y TIPaMIIOJIOKHTEIbHBIX U
IpaMOTpPHIIATENLHBIX OakTepHii. 1 ompeneneHHOe BpeMst CYUTAIOCh, YTO CHHTE3 TOITAHOB OTPAaHUYCH
MUKpPOa3pOoPUIbHBIMU U a3poOHbIMH OakTepusimu. Opnako, B 2009 romy oOpa3oBaHHe TrolaHa
oOHapyxwiH y aHa’spoOHoro cynbdarpenykropa Desulfovibrio bastinii (Blumenberg et al., 2009).
HexoTtopsle OakTeprun CHHTE3UPYIOT CTEPOIIBI — ATUIUKIMYECKHE TPUPOJIHBIE CITUPTHI, OTHOCSAIIHECS
K crepouaaMm. Tak, Hanpumep, Methylococcus capsulatus cuaresupyer manocrepos (Rohmer et al.,
1980), Polyangium sp. u Nannocystis exedens — xonecreposn (Tippelt et al., 1997). Methylococcus
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capsulatus conmepxut 00a Kilacca IUKIMYECKUX TPHTEPICHOB — IIEHTAIMKIMYECKHE TOMAHBI M
terpauukindeckue crepouansl (Rohmer et al., 1980). Crepanbl MeHee XapakTepHbI Uit OaKTEpHid, HO
UX TPHUCYTCTBHE BO3MOXXHO B I[MAaHOOAKTEPHUSAX, METAHOKHCISIOMIMX M HEKOTOPBIX APYTHX
Oaktepusix (EnsxoB, Cronuk, 1988). PacturenbHOoe mnpoucxoxkiaeHue QuTaHa CTajgo IOYTH
aKCHUOMOM, 3a1ieyaT/IeHHOM JJa)ke B €ro Ha3BaHUU. JlaHHbBIE 0 TOM, YTO B apXesiX coJepxaHue puraHa
MHOTO OOJbIlle, YeM B PACTCHHSAX IIOKa HUKAK HE TOBIMIM Ha CIOXKHBILEECS YOeXIeHue
(ITormmbaeBa, 2015). JluHeliHbIe TETPATEPIICHOWABI, COCTOSIIME U3 JBYX (PUTAHOIIOB,
COCTBIKOBAaHHBIX «TOJIOBA K r0JIOBE», ObUIM OOHapy>KeHbl B MeMOpaHax apxed, ¢ HUMHM BMeECTE
HaXOJATCSl JAUTEPIIEHOBbIE (UTaHOJOBBIE AMAGUPbL. B Haubonbiimx koauuecTBax OudUTaHBI
HAXOJAT BO (Ppakiiuyl yrieBOJOPOIOB, MOTyYaeMyto U pa3pyleHHH d3(PUPHBIX CBSI3eH B KeporeHe
0CaJIOYHBIX MMOpoA. B cBOOOAHYIO (pakIuio TOJKHBI IMONaaaTh (QparMeHThl OU(PUTAHOB,
pacuwieHEHHbIE 10 cIaboMy «rojioBa K rojIOBe» 3BeHY, JMOO0 oTnenbHble (uTaHbl. B urore stu
COEJMHEHUs JOJKHBI 00pa3oBaTh cMech (huTaHa M MpucTaHa. TakuMm o0Opa3oM, LMKIMYECKUE U
AIUKJINYECKHE M30MPEHOUIBI MOTYT JOCTUTaTh 3HAYMTENFHBIX KOHIIEHTPAIMi B HEPTAX W HECTH
HAJICKHBIC TIPU3HAKU CBOEro OmoreHHoro mpoucxoxacHus (UYynmenkuii, 1998; 2002; ITommbaesa,
2015).

[TocTenenHoe MOrpyKeHue 0CaIKOB IPUBOAUT K 3aXOPOHEHUIO OMoMacchl OakTepuil U apxei,
KOTOpass B YCJIOBUSIX IIOBBIIIEHHBIX TEMIIEPATyp CTAaHOBUTCA HCTOYHUKOM  HE(TAHBIX
yrieBojopoaoB. llomydenne HEDTAHBIX YIIIEBOAOPOI0B-OMoMapkepoB (Y B-Ouomapkepsr) wu3
O6romacchl MHUKPOOPTaHU3MOB B pe3yJsibTaTe TepMOjM3a ObUIO MOKa3aHO Ha Npumepe OakTepuit
Arthrobacter sp. RV, Pseudomonas aeruginosa RM u apxeit Thermoplasma sp (Ctpoesa u ap., 2014;
lopnamze u mp., 2018). Apxes Thermoplasma sp. Obiia BbimeneHa u3 ucrounuka «HedrsHas
IIoniaika» Kanpaepsl Bynkana Y3oH (Kamuarka, Poccust) (I'opnaaze u ap., 2018). B pactBopumoit
YaCcTH U IPOYKTaX TEPMOJIN3a HEPACTBOPUMOM 4acTH OMOMACChI, TaHHON apXeH, METOJJIOM XpOoMaro-
Macc-CIeKTPOMETPUN UICHTU(UIIMPOBAHBI HACBHIIEHHbBIE YTJIEBOJIOPO/IbI-OMOMapKeph! (H-aJIKaHBbl,
M30IPEHAaHbl, MPErHaHbl, CTepaHbl, XeWIaHTaHbl, ronaHel). Pacnpenenenue Bblleyka3aHHbIX YB
HaIlOMMHAET cJ1abo MpeoOpa3oBaHHbIE MOPCKHE HEPTH, TEHEPUPOBAHHBIE B INIMHUCTO-KapOOHATHBIX
TOJIIAX. YTJIEBOJIOPO/Ibl, OOHApYKMBAaEMbIE B KalbJepe Y30H, MPU3HAHBI caMOi MOJIOJI0H HEPTHIO
B MHpe, Bo3pacToM okoiio 50 set (I'opransze u ap., 2019). Yuensle nonararot, 4To Kajabaepa ByJKaHa
V30u (Kponoukuii 3anoBennuk, KamuaTka) mpencraBisieT co00W YHUKAJIbHYIO NPUPOIHYIO

naboparopuro coBpeMeHHoro odpazoanus Hegptu (I'opnanze u ap., 2019).

62



1.4. O3epo baiikajg Kak 00beKT HCCIEI0BAHUS OCAAOYHON TOJIIHA, ACCOUMMPOBAHHON C
pa3rpy3Koii yrieBoaopoaoB

Oszepo baiikan sBHsieTCs OXHUM U3 TEPCIEKTUBHBIX MECT HW3YYEHHsS HKOJIOTHH,
TaKCOHOMMUYECKOW CTPYKTYphl, FEOXHUMUYECKOIN AEATENbHOCTH MUKPOOHBIX COOOIIECTB B JIOHHBIX
0cajiKkaX, aCCOLMMPOBAHHBIX C I€0JIOTMYECKUMHU aHoManusaMu. OHO pacroyiokeHo B Boctounoit
Cubupu Ha rpanune Cubupckoit miardopmsl ¢ LleHTpanbHO-A3HATCKUM CKJIQIYaThIM IOSICOM U
SBIISICTCS LEHTPAIBHBIM 3B€HOM BHYTPUKOHTHHEHTAJIbHOM baiikanbckoil pudToBoii 30Hb1. Briaanna
pas3jieneHa Ha TpU KOTJIOBHMHBI — I0XKHYIO, CPEAHIOI0 U CEBEpHYIO, OTAEJEHHbIE APy OT Jpyra
HOJBOJIHBIMU BO3BBIIIEHHOCTAMU — bByrynpaeickoil mepeMblukol M AKageMHYECKMM XpeOTOM.
JlHa o3epa 6osee 636 kM, MakcuManbHas mupuHa 80 kM, Tiyouna 1637 m (baiikan. Atmac, 1993).
AMiuTya cMmenieHus GyHaaMeHTa no pasiaoMaMm gocturaer 10 kM. OTOT OrpoMHBIN 0 00bEMY
pe3epByap OoJiee yeM Ha TpH YETBEPTHU 3alI0JTHEH MHOTOKUIIOMETPOBOH TouIel ocanakoB (XIIbICTOB,
Kanmerakos, 2020). O6mumii nx 06beM cocTaBIseT npuMepHo 75 Teic. kM° (JIoraues, 2003).

dopMHUpOBaHUE TEMUNETATHIECKUX OCAIKOB MPOUCXOIMT MPH 3HAUYUTEILHOM MOCTYIUICHHH
BEIIIECTBA BOJIHOW PACTUTEIILHOCTH, IPEUMYIIIECTBEHHO (PUTOIMIIAHKTOHA M IMATOMOBBIX BOJIOPOCIEH
(Borunues u ap., 1975; Hamcapaes, 3emckas, 2000; I'panuna, 2008; Boxoruna, Hltypm, 2017).
HanOosnee BbICOKHME TEMIIbI CETUMEHTALIMHN XapaKTEPHBbI JUIsl pailoHOB BOJIM3H YCThEB OOJBIINX PEK,
MEHEee BBICOKHE — JUIsI TITyOOKOBO/IHBIX KOTJIOBHH 03€pa, MUHUMAJIbHBIE — JIJIsl TOJIBOIHBIX TIOTHATHI
(Bomoruna, lITypMm, 2009). CkOpocTH 0CcaKOHAKOIUIEHHsSI B OTKpBITOM baiikane mensirores ot 0.015
no 6onee 1 mm/ron (Kosnman u ap., 1993; Vologina et al., 2000). CxoaHble BETUYUHBI CKOPOCTH
ceMMeHTanuH (0 1 MM B roj1) OTMEUaIiCh B MEIKOBOAHOM U onurotpodHoM o3epe Laguna Potrok
Aike (Zolitschka et al., 2013). Cpennsist konnenTpanus Copr B 0Ocankax baiikana cocrasmuser 1.9%, B
I0)KHOW U cpeiHel koTinoBuHAX 1.5-2.5%, B ceBepHoit kotimouHe — 1.0—1.3% (Beixpuctiok, 1980),
YTO  COMOCTaBUMO C OTMEYAaeMbIMH 3HAUEHUSIMHM B  OKCAaHWYECKMX OTJIOKEHUSX B
BBICOKOTIPOJJYKTHBHBIX KOHTMHEHTaIbHBIX okpanHax (Qiu et al., 1993; Prokopenko et al., 2007). B
0CaJIKax Pa3JIMYHBIX THIIOB T€OJOTMYECKUX CTPYKTYp colepxkanue opranndeckoro yriepoaa (Copr)
Bapeupyet ot 0.2 110 4.8 %, a opranmdeckoro Bemiectsa (OB) ot 0.3 1o 8.7%, npu 3TOM HaNOOIBIIIHE
KOHIIGHTPAallM 3aKOHOMEPHO TPUYPOUYEHbl K HE(PTENpOSIBIEHUSIM U OCajJKaM U3 30HBI
THJIpOTepMaNIbHOM pasrpy3ku B Oyxte @ponmxa (ceBepHas komioBuHa) (Beixpuctiok, 1980;
Adonuna u ap., 2001; Zemskaya et al., 2020; Morgunova, Pavlova et al., 2022).

EsxeromHoe mOCTyIJIeHHE B OCAJKM OPTaHMYECKOTO BEMIECTBA M HU3KWE KOHIEHTPAIHU
cyJbdar-uoHa 06ecreunBaloT JOMUHIUPOBAHKE MTPOIecca METaHTeHepallii Ha KOHEYHBIX 3Tanax ero
necrpykuuu (Hamcapaes, 3emckast, 2000; laryposa u nip., 2004; IIumenos u ap., 2014; bykun u ap.,
2018; Zemskaya et al., 2020; 3emckas u zp., 2021). C ucrnonb30BaHHEM METabapKOAMHTA [TOKA3aHO,

YTO CTPYKTypa MHUKPOOHBIX COOOIIECTB HM3MEHSETCS B 30HAX pasTPy3KH Ta30CoAepIKaInx
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MHUHEpAJIN30BaHHbIX  (IIOMAOB B  3aBUCUMOCTH OT HAJIWYMs  aKLENTOPOB  AIIEKTPOHOB,
MHTCHCUBHOCTH M KOMIIOHEHTHOTO COCTaBa Ta3ocojepamux (IrouaoB, 00eCcrneunBaonmx
MUTPALKI0 MUKPOOPTaHU3MOB U3 TIYOMHHOM 30HBI B IOBEPXHOCTHBIE CJIOU JIOHHBIX OTJIOKEHUH U
Haobopot (3emckas u zp., 2021; Zemskaya et al., 2015; 2020; 2025).

Pacnipenenenue  crekTpa  yrieBOJOPOJHBIX  MOJEKYJSPHBIX  MapKepoB  (H-aJIKaHOB,
U30MPEHOUI0B, TEPIIAHOB U MOJUIUKIMYECKIX apOMAaTHUECKUX YTIIEBOI0POIOB) B IOHHBIX OCAAKaX
MIOKa3bIBACT, YTO HAJMYME IPEBHETO OPTaHUYECKOTO BEIIECTBA B TOBEPXHOCTHBIX CIIOSX, I/I€, B TOM
yucie, OOHapyKUBaeTcs TIpsi3eByJKaHUYecKas Opekuus, Tra3oBble TMJIpaThl U ayTUT'€HHBIE
KapOOHAThl, CBA3aHO C MUIPALMOHHBIMU Ipoueccamu. llpeoOnagaHue roMoJIOroB H-aJKaHOB
ctpoenus C12-Cz1 ¢ yeTHbIM MakcuMyMOM C16 TIPU MOBBIIICHHOM COJICPKAHUU T'OTIAHOBBIX CTPYKTYP
HU3KOW CTENEeHW TepMalbHO# 3penocTtu (romn-17(21)-enos, rom-13(18)-eHOB) B JOHHBIX OCalKax,
ACCOLIMMPOBAHHBIX C PAa3rpy3Koi yIJIeBOAOPOAOB, MOXET CBHUICTEIbCTBOBATH OO0 AKTUBHOM
pa3BUTHH cO00IIECTB MUKpoopranu3mMoB (MopryHosa u 1p., 2018; Morgunova, Pavlova et al., 2022).
B TO Bpems Kkak, B OTJIOXEHHUSAX (DOHOBBIX pANHOHOB MOJEKYJSPHBIH COCTaB PacCESHHOTO
OpPraHUYeCKOTO BEIIECTBA OTJIOKEHHH OTBEYAaeT HOPMAIBHBIM YCIOBHSM OCAJKOHAKOIUICHUS, HE
OCJIOKHEHHBIM MUTPALIMOHHBIMU IIPOLIECCAMH.

[TopoBble BOABI JIOHHBIX OTJIOKEHUH B palloHaX CO CHOKOHHBIM OCaJKOHAKOIICHHMEM
HACIIEAYIOT COCTaB 03€PHBIX BOJ M XapaKTEPU3YIOTCS OJHOPOJHBIM COJIEBBIM cocTaBoM. Hambonee
PacIpoCTpaHeHHBIMH PACTBOPEHHBIME HOHAMH B 03epe baiikan spistorcs HCO3 u Ca?*. Haubonee
B)XHBIM OTJIMYHMEM OT MOPCKOM BOJIbI ABIISETCS OYEHb Malasi KOHIIEHTpalLus pacTBopeHHoro SO3™ B
Bojax o3epa baiikan (0.05 MM) no cpaBHeHuto ¢ Mopckoi Bonoil (28.9 MM) (Aloisi et al., 2019).
Jpyrue moHbl, KOTOPHIE COCTABISAIOT OONBIIYIO YaCTh PACTBOPEHHBIX coseil B Mmopckoi Boje (Cl,
Na*, Mg?* u K*), mpucyTcTByIoT B Bogax o3epa baifkan B odeHb MajibIx KoHIeHTparusx (< 0.15 MmM)
(TTorogaesa u np., 2007; Pogodaeva et al., 2017; 3emckas u ap., 2021). IIpu AuareHeTHIECKUX
npeoOpa30BaHUSX CyMMapHbIe KOHIIEHTPAIIMHA HOHOB B ITOPOBBIX BOJIAX YBEIHMUUBAIOTCS C TITyOWHON
ocajZika 3a CUeT YBEJIHMUYCHHsI KOHIIEHTpAIlMM WOHOB OWkapOoHaTa W Kambhus. M3-3a HeXBaTKu
aKIENTOPOB OIEKTPOHOB, Takux kak SO%~ wu NO3, Oonblnas YacTh pPacTBOPEHHOTO
HEOPraHMYECKOro BeIIecTBa, oOpasyrolerocsi B pesynbrare pasznoxkeHus OB u mocnemyrommx
OKHCITUTEIbHO-BOCCTAHOBUTENBHBIX peakiuii, Haxoautcs B popme CO2, a ne HCO3, uTo nmpuBoauT
K Oonee Hu3kuM pH B muarenerudeckoii cpene (Muzanaponues, 1975).

JlmTenpHas UCTOPHUST OCAaIKOHAKOIUICHUS! 1 MHOTOKHIIOMETPOBAsSI TOJIIA OCAJKOB C BRICOKHM
COJIepKaHWEM OPTraHMYECKOTO BEIIECTBA CITIOCOOCTBOBAIM OOpPA30BAaHHIO OOJBIIOTO KOJIMYECTBA
HeTAHBIX M Tra3000pa3HbIX yriaeBopoponoB (Grachev et al., 1998; Kysemun u np., 2001;
Konroposuu u ap., 2007). Bo3pact HmxHuX TOn ocaakoB FOxxHoit u CpenHell KOTIOBUH o3epa

Ooitee 25 MIIH. JIeT — OJIMI'OIICH, XOTsA UMCKOTCA JaHHBIC, YTO OCAAKOHAKOIIJICHHUEC B pa1710He ACIIBTHI P.
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CerneHnra, Ha4aJIoCh €IIe B majeorexHe, T. €. 6onee 60 muH. .H. (Hukomaes, 1998). UmenHo BOIM3H
JeNBTHI 110 T€O(U3NIECKUM JTAHHBIM OTMEYAETCs] MaKCUMalIbHasi MOLTHOCTh OCAIKOB — Oosee 9 km
(Scholz et al., 2000). B IOxnoit u CpenHeil KOTIOBHHAX MaKCHMAaJbHBIC 3HAYCHUS MOIIHOCTHU
OCaJIKOB HE MPEBBIMIAIT 7.5 kM, a B CeBepHoii — 4.4 kM (Hutchinson et al., 1991). Ctons qiutenbHas
UCTOPHUSl OCAJKOHAKOIUJICHHS]I U MHOTOKHJIOMETPOBAsl TOJIIA OCAJKOB C BBICOKUM COJEpKaHUEM
OpPraHUYeCKOTO BELIECTBA W HE3HAUYUTEIBHBIMHU MPOLECCAMU CYIb(PATPeayKIIUH CIIOCOOCTBOBAIN
00pa30BaHUIO OOJIBIIOrO KOJMYECTBA HEPTIHBIX U Ta3000pa3HBIX YIIIEBOIOPOJIOB.

B o03. Baiikan, kak B MEIKOBOJHOW, TaK M B TJIyOOKOBOJHOH €ro 4acTH, OOHapyKEHBI
MHOTOYHUCJICHHBIC PallOHBI, TJIe TPOUCXOAUT pasrpy3ka merana (I'panun, ['panuna, 2002; HcaeB u
ap., 2002; Granin et al, 2010) u HedTu co aua o3epa (Konroposuu u np., 2007). TepmobGapudeckue
ycioBus (naBieHue gocruraer 160 atM, temmeparypa npuaoHHOW Boabl ~3,4°C) obecrieunBaroT
oOpa3zoBanue ra3oBsix ruaparoB (I'T) B ocaakax o3epa B MecTax pa3rpy3KHu rasa, r7ie HOpOBbIe BOJbI
HACBIIICHBI METaHOM. ['a30BbIe TUAPATHI — ATO KJIATPATHBIE COEIMHEHUS METaHa C BOJOI, KOTOpBIE
00pa3yroTcs npu O0JIbIIKX JaBIECHUSAX U HU3KUX TemnepaTypax. O3epo baiikan — eAMHCTBEHHBIHN Ha
3emJiie MPECHOBOJHBIA BOJOEM, B OCAJKaX KOTOPOro OOHApy»EHbI T'a30Bble IMAPAThl. 3€Ch OHU
00pa3yroT Kak TIIyOMHHBIE CKOIUICHHS, TaK M MPUIOHHBIE (3ajerallue B Mpelenax IMepBbIX
JECATKOB METpoM mmox aHoM) (XumbictoB U ap., 2014; Kuzmin et al., 2000; Khlystov et al., 2013;
Manaxkos, 2021). Bnepsble Takue coenuHeHusi oOHapyxeHbl B KepHe Ha 121-m u 161-M metpe
riyookoBoaHOM ckB. BDP-97, mpoGypenHoii B ocaakax baiikana npu peanu3anuy MexXayHapOIHOTO
npoekTa «baiikan-bBypenuey». 9to Obutn rnyOunsasie I'T. B 2000 r. I'T' BnepBble HaiifieHbl U B
NPUITOBEPXHOCTHBIX (TIOAJIOHHBIX) CJOSAX OalKanbCKUX OcagkoB. JlanbpHeHIMe HccieoBaHus
BBISIBIJTH MHOTOYHCIICHHBIE PalOHBI 03epa, Ie MPUCYTCTBOBAIM MOAIOHHBIE ckoruteHus [T, u
2020 r. HoBbie Haxonku [T cramu, mo cyTu nena, oObIIEHHBIM siBIeHUEM (XJbICTOB, KalMbIuKoB,
2020).

3a Oonee ueM 20-1eTHUI IEpUOJ] TOUCKA U U3YUYEHHUS IPUITIOBEPXHOCTHBIX CKOTUIEHUH Ia30BbIX
rupaToB Ha baiikane oTKpbITO 63 TMIPATOHOCHBIE CTPYKTYpbI, KOTOpPbIE pa3felieHbl Ha 4 TUMa:
Ips3eBbIC BYJIKAHbI, THIPAaTHBIC XOJMBI, cHITbl 1 TokMapk (puc. 13) (Cuylaerts et al., 2012; Khlystov
etal., 2013, 2018, 2019; XunsicToB u ap., 2017; XusictoB, KanMbrukos, 2020).

BonbpIMHCTBO THAPATOHOCHBIX CTPYKTYp HICHTU(GHUIIUPOBAHBI KaK TPS3EBbIE BYJIKAHBI U
rupaTHble XoiaMbl. K mocieqHuM OTHOCATCS MOABOJHBIE BO3BbIIeHHOCTH ¢ I'T', HO Oe3 cioeB ¢
Ips3eBYJIKAHUYECKON Opekuuneil, mo reo@usMyeckuM MpHU3HAKaAaM HUYEM HE OTJIMYAIOIIHecs OT
IPSA3EBBIX BYJIKaHOB. OTIUYUTENBHON YEePTON IPSA3eBBIX BYJIKAHOB SBISETCS HAJTMYUE B OCAJOUYHOM
paspe3e ByJIKaHa Tps3EBYJIKAaHMYECKOW OpeKYMHM — BKJIIOYEHHMsS B TIMHHMCTOM MaTpuie Oojee

IUIOTHBIX U APEBHUX OOJIOMKOB IJIMH pa3Mepamu oT 1 MM 10 5 cM (XabicToB U ap., 2017; Khlystov

etal., 2019).
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[pAseBol BynKaH
Kykym-2 (K-2)

@ 26 rpA3eBbiX BY/IKAHOB
@ 18 rugpaTtHbIX X0NAMOB
@ 9 cunos

@ 1 nokmapk

@® 2 palioHa
HedTenpossneHUn

v cun (Bbixop, rasa)

« MOKMapK
[\ Ta30rnApPaTHbIN X0NM lpA3eBoOM By/IKaH
A rpA3eBOl By/KaH Bonbwoi

Pucynox 13. CxeMa pacrpenenieHus: THIPATOHOCHBIX CTPYKTYp o3epa baiikai, oTkpbiThix ¢ 2000 1o
2018 rr. Hutuposano o XawsictoB, Kanmbrukos, 2020.

K cumam oTHeceHBI MeCTa CKOIUICHHS Ta30BBIX THAPATOB, HE BRIpAXKCHHEIC B penbede. Kak 'y
OCTaJbHBIX CTPYKTYp Ha CEHCMHUYECKHX 3alucsAX OTMEYaeTCsl aHOMAlWU B 3alllCH, B BUIE
Xa0TUYHOTO pucyHKa. lHOTIa 3TH XaoTH4YHbIe 00J1acTH cUrHaa OOoJIbIIIe [0 pa3MepaM, YeM CaM CHIIL,
Y MHTEPIIPETUPYETCA KakK ra3oBas Iarnka. Yaie BCero CHIlbl UMEIOT BBIXOJI ra3a B Iy3BIPHKOBOM
¢dopme, HOo wuHorna (cum Iloconbckass baHka) OH OTCyTCTByeT M TaM MJIET pasrpyska
rasoHacsliienHoro pacrsopa (Granin et al., 2010; Khlystov et al., 2013, 2018).

Takue pailoHbI XapaKTepPHU3yIOTCS TOBBIIICHHBIMH TEIUIOBBIMH TOTOKAMH, CBS3aHHBIMH C
BOCXOJISIIIIAMU TIO pasjioMaM TuapotrepMaibHbIME urronaamu (I"oyoes, 1979; Jlyukos u np., 1999;
Van Rensbergen et al., 2002). 3HaueHns TEMIOBOTO MOTOKA BapbupyioT oT 0 10 20 000 MBT/M2.
CpenHee 3HaUeHHE H3MEPEHHOTO MOTOKA cocTaBnseT 77.8+24 MBt/m2. Ha CeBeproM Baiikane y3kue
MOJIOKUTEIbHBIE AHOMAJIMHM TEIUIOBOTO TMOTOKA CBSA3aHBI C MPHOPEKHBIMU  pPa3IOMaMU,
MIPOCTUPAIOIIUMHUCS BIOJb JOHHBIX MPETOpUi IO 00€ CTOPOHBI OacceiiHa.

WNHTeHcuBHAs aHOMAIIHSI TETTIOBOTO TTOTOKA MIUPUHOM OKOJIO 8 KM MPOTATHUBAETCS BJIOJIb FOTO-
BoctouHoro Oopra Cpennero baiikama (I'omy6es, 1979, 2007; Golubev, 1998). Ee nonoxenwue
COBMAJIaeT C Pa3IOMOM, OOHAPYKEHHBIM C TOMOIIBI0 CEHCMUYECKOT0 MHOTOKAHAITLHOTO OTPaKEHHUS.
Ha ocHOBe reojorm4eckux IaHHBIX, CTPYKTYphl, BbIsiBiIeHHble B CpenHem baiikane B paiione
Kykyiickoro kaHboHa, ObUTH OMPE/IEICHBI KaK IPsI3eBbIe BYJKaHBI. BBIX0 (QUIIOMI0B MPUYypOUYEH, B
MIEPBYIO OUYEPE/Ib, K PAa3PBIBHBIM HAPYIICHUSM, HIMEIOIIUM TTTyOOKHE KOPHH, aKTUBHOCTH KOTOPBIX BO
MHOT'OM CBsI3aHa C CEHCMHMYECKOW aKTHBHOCTHIO Oalikanbckoi Bmaauubl (Cuylaerts et al., 2012;

Khlystov et al., 2013). W3mepenue Temnosoro motoka (29—121 MBT/M?) 1 KapTHpOBaHHE ra30BBIX
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ruapatoB B paitoHe Kykylckoro kaHbOHa TTO3BOJIMIIO BBISIBUTH OCOOBIN THIT aCCOITMAIINN TETUIOBBIX
aHoMayinii BOJIM3M rujparoOpasyromnux cioes (Poort et al., 2012). AHOManbHO MOBBIIICHHBINA BBIHOC
tenna (6onee 100—200 MBT1/M?) 3aduxcupoan Brons Ioconsckoro pasznoma (Van Rensbergen et al.,
2002; Klerkx et al., 2006; Naudts et al., 2012).

[TonBoanast Bo3BbimieHHOCTh [loconbckas banka, rpanuuamasi ¢ Iloconbckum pasioMom,
XapaKTepu3yeTcs OOMIMPHBIMU 3alie)kaMU Ta30BbIX THAPATOB U TIyOOKOBOAHBIMH BBIXOAAMHU
MeTtaHa. B moHHBIX ocankax Ilocombckoii baHKW BBISBICHO HAIMYUE KOHBEKTUBHOHN (IFOMIHON
neTid, 00yClaBIMBAIOIIEH COCTaB MHUKPOOHBIX COOOIIECTB, OTIMYHBIA OT TAaKOBBIX B IPYTHX
rasoruapatubix paiionax (Klerkx et al., 2006; Naudts et al., 2012; Yepuuisina u ap., 2016).

Haubosee 3ameTHas nonoxxuTenpHas aHoManus mupuHoii 6osee 30 km oOHapysxeHa B KOxxHOM
baiikane (I'oy6es, 1979, 2007; Golubev, 1998). Panee Oblia mpeanpuHsATa MOMBITKA O0BSICHUTH Ty
AHOMAJIMI0 MHBEKIMEeH MaHTUIHOrO MaTepuana B BepXHIOK Kopy. OIIEHKH, BBIIIOJIHEHHBIE B
OTHOUICHUU TUAPOTEPMAIBHOIO OTTOKA TETIa, MOKA3BIBAIOT, YTO TaKasi UHTPY3Hs, JaKe eclu Obl OHA
Obl1a mwupuHor 10—-12 kM, cMorna Obl nogaepxkuBaTh aHoManuio Ha FOxHom baiikane B TeueHue
meHee | muH. ser. Eciau aHomanus cyuiectBoBajia 0ojiee JUIMTEIbHOE BPEMs, OHA JIOJDKHA Oblia
MOJMUTHIBATECS BO30OHOBJISIEMBIMU HCTOYHMKAMHU Terla. TakuM MCTOYHUKOM MOTYT OBITh
noa3eMHbie Bojbl. OHM IMPOHUKAIOT BIIOJIb Pa3jOMOB Ha IIyOMHY OT 3 110 6 KM U TIIyOxke moj
iedamMu pudra, T7Ie HarpeBalTCs B PETHOHAIBHOM TEIUIOBOM II0JIE, 3aTeM JIBUKYTCS B CTOPOHY
baiikanbckoro OacceliHa U MOJHUMAIOTCS MO pa3ioMy jaHa balikana yke B BUJE TEpMalbHbBIX BOJ
(Jlomonocos, 1974). MoaenupoBaHue MOKa3bIBaeT, YTO TaKOe IepepaciperesieHre TTyOMHHOTO
TeIia JBMKYIIUMUCS TOA3EMHBIMH BOJIAMHM TAaK)K€ OTBETCTBEHHO 3a HM3KHE TEIJIOBbIE MOTOKU
MeHee 40 MBT/M?, HaGmoIaeMble B HETTyOOKHX CKBakMHAX B Iieyax pudra (Fomy6es, 1979, 2007;
Golubev, 1998). IMosblmenHkI TemIoBoi MOTOK 0koio 100 MBT/M? (hon 60 MBT/M?) BEISIBIIEH B
paiioHe pacroI0KEHHUs ra30ruApPaTOHOCHOTO IpsA3eBoro ByjakaHa Keap-1 u runparnoro xonma Kenp-
2. Ilpenmonaraercs, 4ro Ha TayOMHE | KM 1OJ TIpsA3€BBIM BYJIKaHOM TeMIepaTypa IOHHBIX
otnoxeHuit cocrapisier 70°C, npu (onoBbix 3HaueHusx 51°C, a Ha 2 kM — 144°C (don 88°C)
(yctHoe coobmenue mpod. Jxepdpu I[loopr, XmpicroBa O.M.). CTpyKTypbl HaxoAsSTCS Ha
BOJIOPA3AEIbHOM YaCTH OAHOIO M3 OCTAHLIOB JAPEBHEN MOBEPXHOCTH J1HA o3epa balikan Ha ckiloHe
I0)KHOM KOTJIOBUHBI B 9 KM OT Oepera Ha riayoune 570—-640 M. MeTtaH u3 ra3oBbIX THIPATOB 3THX
CTPYKTYp COJIEpKaT TEPMOTEHHBII ra3, COMPOBOKIAAEMbIi BTOpUIHO-MUKPOOHBIM razom (Hachikubo
et al., 2020). Ecnu a1s1 cpeiHeit KOTIOBHHBI 03epa HAJTMYKE HA JHE MPUPOTHBIX HEPTEPOSIBICHUN
MOYET J1aTh OTBET Ha MPUCYTCTBUE BTOPUUHO-MUKPOOHOTO rasa, To ans KOxHoro baiikana Bompoc
ocTaBancsi OTKPBITHIM (XubicTOB # aAp., 2021). bputo BBICKa3aHO MPEANOIOKEHHE, YTO €ro
o0pa3oBaHHe CBS3aHO C MPUCYTCTBUEM B HIDKENEXKAILEM pa3pe3e OTJIOKEHUH YIIIEHOCHOM

HEOT'CHOBOM TaHXOMCKOMH CBUTBI, KOTOpass MOXET OBITH OOIHHUM M3 T'CHEPATOPOB TAKOro METaHa B
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razoBeix THapatax (XmeictoB u gp., 2021). Ilo3mHee rumore3a Obula TOATBEPIKICHA
HKCIEPUMEHTAJIbHO U OBLJIO MOKAa3aHO, YTO aKTHBHAsI Fa30reHepalus U3 yIileld TAaHXOWCKOW CBUTHI,
SIBIISIIOIICHCS] CYIIECTBEHHBIM HCTOYHUKOM (uronioB aiisi cTpykryp Keap-1 u -2 mpoucxonut npu
temneparypax oT 50°C u OCylecTBIsSIeTc MUKpOOpraHusMamu ¢ (HOpMHpOBaAaHHEM BTOPHUYHO-
MUKpoOHOTO MeTaHa 3a cueT COz-penykuuu (Kpbuio u np., 2023).

["a3oBbIe ruApaTHl I/B MalleHbKUI XapaKTepu3yIOTCS MOBBIIICHHBIM COJCPKAHUEM TSKEIOr0o
KHCIIOpOJ1a U IEUTEPHUsL, TAK)KE U30TOIIOB PaJJUOTEHHBIX aproHa U I'eJus, YTO CBUJIETEIBCTBYET O TOM,
YTO pasrpy’karoluiicss Quron] B JaHHOM palOHE MOCTYNAaeT CO 3HAYUTEIbHBIX TIIyOHH, Tle
MPOUCXOJUT HACBILIICHHE ero ra3oBoil ¢a3bl KOpoBbIM (okosio 90%) u mantuitHbM (okoso 10%)
renueM. O MOCTYIUIEHUH Ta30HACHILEHHBIX (utona0B ¢ Tayonnsl 6oiee 300 M CBUIETENHCTBYET
Tak)Ke HaXOXKJACHHE B TOJIOIICHOBBIX OCaJKaX JPEBHUX JMATOMOBBIX BOJOpOCiecH poma Tertiarius
roreHoBoro Bo3pacrta (Kiepke u ap., 2003).

O06 aKkTUBHOW BOCXOHAILIEH MWUrpallMd  Pa3orpeThiX  (GIIOUAOB  CBUACTEIHCTBYIOT
WCCIICIOBAHMS, IPOBEICHHBIE Ha MeTaHOBOM cune KpacHelil fp, pacnonokeHHOM B CEBEPO-
BOCTOYHOM 4YacTH I0KHOro OacceliHa o3epa balikai, Ha 3amasHoM CKIIOHE AenbThl peku CeneHru
(Aloisi et al., 2019; Pogodaeva et al., 2020; 3emckast u ap., 2024). Cur COCTOUT U3 HECKOJIBKHX
obrnacteil CUIBLHOTO OOPATHOTO PAaCcCESHMs, YTO CBSI3aHO C HAIWYHEM B JOHHBIX OTJIOKEHMSIX
IIPUIIOBEPXHOCTHBIX T'a30BbIX I'MjparoB (XalyeB u ap., 2016). JloHHble OTI0XKEHUS BHE o0nacTu
CHJIBHOTO OOpaTHOTO paccesHusl — cepble, OAHOPOAHbIE, OMOTEHHO-TEPPUTE€HHBIE TUATOMOBbBIE WJIbI
C YETKUMH IPOCIOSMU M NPHUMa3KaMU T'MIPOTPOUIIMTA, CTPYKTypa HE HapylleHa. XHMUYECKUI
COCTaB MOPOBBIX BOJI B TUX KEPHAX COOTBETCTBOBAJI COCTaBY BOAHOM TOJIIHM 03epa balikai: Hu3Kkas
CyMMa MOHOB U IIpeobiiajjaHie B Ka4YeCTBE OCHOBHBIX HOHOB OMKkapOoHaTa U Kanbliusg. Bmecte ¢ Tem,
B 0CaJKax, HaxOJALIMXCS BHYTpU OOJACTH CHUJIBHOTO OOpaTHOTO pacCesHUsl 3HAUYUTEIbHO
OTJIMYAJIUCB, U, B TIEPBYIO OUEPEIb HAINYUEM OKHCIEHHBIX U BOCCTAHOBIJIEHHBIX KAHAJIOB U Fa30BbIX
ruzpatoB. KaHasnsl pacronaraiaich OT HOBEPXHOCTH ocajika A0 riryouns! 150 cm. Kpas kananoB 6bu1m
OKHUCJIEHbI Ha TIyOuHy 2-3 cM. XUMHYECKHI COCTaB IMOPOBBIX BOJ KaHala IMOKa3aj, YTO OHU
coJiep)kaT Oorarble KHUCIOPOJOM IMPHUAOHHBIE BOJABI, B TOM 4YHCIE Cyib(paThl ¢ KOHUEHTpPALUIMU
NPUIOHHBIX BOJ balikana, 4To He XapakTepHO Ul IOPOBOM BOJIbI B BOCCTAHOBUTEIBHBIX YCIOBHSIX,
e cojepkanue cynbdar-uonos He npesbimaet 0.3 mr/n (Poort, Klerkx, 2004). JlonHble OTI0XEHHS
C BOCCTaHOBJIEHHBIMHU BEPTHUKAJIbHBIMU KaHallaMu (quameTpoM | cM) ObLIM OOHApY’>KEHBI TOJBKO
BHYTPH 00JIaCTH CUIILHOTO 0OPAaTHOTO pacCcessHUs U MPOpe3aid «kHOPMaIbHbIE)» OCAJKU, B YACTHOCTH,
paHee oOpa3oBaBIIMECsS MPOCION THapoTpousnTa. [lopoBas Boja KaHaJIOB MMeJa TOT K€ CaMbIi
OTHOCHUTEJIbHBI MOJIBHBI COCTaB HOHOB, YTO M B JAPYTHMX OTJIOXKEHHUAX B OOJACTH CHIBHOTO

00paTHOTO paccesHus, HO CO 3HAYUTEIBLHO Oo0Jiee BBICOKUMH a0OCONIOTHBIMH 3HAYEHUSIMHU
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KOHIICHTPAIlU{ U ¢ PE3KUM yBEITUUYCHUEM KOHIICHTPAIIMHU C TIIyOMHOM OTiI0KeHHH. TermtoBoi moTok
Haxonuics B auanasone 49—170 mBt/m? (Pogodaeva et al., 2020).

Ha ocnoBe o0miero anammsa reosioro-reo(hu3nYeckux, Te0TePMUYECKIX U T€OXMMHUYECKUX
JTAaHHBIX aBTOPaMU HCCIe0BaHUA ObUIa pa3paboTaHa MOJIEIb pa3rpy3KU Ia30HACKIIIEHHOTO (iIrouaa

(puc. 14).
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Pucynox 14. Cxema pa3rpy3ku meTaHoBoro ¢uironna cumna Kpacusiit Sp. BepxHss 4acTe cXxeMsl
OTpaKaeT MPHUIIOBEPXHOCTHYIO IMPKYJSAIUIO BOJ IPH pasrpy3Ke Tra30HACBHIIICHHOTO (ionma c
MIPOHUKHOBEHUEM XOIIOJHBIX MPUIOHHBIX BOJA B 0CAIO0K /10 TIyOMHBI 1,5 M. HIkHAS 9acTh CXeMbI
OTPaKaeT MOAbEM Pa30rPETOro ra30HACKIIEHHOTO TITyOMHHOTO (DIIFOMa U JIOKAIEHOE TTOBBIIICHHE
BSR, cooTBeTcTBYIOIIEE M3MEPEHHBIM TEIJIOBBIM MoTOKaM. Ilutuposano mo Pogodaeva et al., 2020.

Bonsl pazorpeToro ra30HachIIIEHHOTO (PJIFOH]1a MUTPUPYIOT 110 TPEIIMHAM K [TOBEPXHOCTH JIHA,
I'7Ie OHU OXJIAXKJAI0TCS U CIIOCOOCTBYIOT 00pa30BaHMIO I'a30BbIX TuApaToB. OOpasyronyecs ra3oBble
THJIpaThl 3aKyHNOPHBAIOT KaHAJIbl M OJIOKUPYIOT IMyTH BBIXOJA Ta3a. DTO MOXKET NPHUBECTUH K
HAKOIUIEHHIO Ta3a, BbI3bIBAIOIIEMY IOBBIILIEHUE aBJIEHMS, YTO, B CBOIO OuY€pellb, 3aCTaBUT TIa3
MUTPUPOBATh B OOKOBOM HAaNpaBiICHUM U B KOHEYHOM HWTOTe CHOPMHUPOBATH JMH30BUIHBIE
TOpPU30HTAJIBHBIE CKOIUIEHUS TuApaTa MeTaHa. JlocTuras KpUTHYECKUX AAaBJIEHUH, I'a3 IEPUOIUYECKU
IPOPBIBAETCS B TOJIIY BOABI. 'a3, HAKAMIMBAIOIIUICS B OTJIOKEHUAX, CIIOCOOCTBYET YBETUUECHUIO
MIPOHUIIAEMOCTH OTJIOXKEHUH, BbI3bIBasi HAOyXaHUe U pa3phIB 0cajika. ITO, B KOHEYHOM UTOTE, BEJIET
K IPOHUKHOBEHUIO MPUIOHHBIX BOJI 03€pa B 0Ca/I0K Ha OT/IEIbHBIX YUaCTKAX B OIPEIEICHHOE BpeMS
(Pogodaeva et al., 2020).

AHanu3 pazHooOpas3us U CTPYKTYPbl MUKPOOHBIX COOOIIECTB METOAOM OApKOIMPOBAHUS TeHa
16S pPHK B ocagkax metanoBoro cumna KpacHslit fp, B 30He Murpauuu (QarouonoTOKOB BhISBHI
U3MEHEHUS B CTPYKType MHMKPOOHBIX COOOIIECTB, B OCHOBHOM B KaHajaX, 3allOJIHEHHBIX

OKHCJIEHHBIM ocaJkoM (3eMckast u Ap., 2024). Toraa kak BHe uX, pa3HoOOpa3ue Kak OakTepuil, Tak

69



U apxell ObUIO CXOZHO € pa3HOOOpa3ueM B OcaJKax IPYruX pailOHOB: Ha BCEX MCCIEIOBAaHHBIX
riyOMHaX OCaJ0YHONW TONIIM BBISIBISUINCH METHUIOTPO(HBIE METAHOTEHBI M MHKPOOPTaHU3MBL,
y4acTBYIOIIME B pa3HbIX dranmax okucieHus OB. Hamuume a’poOHBIX OakTepuii B ocaakax
OTMEYAJIOCh /0 TINyOWHBI 2 M, UYTO COBIAJAeT C TEOXUMHUYECKUMH U T€OTePMHYECKUMU
MOKa3aTesIMH, ONPEACISIONIMMU 30HY aKTHBHOW MUrpaiu npuaoHHbx Boja (Pogodaeva et al.,
2020).

[MpenyosxenHast Mojeab oOpasoBanus u ¢yHkiuoHuposanus cumna (Pogodaeva et al., 2020)
MOJKET paccMaTpHUBaThCsl KaK HayalbHas cTagus oOpa3oBaHHs Tps3eBoro BynkaHa. [logoOHbIN
MEXaHHU3M 00pa30BaHUSl MPUIOBEPXHOCTHBIX Ta30BBIX TMAPATOB W CUMA JJIS BBIAABIUBAHUS HE
TOJILKO BOJIBI M T'a3a, HO M BEIECTBA 111 OPMUPOBAHUS I'PA3EBYIKAHUYECKON MTOCTPOUKH HATIISIIHO
ObLI pPacCMOTPEH U BEIIECTBEHHO J0Ka3aH Ha INpPHUMEpPE TIPS3EBbIX BYJIKAHOB I0JBOJIHOIO
Axkanemuyeckoro xpe0ta B o3epe baiikan. Ha mpumepe ocaakoB W3 AaHHOTO paiioHa HAy4yHO
000CHOBaH HOBBIH, «0aliKaIbCKUil», TUI TPA3EBOT0 BYJIKAHU3MA, KOTOPBIA OTIMYAETCS OT TUITUYHO
MOpPCKHUX MojeNiell INIyOMHOW M NPUYMHOW BO3HUKHOBEHMS aHOMAJIBHO BBICOKOI'O IIJIACTOBOIO
nasienus (Khlystov et al., 2019). Knaccuueckuii MOpCKoii Tpsi3eBOM ByJIKaHU3M CBSI3BIBAIOT Yallle
BCErO C 30HAMM CXaTWsi M C Tporeccamu HedTerazoodOpa3oBaHHs, M HMX KOPHU HUMEIOT
MHOTOKMJIOMETPOBYIO TnyOuHy. balikanbckue Tpsi3eBble BYJIKAaHBI PACHONOKEHbI B  30HE
KOHTHHEHTAJIBHO pHU(PTa — 30HE PACTSHKCHUS M XapaKTePHU3YIOTCS HErIyOOKHMMH KOPHSIMH.
[TepBonpuunHOil X 00pa3oBaHUs SBISETCS Mpolecc pasioxeHus ryouHHsix I'T ¢ oOpazoBanuem
U30BITOYHOTO JIaBJIECHUS B 30HE HWXKHEW TrpaHule ux crabunbHocTd (250-300 M HMXKe HA o3epa),
41O paHee HUrAe B Mupe He ormeuanock (Khlystov et al., 2019). CoBmecTHO ¢ Ips3eByIKaHUYECKUM
MaTepuaioM, Ha MOBEPXHOCTh JHA MOCTYHAalOT BbIMEPIIUE BHJbl JUATOMOBBIX BOJOPOCIEH.
JlnaToMOBBI ~ aHaNW3 TOKa3al, 4YTO B HHTEpBaJE C TPA3CBYJIKAHUYECKOW OpeKdueit
3aperucTpupoBaHo 88 BHIOB M PA3HOBHJIHOCTEH AMATOMOBBIX BOJOpOCHEH H3 28 pPOJOB.
[11aHKTOHHBIE AMATOMEU IIPEICTABIECHBI 13 TAKCOHaMHU, KOTOPBIE BCTPEUAIOTCS B 03€PE B HACTOSIILIEE
BpeMmsi, U 32 — IpEeBHUMH, XapaKTEPHBIMH JIJISl OTJIOKEHHUH MO3/IHEr0 MUOIIEHA — paHHEr o TUIHOLIeHA.
[Mpeobnamana Cyclotella iris et var., koropas panee Obla OMpEAEICHBI B pa3pe3e CKBaKUHBI
riryookoBogHoro Oypenuss BDP-98 B unrtepBane 230-310 m Hmxe nHa. Bospact »Toil wactu
OypoBoro kepHa oreHuBaetTcs kak 5.6—4.6 muH. net (Kyssmun u np., 2009). B pacnpenenennu
CTBOPOK B TOJIIIE OCAJAKOB HaONIOAAIOCh CKaYKOOOPa3HOE YMEHBIIEHUE YHCIEHHOCTH CTBOPOK
CHU3Y-BBEpX MO pa3pedy. Ha BepxHell rpaHuile MHTEpBaNIA C TPA3EBYJIKAHUYECKOW Opekdneit
BCTPEYaEMOCTh CTBOPOK MUKpO(occunii MUHUManbHa. B BepxHeil yacTu ocaaKol MPUCYTCTBOBAIN

AUATOMOBBIC BOAOPOCIN XapaKTCPHBIC AJIA I'OJIOIIEHOBOI'O KOMILJICKCA (XJ'ILICTOB u ap., 2017)
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B uncno yHUKanabHBIX XapaKTepuCTHK 03. baiikanm BXOIUT HE TOJBKO HAJIMYHE METAaHOBBIX
CUIIOB W 00pa3oBaHHE THUIPATOB METaHA, HO U TPUCYTCTBHE ECTCCTBCHHBIX HE(TEIPOSBICHUIA.
EctecTBeHHbIe He(TEMPOSBICHUS B MPECHOBOIHBIX O3€pax SIBICHHE OCTATOYHOE PEIKOe, OHU
YCTaHOBJIEHBI B TIyOOKOBOJIHOM pu(pTOBOM 03epe TaHraHbMka U MEJIKOBOJHOM 03epo Yamana
(Simoneit at al., 2000; Zarate-del Valle et al., 2006). Hedts B 3THX 03epax HE COIEPKUT
MOJIUIIUKINYECKIX apOMaTHYEeCKHX YTJICBOJOPOJOB U H-alkaHoOB. Cumraercs, 4to HePTh
o0Opa3oBasiach I'MIPOTEPMAIIBHBIM ITyTEM U3 03€PHOI0 OPraHUYECKOT0 BEIIECTBA IIPU TEMIIEpATypax
~ 250°C, B TeueHHEe KOPOTKOI'O reosiornyeckoro mnepuoza (Simoneit at al., 2000; Zarate-del Valle et
al., 2006). B wactHocTH, B 03. TaHraHpMkKa mnpocaunBaHue HEe()TH MPOUCXOAMT IO pPa3IoMaM,
CBSI3aHHBIM C THJIPOTEPMAIBbHOM CHCTEMOH, KoTopas gopmupyer oueHb Menkue (10 M Huxe nHA
03epa) He()TEHOCHBIE HeTEeMAaTepUHCKUE MOPOABI Bo3pacToM MeHee 25 teicsd JieT (Oppo, Hurst,
2018). B Hux, rereparus yrieBoJ0pOo0B MPOUCXOIUT MPU KOHTAKTE OrPeOEHHOTO OPraHNYECKOT0
BElleCTBA C TUAPOTEpMajbHBIMU BoJamu. Hamuuue ruaporepManbHON HedTH Takke ObUIO
3aperucTpupoBaHo B Oacceitne ['yaiimac, Ha ceBepo-BocToke Tuxoro okeana, B 3ayimBe Karocuma
(SInonusi), B Hosoit 3emanmmu, B kanpaepe Yzon (Kamuarka) u MeIoycTOHCKOM HAIIMOHAILHOM
napke (Oppo, Hurst, 2018 u cceiiku B crathe). Boidpoc ropsueit Boabl (65-80°C) cBsizan ¢
BeiOpocamu CO2 (60-90% ot o0riiero KoauyecTBa ra3a u yrieBogopoaHoro rasa, ot Cigo Cs), rie
OCHOBHOM ra3 — metaH (10 98.87 %) (Oppo, Hurst, 2018).

Hayunas npo6nema HedTerasonocHoctu 03. baiikan Geper cBoe Hayano ¢ 18 Beka, ¢ MOMEHTa
onucanust W.I'. I'menunbim (1833 r.) BbIXOOB He(TH BAOJb BOCTOHYHOro Oepera o3. baiikan
(KonrtopoBuu u ap., 2007). B pasHoe BpeMs MHOTOYHCIICHHBIE BBIXOJIBI Ta3a U MPU3HAKUA HEDTH B
BUJIe HE(PTSIHBIX TJICHOK Ha BOJE, O30KEpHTa M OUTYMOB OTMEYAIMCh OT cTaHIMU bosipckas mo
YuBbIpKyICKOTO 3aliiBa, Ha y4acTke oT Mbica O6mom 10 pyubeB Kitoun u CTBOJIOBasi, HAMPOTUB
ycTheB pek bonbmas u Manas 3enenoBckas (Pszanos, 1928; Kontoposuu u nip., 2007). B Teuenue
JUTUTETTLHOTO BpeMeHU (eHOMEeH Oaiikanbckoil HedTH OBbLT MpeaMETOM BCECTOPOHHETO T'e0JIoro-
reopusznueckoro u Mukpoduosnornueckoro uzydenus (Tamues u ap., 1985; IlerpoBa, MamoHnTOBa,
1985; Kammprues u np., 1999; Ucaes, [IpecHona, 2003; Ncaes u ap., 2003; Kontoposuy u ap., 2007).

B 2005 r. B rayOokoBOAHBIX ycioBUsX 03. baitkan (M. ['opeBoii YTec) oOHapykeH u
WCCJICIOBAaH HOBBIN BBIXOJ HE(PTH, KOTOPBHIM MO BCEM XMUMHYECKHM TMapamMeTpaM OTJIMYaeTcs OT
u3BeCTHbIX paHee (XubicToB U 1p., 2007). HedTh, BcruibIBaroias Ha BOAHYIO TOBEPXHOCTH 03€pa,
MIPOSIBIISIACH B BUJIE HEDTSHBIX CIIMKOB AHAMETPOM /10 1 M, Obli1a HACHTU(DUIIUPOBAHA KAK «CBEXKAs
He OuonerpamupoBanHas mapadunuctas HedTb. [IpoBeneHHOE 5XoNMOTHpOBaHHWE AHA paiioHa
HeTEnPOSBICHUS MTOKA3aJI0 HATMYKE TI0JIBOHOM aKyCTHYEeCKON aHOManu — (akesa BbIcoToi ~500
M. Paiton M. ['opeBoii YTec xapakTepu3yeTcs Kak HepTe-MeTaHOBBIN CHII, T]1€ HaOII0Jat0TCSI BEIXOIBI

ra3a, HeTu M TIIyOMHHBIX BOJ, MUTPUPYIOLIUX MO KOJJIEKTOpPaM HUXKHETO ceficMOKOMILIeKca (C
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II1yOuHBI ~4 KM) /10 IPOHUIIAEMOI1 30HBI Pa3JIOMOB, TJI€ B PE3YyJIbTaTe BEPTUKAIBHON MUTpALIUA OHU
noctynatoT Ha noepxHocTh nHa (KonropoBuu u np., 2007; XubictoB u ap., 2007). Huxuuit
CEMICMOKOMIIIEKC COOTBETCTBYET OCaJIKaM, 00pa30BaBIIMMCS B OJIMTOIICH-MUOIIEHE, TaK KaK HAa4ajIo
ero (opMupoBaHMs COOTBETCTBYET IEPBOMY ITally pacKpbIThs OalikainbCcKoro pudra B OJIMIoLEHE, a
BEPXHss TIpaHULA COOTBETCTBYET TpAaHULE Iepexojla OT MEIJIEHHOro pu(pTOOOpa3oBaHUS K
ObICTpOMY Ha pyOexe MUOLeHa-TUTHOIeHa (XIIBICTOB U 1p., 2007). OTI0KEeHUs: BEpXHEH YacTH 3TOTO
CEMICMOKOMIIIIEKCA COTIOCTABISIOTCS C MUOIICHOBBIMHU YTJIEHOCHBIMU OTJIOKECHUSMHU TaHXOWCKOW U
XaJlaraliCKuX CBUT, KOTOpPbIE M3BECTHBI Ha BOCTOUHOM I0OEpEXkbe HKHOM KOTIOBUHBI bailikana u
3amagHoM Oepery o. Onbxon (3onenmaiin u ap., 1992; Hutchison et al., 1992; Xaruuncon u ap.,
1993). Bnoas BocToyHOTO Oepera o3epa 0caJouHbIi 4eX0JI paccedeH A0 (yHIaMEeHTa aKTHBHBIMH B
Hacrosee BpeMs coOpocamu. O4eBHIHO, 4TO He(Th, OOHApyKHBaeMasi Ha BOJHON MOBEPXHOCTH,
pasrpyaercsi B BOAHYIO TOJIIIY B/I0JIb IPOHUIIAEMBIX 30H 3TUX TEKTOHMYECKUX HapylleHuil. Brioane
BEPOSITHO, YTO HEPTH (POPMUPYETCS HE HETIOCPEACTBEHHO B Ocajikax paiioHa He(TenposBIEHUS, a B
0CaJIKax CpeAHEN 4acTu 03epa, OTHOCAIIUXCS K HUKHEMY CEHCMOKOMIUIEKCY, Iie TepMOoOapruyecKkue
ycJoBHs HanboJsee O6aronpusTHbI 11 HeQTeoOpazoBanust (XIbICTOB H 11p., 2007).

Pasrpy3ka Heptu mnpoucxomut kaxzaele 20-30 cekyHa uepe3 OMTyMHbIE IOCTPOMKH,
CJIO’KEHHBIE UX NMapaduHOBBIX HEPTAHBIX OUTYMOB, 3a4acTyl0 UMEIOIME Ha BEpIINHE BEPTUKAIBHO
CTOSIIIYIO TPYOKY — KamesnpHuIly. B Mectax ckomieHust HeTh Ha pOBHOM JTHE W BOJHM3H MOCTPOEK
HaOoanack pasrpyska yrieBogopoansix razoB (YBIY). B cocraBe YBI' 99% mnpuxoaunoch Ha
MeTaH U 0koJ10 1% Ha ero romosoru. Takoe copepskaHue TOMOJIOT0B, BhIpakarolieecs: B HeoObIuaitHo
BBICOKOM J10JIe MpONaHa IO CPAaBHEHHMIO C 3TAaHOM, a TaKXe BBICOKMM COJep)KaHueM OyTaHa,
HEOOBIUHO I COBPEMEHHBIX 0caakoB o3epa bailikan (XmbictoB u np., 2009) (puc. 15). burymusie
MOCTPOMKH IJIOTHO 3acesieHbl OEHTOCHBIMM XUBOTHbIMH (CuTHHMKOBAa U np., 2015), mioTHOCTH
KOTOPBIX Ha IMOPSAJIOK IMpPEBbIIIANa IUIOTHOCTh MOCEIEHUs KOHTPOJIBbHBIX yYacTKOB JHA, OCHOBOH
MUILEBOH IeTH KOTOPBIX SABJSIOTCS MUKPOOPTaHU3MBI, OCYIIECTBISIOIUE a3po0HOE U aHaIPOOHOE
okucnenue yriesogopoaos (Khlystov et al., 2009; Kadnikov et al., 2013).

['eoxumuueckuil aHamu3 HEPTH IMOKa3aj, YTO MCTOYHMKOM OaiKalbCKOW HEPTH SBISETCS
OpraHHYECKOE BEIIECTBO, 3aXOPOHSIOIIeecs B TPecHOBOAHOM BojoeMe (Kontoposud u nip., 2007). B
HEel Hapsly ¢ OCTaTKaMH >KMBOTO BELIECTBAa O3€PHBIX OPraHM3MOB 3HAYUTEIBHYIO POJIb UIPANIO
OpPraHUYecKOe BEIIECTBO, UCTOYHUKOM KOTOPOTO OBUIM 3aHOCHMBIE B BOJIOEM OCTATKH BBICIICH
HazeMHOM  pactutenpHocTH. [lo MHenmro akamemmka A.D. KontopoBuua, Bo3pact
He(PTEMaTEepPUHCKUX OTJIIOXKEHUH, Cy/s MO HAIWYMIO ¢ HEPTIX OJeaHaHa, HE MOXET ObITh JpeBHEE
BPEMEHHU TMIOSBJICHUS Ha CyIIle aHTMOCIEPMOBBIX pacTeHUH, T.e. MeloBoro mnepuojna. Bce
BBIIIIETICPEUNCIIEHHOE CYIIECTBEHHO OTIMYAaeT OalKalbCKue He()TH OT BEPXHENMPOTEPO3OHCKUX U

keMOpuiickux HedTeit Cubupckoro miatdopmel (Kontoposuu, Ctacoa, 1978). B Tom uucne nepth
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Baiikaia oTnamyaeTcs MEHBIIEH KOHIIEHTPAUUEH ASTHII-XOJIECTAaHOB, HHU3KOW KOHIIEHTpaluen
TpI/II_II/IKJIaHOB nu CpaBHI/ITeJILHO TSIOKCJIIBIM HU30TOITHBIM COCTAaBOM yrnepol[a B OTJIMYHUC OT I[peBHI/IX

nedreit, e $°C nexwur B uHTEpBaNE OT -32 10 -35%o.

Bonbluoe -.. 0.2% CO,

konmuectso | 99%CH,

)KMBOTHbIXj.. ~1% C,Hg,
" C3Hg CiHyo

CPeAHUIA NNEHCTOUEH — rONOLeH

JopudTosbii pyHAAMEHT

NAMOLEH — PaHHUI NNEHCTOLEH

ONIUFOUEH — MUOLEH

\ / Pasnombl

CxemaTM4Yeckuii pas3pe3 M COBPEMEHHbIE aKTUBHbIe
pa3nombl AaHbl No (XabicToB v ap., 2007. HedTob B 03epe
MUPOBOTO Hacneaus ).

Pucynox 15. Cxemarnueckoe n300pakeHHE MPOIIECCOB, MPOUCXOA[IINX B palilOHE €CTCCTBCHHOTO
He(TENnposBICHUS, pacnoyiokeHHoro y M. ['opeBoil YTec. CxemaTuueckuii pa3pe3 U COBpeMEHHbIE
AKTUBHBIC PA3JIOMbI IIATHPOBAHBI 110 XJIBICTOB | JIp., 2007. Llutuposano mo Pavlova et al., 2022.

ONbXOHCKMI pasnom

B cocraBe He(dTH BBIABIEH BEChb CIEKTP HE(PTAHBIX YIJIEBOAOPOIOB:  H-aJKaHBI,
QIKWILHUKIOT€KCaHbl, H30IPEHOUbl (IpUCTaH, (UTaH), MOJIULIUKIMYECKHE apOMaTHYeCKue
yraesoaopoas! (ITAY), ronansl, KOMITJIEKC YHUKAIbHBIX MoJIeKys OuomapkepoB (Kammupues u np.,
2006; Gorshkov et al., 2006; Kontoposu4 u jp., 2007; XieictoB u zp., 2007). [To pasHoodpazHOMy
Ha0Opy MOJIEKYI-XeMO(pOCCHIINH, CECKBHTEPIIAHOB, CTEPAaHOB, CEKOTOIIAHOB, HOBBIX CTPYKTYP
ronaHoB (ojeaHaH, KapoTaHbl M T.I.), OailkanbCckue HEPTH MOTYT CUUTATHCSH YHUKAIbHBIMH.
VYHUKanbHOCTE HepTH OOyCJOBIEHa €€ MOJIOABIM  BO3pacToM  (OJMIOLIEH—MMOLICH) H
Cenu(PUIHOCTHIO UCXOIHOTO OPTaHMYECKOTO BEIIECTBA, MPEICTABIAIONIETO CMECh KOMIIOHEHTOB
03€pHOT0 M HazeMHOoro npoucxoxaenus (Konroposud u np., 2007; Moprysnosa u 1ip., 2018).

EcrectBenHbIif BbIxOA HepTH y ycTba peku b. 3eneHoBckas, HeCMOTps Ha cBoe Ooisee
JUINTEJIBHOE CYIIECTBOBAHHE, OCTACTCS MEHEEe M3YUYEHHBIM B IIJIaHE TI'€OJIOIMYECKOro CTPOEHUs
JIOHHBIX OTJIOXKEHUU U penbeda aHa B cpaBHeHUHU ¢ HedremposisnenueM ['Y. Pasrpyska nHedtu, B
BUJIE BCIUIBIBAIOIIMX HE(TSIHBIX Karelb, OOHAapyKHUBajlaCh TOJIbKO Ha BOJHOM IOBEPXHOCTU
HAIIPOTHUB yCThsl peku b. 3eeHOBCKast Ha pacCTOSIHUM ~ 2 KM OT OeperoBoii iuauu (puc. 16).

MecTo BbIx01a He)TH Ha JHE T0JIT0€ BpeMs He ObLIO yCTaHOBICHO. AHAIN3 HU(PPOBON MOIEH
penbeda 1Ha HapOTHB YCThs p. b. 3ei1eHoBCKas BBIABUII MOJIBOHBIA KaHBOH, KOTOPBINA SBISETCS
MPOJOHKEHUEM PEYHOW JIOJIMHBI, CKJIOHOBBbIE TpsAAbl M IpeOHU. HekoTopeie rpeOHM pa3nuyHON
KOH(UTypaluu, HIyIHe Hu3 TIyOOKOBOJHBIX dYacTed o03epa, MOTYT CIYXKUTh KaHAJIaMH ISt

YIJIICBOAOPOAHACBIICHHBIX (I)JIIOI/II[OB. Ha neperH6aX CKJIOHOBBIX TPpAd BbISABJICHBI HeOOoIbIINe
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BO3BBIIICHHOCTH HWJIM BBIPABHEHHbIE YYAaCTKU JIHA, KOTOpPbIE MOTYT CIYKUTh MECTOM pa3rpy3Ku

Hedtu (XubicToB U ap., 2022).

S6°N

Pucynox 16. (a) Kapra-cxema

pacIOI0KEeHUS panioHOB
. He(renposiBieHuid B 03. baiikau,
= ©) cxema paiiona
HeTeNnposBICHUS HaIpOTHUB

yctbst peku b. 3enenonckas. () —
‘ - paifoH  BCIIBITHS — HEe(TAHBIX
...... kamnens; — \Mecro pacrionoxenus

............. He()TEra3oBOro  cHma;  cepoii

s JUHUEN I0Ka3aHO HalpaBlIEHUE
‘.
................ / S\ ropeoi yrec IIOJIBOJTHOTO KaHbOHA.
o N = Huruposano no Ilasmosa u ap.,
/R 2024a.
bon. 3eneHosckan

0 55 km
—_—

52°

\’ Ynau-Yae

104° 106° 108° 110°€

B 2019 rony, B pe3yibTare NpOBEICHHBIX I'€0JIOr0-reoGu3nyeckux padoT, B OAHON U3 rpsaf
oOHapyxeH ruaparoHocHbli cun 3eneHCun (3C), XapakTepu3yOLIMHCS pasrpy3koil rasa u
HAKOIUICHHEM B BEPXHEM CJIOC JOHHBIX OTJIOKEHHH He(TH M ra30BbIX THApaToB (XIIBICTOB H Jp.,
2022). B 2020 roay, onpoOoBaHHE JIOHHBIX OCAJKOB, MPOBEACHHOE C IEJIbI0 YTOUYHEHHUS MecTa
pasrpy3ku He(pTH, BBIIBUJIO Cle[bl HEPTH B KEpHAX, OTOOPaHHBIX B CTEHKE KaHbOHA, KOTOPBIH
pAacIIoNIoKeH 3HAUUTENBHO OJIMXKe K MECTY BbIX0/la HE()TH Ha BOJIHON MOBEPXHOCTH, HA PACCTOSIHUU
~ 1 KM OT BCILTBIBAOIINX HE(PTAHBIX Karellb. O0pa3isl HeTH, COOpaHHBIC KaK C TOBEPXHOCTH 03epa
B paifone bombmioii 3eleHOBCKON, Tak W B BEPXHEM CJIO€ JIOHHBIX OTIOXeHUH 3eneHCum
NPECTaBISIIOT COO0OW OMOJETrpaTupOBaHHYI0 apOMAaTHKO-HAPTEHOBYIO HE(PTH, COCTOSIIYIO U3
BBICOKOMOJIEKYJIIpHOI OuTyMHOM dpakunu (Kornroposuu u ap., 2007; XnbicToB u ap., 2022). Meran
¥ 3TaH U3 OCAJIKOB U T'a30BBIX THPATOB U3 3TOTO CHUIIA OTHECEHBI K TEPMOTE€HHBIM ra3aM (XJIBICTOB
u 1p., 2022). B To Bpems Kak B paiioHe mposiBieHus HedTsHbIX Kaneib (b3), rae pa3rpy3ku raza He
TIPOKMCXOIHT, B 0CATKAX 3a(pUKCHPOBAH ra3 MUKPOOHOTO mpoucxoxkaerns (813C-Cy = -71.6 + -64.3%o,

cpenuee = -69.63%o; C1/C2 = 17000+109000, cpennee = 48000) (Kanmbrakos u ap., 2019).

74



I''TIABA 2. OBBEKTBI U METO/bI UCCJIEAJOBAHUSA
2.1. O0beKTHI HccIeT0BAHUS
B kadecTBe 00BEKTOB HCCIIEAOBAHUS B pabOTE UCIIOIH30BAIIH:
1. [IpoObl JOHHBIX OCAAKOB IJI MOUCKA TEPMOPMIBHBIX MUKPOOPTaHU3MOB: METAHOBBIN CHUIT
[Toconbckass banka, rpsizeBbie Bynkanbl Kyky#, Kenp, Manenbkuii, HeTe-MEeTaHOBBIC CHUIIBI
T'operoii Yrec, 3enencun, poHoBbIC paiioHbl Akanemudeckuii xpedet, FOxubiid, CeBepHbiii baiikan

(puc. 17, rabmuna 1).

— 56°N
100
300 55°
400 OHOBBIN palioOH
s —500 ¢ P
- 600
© 700 .
I 800 Xo6ou
é ?gg 0 (rpsi3eBoii BysikaH)
Py 1100
s : 54°
—_ | 1200 :
I 1300
1400
1500 doHoOBBIII paiioH
1600 ™
£ “3
Q(
o
. TFopeBoii YTec
K-2 (Kykyii) 53°
(rpsizeBble BYJIKaHBI) ' HepTe-MeTaHOBbIE
M = ol CHUIIbI
aJIeHbKUM
3esieHCHUI
UpKyTck TosoycTHOE
%
>, CeneHra
& 52°
Keap - I
(rpsizeBoit INoconbckasa BaHka
ByJIKaH) : (MeTaHOBBII cUII)
doHoBbIiI1 paiion
104° 106° 108° 110°E

Pucynok 17. Kapra — cxema pailoHOB 0TOOpa po0 JOHHBIX OCAKOB.

2. IIpoObl MOHHBIX OCAIKOB JJsi TPOBEIEHHUS OKCIEPUMEHTOB IO MPeoOpa30BaHUIO
OpPraHUYeCcKOTO BEIIeCTBa B TEPMOOAPHUECKUX YCIOBUSAX: MeTaHOBbIe cumbl [loconbckas banka,
lNomoycTtHOe, Tpsa3eBoit BynkaH X000 (AkageMuueckuii Xxpeoer);

3. IIpoObI TOHHBIX 0CATIKOB IBYX pailOHOB €CTECTBEHHBIX HEPTEIPOSBICHHIA, PACTIONOKEHHBIX
y M. ['opeBoit YTec u ycrbsa pexu b. 3eneHoBckas, A MPOBEIEHUS MOICTBHBIX SKCTIEPUMEHTOB TI0
Oouonerpamanuu HeTH B aHAIPOOHBIX YCIOBHSIX; ONPEACICHHS (PUIOTEHETUYECKOTO pa3HOo00pa3us

MI/IKp06HI)IX COO6IH€CTB B IPUPOJHBIX OCaaKaX U aHHOTAUHW T'€CHOMOB N3 METAr€CHOMHBIX MaCCUBOB

nanaeix (MAG);
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Tabdauya 1. XapakTepucTHKa JOHHBIX OCAJKOB, UCIIOJIb3YEMbIX JUISl IPOBEIECHUS IKCIIEPUMEHTAIbHBIX UCCIIEI0BAaHUI

HccnenoBanue Mecto ot60pa poG /1o Howmep xepna /
/ ycrnoBus rIyOMHa ocajika, Kpatkas xapakrepucTuka ocaaka
/ cokparieHue
uHKYyOarmu / cM
ITouck MeTtaHoBbI cun St.6,GC. 4 0-30 cM — BOCCTaHOBIJIEHHBI TEMHO-CEPBII JHMATOMOBBIN aJIeBPOIIEIUTOBBIN
TepMO(DUITBHBIX [Toconnckas banka / /0-2 WJI C IPUMECHIO alleBpUTa U MpociosiMu ruaporpomwinta; 30-150 cm — cepas
MHKpPOOPTaHU3MOB / 2012 / m/c 1B ra3oHachlllleHHas aneBputucTas riauHa; 30—80 cM — TpeuuHsl ferasanuu; 80—
60°C 150 cM — razoBsie rupathl (10 97% 00BEMHOTO cofepKaHus).
I'psizeBoii Bysikan K-2 / St.2,GC. 3 0—64 cM — BOCCTaHOBJICHHBIA CEPHIi JAMATOMOBBIN AJEBPOICIUTOBBIA WII,
2013/ /B K-2 / 10-15 ra3oHachlllleHHbI; 64—146 cM — cepas IiiMHA C OPSIMBIMH U HAaKIIOHHBIMHU
CJIOSIMH Ta30BbIX THIPATOB, HA rI1yOune 64—67 u 96—105 cM ra3oBbie THAPATHI
IpaHyJIMPOBAHHON (OPMBIL.
Hedre-meranoBslii cun St. 3,GC. 4 0-143 cM — ra3oHACHIIEHHBIN AaJeBPUTO-TICIUTOBBIN WJI, MPOMUTAHHBINA
I'opesoii YTec /2016 /15 HedThI0; 143306 cM — rIIMHA ¢ BEPTUKAJIBHBIMU WM CIA0OHAKIOHEHHBIMU
[a-m/cTY KaHaJIJaMH pa3rpy30K JUaMETPOM JI0 5 MM, TPEIIUHBI CKOJIa | Jiera3anuu 1—2
MM.
AkaneMudeckuii xpeder St. 3,GC. 4 0-5 cMm — okwucneHHBId ciod; 5-320 ¢cM — BOCCTAHOBJICHHBIH CEpBIi
12015/ AX /5-10 JMaTOMOBBIN aJI€BPONEIIUTOBBINA NI C MPOCIOSIMU T'MIPOTPOUIIUTA.
Tepmobapuyeckoe MeraHOBBIH cum St.5,GC. 2 0-2 cM: OKHUCIICHHBIH CJIOH, C TIyOMHBI 2 CM: BOCCTaHOBJICHHBIC
npeoOpa3oBaHue ['onoycTtHoe / 2012 / 180-200 Ta30HACBHIIIEHHBIE  OCAaJKH COAECPXAJIW TIETEPOreHHBIE, PBIXJbIE WU
OpPTaHUYECcKOTO / m/e T'on HEpPaBHOMEPHO YBIIAXHEHHBIE CEpO-ToyOOBaThie ajeBporenuThl.  Ha
BEIIIECTBA riyouHe 50 cM — razoBble THAPATHI.
/ 80°C, 5 MIla MeTaHOBBIN CUIT St. 6, GC. 4 0-30 cM: BOCCTaHOBJICHHBIH TEMHO-CEPBIA JTUATOMOBBIN AJCBPONCIIUTOBBIN
[Toconbckas banka /60-100 WI C TIPUMECHIO aJieBpUTa U MpociosiMu ruapotpoiaenta; 30—150 cm: cepas
12012 [ m/c TIB ra3oHachlleHHas aneBputuctas riauna; 30-80 cm: TpemuHb! aerazamnuu; 80—
150 cm: razoBsie THapaThl (10 97% 00BEMHOTO COIepIKAHMUS).
['pszeBii Bynkan X000i St. 3,GC. 8 BoccTraHOBNIEHHBIN  PBIXJIBIA  QJICBPUTONEIUTOBBIA HJI CEpOTO IIBETa C
(AxaneMuyeckuit / 150-185 MHOT'OUYMCJIEHHBIMH TPEIIMHAMU JIETa3allH, COAECPKUT IPSI3€BYIKAHUUECKYIO
xpebet) / 2015/ r/B X OpEKYHIO C BKIIFOUCHHUSIMHU THAPOTPOMIIHTA.
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OO6pa3oBanue MeTtaHoBbI cun St.5,GC. 4 BoccTaHoBnEeHHBIE ¢ MOBEPXHOCTH  TEMHO-CEPBIH  YBJIaKHEHHBIN
YIJIEBOJIOPOTHBIX IToconsckas banka /0, 25, 55, 75, 80, | ajgeBpOmEaNT C MPUMECHIO AJIEBPUTA C YEPHBIMH IPOCIOSIMH U IISTHAMH
ra30B MHKPOOHBIM 12012/ m/c 1B 100, 145 amMopHBIX cynbGUAOB kene3a (ruaporposienta). Ha rimyoune 30-80 cm —

COO0IIECTBOM CEepBIil aJEBPOIECIUT «TBOPOKUCTOW» CTPYKTYPbl C MHOTOYHCICHHBIMHU

JIOHHBIX OCAJIKOB 03. TpemwmHamMu gerazauud. B cmosx 80-150 cm mpucyrcrBoBamu IT,
baiikan pacnosoKeHHbIE KaK OTJCIbHBIMH CIIOMKAMU H CIIOSIMU B aJIEBPOIEITUTE, TaK
Y MacCHBaMH, 3aHUMAIOIIMMU LeJIbIle HHTEPBAJIbI, TPAKTHYECKH 0€3 TIOPOIbI
(97% 00BEMHOTO THIPATOCOICPIKAHUS).
Hedre-meranoBsIi cutt St.5,GC. 3 Hounbie ocanku kepHa St.5 GC. 3 mpezacraBieHsl B BepXHEM UHTEpBaje (OT
I'opesoit YTec /2018 /10-30 nmoBepxHoctd 70 50 CcM) BOCCTAaHOBIICHHBIM JIHATOMOBBIM QJIEBPHUTO-
[a-m/cTY MIEJTMTOBBIM MJIOM C BKIIFOUCHUSAMH He(TH, B cpeaHeM natepsaie (ot 50 10 65
CM) — OOBOIHEHHBIM M HACBIIICHHBIM HE()THIO CIIOEM AJIEBPUTA, B HIDKHEM (OT
St.5,GC. 3 120 no 151 cm) — cepoil MIMHON ¢ MHOXECTBOM HE(TSIHBIX BKJIIOUEHUH U

AnaspobHOe /100-120 MAacCCHBHBIMH, CIIOMCTBIMU T'a30BbIMU T'HIPATaMH.

okucienne Heptu / | Hedre-MeTaHOBBIN CHIT St. 4,GC. 6 BoccranoBnennble ¢ ToBepxHOCTH TiuHBI ¢ Eh  —-146...-216 wmB.
10°C 3eneHcun / 30-50 OxwucnenHslit cnoit orcyreTBoBai. Ha rimy6une 50 u 250 cM mpucyTcTBOBAIU
/2020 / u-m/c 3C necuaHble pociion co cieaaMu HepTH. OcaKi XapaKTepH30BaINCh HU3KOU
ra30HaCHIIEHHOCTHIO, KOHLIEHTpaIus MeTaHa cocrasisiia 0.08 mr/m ocanka
St. 4. GC. 6 Ha rioyoune 10 cm u 5.2-9.4 mr/n ocanka Ha riayoune 50-250 cm. ['omonoru
1 250-970 METaHa B ra3e B IITyOMHHBIX CJI0SAX 0CaJIKa MPEACTAaBICHbI ’TAHOM B CJIEZOBBIX
KOJIMYECTBAX.

Hedte-meTanoBslit cun St. 10, GC. 1 Bepx kepHa BbIIaBIEH 1aBICHUEM, CO3AAIOIIMMCS B KEPHE IIPU PACTBOPEHUH
3eneHcur /10-30 ra3oBbIX ruapaTtoB u ytepsH. [lo Bceil riyOuHe kepHa (o 227 cM) rimHa
1 60°C /2021 / u-m/c 3C aJIeBpO-TIETIUTOBAs OJMBKO-YEpHasi C IPOCIOSIMHU MEIKO3epHUCTOro necka. Ha
riyouHax a0 22cm u 32-35 cM — TBOpOXKHCTas!, HACHIIIEHA HEPTHIO U Ta30M;
St. 10, GC. 1 55-111 cm crom razoBeix ruapatos; 75—111cm — ¢ Hedrhio; 111-227 cm

/ 140-160 rimHa 0oJiee TUTOTHAS, HAChIeHa HEPTHIO, C TIPOCIOSIMHU THIPOTPONITHTA.

Metabapkoaunrossie | HedTe-mMeranoBbIi cun 0-10. 10-15. 30-60 Onrcanne KEPHOB MPUBEICHO BHIIIIE
. , : ,
HUCCIeI0BaHUI I'opeBoir YTec 80, 100, 270

[a-m/cTY

Hedre-meranoBbIii cun
3enencurn / H-m/c 3C

10-30, 30, 50, 100,
200, 250, 300
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I'psizeoii Bynkan Kenp | 0,25, 50, 100, 125, | Onucanue kepHoB npuseaeHo Lomakina et al., 2020, 2023a, 6; Bukin et al.,

/ /B KP 130, 150, 170, 197 | 2023
I'psasesoii Bynkan Kykyii 0, 35, 85
/r/BK
I'psizeBoii Bynkan 0, 25, 40, 70, 80
Manenbkuii / r/B M
DOHOBBIN palloH
(FOxupiit baiikan) / OB 0, 10,90, 170
DOHOBBIN palloH
(CeBepnnrii baiikan) / 0, 10, 25, 30
Cb
Pexkoncrpyuposanue | Hedre-meranoBslii cun 10. 100. 180 OnucaHue KEpHOB MPUBEJECHO BbIIIE
MAGs 3enencut / m-m/c 3C ' '
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5. [IpoObI BOJIBI M TOHHBIX OCAKOB, OTOOPAHHBIC B PAiOHAX €CTECTBEHHBIX HE()TETIPOSBICHUH
JUISL OIICHKH YTJIEBOJOPOAOKUCIISIIONIEH aKTHBHOCTH MUKPOOHBIX COOOILIECTB B @3POOHBIX YCIOBHIX

(Tabmuna 2);

Tabnuya 2. XapakTepUCTUKH TPUPOJHBIX  OOpa3loOB, UCIOJB3YEeMBIX JJIS  OILEHKH
YTIIEBOIOPOAOKHUCISIONIEH aKTUBHOCTH MUKPOOHBIX COOOIIECTB B a3pOOHBIX YCIOBHIX

Paiion I'oxbr XapakTepuCcTUKa BOJHBIX 00pa3IoB; JloHHble OCanku
WCCIICIOBAHMS oTbopa rryouHa otbopa nmpood U3 BOAHOU
pob TOJIIIIU
EcrecTBennoe 2006 — | HedTAHAs TUIGHKA HA TOBEPXHOCTH | B COOTBETCTBUHU C
HeTEeNPOSBICHHUE — 2021 BOJbI;  TOBEPXHOCTHbIE  00pa3ubl | OTOOPOM Mpod U3
yCThE p. b. CBOOO/IHBIE OT HEPTSIHBIX CITUKOB; BOJIHOM TOJIIIU
3ejieHoBCKas 5, 200, 400, 600, 800 u 860 M.
EcrectBenHoe
HePTEePOSBICHHUE —
M. ['opeBoit YTec

6. UmcTble KyJBbTYphl a’dpOOHBIX OaKTEpHid, BBIACICHHBIC M3 OOpa3lOB BOABI U JIOHHBIX
OTJIOKECHUH W3 pPAHOHOB HE(PTENPOSBICHUH, TECTUPYyeMble Ha CIOCOOHOCTh CHHTE3HPOBATH
6uocyphaKTaHThl B COMIOCTABJICHUH C HAIMYKEM B UX reHome alk-reHos;

7. Yucras kynsTypa Rhodococcus erythropolis (4-08), ucrons3yemast B Ka4eCTBe TeCT-00beKTa
JUIS TIPUMEHEHUST «IPOTAaTPaHOB A» B KauecTBE CTHMYJIATOPOB pocta. KymbTypa mpemocTaBiieHa
k.0.H. JIuxommBait A.B.

8. IIpoOsl BoAbI AN M3ydeHUs (PUIOTEHETHUYECKOro pa3HooOpasusi MPOKapuoT B TOPSAYMX

ucrounukax (KorenbHukoBckuit, JlaBmmHckuii, Xakycckuil, 3MenHblit) (puc. 18, Tabmwuma 3).

' nplnnquui

S5 ;
':m’egguﬁ#

yCTb{!_3M_3 U3JUB_3M_2
18.8°C 39°C

Pucynox 18. Kapra — cxema paiitoHOB 0TOOpa mpo0 BOJBI B TOPSYNX HCTOYHHMKAX. [[HTHpOBaHO 1O
[TaBnoBa u ap., 20246.
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KOTenpHUKOBCKHN MCTOYHHUK — €JIMHCTBEHHBIN YCTAaHOBJIEHHBIM BBIXOJ TOpSYMX BOJ Ha
3amagHoM moOepexne 03. baiikan. TepmanbHas Boga BBITEKaeT B TallbBEre OBParooOpa3zHOro
NOHMKEHUs,  BBIPAOOTAaHHOTO  HMCTOYHMKOM.  KopeHHble  TOpOABI,  TNpeACTaBICHHBIC
MetamopduyeckumMu 00pa3oBaHHSIMHU, OOHaXeHbl B 1 KM K 3amamy oT ucrounuka (Bopucenko,
3amana, 1978). B Hacrosiiee BpeMs MECTO M3JMBa MCTOYHHMKA KOTEIbHHUKOBCKUI KanTHPOBAaHO
CKBOXMHOM M Haxonutcs B nomemeHuu (Kot 1), mocne BbIxoga Ha IMOBEPXHOCTb HCTOYHUK
dopmupyer ecrectBennslit mpya (Kot 2) u ganee Bnaaaet B baiikan (Kot_3).

JIaBIIMHCKUIT MCTOYHUK HaXOAUThCA B ycTbe p. JlaBmm, Ha tepputopun baprysmHckoro
3anoBeHMKa. OH NMPUYypOYEH K 30HE Pa3IOMa B I'PAHUTAX BUTHUMCKOI'O KOMIUIEKCA, IEPEKPBITOIO
4eXJIOM aJUTIOBUAJIBLHBIX OTIOXEHUI Oalikanbckoir Teppackl (['omyOeB, 1982). Bona umcrounmka
JaBmmHckuil Takxke kantupoBaHa ckBaxkuHol ([l 1). Ilocime BbIxoga Ha MOBEPXHOCTh, HCTOYHUK
MpOTEKaeT Ha HEOOBIION TEPPUTOPHH U 3aKaHUKUBaeTcs npyaoM ([ 2).

XaKyCKHil MCTOYHUK PACIONIOKEH B OyxTe XaKyChl Ha CEBEpO-BOCTOYHOM IMOOEPEXKbE 03.
baiikan, B 210 M ot ero 6epera. OH UMEET TPH TOJIOBKU B YalIeoOpa3HOM YIiyOJIEHUH Pa3MBITOTO
TEeppacUpoOBaHHOTO ycTyma. Hamuune B paliloHe UCTOYHMKA MOITHOTO Y€XJIa PBIXJIBIX 00pa30BaHUN
CIOCOOCTBYET HHTEHCUBHOMY pa30aBICHUIO MUHEPAIBHBIX BOJ MPECHBIMU, O YEM CBHJIETEIbCTBYET
BBICOKAsl KOHIIEHTPAIUS KKCIOPOaa B ra3oBoM cocraBe ruaporepmbl (bopucenko, 3amana, 1978).
[Tpo6sI 0TOOpaHk! B 1BYX McTOUHUKaX: Xak 1 u Xak_2.

3MEUHBI MCTOYHUK HAXOJIUTCA Ha TmoiiyocTpoBe CBSATOM HOC Ha 3amagHoM Oepery
Yusblpkyiickoro 3anuBa, B OyxTe 3MenHOW. PacmonokeH Ha MOBEpXHOCTH Teppachl, KOTOpas
TSHETCS HEIIMPOKOW IOJIOCOM BIOJIbL CKJIOHA. Pasrpyska ropsumx Boa 3MEMHOIO HCTOYHHUKA
NpUypoveHa K 30HE pa3jioMa B paHUTOBBIX rHelicax (bopucenko, 3amana, 1978). [IpoOb1 0TOOpaHbI
B Tpex MecTax: Oonbias BaHHa (3M_1), manas BaHHa (3M_2) U ycThe UCTOUHUKA 3MenHbIN (3M_3).

ITo TemnepaTypHOMY pexuMy UCTOUHUKH KoTenbHUKOBCKUM, XaKychl U 3MeHHbIH (0obIas
BaHHA) OTHOCATCSA K TuneprepMmaibHbiM, JlaBmmHCKHi — Kk TepMmanbHbiM (T'omyGes, 2007).
Uctounnkn KoTenbHUKOBCKMU M JIaBIIMHCKUN OTHOCATCS K T€pMaM KyJbIypCKOTO THUIA, IS
KOTOPBIX XapaKTEPHO BBICOKOE Co/iepKaHHE (TOpa C JOMUHUPOBAHUEM HATpPUs CpeInd KaTHOHOB. B
cocTaBe CBOOOJHBIX M PAcCTBOPEHHBIX ra3oB Ipeobnamaer a3or. IIpu stom ans J[aBHIMHCKOTO
UCTOYHUKA Ta3 Oonee, yeM Ha 99% coctouT u3 azora (Jlomonocos, 1974). B otnuuuu ot a30THBIX
TE€PM JIPYTUX TOPHBIX PallOHOB 3€MHOTO IIIapa, B a30THBIX TepMax baiikambckoil pru¢TOBOM 30HBI
(bP3) mano xnopua-uona. Kpome Toro, a30THbIE TEPMBI XapaKTEPUIYIOTCS BHICOKHUM COJICPIKaHUEM

KpeMHeKucaoTel (JIomoHOCOB, 1974).
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Taobauya 3. PU3UKO-XUMUYECKHE ITAPAMETPHI B TEPMaTIbHBIX HCTOYHHKAX

Ucrounux T,°C pH Eh, H2S, Mr/n 02, | Tuno Bon, nebut | YciaoBHBEIE
mV mr/in | (balikan. Atmac. | o0o3Haue-
KoTteabHMKOBCKHUI
N3nus 77.5 9.2 -137 6 0 ®dTopuUHO- Kor_1
(Kommanresa ruapokapOoHar
I'opnenko, Hasi HATPHEBA,
1988) 10 n/c
[Tpyn 59 9.2 -110 H.a.* 2.8 Kor 2
Yceree 32 9.5 -120 H.I. 14.2 Kot 3
JaBumiMHCKHUH
N3nuB 37.5 9.2 —66.7 H.JI. 8.7 CynbdarHas 1
IIpyn H.I. H.I. H.I. H.I. H.O. | HaTpueBas BOJA, 2
1.2 n/c
Xakycckuit
N3nus 44.8 8.5 +58.7 0 3.7 Panonoas Xak 1
H3znus 24 7.8 +107 0 10.2 COJIOBas BOJA, Xak_2
4000 n/c
3MeHnHbIi
bonpinas Banna | 426 | 94 —441 33.04 0 l'unpoxapOonar 3m 1
Masas BaHHa 39.0 9.2 —443 33.04 0 HO-Cylb(aTHas 3m 2
VYcrbe 188 | 85 -230 0,7 8.25 | wnarpumesas, 0.2 3m 3
1/C

* H.JI. — HET JAHHBIX

2.2. MeToabl HCCJIEeT0OBAHAS
2.2.1. OT60p npod BOABI U JOHHBIX 0CAJKOB

OT60p nipo6 Bojk! ipoBouu cuctemon 6baromerpoB SBE 32 Carousel Water Sampler. Hedts
C BOJIHOM TIOBEPXHOCTH, JJIsi KOJTUYECTBEHHOTO OIpesesieHus H-ankaHoB U [IAY B BomHOM TOmIIIE,
OTOMpANU ¢ MOMOIIBIO CTEPHILHOTO CTaKaHA B CTEKIAHHBIE OyThUTH o6beMoM 1 am®. K kaxoit
npoGe BozbI 106aBamm 50 cM3 XJTOPHCTOro MeTUIIeHa, CMeCh BCTPAXMBAIN 1 3aKPhIBAIU TIPOOKOI ¢
MPOKJIAIKON alFOMUHUEBOM (onbru, Xpanunu A0 aHammsza npu +5°C. Otbop mpold st
MUKpPOOHOJIOTUYECKOT0 aHaJIN3a IPOBOANIIN B CTEPUIIbHbBIE (DIIAKOHBI.

[TpoObl TOHHBIX OCaJKOB OTOMpPaIM C TMOMOIIBIO JHOO OEHTOCHOM TpyOKH, MO0
IPaBUTAllMOHHON TpyOBbl ¢ TUIACTMKOBBIM BiiazbimeM ¢ Oopra HUC «[.1HO. Bepemaruny.
[TorydyeHHbIe KepHBI pa3pe3aid BAOJb HA JBE MOJOBHHBI, OJHY U3 KOTOPHIX HCIIOJIb30BAIU JJIS
acenTHYeckoro orbopa mnpod a8 MHUKPOOMOJOTUYECKUX U MOJIEKYJISIPHO-TE€HETUYECKUX
UCCIIEIOBAaHUM, JpYryl0 JJsl ONpEeAeNeHUs XMMHUYECKOIO CocTaBa IOpOBbIX BoJA. JloHHBIE
OTJIOXKEHHUs, TNpeAHa3HadeHHble s BeigeneHus JHK mocne orGopa romoreHusmpoBaiy,
YIaKOBBIBAJIM B CTEPUIIbHYIO (OJIBTY U MOMEIIAIN B KHJIKHI a30T, 1O MOMEHTAa MX aHaiu3a B
naboparopun. IlocTaHOBKY HAaKONMUTENbHBIX KYJIBTYP U IOJITOTOBKY 00paslloB K XMMHYECKOMY

AHAJIN3y MOPOBBIX BOJ BBIMIOJHSAJIN Ha CYJHC.
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2.2.2. ®u3NKO-XUMHYECKHE MeTOoAbl MCCJIeA0BAHUA TPOBEACHHI Ha 0aze MpPUOOPHOTO IEHTpa
KOJIJISKTHBHOTO T0JIb30BaHMs (DU3UKO-XUMHUUECKOro yiapTpamukpoananusa JINH CO PAH, LIKII
«YIJIBTPaMHUKPOAHAIIU3).

H3mepeHue KOHUEHTPAUMii YIJIeBOAOPOAHBIX Tra30B B JOHHBIX OCaJKax U
9KCIIEPUMEHTANBHBIX (hJIaKOHAX MPOBOAMIN MeToJoM (ha3oBo-paBHOBecTHOM nerazanun (Head-
Space Technique) (boabiiako, Eropos, 1987). Ananu3 meraHa B ra3oBoil ¢a3e MpoBOAWIM Ha
xpomatorpade «I3XO-TTNJ]» (mmaMeHHO-MOHU3AIMOHHBIA JETEKTOp, 2-X METpOBas HacaJI04HAs
KOJIOHKA ¢ BHYTPEHHUM JuaMeTpoM 2 MM, CopOeHT — Porapak, peskum uzorepmuyeckuii, T=100°C).
O6nbem raza ms ananuza coctabisul 0.03—0.05 M (00beM HUTriIbl XpoMaTorpaduuecKoro MIpHUILa).
OTtHocuTeNbHAS TOTPEIIHOCTh U3MeEpeHui 2%.

Pacuer koHLIEHTpaLMii yriIeBOJOPOAHBIX I'a30B BO (pjlakoHaX ¢ HAKOMUTEIbHBIMU KYJIbTYPaMU

OCYHICCTBJIAIIN I10 (1)OpMy.]'IeZ

C = (Slxcstx lep*) LV, (1)

100% XSseXM
rie C — KOHIIEHTpAIIHUs ONPeeAeMOTro Ta3a, MMOJIBL/IM; S1 — IIIOmab HKa ONPEeeNIeMOro ra3a B
po6e; Cst — KOHIISHTPAIUS OTIPEISIIIEMOT0 T'a3a B CTaHAapTHOM pode, %; V1 — 00bEM ra3oBoii aszsr
Bo (akoHe, aM>; p* — TMIOTHOCTH ompenenseMoro rasa npu 0°C u aTMochepHOM napieHuu 720
MM.pPT.CT., T/AM°; Sst — MIOMaab MHKA ONPEeNseMOoro ra3a B CTaHIapTHOIH mpobe; M — MomnsapHas
Macca OIpeJIeNIeMOro Ia3a, T/MMOIIb; Vo — 00bEM KUIKOH cpejibl BO (hraKkoHe, M.

[Tpo06sl ocaaka Juis aHaJIM3a XMMHUYECKOTO COCTaBa MOPOBBIX BOJA OTOMPATUCH U3 KEPHOB C
mrarom 5-30 cM. [lopoBbie BOJBI OTXKUMAIUCH MyTEM MOCIEAOBATEIBHOTO LEHTPUPYTHPOBAHUS
o6pa3uoB mpu 10000 g, a 3atem npu 14000 g u xpanunuce npu 4°C 10 MOMeHTa aHanu3a. Mi3mepenus
KOHIEHTPAllU aHHOHOB B IMOPOBBIX BOAAX MPOBOJMUIN METOAOM KHJIKOCTHOW XpomaTorpaduu Ha
xpomarorpade Muuxpom A-02 (OKOHOBA, Poccus) (IToromaesa u ap., 2007; Pogodaeva et al.,
2017). B xadecTBe HOCUTENs HMCIOJIB30BANIM THApodTanar kaaus. OTHOCUTEIbHAsI MOTPELIHOCTb
usmepenuit 5—7% (a0 10% ans xmopunos; bapam u ap., 1999). Conepxanusi KATHOHOB OIPENEIIIN
MeTo/[aMi aToMHOM axcopormu (Ca?*, Mg?") u aromuoit smuccun (Na*, K*) ¢ ucrmons3oBannem
aToMHO-ancopOnnonnoro cnekrpomerpa AAS-30 (ZEISS, Tepmanus) (Pomun, 2000).
OTHOCHUTENBHAS MOTPEHIHOCTh U3MepeHuil 3—5%. OTKIOHeHHe B MOHHOM OanaHce He MPEeBbIaIN
5-7%.

KoHueHTpauuo0 HUTPATOB, HUTPHUTOB H CYJb(AaTOB B HAKONUTEIBHBIX KYyJIbTypax
U3MEepsUIM Ha MOHHOM Xpomarorpade Stayer (AkBuioH, Poccust), ocHamenHoM KosoHko# lonPack
AS22 (Dionex, CIHIA) u [geTeKTopoM MPOBOAMMOCTH. AMMOHUN oOmpeAensian QeHo-
runoxjoputHoi peakuueit (Chaney, 1962).

KoHueHTpanuio cepoBo0poaa B HAKOMUTEIBHBIX KyJIbTypax onpezaensum coriacHo (Cline,

1969).
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AHaJIM3 coCTaBa KMPHBIX KHCJIOT y YHCTBIX KYJIBTYp MHUKPOOPTraHHU3MOB OIPEAEISIIH
MeTo0M Ta3oBoit xpomarorpaduu (I'X) ¢ macc-ciekrpomerpudeckum aerekruposanuem (MCJ) u
MJIaMEHHO-MOHU3AIMOHHBIM JIETeKTUpOBaHHeM B cootrBeTcTBUU C (HukonoBa u gnp., 2020).
KadecTtBenHblii aHamm3 METHUIOBBIX 3(hupoB )upHbIX kucioT (MDXKK) merogom I'X-MCJ
MIPOBOJIUJICS € UCTOJIb30BaHUEM cucteMbl ['X Agilent 6890B, coennHEHHON ¢ MacC-CIIEKTPOMETPOM
7000C GC/MS Triple Quad (Agilent, CIITA). KonmugectBennsiit ananusz MIXKK meronom ['X-MCJ]
NPOBOJWIICSA C HCIOJIb30BaHHEM ra3oBoro xpomartorpada Shimadzu GC-2010-Plus (Shimadzu,
Snonus). Xpomarorpadguieckue MUKW ObUTH OOHApYKeHbI B auamna3zoHe m/z 40-500. MOXKK 6butn
UACHTU(PUIIMPOBAHBl HA OCHOBE BPEMEHM YACPKHUBAHUS U HMX MAaCC-CHEKTPOB C IOMOIIBIO
nporpammbl NIST Mass Spectral Search Program nmnst nporpammuoro obecrieuenust NIST/EPA/NIH
Mass Spectral Library (V.2.2). Mmkekmus 2 MKJI 00pa3iia B KOJOHKY TPOBOIMIIACE B peskuMe splitless
¢ ucnonb3oBanueM konoHku Optima-17MS GC (30 m % 0,25 mM, SGE Macherey-Nagel, I'epmanust).
KonnuectBennoe ompeaenenne MOXKK mnpoBogunocs mytem ngobaeneHust 50 MK pacTBopa
BHYTPEHHETO CTaHaapTa qu-H-IernmioBoro 3¢upa (C2oHs20) B n-rekcane (1 mMr/mi) K 3KkCTpakram
MDXKK. [lns xkanubpoBouHoit dynkumun XMIXKK ucnonszoBamu MOXKK Mix, Cs-Cos (Supelco,
CIIA). Kpome unauBuayanbubix 3Hadenuidi k MOXKK Obimm paccunTanbl cpenHue 3HaueHus k
HACBIIICHHBIX M MOHOHEHACBIIIEHHBIX A(PUPOB KUPHBIX KUCIOT ISl ONpEAENCHUS HEKOTOPBIX
3(HUPOB KUPHBIX KUCIOT, OTCYTCTBYIOLIMX B CTAHAAPTHBIX CMECSAX U PACTBOPAX.

Hopmaabhbie yrieBogopoast u ITAY B npo6ax u3 BOAHOW TOJIM ONPENCTSIN KUIKO-
KUJKOCTHOM IKCTpaKIMel B XJTOpUCTHINH MeTuieH. [lepen skcTpakimeit k mpodam BOABI JOOABISIIN
100 mm® pactBopa ITAY (cMech Hadranuba-Os, anenadrena-dio, denantpena-dio, XpuseHa-oiz,
nepuiieHa-012) B alleTOHUTPHUIIE C KOHIIEHTpaIuei 5 Hr/mm® kaxioro nomuapena u 200 My° pacTBopa

CKBallaHA B XJIODHCTOM MeTuleHe ¢ KoHmeHTpammii 0.332 wmxr/mm®

. CMmecp BCTpsXHUBaIH,
TNepeHOCHIN B JEUTENbHYI0 BOPOHKY oObemMoMm 1 am®, 3arem nobasnsmu 30 cm® XJI0pHCTOTO
METHUJIEHa M BCTpSXUBaIM B TedeHue 3 MuH. [locne paccioenust a3 HIKHUI CIOH XJIOPUCTOTO
MeTUIeHa OTOMPAIM M HKCTPAKIIMIO MOBTOPSUIM HOBOM mopimeii 30 cM® DKCTpareHTa, SKCTPAKTHI

3., K xounenrtpatam mo6asmsmin Na;SOs

O0BEAMHSIIN U KOHIIEHTPUPOBAIM N0 o0bema ~1 cMm
(MpOKaJIeHHbIM, X4), CMEChb BCTPSAXUBAIM, LEHTPUPYTHPOBAIM, CYyNEPHATAHT OTACISUIM U
NepeHOCHIH BO (DIaKOHBI aBTO/03aTOpa XpoMmaro-macc-ciekrpomerpa (Gorshkov, Pavlova et al.,
2020a).

st onpenesnenus: n-ankaHoB U [TAY B 10HHBIX ocagkax, 00pa3lbl KEpHA BBICYIINBAIN
IIpY KOMHATHOW TEMIEpaType A0 MOCTOSHHOTO BECa, U3MENbUYAIM B CTYNKE J0 pa3Mepa 4acTHUIl
menee 0.74 MxM. 3aTeM criocoOOM KBapTOBaHUS OTOMPAJIH JIBE HABECKU C Maccoi 2—3 T, K KOTOPBIM

J0GABIISIIN PACTBOPHI BHYTPEHHHX CTaHapTOB 25 MM° pactBopa ITAY u 50 MM pacTBOpa ckBanaHa.

[TAY ¥ H-aIKaHBl KCTPATMPOBATH 15 cM® XJTOPHCTOrO METHIIEHA B yJIBTPA3ByKOBOI BAaHHE BAXKIBI
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nmo 20 wMuH. DKCTpakThl OOBEAMHSIIM U LEHTPU(DYTUPOBAIHU, CYNEPHATAHT OTIACISUIA U
KOHILIEHTPUPOBAIH 10 00beMa ~ 1 ¢cM® U mepeHocHIn Bo (IaKOHBI aBTO03aTOPa XPOMATO-Macc-
cnektpomerpa (Gorshkov, Pavlova et al., 2020a).

[TonroroBnenHble 00pa3lbl aHATU3UPOBAIM HAa XpoMmaro-macc-criekTpomerpe Agilent
Technologies 7890B GC System 7000C GC-MS Triple Quad ¢ kanunsproi koaonkoir OPTIMA ®—
17 ms (30 M x 0.25 MM X 0.25 MKM) B peKHME ITPOTpaMMHUPOBAHUS TEMIIEPATyPbl KOJIOHKH OT 50 10
310°C co ckopoctbto HarpeBa 20°C/MUH M C BBIIEP)KMBAEM KOJOHKHM B (DMHAIBHOW YacTWU IpU
temnepatype 310°C B teuenue 35 mun. Temnepatypa unxkekropa 280°C; TemnepaTypa UCTOYHUKA
230°C; sneprust nonnsaruu 70 3B. Jlnsa onpenenenus x-ankanoB u [IAY B konoHKy XpomaTtorpada
B pesknMe 0e3 IeieHns MOToKa BBOIMIM 2 MM° o6pasna. [IMKH aHaNTOB M BHYTPEHHUX CTaHIapTOB
PETHCTPUPOBAIM B PEKUME BRIOpAHHBIX HOHOB ¢ m/z: 51 u 74 (n-anmkansl), 128, 136, 142, 152, 154,
164, 166, 178, 188, 202, 228, 240, 252, 264, 276 u 278 (IIAY); u uneHTUUIUPOBAIH II0
OTHOCHUTEJBHBIM BpeMeHaM ynuepxuBanus (Gorshkov, Pavlova et al., 2020a).

Onpenenenue n-ankanoB u [IAY B MojesbHbIX IKcniepuMeHTax. O0pasiisl, oToOpaHHbIE B
X0JIe¢ MOJICIbHBIX JKCIEPUMEHTOB, MPEACTABISUIM COOOW TeTepOreHHbIE CMECH, BKIIOYAIOIINE
BOJIHYIO MUHEPAJIbHYIO CPEIy, IOHHBIE OTIOXKEHUS U 100aBKH CHIpOH He(TH. YObUIb H-AJIKAHOB U
MOJHUIMKINIECKAX apoMaTudecKux yriaeBoJopooB (ITAY) B yciaoBusSX 3CIEPUMEHTOB OIIEHUBAIN
BO BCEM 00beMe SKCIIEPUMEHTAIILHOM Cpe/ibl (0CaI0K U KyJIbTypaibHasi KUAKOCTh). [lepen ananuzom
00pa3ibl HEeHTpU(YTUPOBANIN; BOAHYIO (GpaKLUIO OTACISIN OT Ocajika rereporeHHoit cmecu. Ilepen
onpezaeneHueM x-ankaHoB u [TAY, 20-100 vk ckBanana (B quxiaopmetane, 0.60-30 mxr/mxir), 30—
200 MK cMecH AeUTepUpPOBAaHHBIX MOJUIUKINYECKHX apOMAaTUYECKUX YIJIEBOAOPOIOB: HadTalINH-
d8, anenadren-d10, penantpen-d10, xpusen-d12 u nepunen-d12 (B cMmecu x-rekcan-anetoH (1:1);
5-600 ur/mxit; Supelco, CIIIA), 106aBisiin K BOIHOM (hpaKIKUU U OCAIKy T€TEPOTeHHOU CMECH MPpod
B KauecTBEe BHYTPEHHUX CTaHAapTOB. OObeM 100aBISIEMbIX CTAaHAAPTOB OMPEICISIICS OKHIAeMBIM
COJIepKaHNEM YTIIEBOJIOPOIOB B 00pasIie.

[Ipu ompeneneHuu H-aJKkaHOB M3 BOAHOM (pa3bl YIiIeBOIOPOJIBI ABAXKIbl AKCTPArMPOBAIH
JUXJIOPMETaHOM, SKCTPAKThI 00BEANHSIN, U OO SKCTPaKT (9 MiT) IEeHTpU(yTrUupoBaiy B TEUCHHE
3 munyT nipu 2000 o6/MuH. 3atem Oe3BomHBIE Na;SOs mobaBmsimm K ~1 MIT aTMKBOTE HKCTPAKTa,
CMeCh BCTPSIXWUBAIM WM IEHTPU(YTUPOBAIN, a HAIOCATOYHYIO KUAKOCTh TIEPEHOCHIIA B TIPOOUPKY
aBToOJl03aTopa Xpomarorpada. YTieBoJopoibl U3BIEKAIN M3 OCaJIKa TeTePOTeHHON CMEeCH MyTeM
yIbTpa3ByKoBoi (35 kI'11) sKCTpakiuu 5 M1 AUXJIOpMETaHa B TeUeHUE 15 MUHYT. DKCTPAKT OTACISIIN
nenTpudyruporanuem npu 3000 o6/muH, O6e3BomHbi NaxSOs mobaBmsiii kK ~1 MII aTUKBOTHI
IKCTPAKTA, CMECh BCTPSIXUBAIH W IEHTPU(PYTUPOBAIH, a HAJOCAJTOUYHYIO KUIKOCTh TIEPEHOCHIIN B
npoOUpKy aBTojo03aropa Xpomarorpada. s ompenenenus ITAY Kk amukBoTaM MOJYYEHHBIX

9KCTPAKTOB ,Z[O68.B.H$UII/I 1 M H-TCKCaHa;, CMCCb BCTPAXUBAJIH, OCTABJIAJIM Ha ~24 4Jaca npu
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temriepatype +4°C u 3arem neHTpudyrupoBanu. BepxHuii cliol #-TeKcaHa OTACISIIN, J00aBIIsIIN
6e3Bogublii NaxSOs, cMech BCTpSIXMBAIM M LEHTPUPYTHPOBAIH, HANOCATOUYHYIO JKUIKOCTH
NEepeHOCWIM B MPOOHMPKY aBTOocamIiuiepa Xpomartorpada. Pe3ynbTrarel onpenesieHus] aHAIWTOB B
BOJIHOM U B TBepAOH (azax mpoObl CYMMUPOBAJIH U MPEICTABIUIA B BUJIE CYMMapHOI'O COJIEP>KaHuUs
B 00pasiax, 0ToOpaHHBIX B X0J1¢ MojJeabHOoro skcrepumenTa (Pavlova et al., 2022; ITaBnosa u mp.,
2024).

[ToarotoBieHHbie 00pa3ipl AHAIM3UPOBATM METOJOM Ta30BOl XpomaTorpapuu-macc-
CHEKTPOMETPUM KakK omucaHo Beime. CpeqHue IOKa3aTeau W3BJIeueHUs H-ankaHoB u [IAY

coctaBisuia 85%. [lorpentHocts onpeaenenus He npesbimana 15%.

2.2.3. Muxkpockonusi

Mopdonoruo MHUKPOOPTraHU3MOB H3yYaldd C IOMOILBIO METOJO0B TPAHCMHCCHOHHOM,
CKaHUPYIOILEH AJIEKTPOHHOW K cBeToBoM Mukpockonuu Ha 0aze LIKII «YapTpamuxpoanaius»
JIumuonoruueckoro uHcrutyra CO PAH. Jlns TpaHCMHUCCHOHHOM 3JIEKTPOHHOM MHUKPOCKOIHHU
00pa3Libl CyCIEeHIMPOBAIIU B CTEPUIIBHON BOJIE, CYCIIEH3UIO HAHOCHIIM HA MEJIHbIE CETKU, IOKPHIThIE
¢dopmMBapoBOi IUIEHKOM, M BbIcylinBanu. [lomyueHHble npenapaThl MPOCMAaTpUBAIM  Ha
TPaHCMHUCCHUOHHOM 3J1eKTpOHHOM MuKpockorne Leo 906E («Zeiss», I'epmanus).

Jis  ckaHMpYyIOUIeH SJIEKTPOHHOH MHUKPOCKOIHMU CYCHECH3HMIO KIeToK (ukcupoBamu 4%
pactBopom mapadopmanbaeruaa B 0.066 M Oydepe CopeHceHa nmpu KOMHATHOW TeMIiepaType B
TedyeHue Houu. Jlanee KiIeTku oT(UIBTPOBHIBAIIN HA MOJUKAapOOHATHBIE GUIBTPHI (AuameTp mop 0.2
MKM) M TIPOBOJMIN 00€3BOKHBaHKE B cepur pacTBOpoB 3taHona (30%, 50%, 70%, 96%, 100%) u
artetoHe (100%). 3aTem mpoBOIMIH CYIIKY B KpuTHueckoii Touke Ha mpruoope CPD 030 Critical Point
Dryer (BALZERS, Jluxtenurreitn). @uabpTpbl NOMEIIATN Ha aJIOMUHUEBBIE CTOJUKU U HalbUISUIN
3omotoM Ha yctaHoBke SCD 004 (BalzersUnion, Jluxtenmrreitn). [Ipenaparsl mpocMaTpuBaiu ¢
MIOMOIIIBI0 CKaHUPYIOMIETO 3JeKTpoHHOTro Mukpockorna Quanta 200 (FEI Company, CIIIA) c
YCKOPSAIOIIUM HanpsikeHUueM B 20 KUIIOBOJIBT.

s u3yueHust MOpQpoaoruu MUKPOOPTraHU3MOB METOAOM AIHU(ITYOPECHEHTHOW MUKPOCKOHH
K Ipenapary, 00€3BO)KEHHOMY B CEpPUM pPACTBOPOB JTaHONA, J00aBIsUIM pabO4Mii pacTBOp
¢dyopoxpomHoro kpacurens 4.6-auamuHo-2-penmnnnaona (JJADU) 1o koHedHOI KOHIIEHTpaLuu
0.5 Mkr/mn, BeiepkuBanu 3 MuH. VccnenoBanrue nMpoBOAMIM C TTOMOIIBIO AMHQIIYOPECIIEHTHOTO
mukpockomna Axio Imager M1 («Zeiss»). [nst uzydenuss Mophoiorud MUKpOOPTraHU3MOB METO/I0M
CBETOBOM MHKPOCKOIHMH Tpenapar oKpamuBaiu no merony I'pama. MccienoBaHue npoBOAMIH C

noMoIIkI0 MUKpockora AXio Imager M1, Zeiss, Germany.
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2.2.4. MeToabl HCC/IEI0BAHNSI TEPMOPUIBLHBIX MHKPOOPTraHM3MOB B JOHHBIX 0OCaJKax 03.
baiikan

JIns moTydeHns HAKOMMTEIbHBIX KyJIbTyp 00pasibl JoHHBIX ocaakos (10 cm®) acentuuecku
oTOMpali U3 LEHTPAJbHOM 4YacTH KepHa M cpazy nomemanu Bo (iaakoHbl oobeMoMm 116 mi,
comepxammue 30 MJI CTepWJIbHON OeckuciopogHoit muHepaibHor cpensl (BMC) crnenmyromero
cocrasa (r/m): NaCl — 0.3; NH4Cl — 0.33; KH2PO4 — 0.33; MgCl, x 6H20 — 0.33; CaClz x 2H20 —
0.33; NaHCO3 — 1; pezazypun — 0.001; Na,S x 9H20 — 0.3; npoxokeBoit skcTpakT — 1; 1 mut pactBopa
BUTaMUHOB, | M1 pactBopa mukpodsieMeHTOB ([Ipaktukywm..., 2005) u razoByro cmech H2:CO»
(80:20). Koneunsrii pH cpenpl cocrasisut 7.0. MHKyOAaI#IO MPOBOAKUIN B TEMHOTE IIPH TEMIIEPATYPE
60°C 6e3 nepememmuBanus (ITaBnosa u ap., 20196).

N3ydenne ¢QuaoreHeTuyeckoro pasHoodpasusi NMPOKAPUOT B TOPAYUX HCTOYHHKAX.
[Tomrydenubie 00pa3iibl BOAbI (5 1) GUIBTPOBAIN Ha HUTPOIICIUTFOIO3HBIE (PHIBTPHI (TUaMETp 25 MM,
pasmep mop 0.2 mxMm; Millipore, I'epmaHusi) ¢ HCIOIB30BAaHMEM NEPUCTAIBTHYECKOTO HACOCA.
Kaxnpiit punetp nmomemtamu B TE-6ydep (10 MM Tpuc-HCI, pH 7.4; 1 MM DJITA, pH 8.0) u
3amopakuBaimu npu —20°C st TpaHcOpTHPOBKHU B 1abopatoputo ([TaBnosa u ap., 202406).

IMony4yeHue YHCTHIX KYJbTYP TepMOPUIbHBIX 6akTepuid. Boyienenue Thermaerobacter sp.
PB12/4term npoBoauiu Ha cpene BMC, coctaB KoTOpoit yka3an Bbiiie. [locie monydeHus: Y4ucToi
KyJIsTypbl Thermaerobacter sp. PB12/4term u onpeziesieHus e TaKCOHOMHYECKOM MPUHAIICKHOCTH
KyJbTHUBUPOBAHUE MPOBOAMIM Ha a’poOHON MoauduimpoBaHHoit cpene 514 DSMZ (AMC) c
MOHUKEHHBIM COJICpIKAaHUEM CoJIed, coaepxkaiieit nentoH (1.25 /i) u npoxxkeBoit sxcTpakt (0.25
r/m). (Pavlova et al., 2023).

st mMopdonorndeckoil xapakTepucTHku mtamMm PB12/4term kyJbpTHBHpOBaIM Kak B
a’pOOHBIX, TaK W aHadpoOHBIX ycnoBusa Ha cpenax bBMC u AMC coorBerctBeHHO. Mopdomoruto
MHUKPOOPTaHU3MOB U3y4aJId METOAAaMH IIPOCBEUNBAOLIEH, CKAHUPYIOLIEH JIEKTPOHHON U CBETOBOU
MHUKPOCKOIINY.

Brnusiaue temnepatypsl, PH u conenoct Ha poct mramma PB12/4term usywanu va AMC.
OnTHUMalbHYIO TEMIIEpaTypy poCcTa OIpeIessuTH ¢ OMOIIBIO TpaueHTHOro Tepmocrtara Binder BD
53 ¢ mmamazonom temmepatyp or 30 mo 100°C c¢ marom 5°C. Baustaue xonuentparmii NacCl
TecTHpoBaiH B Auanazone 0—15 r/n, mobasisist pasnuunbie kKonunentparmu NaCl B cpeny, ero He
conepxanryro. Jlnanazon pH ans pocra onpenensiiu ¢ noMomsio noprarusHoro pH-merpa WTW
«pH 3310» (I'epmanus). pH perymuposanu ucxomasivu pactsopamu HCI (0.6 1) 1 NaOH (10%).

CrniocobHocTh M3ossaTa PB12/4term wmcmonb30BaTh pa3jiMYHbIC OPraHUYECKUE COCTUHEHUS B
KadeCcTBE MCTOYHHKA yIiIepojia U SHEPTHH B adpOOHBIX YCIOBHSIX TECTHpPOBaiH Ha cpene AMC, He
coJiepKaleil MenToH U JAPOACGKEBOM HKCTpakT. B MuHepanbHyI0 cpelly BMECTO 3TUX KOMIIOHEHTOB

BHOCHJIN OPTaHUYCCKUC KUCIIOThI, Caxapa WUJIH MICIITUAbLI B KOHLICHTPpAlluH 3r/nu CIIUPTHI — 5 mun/m.
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Jlis onpeneneHus cyOCTpaToB, UCTIONB3YEMBIX B aHAPOOHBIX XEMOJIUTOTPOPHBIX YCIOBUSAX,
u BrusiHUS KoHIeHTparuu CO2 Ha poct mramma PB12/4term, u300sT KyJIbTUBUPOBAIM Ha Cpelie
BMC, ne conepxkaiieil apox:keBOil sKCTpakT. TecTupoBamu MOJEKYJSIPHBIA BOJIOPOJ B KaueCTBE
noHopa s1ektponos, SO (5 1/m), NazS203 x SH20, NazS0O4, NaNO3, NaNO2 (1 r/n xaxoro), Oz (1—
20% o/0) B kayecTBe akienTopoB AeKTpoHOB U CO2 Kak UCTOUHUK yriepoaa.

st u3yuenus Biavsiaus konneHtpanuu CO2 Ha poct mTamma PB12/4term B BMC no6asisuim
Na:S203 x 5H20 (1 r1/m) B kadecTBe akmenrtopa 3JIEKTPOHOB. ['a3oByro (azy 3ameHsuH
HeoOxoaumbiMK KoiumdecTBamMu H2:CO» (60:40, 80:20, 95:5, 98:2 nim 99:1) (Steffens et al., 2021).
KynsTuBupoBanue nposoauiu npu 60°C 6e3 nepeMernBaHusl.

['eteporpodHbIif pocT B aHapoOHBIX ycoBusx onpenensiin B BMC 6e3 no6asnenus NaHCOs
B atMoc(epe a3ora. B kadecTBe aknenTopoB 31ekTpoHOB ucmonb3oBasii NaNOs (10 mM), NaNO»
(2,5 MM), NazS04 (14 mM), S° u NapS203x SH20 (15 MM); Tiroko3y, GppyKTo3y, caxaposy, J1aKTo3y,
MaJIbTO3Y, apabMHO3y, MAHHO3Y, MaHHUT, KpaxMaJl, IeNTOH, TPUITOH, IpoxckeBoi akeTpakT (0.2%
Kaxzaoro), auerat (10 MM), ruuepus (20 MM) u stanoin (20 MM) B KauecTBE JOHOPOB AJIEKTPOHOB.
B kadecTBe KOHTpOJII TECTHPOBAIM POCT Ha cpermax Oe3 BHeceHus cyoOcrpara. Poct kierox
OLIEHUBAJIM C MOMOIIBI0O MUKpocKonmuu. CyOcTpaT CUMTaIM HCHOJIb3YEMBIM, €CIM KOHIEHTpalus
KJIETOK, [10 MEHBLIEH Mepe, B TpU pa3a IpeBbIlalia pocT B KOHTposie. Bee skcneprMeHThI TPOBOIMIN
B Tpex noBTopHocTsx (Pavlova et al., 2023). IlItamm Thermaerobacter sp. PB12/4term nenonupoBan
B kosutekio BKM (=VKM B-3151).

Brigenenue mramma PB15/Grf7geo npoBoannyu Ha MoaudumpoBaHHoi cpene Bunnens ans
npecHoBoaHBIX popm (MBII®) (Kojima, Fukui, 2010) cnenyromiero cocrasa (1/:1): NaCl — 0.25,
NH4Cl — 0.1, KH2PO4 — 0.1, MgCl> x 6H20 — 0.2, CaCl, x 2H20 — 0.1, NaHCO3 — 1, apox:keBoit
akcTpakT — 0.5, anerar Hatpus — 1, makrar Harpust —14 MM, NazS x 9H>0 — 2.5 MM, 1 M pacTBOpa
BUTaMMHOB, 1 M1 pacTtBopa mukposnaemeHToB (IIpakrtukym..., 2005), 1 mu pactBopa ceneHHUTa-
Bosiib(pamara, razoBas cmech N2:CO2 (80:20). Moaudukanus 3akioyanack B MOHHKCHHOM
COZICpP’KAHMU COJIeH, MCKIoueHnn cynbgara u BriIroueHnn NaxS03 x SH20 (10 MM) u KNOs (20
MM). B kauecTBe BOCCTaHOBUTENS UCOIB30BANIU Ccynbdua HaTpus (2.5 MM). Koneunsit pH cpespl
coctaBisin 7.0. KyneTuBHpoBaHue mnpoBomwin mpu Temieparype 60°C 6e3 mnepeMenrBaHus.
[Tonyuenune umcroir KynbTypsl PB15/Grf7geo Benmm myrem mocieqoBaTelIbHBIX MEPECEBOB C
MOCJIEAYIOIIUM BbIZIeIEHHEM KOJIOHUW Ha TBEPJIOM cpelie TOTo e cocTaBa ¢ JoOaBJIeHHEM arapa —
15 1/n. [locne monmydenust unctot KyapTypbl PB15/Grf7geo u onpenenenus ee TakCOHOMUYECKOM
NPUHAIICKHOCTH KyJbTUBHPOBAaHME NPOBOJWIM Ha cpelae cleayromero cocraBa (r/m): B
JanbHEeHIeM KyIbTyphl TOIEpKUBAIN Ha MoauduuupoBanHoi cpene Jlypua-bepranu (r/m): KNO3
— 1.0; apoxokeBoit skctpakt — 0.5; Tpunron wim nenton — 1.0; arap — 10; renspur — 4 (Gelrite,

Duchefa Biochemie).
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BrusiHue cojeHOCTH Ha pOCT mTaMma ompenensuid, ucnonb3ys MBII®, nobasnss NaCl B
koHIeHTpauu oT 0 mo 15 r/m mpu ¢onoBom comepkanuu NaHCOs 1 r/n. Onpenenenue
TEeMIIepaTypbl, ONTUMAIBHOM IJIsi pOCTa IITaMMa, MPOBOJWIM C MCIOJIb30BAHUEM TI'PaJUEHTHOTO
tepmoctara Binder BD 53 B mmamazone temmeparyp ot 30 go 100°C. 3nauenus pH mns pocra
mramma PB15/Grf7geo onpenensiiiu na MBII® 6e3 xnopuaa HaTpusi, BRIpaBHUBAJINA MOJIIPHOCTD IO
HATPUIO C IMOMOIIbIO OMKapOoHaTa HaTpus. Pe3ynprar cHMManu depe3 3 CYTOK HMHKyOaluu B
tepmoctate npu 60°C. HccrnenoBanune (GU3NOIOTO-OMOXMMHUYECKUX XapPAaKTEPUCTUK IITaAMMa
npoBoauiu corsmacHo (Logan et al.,, 2009). Cnexkrp yrjieBOJHOTO TUTAaHUS BBISIBISUIH C
UCIIONIb30BaHUEM JAuarHoctuyeckux cpen ['mcca. Opranudyeckue KUCIOTHI, caxapa WM MENTHIbI
N00aBIsIM B KOHIEHTpauuu 3 1/1, ciupTel — 5 mi/n. [loceBsl mHKyOupoBanu mnpu 60°C. Bee

HCCIICOO0BaHUsA ITPOBCACHLI B 2-x IIOBTOPHOCTAX.

2.2.5. MeToabl uccie10BaHNUSA NPOLECCOB 00Pa30BAHUM YIJIEBOIOPOAOB B 0CA04HOI TOIIIIE 03.

Baiikau

2.2.5.1. [IpeoOpa3zoBaHue OPraHN4YeCcKOro BemecTsa B TepMOOAPUYECKUX YCIOBUAX
DKCHEepUMEHTAJIbHYI0 MHKYOAluio 0o0pas3loB JOHHBIX OCaIKOB 03. baiikanm mpoBoammu B

kamepax Bbicokoro jaasienusi (KBJI), pazpabotannbix B MHCTUTYTE HEOPraHMYECKOH XUMHU UM.

A.B. Huxonaesa CO PAH, no3BoJsitolye BOCIIPOU3BECTH yCIOBUS, XapaKTEPHBIE JJI1 TEKTOHUYECKH

aKTUBHOM 30HBI 03epa baiikan (80°C, 5 MIla) (puc. 19).

Pucynox 19. Cxema KBJ ¢
KR 3arpyeHHbIM oOpasuom. LlutuposaHo
AX 50 mre no Manakov, Pavlova et al., 2019.

800

[Togpo6HOE ommcanue pa3paboTaHHOTO O00OPYIOBaHUSA (KOMILJIEKT aBTOKJIABOB W TIE€YEH,
NpeHAa3HAYCHHBI U  BBIINOJHEHUS JUIMTENbHBIX OSKCIIEPUMEHTOB M0 KYJIbTHUBUPOBAHUIO
MHUKPOOPIaHU3MOB, C MAaKCUMAJIbHBIMU 3HaueHUssMH AasieHus — 1o 20 Mlla u temmnepartype 1o
+150°C) mpuBeaeHo B crathe ManakoBa A.1O. ¢ coasropamu (Manakov, Pavlova et al., 2019). IToce
otOopa mMpoO, TOMOreHe3UPOBAHHBIN OCaJOK AeNuian Ha Tpu yactu: (1) — ucmonb3oBan IS
NPOBEICHUS XUMHMUYECKOTO aHaliM3a W ONpeAeNieHHs COCTaBa MHKPOOHOTO coOOILIecTBa J10

MMOCTAHOBKH 3KCIICPUMCHTA, (2) — BTOPYIO 4aCTbhb OCaJKa UCII0JIb30BaJIM B KAYCCTBC OTPULATCIIBHOT'O
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MHUKPOOHOJIOTHYECKOTO KOHTPOJIS (cTepuin3anus aBTokiaBupoBanueMm npu 135°C B teuennn 40
MUHYT), (3) — UCII0Ib30BAJIN HENIOCPEACTBEHHO B 3KCIIEPUMEHTE.

J10 MOCTaHOBKM IKCIEPUMEHTA 00pa3Lbl XPAaHUIIN B JKUIKOM a30T€ ¢ MOMEHTa 0TOOpa mpoo.
[Tpu mocraHoBKe 3KcriepuMeHTa 00pa3ibl NOMEIAIN B CTEPUIIbHBIN CTEKISIHHBIN CTakaH 00beMOM
100 mn. Jlns HacelmeHus oOpasiia BOJOH, CBEpXY YKIAIbIBAE€TCA CIIOH OWTOro Jbja,
MPUTOTOBIICHHOTO U3 0aiiKaIbCKOUW CTEPHIILHOM BOJIBI, 00BEeMOM MpuUMepHO 1/4 ot oObema oOpasia.
B kayecTBe IOMONHUTENIFHOTO OPTaHUYECKOTO BEHIECTBA B 00pa3Ilbl TOHHBIX OCaJKOB 03. baiikai,
OTOOpaHHBIX MJIsi HPOBEACHHS SKCIEPUMEHTOB J00aBIsUIM OHMOMaccy HMAaTOMOBOI BOJOpPOCIH
Ulnaria acus (panee Synedra acus), koTopas BXOJUT B COCTaB JIOMHHHPYIOIIMX BHIOB
¢uTorutankToHa 03. baiikan, BHOCHT CyIIeCTBEHHBII BKJIa/l B TUILEBBIE CETH U KPYTOBOPOT KPEMHHUS,
a TakXkKe ABIseTCS OnocTpaTurpaduIeckuM MapkepoM OaliKaabCKOH MajaeoIeTONMCH IJICHCTOLeHA U
rosorieHa (Grachev et al., 1998). Ee akceHu4Has KyjibTypa JIIOOE3HO MpEIOCTaBICHA OTACIOM
Vawstpactpyktypsl kiaetku JIMH CO PAH (Shishlyannikov et al., 2011).

CrakaH ¢ 0CaJIkOM U THATOMESIMH 3aKPBIBATH TE(PIOHOBOW KPHIIIKOH, NEPEHOCHIIN B aBTOKJIAB
(obmuit o0vem 150 wmu1), U BbAEpKMBaJIM S5 YacoB IpU KOMHaTHoW Ttemmeparype. Ilocne
pa3MopaXMBaHUs OCaJIKa U JibJia, aBTOKJIaBbI TpoAyBaiu razoBoi cMecsio CH4:H2:CO2 nnu CHa, u
JOBOJWIIM AaBiieHue razoBoil ¢assl g0 4.2 MIla. Mcnonb3yemble ra3pl ObUIM MPOCTEPUIN30BAHBI
dunbTpanueit uepe3 pwibTp ¢ quamerpom mop 0.2 mxm (Millipore, CIIIA). [Tociie 3TOro aBTOKIIaBbI
MoMeIIaJid B TepMocTathl ¢ Temriepatypoit 80°C rae, B pe3yibTaTe HarpeBaHus, JaBJICHUE B HHUX
Bo3pactasio 10 5 MIla. JnuTensHOCTh SKCHO3UMIUMM OOpa3LoB NPH 33JaHHBIX TEMIIEpaType |
JlaBJIeHUH cocTasisiia oT 7 1o 17 mecsiues. [Tocne Bekpbrtust KB/I, ocanku B HUX TOMOT€HU3UPOBAIIH,
nocie 4ero 95 r kaxaoil mpoObl 3aMOpPaKMBaJIM B KUAKOM a30T€ C LIEIbIO MOCIEAYIOIIEro X
ucnosnbp3oBanus A BoiaeneHus cymmapaoi J{HK (20 r) u onpenenenus u3aMeHeHU B COAepKaHUU
M COCTaBE€ OPraHMYECKOTO BEIIECTBA METOJOM Ta30BOT0 XPOMAaTO-MacC-CIEKTPOMETPHUYECKOIO
aHamu3a (7571). OcraBmmecss 5 T Kaxaol NpoObl CyCHEHAMPOBAIM B CTEPHIBHOW BOJE U
UCTIOIB30BaJIM [T MUKpOCcKomnuueckoro ananm3a (Pavlova et al., 2016; Bukin, Pavlova et al., 2016;
[TaBnoBa u ap., 2019a).

CoctaB M pacnpenesieHHe YIJIeBOJOPOA0B MAaJbTEHOBOW YacTH B IPEIABAPUTEIBHO
MOJYYEHHOM XJIOPO(OPMEHHOM 3KCTPAKTE U3 00Pa3llOB JOHHBIX OTIOXKEHHUH J10 Hayasia (C yueToM
JIOTIOJTHUTEIIbHO BHOCHMBIX OPraHMYeCKHX CyOCTpaTOB) M B KOHIIE 3KCIIEpUMEHTa HCCIIEeI0Ban
XpoMaTo-Macc-CleKTpOMEeTpuiYeckiuM MeTo oM. Ilpu moaroroBke k uccnenoBaHuio Copr. 00pa3ibl
0CaJika BBICYIIMBAIIM, U3MENbYAIH J0 COCTOSHUS MOPOIIKA C YaCTHIIAMH, HE TPEBBIIIAOIINMU B
muamerpe 0.25 mm, u obpabarbiBanu 10% pactBopom comnsiHOM kucnoTel. Konnentpamuto Copr
yCTaHABIMBAJIM C TIOMOIIBIO IKCTpece aHanm3aTopa yriepoaa AH-7529 (I'3UII, benapycrk) meTogom

CKUTAHMS TIOJYYCHHBIX TIPO0 B TOKE Kuciopozaa npu temmeparype 1000—1100°C.
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Briaenenue pactBopuMoii ppakiiui OpraHM4ecKOro BEIIeCTBa U ONpPEIeIeHHE MOJIEKYIIPHBIX
OuomapkepoB npoBoAwin coriiacHo meroauke Kammpresa B.A. ¢ coasropamu (Kamupies u ap.,
2001). butyMouIbl SKCTPAarupoBaIl XJI0popOopMOM MPU KOMHATHOW Temrieparype. MaibTeHOBYIO
bpakiuo OUTYMOUIOB BBIJIEISUINA TyTEM OCaKICHHS acallbTeHOB H30BITKOM MeTpoJieiiHOro 3dupa
U pa3lensuii Ha Xpomarorpaduyeckux KOJOHKaX Ha METaHOBO-Ha(pTEHOBBIE M Ha(TEHOBO-
apomarudeckue ¢ppakuuu yrieBoaopos! (YB), OeH30bHBIE U CIUPTO-O0EH30IbHBIE CMOJIBI. AHAIIN3
COCTaBa MOJIyYEHHBIX (PpaKIHid MPOBOIMWIM METOIOM Ta30BOH XpOMaTo-mMacc-CIIEeKTPOMETPUU Ha
cucTeMe, BKJIOUYaromiei razoseiii xpomarorpad Agilent 6890 (CIIIA) u macc-criektpometp Agilent
5973N (CIHA) ¢ kanmuisipHoi kosoHkoi Agilent HP-5MS (30 m X 0.25 MM BHYTpEHHHI AHAMETD;
CIIA). BBox mpo6 ocymecTBisics 0e3 paeneHus. HVaeHTHUKAUIO WHAWBUIYATbHBIX

YTIEBOAOPOAOB MPOBOIMIIN TTOUCKOM o 6ubmmoteke NIST-05.

2.2.5.2. O6pa3oBaHue yrjieBoJ0pPOAHbIX ra30B

DKCIIepUMEHT MPOBOAWIM BO (hIakoHaX, cojaepkammx OukapOonatHyro cpexy llpennura
(Widdel, Pfennig, 1982) crenyromiero cocrasa (r/m): NaCl — 0.3; NH4Cl — 0.33; KH2PO4 — 0.33;
MgCl> x 6H.0 — 0.33; CaClz x 2H20 — 0.33; NaHCOs — 1; pesasypun — 0.001; 1 mn pactBopa
BUTAaMUHOB U 1 M1 pacTBopa MuKkpoaneMeHToB ([Ipaktukywm..., 2005). Bo ¢hnakonst o6bemom 15 mi,
cozmepxantue 10 Mt cpeapl, BHOCHIM 1 cM® TIpo6bI JOHHBIX 0cafkoB. [Ipy MPUroTOBIEHNH Cpen U
PacTBOPOB YCIIOBHSI CTPOTOM aHAIPOOHOCTH IOCTUTAIMCH KUTISTIEHUEM CPeJl, 3aMEHOM ra3oBoi (a3l
Ha a30T, JnoOaBieHueM peayuupyroomux areHtoB (Na:S x 9H20 — 0.5 r/x). [ns usyuyenus
CHOCOOHOCTH MUKPOOHOTO CO001IIeCTBa 00pa30BBIBATH YTIEBOJOPOAHBIE I'a3bl 110 Al[ETATHOMY MYTH,
B OCHOBHYIO Cpely BHOCWJIM aleTaT HAaTpHUs B KOMW4ecTBE 2 r/1. [I1s1 HaKOIJICHUS W BBIIEICHUS
JUTOTPO(HBIX METAHOTCHOB ra3oBas ()aza B cocyaax il KyJbTHBHPOBAHUS 3aMEHsIach Ha CMECh
H2:CO: (80:20). dnakonsr uakyodupoanu npu temmeparype 4°C B teuenue 3-x mecsies (ITaBnosa
u 1p., 2016). HakomuTenbHble KyJIbTYpbl METAaHOT'€HHBIX apXed Moy4yaaud B JKUAKOH cpene
[Ipennura, ykazaHHOrO BBHIIIE COCTaBa, C HCIOJIb30BAHMEM aHa’pPOOHON TEXHUKH XaHTeWTa

(Hungate, 1969) u merona nocienosateabHbix pa3seneHuii (IIpaktukym. .., 2005).

2.2.6. MeToabl n3y4eHUs1 aHAIPOOHBIX NMPOLECCOB OKUCIEHUS HepTH

J1st IoTyYeHnsT HaKOTTUTENTbHBIX KYJIBTYP, 00pa3Iibl JOHHBIX OCAIKOB aCENITUYECKN OTOMpaIN
U3 [IEHTPaJIbHOM YaCTH KepHa U cpasy IMoMeIaiu Bo GuakoHbl o0beMoM 116 mit, coneprxkamue 50 M
CTEpHIIbHOM aHa’pOOHON MUHEpaIbHOM cpe/ibl cienyromiero cocrasa (1/m): NaCl — 0.25, KCI — 0.1,
NH4Cl - 0.1, KH2PO4— 0.1, MgCl2 x 6H.0 — 0.2, CaClz x 2H.0 — 0.1, NaHCOs3— 1, NazS x 9H20 —
0.5 MM, peszazypun — 0.001, pactBop BUTaMUHOB — 1 M1, pacTBOp MHKpO3IeMeHTOB 10 [1dhennury
(ITpaktukyM..., 2005) — 1 mu. drakoHBl 3aKpbIBAJIM PE3MHOBBIMU NMPOOKAMU U aIFOMUHHEBBIMU

KOJITTAYKaMH, TPOYBaIM OYMIIEHHBIM OT KHUCIIOPOJIa a30TOM U BCTpsixuBaiu 15 munyT ripu 160—180
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rpm na opOutaigpHOM 1eiikepe (OS-20, BioSan, Pura, JlatBus). IlonydeHHYIO CYCIEH3HMIO C
HIOMOIIBIO HITTPUIA IEPEHOCHIH BO ()JIAKOHBI ¢ MUHEPAIILHOW CPEJIOM YKAa3aHHOT'O BBIIIE COCTABa,
coJieprKaIieit pa3iauanblie akienTopsl 31eKkTpoHoB: H2:CO2 (80:10 06.); NaxSO4 (20 mmois), Ta3oBas
daza N2:CO2 (90:10 06.); NaNOgz (2.3 mmoub), razoBas daza N2 (100% 00.). AMopdHbIi okcua
Fe(Il) (10 mmos), monyuennsiii coracHo (Slobodkin et al., 1997), BHocHIN B MUHEPAIBHYIO CpEAY,
HE COJEpXKallyl0 BOCCTAaHABIMBAIOMIMX areHToB, raszomas ¢aza CO2 (100% 06.). B pesynbrare

HOJTy4eHO 16 HaKOMUTENBHBIX KYJIbTYp (Tadi. 4).

Tabnuya 4. YciaoBHble 0003HAYEHUS TMONYYCHHBIX HAKONMUTENbHBIX KYJIbTYp U YCIOBUS
KYJIbTUBHUPOBAHUS

Paiion otbopa | I'nmyOuna orbopa | Temmnepa- AKIIENTOp 31EKTPOHOB
po0 po0 JOHHBIX Typa H2:CO3 S05~ NO3 Fed*
0CaJIKOB / KYJIbTUBU-
YCIIOBHOE pOBaHwUs,
0003HaUYeHUE °C
I'opeBoii YTec | St. 5, GC. 3, 10-30 GUIL_ GUI_SOq4
/ GUI HCOs
St. 5, GC. 3, 100- GUIIL_ GUII_SOq4
120/ GUII 10 HCOs
b. 3enenosckas | St. 4, GC. 6, 30-50 K1 HCO3 | K1 SOs | K1 _NOs3 | K1 _Fe
cm /K1 B3
St. 4, GC. 6, 250— K2_HCOs; | K2 SOs4 | K2 NOs | K2 Fe
270 cm / K2 B3
b.3enenonckas | St. 10, GC. 1, 10— T1 HCOs | T1 SOg4
30cm/ T1 B3 60
St. 10, GC. 1, 140- T2_HCOs3 | T2 SO4
160 cm /T2 B3

B kauectBe ncrounuka yriaepoga ucnosib3zoBaiu 50 mki (38 mr, p = 760 mkr/mMki) HedTH
(AHrapckas HepTexumuyeckas KomnaHusi, Poccus), cTepmin3oBaHHON (UIBTPOBAHHEM uepe3
¢unprp-nacaaky (0.2 mxm, Minisart, Sartorius Stedim). DkcreprMeHTBHI NPOBOAMIM B TpeX
noBTopHocTsAX npu Temmeparype 10°C u 60°C B TemHoTe 0e3 mnepememnBaHus. B kadecTBe
OTPHUIIATEIILHOTO KOHTPOJS HCIOJIB30BAN CTEPUIBHYIO cpefy ¢ HedThio 0e3 mobaBieHus mpod

ocazakos (Pavlova et al., 2022; [TasoBa u ap., 2024a).

2.2.7. MeToabl U3y4eHHUsl a3POOHBIX MPOLECCOB OKHCIeHUsI HepTH

Y4yer YHCJIEHHOCTH KYJbTHBHPYEMBIX YIJIEBOAOPOAOKHCISIIONIUX MHKPOOPTraHN3MOB
(YBOM), nonyyenue unucthiXx KynpTyp YBOM mnpoBoaunu Ha arapu3oBaHHOW cpeae byminemna-
Xacca (Bushnell, Haas, 1941) cnenyromero cocrasa, 1/1: MgSO4 x 7H20 — 0.2; CaClz x 2H,0 —0.02;
K2HPO4 — 1.0; (NH4)2HPO4 — 1.0; KNO3z — 1.0; FeCls x 7H20 — 0.05; pH 7.0 ¢ no6aBnenuem Ha
MOBEPXHOCTh arapru30BaHHOM cpepl 70 MKIT chipoit HedTH i #-aimkaHoB CioH22, C12H2e 1 C16H34.

Coipyto HepTb (AHXK, 1. AHrapck) u peakTuBbl H-aJIKaHOB CTEPUIIN30BaU (PUIHTPOBAHUEM Uepe3
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bunsTp ¢ tuamerpom nop 0.45 MKM 1 XpaHUIIU B CTEPWIBbHBIX (h1akoHax. OpranoTpodHsie OakTepun
OTIpEeNIeIISTN Ha PHIOO-TIEITOHHOM arape, pa30aBIeHHOM B AecATh pa3. [loceBbl MHKYOHpoOBaIu npu
10°C B Teuenue 7 IHEM.

AKTHBHOCTH €000IIecTBA 0alKAJIBLCKMX MHKPOOPraHM3MOB B Ipolecce aerpajanuu
HedTH, ompeaesieMyl) MO YObLIM H-aJKAHOB, OICHUBAIM IIyTeM KYyJIbTUBUPOBAHUS B
OaifKabCKOM BOJIE, B KOTOPYIO H00aBsud HePTh B KommdecTBax oT 1.3 mo 7.2 mr/100 mu. TIpoOst
BOJIBI OTOMpAIM C BOAHOW TIOBEPXHOCTH B paiioHe HedrenposiBieHuid y M. I'opeBoii YTec — B 30HE
He(TSHOTO MATHA ¥ 3a €Tro IpeaeaaMu, Ha GOHOBOW cTaHIMK bapry3uHCkuii 3amuB (0K010 15 KM ot
Hedrenposrnenus). [Ipu KyTbTUBUPOBAHUY B SKCIIEpUMEHTAIbHBIE KOJIOBI (00BeM 250 mut) ¢ 100 mut
OaiikanbCckoil Boabl npobaBmsum 25, 50, 100, 125 mkn crepunbHOH HepTH (MECTOPOKICHHE
IOrpunckoe, 3anagnas Cubups), comepxkameit 13, 25, 55, 72 HI/MKI H-aIKaHOB COOTBETCTBEHHO
(Tpu KOJIOBI AJIs1 KaXK0M KOHILIEHTpauu HepTu u po0 BOBI U3 Kaxk 101 30HbI). B kauecTBe KOHTPOIIS
UCIIONIB30BAIM  CMECh CTEPWJIbHOW OalKalbCKOW BOJBI U HEPTH C COOTBETCTBYIOIIMMU
KOHLEHTpauusiMu. MoJenbHbli 3kciepuMeHT npoBoanian npu 4°C B Teuenun 60 cytok (I1aBnosa u
ap., 2012).

KynbpTuBHpOBaHUE MHKPOOPTaHU3MOB JJIsl OMNpEAENCHUS CHOCOOHOCTH MPOAYIHPOBATH
BHekJIeTouHble OMOITAB npoBoauin Ha cpenax ciaenyronero cocTana:

e Juis1 OaKTepHii, OTHECEHHBIX K poy Rhod0oCOCCUS ncmolib30Baiu cpety CleAyroIero cocTaBa
(r/m): KNO3 — 1.0; KH2PO4 — 2; KoHPO4 — 2.0; (NH4)2SO04 — 2.0; NaCl — 1.0; MgSO4 x 7H20 —0.2;
CaClz x 2H20 - 0.02; FeCls x 7H20 — 0.01; p-p mukpoanemenrtoB ([Ipaktukym..., 2005) — 1 mu. dis
MIOBBIIIEHUS BBIX0OJa OnocypdakTaHTa B MHHEPAIBHYIO Cpelly BHOCHIIN JAPOKKeBoi sKkcTpakT — 0.1
r/n (Kyrokuna, 2006).

e uis1 OakTepuii, OTHECEHHBIX K poay Pseudomonas, ucronb3oBanu cpeay coriacHo (Kapnenko
u ap., 2006) (r/n): K2HPO4 — 2.0; KH2PO4 — 1.2; NaNOs — 3.0; MgS0O4 x 7H20 — 0.5; NasCsHsO7 —
S.

e st Oaktepuii pomoB Paenibacillus, Brevibacillus, Micrococcus, Arthrobacter,
Novospingobium, Microbacterium, Micromonospora HCHONB30BaIM MHUHEPAIBHYIO — CpeIy
bymnemna-Xacca.

B kauecTBe €QMHCTBEHHOIO MCTOYHHMKA YIJIEpoJa BO BCEX cpenax Hcnonb3oBaid 3% H-
rekcajgeka (0/0). KynbTuBHpOBaHME MUKPOOPraHM3MOB INPOBOAMIM B Koybax IpieHmeliepa,
oovemom 300 mu, comepkammx 100 mu muTatenbHOM cpenpl, Ha opbuTambHOM mielikepe (140
00/MuH) B TeueHue 4 cyTok npu temmeparype 22°C.

CrocoOHOCTh MMKpPOOPraHM3MOB K CHHTE3Yy KIETOYHO-CBS3aHHbIX OMOIIAB wu3ywanmm y
YeThIpeX IMITaMMOB, OTHECEHHbIX K p. RhodOCOCCUS m y oHOrO mTamMMma, OTHECEHHOTro K p.

Pseudomonas. KynbTuBHpOBaHHE TMPOBOAWIM Ha Cpeaax, ONHWCAHHBIX BBINIE, B KOJ0ax
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Opnenmeiiepa, oobemoM 3000 M, comepxkamnux 1000 M muTaTenbHON Cpebl, HA OPOUTAIIEHOM
mieiikepe (140 06/mMuH) B TeueHnue 4 cyTok mnpu temreparype 22°C.

Onpedenenue noxazameneli  cunmesa  NOBePXHOCMHO-akmueHvlx  eeujecms  (I1AB).
CnocoOHOCTh MHKPOOPraHU3MOB K cHuHTe3y OuOlIAB oneHuBanu MO CHIKEHUIO YpPOBHS
MOBEPXHOCTHOTO HATSHKEHUS (G) HAa TpaHUIE >KUAKAs cpeJa — BO3AYX M IO MPOSBICHUIO
AMYJIBIUPYIOIIEH aKTUBHOCTH CYTIEPHATAHTOB KYJIbTYpajIbHON )KUJIKOCTH (BHEKIIeTOUHbIE OMOITAB)
¥ BOJHOH SMYJIbCHU JIMIIUIHOTO IKCTpaKTa OrMomacchl OakTepuil (KieTouHo-cBs3anHbie OnollAB).
CHmKXeHHEe YpOBHS IOBEPXHOCTHOTO HATSKEHUS CYINEpHATaHTa KyJbTypajJbHOW KHUAKOCTU
OLICHUBAJIU T1OCJIE OTAENICHUS KJIETOK (4 CyTOK KyJIbTUBUPOBaHHUS), TOBEepXHOCTHOE HaTsDkeHue (ITH)
paccuuThIBaNU, HCMONB3ys Tpubop Pedunmepa (puc. 20), B KauecTBE KOHTPOJIS HUCIOIL30BAIH
YHCTYyI0 MHHEpainbHyto cpeny (72 mH/m). B mpoOupky momemramu 2.8 mur Boabl, 200 MK
UCCIIeyeMOro o0pasiia B METaHOJE M PETUCTPUPOBAIU PA3HOCTh BBICOT CTOJIOOB KHUAKOCTU B
MOMEHT OTpbIBa IMy3blpbka Bo3ayxa. llokazatens I[IH sMmynbcun paccuuThIBallM, YUUTHIBAsS

TEMIIEPATYPY OKPY>KAIOILEr0 BO3JyXa B MOMEHT U3MEPEHHUS.

W
Pucynox 20. Cxema mpubopa 1Jist OnpeiesieHrsi TOBEPXHOCTHOTO HATSHKEHUS KUAKOCTEH (TIpudop
Pebunpepa): 1-nenutensHas BOPOHKA; 2-KanMusp; 3-mpoOupka; 4-MaHOMETD.

JlJ151 OlleHKH HAJMYMS KJIeTOYHO-cBsA3aHHbIX 0UOIIAB roroBumu smysbscuto g100aBIeHuEM
pa3nnuHbix 00bemMoB (10-200 mkm) aKcTpakTa OwoMacchl OakTepuit B MeTaHoie K 2.8 M
JTUCTHIITMPOBAHHONW BOJIBI, M PACCUUTHIBATM MOBEPXHOCTHOE HATSKEHHE dMYJbcHH. KoHTpoiem
CITy>KWJIH PacTBOPBI METAHOJI-BOJIA C COOTBETCTBYIOIINM COAEP)KaHUEM METaHOIIA.

IOMYJAbIMPYOILYI0 AKTHBHOCTH omnpeneinsuin mo merony (Hasmma, 2003). B kaudectBe
cyOcTparta [uis SMYJIBTHPOBAaHUS MCIIOJIB30BANIM MoOJcoiIHeyHoe Macio. K 3 mi uccinemyemoro
pacTtBopa 100aBIsIM 3 MJ MOJCOTHEYHOTO Maclia U BCTPSAXUBAIM B TeueHUe 5 MuHyT. WHOekc
smynbsrupoBanus (Ez4) onpenensim depes 24 gaca mo popmyine: E24=(Vou/Vionn)*100%, e Vi —
00BbeM dMYITBCUU, MIT;, Vnomm — TIOJTHBIN 00BEM, MII.

Ikcerpakuus onocyppaxranron. [loTeHnmansabie OMOCYp(haKTAHTHI U3BJICKATH U3 (QIOKKYIT
OaKkTepuil METOZOM JKUAKOCTHOW 3KcTpakiuu XxijopodopmoMm (50% k oObemy sKcTparupyemoi
cmecH, 2 x 15 munyT). Oprannueckue ciou 00beIMHSIN U YIapyuBall Ha POTOPHOM HCTIapUTeNe 10

nocTtosiHHOro oobema npu temneparype 40°C. lng ynaneHuss OCTaTOYHOIO rekcajexaHa mpooy
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HAHOCHITH Ha KOHIIEHTPUPYIOIIMIA TaTpoH s TBepaodasHoi skcTpakiuu Discovery® DSC-Si SPE
Tube (500 mr, o6bem 6 mi, Supelco). I'ekcagexan smoupoBani 50 MiI rekcaHa, KOHTPOJIUPYS
HaJIM4YUe TeKcaaekana B dmoare MeronoM ['X-MC. dpakiuio MOTSHIMATBHBIX 0HOCYpP(paKTaHTOB
SMIOUpoBaIM ¢ KapTpumka 10 ma cmecu xjopodopm — mertanon = 2:1 (¢ppakmus b); amroar
yIapyBaJIM JOCyXa Ha pOTOPHOM ucnapurelie npu temmneparype 40°C u nepepactBopsiiu B 750 MK
xiopodopma. @Dpakiuss b BBeneHa Ha HOBBIM KapTPUDK, JTUIUABI Pa3felieHbl DITIOIHEH
pPacTBOPUTENISIMH € TIOBBIIIAIOMICHCS MOJIIPHOCTBIO: T'€KCAH-XJIOPO(POPM-yKCyCHast ~KHUCIOTa
(20:80:0,5, v/v/v); xmopodopm-metanon (95:5, v/v); xnmopodopMm-Meranon-oaa (85:15:2, v/v/v);
xjopodopM-MeTaHon-poaa (65:15:2, v/v/v) u merano:n (1o 10 mut kaxxmoro amroenTa) (Kretschmer et
al., 1982). Dmroatsl coOpaHbl pa3[eNnbHO, BBICYIIECHBI JOCYyXa U MEPEPacTBOPEHBI B XJIOpOohopMe.
Kaxnplii 2imroaT mpoBepeH Ha HaJIW4YHe TIIMKOJIWIHNIOB METOJOM TOHKOCIOWHOW XpomaTtorpaduu
(TCX).

BoisiBiienne riukoannuaoB. Ananutudeckas TCX ¢pakuuu b BbimoaHeHa Ha TIaCTUHKAX
«Sorbfily (cumukarens CTX-1A, 5-17 mxm, TommuHa ciost 110 mxm ¢ Y ®-unaukaropom (254 uHm),
3A0 «Copbmomumep», KpacHomap, Poccus, 10 x 15 ¢M) ¢ HCIONB30BaHWEM IMOABUKHON (hasbl
xjopodopm/mMeTanod/Boaa (65:15:2 o/o/o0) (Kretschmer et al., 1982).

Bapuant 1. ®pakuuto b B xaopodopme HaHocat Ha ractuHKy. [locne BeicymuBanus TCX-
TUTACTHHKHM 00pabaThIBaIOT PEAKTHBOM Ha yTIIeBOAbI ((eHOoI/ITaHoN/cepHast KHCIO0Ta, 3 T (eHona B
CcMecH 3TaHo-cepHas kucioTa 95:5) u narpesatot ipu 105°C (Kuyukina et al., 2001). ['nmukonumnu st
HPOSIBIISIOTCA B BUJIE IBYX KOpUUYHEBbIX nATeH ¢ Rf=0.32 (Hu3kas nnteHcuBHOCTH) U 0.38 (BBICOKAS).
3navenus Rf, paccuntanHble Mo EHTpaM MIATEH, COOTBETCTBYIOT Rf rimkonunumos.

Bapuant 2. [1ocne BoicymuBanusg TCX-1mutacTuHkr 00paboTaHbl JUCTUIUIMPOBAaHHON Bo10M. B
IIPOLIECCE BBICHIXaHMSI Ha IUIACTUHKAaX OOHApYyXUBAIOTCS CBETJO-CEphle ISTHA C TEMHU K€
3HayeHusMu Rf. Ilocne BbICymIMBaHUS MATHa BBIPE3AOT, YKCTPArMPYIOT METAHOJIOM, HKCTPAKT
yIapuBaOT J0CyXa U CyXol octarok nepepactBopstoT B 200 mxi1 MeOH-0,1% HCOOH B Bozne=1:1
(s XKX-MC) nnu B xsopodopme (ms 2D-TCX).

Asymepnast TCX (2D-TCX). UzBectHo, uto TeTpadopat Hatpus (Na2B4O7) ruaponuzyercs B
BoaHo# cpeae NaxBsO7 + 7H.0 = 4H3BO3 + 2NaON u obOpasyromiasicss 60pHast KHCIOTa JETKO
o0pasyeT 3(upbl O CIUPTaMU U OPraHUYECKUMHU COEIMHEHHUSIMHU, COAEPKAIIUMU THAPOKCHIIbHBIE
Ipynmbl, HampuMmep, € yrieBoAaMmu. Tperanos3a, BXOAslias B COCTaB INIMKOMUNUAA, Oyjaer

00pa30BBIBaTh ¢ OOPHON KUCIOTOM 3(hUp MO peaKINH:

-
+H;BO; —> | B ‘ H' +3H,0
3804 N :

®parmMeHT Tperanossl Spup
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Takum obpazom, cHmkeHue Rf coennHenuit mpu 3ameHe A10eHTa XJ10podhopmM/MeTaHo/BoIa
(65:15:2 o/o/o) Ha osmwoent xmopodopm/meranon/0.1% NaBsO7 (65:15:2 o/o/o) Oyxer
CBU/IETEJILCTBOBATH O HAIMYMU B MOJIEKYJI€ YTICBOAHOMN YaCTH.

[Tocne monynpenaparuBHoro paszaeneHus ¢pakuuu b B cucreme xsopodopm/mMeranon/Boaa
(65:15:2 o/0/0) Bcs mmacTUHKA pa3pe3aHa Ha 5 yactel, ppakius 3 cootBeTcTBYeT nojioce ¢ Rf=0.38.
[Tocne »KCTpakuuu, ynapuBaHHs M TEPEpPacTBOPEHHsS Bce (PAKIMU pa3leieHbl B CHUCTEME
xsopodopm/meranoi/0.1% NaxBsO7 (65:15:2 o/0/0). @pakiuu 2 u 3 B cucreMe ¢ TeTpabopaToM
HATpUs DIIIOUPYIOTCS B BUJE TpeX MATEH Kaxdas, 4YTO TaKKe IOJITBEPKIACT MPHUCYTCTBUE
[JIMKOJIUIHUIOB B ATHX (PaKIUAX.

Macc-cnekTpomerpnueckoe ucciaegopanne ¢ppaxkomid. )KX-MC ananu3 BBIIONHAIM Ha
xpomarorpade Agilent HP 1200 (Hewlett Packard, CIIIA) B coueTanuu ¢ BpeMsIIpOJIETHBIM Macc-
cnektpomerpoM Agilent 6210 (Agilent Technologies, CIIIA) wuoHu3anMelr MeTOAOM
anekTpoctarnueckoro pacnbiieHus (ESI) B pexume perucrpanuu MOJIOKUTEIbHBIX HOHOB.
Xpomarorpadudeckoe ormnpeaeneHrue Qpakmmii TpoBeneHO Ha KojoHke 2.1 x 150 mm,
ynakoBaHHou Zorbax 300 SB C18, 5 pm. Dmroent A — 0.1% MypaBbHHAs KUCIIOTa B BOJIE, dTIOSHT b
— 0,1% mypaBbuHas kucioTa B aneToHuTpuiie. Pexxum smtoupoBanus: ot 10% no 80% b 3a 30 muH,
ot 80% mo 100% b 3a 5 mun u 100% b — 5 mun. Ckopocts noroka 0.3 mn/mun. Temmneparypa 35°C;
00Bvem mpoOs 10 Mk, THHBI BOJTH onipenenenus 214, 222, 238, 330 um. [lonmydeHHble Macc-CIIEKTPBI
obOpabaTeiBasiu ¢ momoInbio mporpammel Agilent MassHunter Workstation Software.

Jlnsi ycraHoBJieHUsI BiusiHust mporarpanoB A (Adamovich et al, 2017) wa pocr
MHUKPOOPraHu3MoB, oTHeceHHbIX K Rhodococcus erythropolis (4-08) u Pseudomonas fluorescens (5—
05) ucnonb3oBanu coeauHenust 1, 2 u 3 co crenyroreil XUMHYECKOU (OpMyIION:

2 — CH; — C¢H,OCH,CO3 - HN*(CH, CH,0H); (1),
4 — Cl — C¢H,SCH,CO3 - HN*(CH, CH,0H); (2),
4 — Cl — CxH,S0,CH,CO3 - HN*(CH, CH,0H); (3)

KynbTuBupoBanue 6akTepuii MpoBOIMIN B MUHEPAJILHOU Cpefie CIeqyIoLero cocraBa (I/):
KH2PO4 — 1.0; KoHPO4 — 1.0; CaClz x 2H20 — 0.02; MgSO4 x 7H20 — 0.2; FeCls— 0.05; NH4NOs3, —
1; pH — 7.2. Tlpu KynbTUBUPOBAHUM B HKCIEPUMEHTaIbHbIE KOJIOBI (00BeM 250 mi) co 100 mn
MUHEpaabHOU cpeabl nobapmsian 50 Mki HepTH, 1 M CycmeH3WHM IITaMMa, IMpelBapUTEIbHO
TO/ITOTOBJIEHHOM 110 CTaHAAPTy MyTHOCTH (10 10* K11/M1), a Takske coeiuHeHus 1-3 B KOHIIEHTpAIUH
ot 0.0001% (107* mac. %) 10 0.00000001% (10~ mac. %). KynsTuBHpOBaHHUE TIPOBOIMIN B TEUECHHE
7 cytok npu10°C 1 TOCTOSTHHON a’paIiuu ¢ UCIIOIb30BaHHEM OpOuTaNbpHOrO 1eiikepa (BioSan OS-
20, JlaTBus). DKCIIEPUMEHT MPOBOAWINA B TPEX MOBTOPHOCTAX JUISI KAKIOTO BEIIECTBA, KaXIOU
KOHILIEHTPAallMM M JBYX IITaMMOB MuKpoopranusMoB Rhodococcus erythropolis (4-08) wu

Pseudomonas fluorescens (5-05), BblmeneHHBIX M3 pallOHA ECTECTBEHHOTO HE(PTENpOsBICHHS,
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pacronoxeHHoro y M. ['opeBoii Ytec. B kauecTBe KOHTPOJIA MOCEBBI MUKPOOPTAaHU3MOB ITPOBOIUIN
Ha MUHEpPAIbHYIO cpeny C HedThio 0e3 BHeceHHs coeauHeHud 1-3. YueT 4YHCIeHHOCTH
MHUKPOOPTaHU3MOB MTPOBOIIN MPSIMBIM CYETOM B MOMEHT MOCTAHOBKH IKCIIEPUMEHTA (MCXOIHOE
KOJIMYECTBO OakTepuii), 3aTeM Ha 1, 2, 3, 4, 7 cytku (Pavlova et al., 2019). YObu1b #-ankaHoB u [TAY
OIpeNeNIsIN 110 yKa3aHHOM BbIie Meroauke (pasmen 2.2.2) (Pavlova et al., 2022; I1aBioBa u ap.,

2024).

2.2.8. MoJiekyjasipHbI€ METOIbI

Cymmapayto [IHK u3 00pa3ioB MOHHBIX OTJIOKCHHM, HAKOMUTEIBHBIX W YHCTBIX KYIBTYP
BBIJICISITM MOJU(HUIIMPOBAHHBIM METOJOM (PEpMEHTATUBHOTO JIM3UCA C TOCIEAyome ¢GeHon-
xsopodopmHOit skcTpakiueit (Sambrook et al., 1989). Beinenennas JAHK sBisuiace marpuneii B
MOJIMMEPa3HOU ICITHOM PEeaKIMu C OJIMTOHYKIICOTHIHBIMU TipaiiMepamu Ha yyacTku reHa 16S pPHK
OakTepuii 27f (5’-AGAGTTTGATCCTGGCTCAG-3’), 1350r (5-
GACGGGCGGTGTGTACAAG-3’) u apxeit 20f (5’- TCCCGGTTGATCCYGCCRG-3’), 958r (5°-
GTGCTCCCCCGCCAATTCCT-3") (DeLong, 1992; Suzuki, Giovannoni, 1996; Massana et al.,
1997).

s ammumdukanuu BapuadenpHoi oonactu V2—-V3 rena 16S pPHK Gakrepuit ncnonb3oBaim
yauBepcanpHbie npaiMepsl 16S BV2f (5°-AGTGGCGGACGGGTGAGTAA-3’), 16S BV3r (5°-
CCGCGGCTGCTGGCAC-3’) (Sahm et al., 2013), a Takxe mpaiimepsl i ydactka V5—V6 rena
16S pPHK apxeii Arch-0787f (5’-ATTAGATACCCSBGTAGTCC-3’), Arch-1059r (5’-
GCCATGCACCWCCTCT-3’) (Yu et al., 2005) coriacHo OmyOJIMKOBAaHHBIM paHEe METOAUKAM
(Bukin et al., 2016; Lomakina et al., 2023).

Jletekiuio TeHOB oOkucieHus H-ankaHoB (alkB) 'y 4HCTBIX KynbTyp a’poOHBIX
YTIEBOIOPOAOKHUCISIONIUX MUKPOOPTAHU3MOB, BBIICTIEHHBIX U3 BOJAHOMN TOJIIH, JOHHBIX OCAaIKOB U
OMTYMHBIX TIOCTpOEK, mpoBoawian mocpeAactBoM [II[P-ammndukanum ¢ Tpems rpynmnamu

crienupuuHbIX TpaiiMepos (Tadu. 5) (Sei et al., 2003).

Taonuya 5. Tpaiiveps! Ha QyHKIIMOHANBHBIE TeHbI (alKB)

Ha3Banue Crpykrypa 5°-3’
ALK 1f CATAATAAAGGGCATCACCGT
ALK 1r GATTTCATTCTCGAAACTCCAAAC
ALK 2r GAGACAAATCGTCTAAAACGTAA
ALK 2r TTGTTATTATTCCAACTATGCTC
ALK 3r TCGAGCACATCCGCGGCCACCA
ALK 3f CCGTAGTGCTCGACGTAGTT
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KionupoBanue npoaykroB amiuinpukanuu ¢pparmentoB reia 16S pPHK o0akrepuii u
apxeii (500-1300 m.H.) ocymecTBisuin B IutasMuaHbii Bekrop PGEM-T (Promega, CIIA) ¢
oMot Habopa pearentoB pGEM-T Easy Vector Systems (Promega, CIIIA) B cooTBeTCTBUU C
IIPOTOKOJIOM MPOU3BOAUTEISL.

JlurupoBanue npoBoguian B 10 MKJI peakIIMOHHOM CMECH, COAEpKallel 5 MKJ JIMrazHoro
oydepa, 1 mxn T4 JIHK-nuraser, 1 mxn Bekropa (50 Hr), | MK 1eMOHU3UPOBAHHOW BOJIBI U 2 MKII
[TLP-npoaykra. JlurasHyio cmech HHKyOHpoBanu npu 4°C B Te4eHHUE HOYM U HUCIOJIB30BAIH IS
TpaHchopMaIui XHMUIECKH-KOMIIETEHTHBIX KieTok Escherichia coli (mramm XL-1).

B kaxmyio npoOupky ¢ kommeTreHTHbIMU Kietkamu (100 mkm) moGamsum 4 M -
MEPKANpPOATAHONIA, 5 MKJI JUIa3HOW cMecu U MHKYOupoBaiau Bo jbay 30 MuH. 3aTeM NpOBOAWIU
«teruioBoi moky» npu 42°C B teuenue 40 cek. Jlanee mpoOUPKU OXJIKIAIH BO JbIYy 2 MUH, ITOCIIE
yero 100aBisun o 1 mi cpenpl SOC v mHKYOMpoBaiiu MOTy4eHHY0 cycnensuto 1.5 yaca npu 37°C.
Jlns aHanm3a TMOJyYEHHBIX KJIOHOB METOZ0M Oeso-roiyboro ckpununra (Sambrook et al., 1989)
KJICTKHY BbIceBam Ha damku [letpu ¢ TBepmoii cpenoii LB (Lysogeny broth), comepskamieit 20 MKr/mit
ammuiunnHa, 0.0005% X-gal, 100 mM IPTG. Yamku wakyoupoBanu 12 gacos nipu 37°C. Tlocne
MHKyOallud BCE BBIPOCIIME KOJNOHMM Oenoro mBera mnepeHocwin B 0.6 min mpobupku u
cycnienupoBanu B 20 Mk 6e30akrepranbHOi BoAbl. CyClEeH3UI0 KIETOK KUMISATHIN 5 MHUH, TTOCIe
yero 3amopakuBaiy mpu —20°C, oTTanBaJId MPU KOMHATHOW TeMIiepaType U HeHTpudyrupoBamm 5
MuH nipu 8 000 g. AHaNMM3 KJIETOK HA HAaJUYHE BCTABKU HYXKHOTO pa3Mepa MPOBOJUIN C TTIOMOIIBIO
ITLIP. Ha peakuuro 10 mxi1 (Habop «AmminCenc PCR») 6panu 1 Mk cycrieH3uH KJIOHOB B Ka4eCTBE
MaTpulbl,  IUIa3MUJHBIE  [paiMepsl 1F (5’-GTTTTCCCAGTCACGAC-3’), 1R (5°-
CAGGAAACAGCTATGAC-3’) KOMIUIEMEHTPHBIE KOHIIaM IUIa3MHJHOTO MOJIMIIMHKEPA, 110 0.2 MK
kaxnoro, 5 Mk Redmix, 0.2 mxin ANTP u 3.4 mxin H20. Yenous ammmudukarmu: 94°C — 5 muH;
94°C — 1 muH, 57°C — 1 muHn 10 cek., 72°C — 1 mun 30 cek. (30 nuxmnos); 72°C — 10 muH.

[Tocne anexTpodoperndeckoro pasznenenus npoaykros IIIP-peakunn B 1% arapo3nom reie,
MIOJIOCHI, COOTBETCTBYIOIINE IO pa3MepaM BCTaBKaM aHAIU3UPyeMbIX ¢parmMeHToB rera 16S pPHK,
BBIpE3aJIM U TOTOBWJIM K CEKBEHUPOBaHHUIO 10 MeTony CaHrepa. [l 3TOro BbIpe3aHHbIE KYCOUKH
refisi MoJIBEprajiv 3aMopo3ke U neHTpudyruposanuto npu 14 000 g B Teuenre 20 MUH U1 SITIOLUA
HYKJICOTHIHOTO MaTepuaia. JIOUPOBAHHbIN MaTepuall pa3/essiiii Ha JABE MOJOBUHBI U CyHIUu ¢ |
MK TipaiimepoB 1f win 1r u3 Habopa Asst KITOHUPOBAHMUSL.

CexBennpoBanue npoBoauiau Ha matdopmax GS FLX 454 Roche (454 Life science, CILIA) u
[Mlumina MiSeq (Illumina, Inc., CIIIA) Ha 6a3e EHTPOB KOJIEKTHBHOTO MOJIb30BaHUS «I eHOMUKaY,
WNuctutyTa XuMudeckoilt ouonorun u gpynaamentansHoi Meaunuusl CO PAH (r. HoBocubupcek),

«I"eHOMHBIE TEXHOJIOTUH, TPOTeOMUKa U KieTouHas ouonorus» BHUUCXM (r. [lyumikun).
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2.2.9. MeToabl 0MOMH(OPMATHYECKOT0 aHAJIN3A

OmnpeneneHue coctTaBa MUKPOOHBIX coodmecTB. [ nepBUYHON (QuiIbTpanuy omuboK B
MOJTYYSHHBIX MAaCCHBAX MapHO-KOHIEBBIX YTEHUH MCIONb30Bau anroputmMel PyroNoise (Quince et
al., 2011) u Trimmomatic (Bolger et al., 2014). JlanpHelinryto 00pabOTKy, BKJIFOYAs KJIaCTEPHU3AIHIO
nocieaoBaTelbHOCTEN B omnepanronHbie TakcoHomuueckue enuHunbl (OTE) na ochnoBe 97%
CXOJICTBA C UX TOCIEAYIONEH TAKCOHOMUYECKON UACHTU(DHUKAIIMEH 10 OTACIbHBIX OaKTepUaTbHBIX
(HUIOTHITOB, POBOAMIIN C UCTIONb30BaHUeM 0a3bl gaHHbIX SILVA (http://www.arb-silva.de), nakera
Mothur (Schloss et al., 2009) 1 UCHIME anroputma (Edgar et al., 2011) B coorBercTBuu ¢ 454 SOP
(Shloss et al., 2011) u MiSeq SOP (Kozich et al., 2013) pekomenarusimu. [lepBrUuHbIA aHAIN3

CXOZICTBa HYKJIEOTUAHBIX ITocaeaoBarenbHocTell reHoB 16S pPHK, noiayyeHHbIX U3 HAKOMUTEIbHBIX
U YUCTBIX KYyJbTYp, C HW3BECTHBIMH TMocienoBarenbHoCTsIME U3 GenBank mnpoBoammm ¢

UCIIONIb30BaHueM mporpammuoro makera BLAST (www.ncbi.nlm.nih.gov/blast u EzBioCloud

(http://www.ezbiocloud.net/eztaxon) (Yoon et al., 2017). ®unoreHeTHYECK I aHAIN3 U IIOCTPOECHUE

(UIOreHEeTUYECKUX JIEPEBHEB BBIMOIHUIN C UCIOJIb30BaHuEM nakeTa nporpamm MEGA (Tamura et
al., 2013).

CexBeHHpPOBaHUE H COOPKA MOJHBIX TEHOMOB MUKPOOPraHu3MoB. [loaroroBky 6ubnmorex
1 «shotguny cekBeHMpPOBaHUE MPOBOAMIM ¢ HCIOIb30BaHKeM tatdopmer GeneMind GenoLab M B
¢dopmare 2x150 n.H. Ha 6aze OO0 «CECAHA» (Mocksa, Poccust). OOpaO0oTKy MeTareHOMHBIX
JAHHBIX OCYIIECTBIIIM C WCIIOJIb30BAaHHEM IPOTPAMMHOTO KOHBEWepa, BKIIIOYAIOIMIETO COOPKY
KOHTUTOB C mpuMeHeHneM coopiiuka SPAdes 3.15.5 B pexumMe meta, MOMCK B COOpaHHBIX KOHTUTaX
reroB pPHK (Barrnap (Seeman, 2014)) u TPHK (Aragorn (Laslett, Canback, 2004), onpenenenue
OTKpBITBIX paMok cuuThiBaHus (Prodigal (Hyatt et al., 2010)), TakcoHOMHYECKyI0 U
(YHKIIMOHAJIbHYIO aHHOTALMIO OOHApyXEHHBIX TI'€HOB C NpuMeHeHueM O0a3 naHHeix NCBI-nr,
KEGG, Pfam, eggNOG u amroputmoB BLAST um HMM, xkaptupoBanue uteHuii (Bowtie2
(Langmead, Salzberg, 2012)) u c6opky MAGs (Metabat2 (Kang et al., 2019), MaxBin2 (Wu et al.,
2016), CONCOCT (Alneberg et al., 2014), COMEBin (Wang et al., 2024)) ¢ ux nociaeayomum
oovenunenueM (DAS Tool (Sieber et al., 2018)), Takconomuueckoit naentudukanueint (GTDBtk
(Chaumeil et al., 2022)) u onenkoii kadectBa (CheckM2 (Chklovski et al., 2023)). Buzyanuzanuto u
AQHHOTHPOBaHUE (UIOTCHETHYECKUX JIEPEBHEB MPOBOIWIM C Mcmoib3oBaHueM https://itol.embl.de/

(Letunic, Bork, 2024).

CexBeHHpOBaHUWE W aHaau3 reHoma Thermaerobacter PBI12/4term npoBoamiau Ha
HaHonopoBoM cekBeHatope MinlON B LleHTpe KOJIJIEKTMBHOIO MOJb30BaHUs «['€HOMHKa», T.
HoBocubupck. I'enomuyto JIHK Bbimensmu u3 4ucTOd KynbTyphl ¢ momomisio Habopa DNeasy
PowerSoil Kit (Qiagen) u paspesanu ¢ momomisio g-tube (Covaris, CIIIA) co cpeanum pazmepom

pacnpenenenus ¢pparmeHToB oKojo 8 T.1.H. CexkBenupoBanue ¢pparmentupoBanron JJHK MinlON
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MIPOBOJIUITN B COOTBETCTBUH ¢ poTokosioM reHomHoi JIHK 1D Native barcoding ¢ ucronbs3oBanrem
HabopoB nporounbix siueek EXP-NBD103, SQK-LSK108 u R9 (Oxford Nanopore Technologies,
BenukoOpuranus). Beck renom mramma PB12/4term cobpan ¢ ucnons3zoBanuem Canu v1.9 (Koren
et al., 2017), Bxmrouas koppekmuto u oOpe3ky. s momupoBkn CLC GW v20.0 (Qiagen)
ucrnonp3oBaanch urenus Miseq (Baturina et al., 2018). PesymbraTel aBTOMaTHYECKOU
(YHKIMOHATIBHON AaHHOTALMU TIOJIy4€HBI C KCIIOJIB30BAaHHEM KOHBeWepa aHHOTAllMM TeHOMa
npokapuor NCBI (Angiuoli et al., 2008). I'enom Taxke NpOAHATU3UPOBAH C MOMOIIBIO
nmporpaMmMHOTO obOecnedueHust it aHHoTtanuu Prokka v1.14.5 (Seemann, 2014) u BlastKOALA
(Kanehisa et al.,, 2016). Hudposas JAHK-JIHK-rubpuguzammss (dDDH) BeimonaHeHa ¢
UCIIONIb30BaHEM Metoaa paccrostHus mexay renomamu (GGDC) ¢ monensto GGDC 2.0 blast+,
npejocraBieHHoi KanbkynsaTopom paccrosiHus Mexay reHomamu [Genome-to-Genome Distance
calculator] (Meier-Kolthoff et al.,, 2021; https: //www.dsmz.de/). Jlns TakCOHOMHYECKOM
knaccudukanuu renoma ucnoiab3oBaii GTDB-tk v 1.5.1 co cnpaBounbiMu nanubiMu it GTDB
R06-RS202 (Chaumeil et al., 2019). 3nauenuss ANI (cpenHsist HISHTHYHOCTh HYKICOTHIOB) U AF
(bpakuus BbipaBHHBaHHS) Takke paccunthiBaiuch B GTDB-tk. [lns Bu3yanuzanuu KoJbLIEBON
xpomocoMsl ucronb3oBaaun CGView Server (Stothard, Wishart, 2005).

Busyanuzauusi nojiy4eHHBIX pe3yJbTaToB. [lis cpaBHEHUs pa3HOOOpasusi COOOIIECTB
HaTUBHBIX JIO M HaKOMHUTEIBHBIX KYJIbTYpP Ha YPOBHE (HIIyMa M POJa CTPOWIIM JUATPAMMBI IS
TAaKCOHOMHYECKUX €TUHHI] C OTHOCUTEIHLHON YHCICHHOCTHIO >1% ¢ HCIOIB30BaHNEM MTPOTPAMMHBIX

naketoB ggplot2 u reshape2 mmst s3pika R (R Core Team, 2022) B cpene Rstudio (https://www.R-

project.org/). Ilpeackazanue MeETaOONUYECKOTO MOTEHIMANA COOOLIECTB HA OCHOBaHHHU
OTHOCHUTENIbHOM TPEJCTABIEHHOCTH TI€HOB, OTHOCHUMBIX K pPa3jMYHbIM (YHKIMOHAIbHBIM
kareropusim u3 0a3sl naHHbix KEGG (Kanehis, Goto, 2000), BbmoaneHo ¢ nomomisio PICRUSt2
anroput™Ma (Douglas et al., 2020) myTem noucka Gnuxkaiiero roMoJIOTHMYHOr0 aHHOTHPOBAHHOTO
pedepercHoro renoma s Kaxaoi OTEoos. Busyanuszanus monydeHHBIX pe3yibTaToOB B BHUJIE
TEIUTOBOM KapThl BHIIIOJHEHA C MCITOJIb30BaHUEM MIPOTPAMMHBIX MTAKeTOB cluster, vegan u pheatmap
B R. Bce pecypcoemMkue ornepany BBIITOJHEHbI C UCHOJIb30BAaHUEM BBICOKOIIPOU3BOIUTEIHHOTO
knactepa «Axkagemuk B.M. MatpocoB» ILeHTpa KOJUIEKTUBHOIO IOJIb30BaHMs «MpKyTckuit

cynepkomnbroTepHsiii ieHTp CO PAH».
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I[OCTyHHOCTb JAHHbIX. Bce JaHHBIC, ITIOJTYYCHHBIC C TIOMOIIBIO MOJ'IeKy.]'IHpHO'6I/IOJ'IOFI/I‘IeCKI/IX

meronoB nenonrpoBansbl B NCBI GenBank. Homepa mnocinienoBareibHOCTEH MPUBEACHBI B TAOIHIIC

6.

Taéauya 6. Homepa nocieoBaTeIbHOCTEH OaKTepuil M apXxei, MOoIydYeHHBIX U3 00pa3IioB BOJIHOMN
TOJIIIK M JIOHHBIX 0CaJKOB, OMOIMOTEK aMILUIMKOHOB M3 MPUPOAHBIX ocaakoB (Bacteria u Archaea)

sapeructpupoBanabix NCBI GenBank

HaumenoBanne 00pasios

Homepa nocnenosarensHOCTEN
B NCBI GenBank

Cenenus
00 onyOJUKOBaHUH

[TocnenoBarenbHOCTH (hparMeHTa
reHa 16S pPHK uuctbIx KyabTyp
YTJI€BOIOPOAOKHUCIAIOIINX
MUKPOOPTaHU3MOB

EU443820-EU443829
EU449113-EU449122
EU487604-EU487613
EU496540-EU496554
EU521681-EU521688
EU581636-EU581637
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I''TIABA 3. TEPMO®UWJIBHBIE BAKTEPUU B HUBKOTEMITIEPATYPHBIX JOHHbIX
OCAJIKAX O3EPA BAUKAJI B PANOHAX PA3T'PY3KH YIJIEBOJOPOJIOB

Honnbie ocanku o3epa baiikanm xapakTepusyroTcsl CTaOMIBHO HU3KMMHU Temneparypamu (3.1—
5.7°C) (KoxoB, 1963) u He oTHOCATCS K OMOTONaM, TA€ TPAJUIMOHHO MPOBOAMTCS TOUCK H
BBIJICJIEHUE TEPMO(DUIBHBIX MPOKAPHOT. YUHUTHIBAas IeOJOTHUECKHe O0COOEHHOCTH o3epa baiikai,
BBICKA3aHO MPEIIOJI0KEHNEe, 4YTO B HEM MOrYyT MMETh MECTO MEXaHU3Mbl HOCTYIJICHUS
TEPMOQUIBHBIX POKAPUOT U3 30HBI T'€HEPALMH YIJIEBOJOPOJOB B MOBEPXHOCTHBIE OCAJKH, KAK B
MupoBom okeane. Ha nobepexne 03. baiikan pacnosiokeHo 3HaUUTeIbHOE KOJTMYECTBO THAPOTEPM,
KOTOPBIE TAaKXKe MOTYT OBITh HCTOYHMKOM MOCTYIUICHUS TepMO(DUIIOB B 03epo baiikai.

B cBs3u ¢ 3THUM, NOsBIEHHE TEPMO(DUIBHBIX MPOKAPUOT B HU3KOTEMIIEPATYPHBIX OCaAKax
o3epa baiikan Moxxer ObITb 00BsCHEHO JByMs crnocobamu. IlepBblii — mocrymieHue
MHUKpPOOPTraHU3MOB C MHUHEpPAIM30BAaHHBIMU Ta30HACHIICHHBIMU (IIOMJaMH U3 30HBI I€HEpaluu
YIJIEBOJOPOAOB, AHAJIOTMYHO MOPCKHUM OCaJKaM; BTOPOM — TMOCTYIUIEHHE W3 TEpMalbHbIX
HCTOYHHKOB, PACIIOJIOKEHHBIX Ha mobepexne 03. baiikan, ¢ mociemyromuM HX pacrpeneieHueM
HOCPEJICTBOM CHUCTEMBI I'PAJJMEHTHO-KOHBEKTHBHBIX T€YEHUH B BOJHOW TOJILE U 3aXOPOHEHHUEM B
HOBEPXHOCTHBIX JIOHHBIX OTJIOKEHUSX.

Jns  monTBepXAEeHUS TepBOro  crmocoba  ObT  MPOBENEH TOUCK  TePMO(HIBHBIX
MHUKpPOOPTaHHW3MOB B Ta30HACHIIICHHBIX Ocaakax 03. baiikam B cpaBHeHHM ¢ (OHOBBIM pailOHOM
(tab:. 1, puc. 17; Iasmosa u ap., 20196).

B pesynbrare KynabTHBHpOBaHUS o00pasuoB mnpu 60°C, HakONMTENbHbIE KyJIbTYpHI
TePMO(DUIBHBIX OAKTEPUI MOTYyUEHBI TOJIBKO U3 IOHHBIX OCa/IKOB, aCCOLIMMPOBAHHBIX C pa3rpy3Kon
yraeBo1opoAoB. [Ipu KynbTHBHpOBaHUU 00pa3oB AX MOJIyYUTh TEPMOPHUIbHYIO HAKOIUTEIbHYIO
KyJbTypy He ypaaigock. C momolipio 3Mu(IyopeclieHTHOM M TPaHCMHCCHOHHOH 3JIEKTPOHHON
MHUKPOCKONHUHU B KyJibType M/c 115 BBIBIEHBI MUKPOOPIaHU3MbI Pa3IMuHON MOP(OIOTHH: MATOYKH
pazmepom 0.3-0.5x1.8-3 MKM ¢ TEpMHHAIIEHO PACIIOJIOKECHHBIMU CITOPAMH, OJTMHOYHBIC TTAJIOYKH, HE
COZICpIKAIIlUe CIIOp, a TAKIKE TOHKUE HUTCBHIHBIC KJIETKH cO criopamu (puc. 21a). [To mopdomoruu
KJIETKA HMMEIH HEKOTOpOe CXOJICTBO C TpeICTaBUTENsMH ponoB Thermaerobacter u Planifilum
(Spanevello, Patel, 2015; Yu et al., 2015). B HakonuTenbHO KYJIbType U3 0Ca/IKa IPS3EBOTO BYJIKaHA
K-2 obnapyxenbl ToHkue namouku 2-3x0.2 mxm (puc. 216), B TO BpeMsl Kak B HaKOMHUTEIbHOU
KyibType ['Y — ToHKHME HecnopooOpasyromue nanouku 2—3x0.2 MKM U NaJOYKOBHIHbBIE KIETKH C

HOCHTPAJIBHO pacnonomeHHoﬁ CHOpOﬁ, pacmnp;nomeﬁ KJICTKY.

102



F . s ! d X - !
2/ - s o
- &
L A G
. - ¥ 4 % ; x D “"’\I
A { e, &~ ¥ 1?-, % !:'{,
4 P . LR
s\ ’ X ™ b B
7 o ey p AT
P A L < “ /(’, s Y
N Q fru ok / N\ S
B Il b AN Sl R A
N ?') 25" 5 = N ‘ v ~. ¥
\ P‘ ‘,'" ) “:\, PaS PWrovi .
A A / @ & NG 7.0 (o Y R W T T 10 pm
Pucynok 21. Mopdonorust KJI€TOK B HaKONMUTEIBHBIX KyJbTypax u3 MeraHoBoro cuma IIb (a),
rpsseBoro ByinkaHa K-2 (0); (a) — TpaHcMHMCCHOHHAsl 3JEKTpPOHHAs MHUKpockonus, (0) —

snudyopecieHTHas MUKpockonus. Macmrabnas nuneiika — 10 mxM. HutupoBano no [laBiosa u
ap., 20196.

B cocraBe mopoBbeIx Boj ocankoB kepHa K-2 oOHapykeHbl WOHBI Opoma (1o 10 mr/m),
OTCYTCTBYIOIIME B (JOHOBBIX paliOHaX, a TAK)Ke MOBBILIEHHOE COZIep KaHue HOHOB xJiopa (10 30 mr/i)
U HMOHOB amMMoHMs (1o 5 wmr/m). HccinenoBanue cocraBa IMOpPOBBIX BOjA KepHa 'Y mokazano
TPEXKPATHOE MPEBBIIICHUE (TPOTUB (POHOBOTO) MHUHEPATU3AINH, JOCTUTAEMOE B OCHOBHOM 3a CYET
noBbimeHus (10 300 Mr/i) KOHIEHTpaluu THAPOKApOOHAT- M aleTaT-HOHOB. XUMHUECKUI COCTaB
HOPOBBIX BOJ U3 KepHa AX XapakTepeH Uil TUINMYHBIX Oaiikanbckux ocankoB (Iloromaesa u np.,
2007; Pogodaeva et al., 2017), 4ro oTpa)kaeT OTCYTCTBHE MOATOKOB (IIOHIOB U JPYTHX
CEIMMEHTOJIOTUYECKHX TPOLIECCOB.

B xmonanmpHON OuOmmotreke reHoB 16S pPHK kymbryper H-m/c 'Y  BBISBICHBI
HOCIIeIOBATEILHOCTH TepMODUIBHBIX OakTepuit poma Thermaerobacter, umeromue 97-99%
cxoiacTBa ¢ TakoBeIMH Oaktepmii T. litoralis, T. nagasakiensis, T. subterraneus, a Ttakxe
MOCJIEI0BATEIbHOCTH HEKYJIbTUBUPYEMBIX OakTepHil, UMEIOIIUX OTJaleHHOe cXoACTBO (84.6%) ¢
€IMHCTBEHHBIM KYJIBTHBHPYEMbIM mpescraBureneM pona Kallotenue (cem. Kallotenuaceae, kmace
Chloroflexia). bakrepun poma Kallotenue papyrolyticum u3oiupoBaHbI U3 rOpsiYEr0 UCTOYHUKA U
XapaKTepU3yTCsl Kak TepMOHIbHBIE, [EILTIONIONUTHYeCKUEe XeMoopranorerepoTpodsi (Cole et al.,
2013) (puc. 22).

bubnmorexa m/c I1b Bkmowaia mocnenoBatenbHOCTH Ha 97-99% romonoruvnbie reHy 16S
pPHK ©Oakrepuit poma Thermaerobacter. MuHOpHBIE TOCIEIOBATEILHOCTH —TPHHAIICKAIH
TepMOQHUILHBIM aKTHHOMHUIIETaM, npenctasuressiM poaa Planifilum (97-99% cxozactea) cemericTBa
Thermoactinomycetaceae.  OcranbHble  IOCIACAOBATEABHOCTH  ObLIM  Hamboiee  OIU3KH
Symbiobacterium, Geochorda subterranea wu  Carboxydochorda subterranea. Bersb
Symbiobacterium BxiroyaeT TONBKO ABa TEPMOQMIBHBIX BHIA, ONTHUMAIBHBIH POCT KOTOPBIX

HaOJr0JaeTCsl P COBMECTHOM KYJITHBHPOBaHMU C TepModuibHol Oaktepueir Geobacillus sp.
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(Fardeau et al., 2010). Yucteie kKynsTypsl TepmobmibHbix Geochorda subterranea wu
Carboxydochorda subterranea, ornecennnie k Geochordaceae fam. nov., kimacca Limnochordia,
¢mryma Bacillota, BeigeneHsl U3 riIyOMHHOTO BOJOHOCHOTO ropu3oHTa B 3amagHoi CulOupu u
CMOCOOHBI K aHa’pOOHOMY M a’pOOHOMY JBIXaHHIO C HCIOJdb30oBaHHeM Qymapara u O:

coorerctBerHo (Karnachuk et al., 2024).

91

Thermaerobacter subterraneus (NR028814)

Thermaerobacter nagasakiensis (NR024776)

Thermaerobacter sp. PB12/4term (KY492688) m/c NB

Uncul. Thermaerobacter sp. (MK183756) H-m/c Y (14 KnoHos)
Thermaerobacter litoralis (NR043281)

Uncul. Thermaerobacter sp. (MK183694)_m/c NB (28 knoHos)
Thermaerobacter marianensis (NR024672)

Uncul. Thermaerobacter sp. (MIH159724) _r/8 K-2 (4 knoHa)

Thermaerobacter sp. FW80 (MH473343)
* Thermaerobacter composti (NR112810)

Planifilum yunnanense (NR043563)
Planifilum fulgidum (AB088361)

.| r Planifilum sp. (MH555081)_m/c NB (3 knoHa)

» | r Planifilum fimeticola (NR0O40940)
® Planifilum composti (JN793955)

— Caldinitratiruptor sp. (MH159723)_r/s K-2 (15 knoHos)

| Caldinitratiruptor microaerophilus (NR117354)
—— Geochorda subterranean (PP660922)
- ﬁncul. Symbiobacterium sp. (MK183695) m/c NB (4 knoHa)

0.050

52

100

% Uncul. Symbiobacterium sp. (EU638362)
7 — Carboxydochorda subterranea (PP660921)
Kallotenue papyrolyticum (NR125642)
10 — Uncul. bacterium (MK183757)_H-m/c I'Y (10 knoHos)
L Uncul. bacterium (JF295466)

Pucynox 22. ®woreHeTHYEeCKOe JEPEBO Ha OCHOBE TociemoBaTenbHOCTeW reHa 16S pPHK,
MOKA3bIBAOIIee MOJI0KEHHE TepMODUIBHBIX OaKTEepHii U3 0calKoB 03. baiikan, accolMUPOBaHHBIX C
pasrpy3koi yriieBoopoaoB. [lomydeHHBIE TOCIEMOBATEIHFHOCTH BBIACICHBI KUPHBIM MIPUPTOM;
KpPacHbIM I[BETOM — IMIOCJIEIOBATEILHOCTh KYJIBTHBHPYEMOIO IITaMMa |hermaerobacter sp.
PB12/4term.

B Oubnmoreke HakomuTenbHOW KynbTypbl K-2 mpeobrmamanu mMmoclieqoBaTeIbHOCTH
Caldinitratiruptor microaerophilus (97-99% cxoncrsa). IIpencraBurens poma Caldinitratiruptor
(cemeiictBo Symbiobacteriaceae, ¢unym Bacillota), BeigeneHHBI M3 TepMaIbHOrO HCTOYHHKA,
ABIIIETCS ~ HUTPAT-peAyLUpPYIOUMM  MUKpoa’spodunbHeiM  TepmModmiioM.  OcrtanpHbie 4

noCJaCaA0BaTCIbHOCTHU (I)OpMHpOBaHI/I OTACJIIbHYKO BCTBb BHYTPHU KJIaCTCpa HOCHCHOBaTeHBHOCTCﬁ,

OTHECEHHBIX K poay Thermaerobacter. Takum o6Opa3om, Oubamoreku renoB 16S pPHK
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HAKOIUTENIbHBIX KYJBTYP XapaKTepPH30BaINCh HEOOIBIIUM pasHooOpasueM. [locienoBaTenbHOCTH
AKTUHOMMUIICTOB, (hakyIbTaTUBHO-aHA3POOHBIX OakTepuit u HUTPATPEAYLIUPYIOLTUX
MUKPOAIPOPHUIBLHBIX TEepMO(HUIOB OOHAPYKEHbI B HE3HAUYMTEIBHBIX KOJMYECTBaX. Bo Bcex
OoubnmroTekax HamboJiee MpEACTAaBICHHBIMUA OBLIM IOCIEAOBATEIILHOCTH poaa Thermaerobacter
(ITaBnoBa u np., 2019).

BrniocnenctBum, 13 MOBEPXHOCTHBIX HU3KOTEMIIEPATYPHBIX 0TiIoKeHHH M/c I1b Obuta momyueHa
4ucTas KynpTypa Thermaerobacter sp., o6o3naueHnas kak mramm PB12/4term. Tunosoii Bua poxa
— Thermaerobacter marianensis BeigeieH u3 JOHHBIX 0caakoB MapuaHckoi Brmaauabl — «Challenger
Deep» ¢ rmyounsr 10897 m (Takai et al., 1999). Bce u3BecTHBIE M30JSATHI XapaKTEPU3YIOTCA Kak
CTporHe a’poObl, XeMoopranorereporpodsl, Tepmoduiasl ¢ ontumymom pocra ot 70 mo 77°C
(Spanevello, Patel, 2015; Nam et al., 2019). OOHapyxeHHE W JOMHUHHUPOBAHHE B aHA3POOHBIX
HAKOMHUTENIBHBIX KyJIbTypax MpeAcTaBUTeNICH a’poOHOro poma Thermaerobacter mo3Bosiiio
NPE/IOI0KHUTh, YTO MHUKPOOPTaHW3MBI, BBISIBJICHHBIC B JOHHBIX OCaJkax 03. balikan, oOnamaror
(EHOTUITMYSCKUMU CBOMCTBAMH, OTIMYHBIMA OT TAaKOBBIX y paHEe ONMHCAHHBIX TPEICTABHTEICH

pona.

3.1. Onucanue U reHOMHBI aHAJIN3 NePBOil (PaKyIbTATUBHO-TUTOTPOGHOM, TepMOPUIbHOM
oaxTepuun Thermaerobacter sp. PB12/4term

Krnerkn mramma PB12/4term mipencTaBisiroT cO00M rpaMOTPHIIATEIBHBIC TIPSIMBIC UITH CIIETKa
U30THYThIE NMaJ0YKH C 3aKpyrieHHbIME KoHLamu (0.3—0.4 x 2—15 MkM B a3poOHbIX ycnoBusx; 0.3—
0.5 x 1.8-3 MxM — B aHa3poOHBIX). OOpa3zoBaHME CIIOP MPOUCXOAUT B AaHAIPOOHBIX ycI0BUAX. CHOpHI
kpyribie 0.58—0.6 MKM B AaMeTpe, JIOKAIM30BaHbl TEPMHUHAIBHO Ha OJTHOM KOHIIE KJICTKH (puc. 23).
MuKpoopraHu3M MOJBIKEH 3a cueT nojsipHoro xkrytuka (Pavlova et al., 2023).

OntumanbHbiii poct HabOmomancs npu 60°C, Torma kak mpu 45 umm 85°C pocra He
npoucxoamno. Illtamm PB12/4term sBnsercs neiitpoduminom ¢ obmacteio pocta pH 5.0-8.0 u
ontumymoMm pH 7.0. Ilpu pH Huxe 4.5 u Boiie 8.5 poct oTcyrcTBOBas. 305141 X0Opouio poc npu
konmentparuu NaCl qo 5 r/in ¢ ontumymom 1 /1. ASpOOHBIH POCT HAOJIIOIANICS TOIBKO Ha KUIAKHX
cpelax; Ha IUIOTHBIX cpenax mramm PB12/4term xosonuu He oOpa3oBbiBai. [JI0K03a, JAaKTO3a,
caxapo3a, MaHHUT, apaOuWHO3a, JPOAOKEBOW OSKCTPAKT, MENTOH, TajlakTo3a M JKeJIaTuH
WCIIOJIB30BATIUCh KaK CyOcTpaThl i a’dpoOHOro opraHoTpodHoro pocta. Pubosa, kcuiosa,
bpykTOo3a, MaNbTO3a, padPuHO3a, CATUIIMH, COPOUT, HHO3UTOJI, TyJIBIUT, aJIOHUT, TITUIEPHUH, ITATPAT
HaTpus, TapTpaT, alerar, MUpyBaT, CYKLUMHAT, JAKTaT, LEJJII0I03a, KpaxMmal, METaHOoJ, 3TaHOI,
OyTaHON W TPOMAHON HE MOAJEpKHUBaIM pocT mramma PB12/4term. B cBoem merabonmsme He
WCTIONIB30BaJl apTHHHH, THCTUIAWH, CEPUH, OPHUTHH, apTHHUH, JH3WH, (EHWIaJaHuH, TpUnTodaH,

TJIMINH, BAJIUH, HeﬁHI/IH, I/ISOJ’IGﬁHHH, MCTUOHHH, TUPO3UH U HUCTCHUH.
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Pucynok 23. Mopdoiorus kietok mramma PB12/4term B aspo6ubIx (1) n anaspoOHsIx (1) yciaoBusix
B CBETOBOM/3MH(IIYOPECIIECHTHOM (2), 2IEKTPOHHOM (0) U CKaHUPYIOLeM MUKpockorie (B). Macmitad
st (1, 11 a) coorBerctByer 10 MM, (I 6) — 2 MM, (Il ©6) — 1 MM, (I B) — 20 mxm, (11 B) — 5 MM
IMutuposano mo Pavlova et al., 2023.

B murtoaBroTpodHBIX ycnmoBusx mramm PB12/4term mcnomb3oBanm Hz B kadecTBe moHOpa
anekTpoHoB, CO2 B Ka4eCcTBE HCTOYHHKA yTIIEPO/a, HIEMEHTHYIO cepy, THOCYIbdart u O2 B KauyecTBe
aKLenTopoB eKTpoHOB. [Ipu pocre Ha cpedax, coAepiKalMX 3TH KOMIIOHEHTHI, HAaOII0AaIoch
MHHUMYM 3-X KpaTHO€ yBEIMYECHHE KOJMYECTBA KJIETOK B CPaBHEHHMH C KOHTpojeM. Hawmmydrmii
poct HaOmojancs B OOMUTaTHO-aHAdpPOOHBIX ycioBusix Ha cpene H2:COz (80:20) u B
(daKyJIbTaTHBHO-aHAIPOOHBIX YCIOBUSAX MpH KyiabTHBHUpoBaHWU Ha cpere ¢ H2:CO2:02, ¢
conepkanueM kuciopoaa 1 u 2% (puc. 24).

[Tpu anaspoOHOM pocTe ¢ THOCYIB(PATOM, KPOME YBEITHMUYCHHUSI KOJINYECTBA KJIETOK BBISBICHO
obpasoBanue cynbdata (0.2 MM), ipu pocTe ¢ cepoit — 0Opa3oBaHUE CEPOBOIOPOJIA B CIIETOBBIX
konudectBax (0.15 mr/n) (puc. 24). Uccnenosanue Biusiaus koHneHTpammuu CO2 Ha poct PB12/4term
I10Ka3aJjio, 4To KyJbTypa Xopoiuo pocia npu 5% CO2 B ra3zoBoii cmecu u ymepeHHo nipu 20% u 40%
COz. Ipu 1% umu 2% CO2 B ra3oBoi (aze pocta He Habmonanock (puc. 25). M3omar PB12/4term

He OB CTIOCOOEH K aHadPOOHOMY XEMOOPTaHOTETEPOTPOGHOMY POCTY.
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Pucynok 24. KonuvectBo kierok Thermaerobacter sp. PB12/4term B
koHTpode (I) u mutorpodusix yenoBusx (1) mpu KynpTUBHpOBaHUN HA
occkucnopoaHoit munepanbHoOU cpene (BMC), conepkameii (a) — Oo,
(6) — S203; () — S°. Macma6 coorerctByeT 10 MxM. I{uTupoBano
o Pavlova et al., 2023.

Pucynok 25. KomuuectBo kierok Thermaerobacter sp. PB12/4term B
Hauvane skcrepuMenTa (I) m yepe3z 7 nueit kynbruBupoBanus (II) B
JTUTOTPO(MHBIX YCIOBUSIX MIPpH KyIbTuBUpoBaHuU Ha BMC, conepskameit
S203 u razoByto dazy Hx:CO> (a) — 95:5; (6) — (80:20); (8) — (60:40).
Macmitab coorBerctByeT 10 mxm. [lutuposano mo Pavlova et al., 2023.
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B npoduiie KIIeTOYHBIX JKUPHBIX KHCIOT mpeobiaananu iS0-Cis:g (53%), is0-Ci7:0 (20.1%), iso-

Cw0 (13.7%), (3.84%), anteiso-Cis0 (3.73%) u Ciso (2.37%). Bcero 6bu10

UICHTUPUIUPOBAHO 13 OTENBHBIX KUPHBIX KUCIOT (Tabu. 7). Ob1iee coaep anue sKUPHbIX KUCIOT

150-C14:0

coctaBisuio 23.1£1.6 Mr/r cyxoro Beca.

Tabnuya 7. CoctaB XUPHBIX KHCIOT y mTamMMoB Thermaerobacter marianensis 7p75a’ wu
Thermaerobacter sp. PB12/4term 8 % oT cymMMbI

KupHas Kuciora Thermaerobactgr marianensis 7p75a’ Thermaerobacter sp.
(Takai et al., 1999) PB12/4term
150-C13:0 — 0.64 +0.25
150-C14:0 — 3.84+0.25
Cia1 27.6 -
Cua0 - 0.42+0.03
i150-C15:0 4.3 53+4
anteiso-Cis:o 3.5 3.73+0.26
Cis0 - 0.32+0.02
150-C16:0 - 13.7+£1.0
Cis0 2.1 2.37+0.17
i1s0-C17:0 52.3 20.1+14
anteiso-Ci7:0 9.3 0.85 +0.06
i50-C1s:0 - 0.192 +0.013
Cis1 — 0.045 + 0.003
Ciso 0.9 0.66 + 0.05

CpaBuenue mocnenoBarenbioctd rena 16S pPHK (1484 m.H.) mramma PB12/4term ¢
umeromumucs B GenBank mnokazano npunamnexHocTs u3oasTa K ¢urymy Bacillota. Ha ocHoBe
(HUIOreHEeTHYECKOT0 aHAIN3a YCTaHOBJICHO, 4To InTamM PB12/4term Gnu3ok ¢ T. nagasakiensis Tsla

(99%), T. subterraneus C217 (99%), T. composti (98%) u T. marianensis 7p75a’ (98%) (puc. 26).

Thermaerobacter marianensis
7| op/@ Thermaerobacter subterraneus
81 Thermaerobacter nagasakiensis
100 | Thermaerobacter sp. PB12_4term
Thermaerobacter litoralis KW1
58 100 [® Thermaerobacter sp. FW80

Thermaerobacter composti
o Sulfobacillus thermosulfidooxidans
] e [ imnochorda pilosa
— e Symbiobacterium thermophilum
o e Thermanaeromonas toyohensis
23 e Caldanaerobacter subterraneus
65 e Moorella thermoacetica
o o Natranaerobius thermophillus
5i e Thermosinus carboxydivorans
e Halothermothrix orenii
Pucynox 26. ®unoreHeTHYecKoe JEPEBO MAKCUMAJIBHOTO MPABJONONOOHMS HAa OCHOBE

nocnenoBarenbHocTell reHoB 16S pPHK, noka3ssiBaromiee monoxxkenue mramma PB12/4term cpenu
JIpYrUX TpencraBuTeneid poma Thermaerobacter u ayrrpynm Tepmoctadbuibhbix Bacillota.
[utuposano no Pavlova et al., 2023.
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I'enom mrramma PB12/4term coctouT u3 omHO#M XpoMocoMmsl obriei amuHoi 2820915 m.H. u
couepxkanneM G-C 72.2% (Baturina et al., 2018). I'enom comepxkut 2229 0Oen0K-KOIUPYIOLIHAX
nocnenosarenbHocTell u 57 renoB PHK, B Tom uncne 6 pPHK, 47 TPHK u 4 sxPHK (nexoaupyromue
PHK). UnentudunmpoBano 98 nceBIoreHOB U S5 KIACTEPOB PETYISIPHO PACIIONIOKEHHBIX KOPOTKHUX
nanuHpoMubIX 1oBTOpoB (CRISPR). lna GonbmmHCTBa T€HOB, Koaupyromux Oenku (84.7%),

orpesieficHa TpenanosaraeMas (GpyHKIHs, OCTaJbHbIC AaHHOTHPOBAHbI KaK THIIOTETHYCCKHE OCJIKH.
(puc. 27).

DY195_000465
poB YI95_000165 SQCA

abT £ DY195_000550

DYI95_011070 rpaC 9 mfd s DYI95_000570

DYI95_010935 UvIA

DYI95_010740 gmS
DYI85_010585 DYI95_001240
DYI195_010450 DYI95_001330
DYI95_010280 OY195_001450

carB DYI95_001605
DYI95_010075 DYI95_001690
= DYI95_001780
DYI95_009925 polA
DYI95_001945
DY195_009765 DY195_002025

DYI395_009660 DYI95_002140
09340 DYI95_009505 DYI95_002235
’,
DY185_009375 DY185_002320
DYI95_000315 DYI95_002390
DYI95_009265 Dvlgfz_oozus
’ bshE
o¥s_0ow170 o s
DYI95_008980 e
DYI95 oo?’s‘;gg DYI95_002840
DYI95_008755 DYI95_002945
hyoF DYI95_002995
DYI95_008520 DYI95_003075
DYI95_003185
DYI95_008410 DY195_003280
DYI95_008350 DYI95_003345
DYI95_008280 DY195_003375
%YYIIJQ%O(;):;&% DYI95_003415
" menD DYI95_003565
DYI95_003640
DY195_007925 -
e
DYI95_007780 DYI95_003850
DYIS5_007680 DY195_003900
DYI95_007610 DYI95_003890
W CDS DYI65_007520 thiS DY195_003895
W RNA DYI05_007415 tgt DYI95_003975
ol DYI95_007305 pgeF  DYI95_004190
- DYI95_007125 DYI95_004495
I ncRNA DY195_007005 rsmB e
B regulatory DYIG5_006805 7 Y ' -
T fita 9¢G byig5_004520
repeat_region DY195_006635 ™ 18 X
DY195_006510  pyigs 006190 DYI95_005475
S tmRNA DYI95_008590 e :
B GC Content

Pucynok 27. Kpyropas reHOMHasi Kapta XxpomocoMbl Thermaerobacter sp. PB12/4term. [{utupoBano
no Pavlova et al., 2023.

Memabonusm  yenepooa. JlaHHBIE TOJTHOTE€HOMHOM TOCIEIOBATEIHHOCTH B  IIEJIOM
COOTBETCTBOBAJIM OCHOBHBIM META0OJIMISCKUM OCOOECHHOCTSIM, SKCIICPUMEHTAIEHO BBISBICHHBIM Y
mrramma PB12/4term. OcHOBHOM THIT TUTaHUS — XeMOOPraHoreTepoTpodHbIi poct. ['eHOM mITaMMa
PB12/4term conepuT BCE T€HBI, HEOOXOIUMBIE JUUISI TJIMKOJIM3a/TIIFOKOHEOoreHe3a (myTh DMO1eHa-

Meiieproda), ukia TpukapooHoBbIx KuciaoT (LITK) ¢ rimokcuaaTHpIM MIYHTOM U OKHUCIUTEIHHOTO

dochopunupoBanus (puc. 28).
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Pucynok 28. Cxema merabonmsma Thermaerobacter sp. PB12/4term, pexoHCTpyHpOBaHHash Ha OCHOBE
reHoMHbIX JaHHbiX. COXSML — a3poOHas jgeruaporeHasa MoOHoOOKcuzia yriaepoaa; ACS — anerwn-
KoAcunreraza; EI — mnumpyBartnermmporenaza; E2 — nmurumaponmmowniTpaHcanerwiasa; E3  —
muruaponunoamuaaeruaporeHaza; OFOR  —  2-okcokucnotHas penmykrasa (¢eppumokcus); CS  —
nurpatcuHTasa; AcnB — akonutarrmaparasa; IDH — wsornmrpatneruaporenaza (NADP+); kor — 2-
okcornytaparcunraza; sucC — AJ[D-popmupyromas cykuuHat-KoAnuraza; SDH — cykuunHat-
neruaporenasa; FH — dymaparruaparaza; MDH — manatnernaporenasza; maeA — manaTaernaporeHasa
(okcarnoareraT-1eKapOOKCHITUPYIOMIasi ); gudB - LIIyTaMaTIeTuApOTreHas3a; AspT -
acnapraTaMMHOTpaHcdepaza; PpurB — angenwnocykuuuatimasa; EC:4.1.1.31 — ¢ocdoeHonmupysar-
kapOokcunaza; EC:4.1.1.49 — ¢dochoenonmupyparkapookcuknnaza (ATD); MUT — merunmanonun-KoA-
mytasa; THF —terparnapodonar; EC:2.1.2.2 — hocpopudosznnrmummuamuadopmuntpanchepasa; EC:3.5.4.9
— MeteHwnTeTparuapodonaTiukioruaponaza;, EC:2.1.2.10 — amunomeruntpanchepaza; EC:1.4.4.2 —
rmnuuAeruaporenasa; EC:1.8.1.4 — nuruaponunoamuaaeruaporenasa; 6enok H cuctemsl pacrierieHus
rmuHa; EC:2.1.2.1 — cepunrunpokcumermntpancdepaza; Cyt ¢ — nuroxpom c; Nuo — NADH-
XHHOHOKcHopeaykrasa; Cox — mutoxpom ¢ okcupasa; dsrE2 — DsrE/DsrF/DrsH-mogo6Hbiii  Genok
ceMelcTBa; sqr — CynIbQUIA:XHMHOH-OKCHaopeaykraza; nsr — KoA-3aBucumas NAD(P)Hcepooxcumo-
peaykraza; Sat — cynbdar-agenmmmarpancgepasza; CysH —  dochoanennnuncynbdar-penykrasa
(tnopenokcun); GIpE — trocynbdar-cynedpyprpancdepaza; TQO — tuocynsdarnernaporenaza (XHHOH);
ArsC — apcenar-penykrasa (tuopenokcut); MerA — pryTb(1l) penykrasza; NirK — aurpur-penykraza (NO-
oOpasyromasi); NMO — HuTpoHaT MOHOOKcureHasa; gInA — riuyramuHcuHTerasza; GLU —
riyramataeruaporesasa; Fmd - ¢opmammpasza;  IscS  —  mucremnnecynbypasa;  FdhD -
(dhopmMataeruaporeHasa akieccopHas cyiashyprpanchepaza; FdhF — dhopmaTaeruaporenasa (ruaporenasa)
CemeiictBo FdhF/YdeP. ®naremsipabiii u xemoTtakcucHbiil komrieke: CheABRYXW — Genok xemoTakcuca,
Mcp — meTnin-akuenTopHslii 0enok xemotakcuca; MotAB — 6enok xemorakcuca; FliCDEFGHIJMNO/ZPSQR
— Oenok cOopku/Onocunre3a xrytukos; FIgBCDEFGKL — xryTukoBblii Oeilok 0a3allbHOTO Tena
crepxxus/kprouka; FIhnABFG — xrytukoBsiit 6enok 6uocuntesa; FIbD — sxryTukossiii 6enok; PIIABCDTM —
oenok coopku mmoca [V tuna; CpaBEF — 6enok cbopku mmwtroca. Cropyssiiust: Spo0A, Spo0J — Genkw,
MHULMUpYoye cropysiiuio; spoll, spolll, spolV, spoV — 6enku I1I-V cranun cnopynsnum; SpmAB — 6enox
cospesanus cropsl; GerKA u gerKC — 6enku mpopacTanus criopsl. * cxema npuseneHa mo Fukuda, Wakagi,
2002; ** - cxema npuBeaena o Mall et al., 2018. [{utuposano no Pavlova et al., 2023.
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['eHbl, BOBJICUEHHBIE B TMPOLIECC BOCIOJHEHUS MPOMEXKYTOYHBIX MPOIYKTOB IUKJIA
TpUKapOOHOBBIX KHCJIOT, BKIIIOUYAas MaJaTACTHAPOTeHasy (OKcaloaleTaTaeKkapOoKCHIUPYIONIYIO)
(EC:1.1.1.38), rayramatneruaporenady (EC:1.4.1.2), acmaprarrpancamunazy (EC:2.6.1.1),
anenunocyknuHatimasy (EC: 4.3.2.2), PEP-kap6okcunazy (EC:4.1.1.31), PEP-kapOokcuna3zy
(EC:4.1.1.49), merunmanonmin-KoA-myrtazy (EC:5.4.99.2), takxke ObLIM OOHapy>KeHBI B T€HOME
mramma PB12/4term (puc. 28).

Cyb6ctpatHoe (ochopunrpoBaHue MOXKET MPOUCXOAUTh B XON€ TJIMKOIH3A TPU y9aCTUU
dochormuueparkunassl (EC:2.7.2.3) u nupyBatkunasbl (EC:2.7.1.10), a Taxke B LITK npu ygactun
cykuuHat-KoA nurasel (ryanosunmudocdar-popmupyromieit) (EC:6.2.1.4). IlupyBaT HE MOXKET
OBITH 0OpaTUMO JIEeKapOOKCUITUPOBaH 0 aneTui-KoA nmupysar:peppe1oKkcuH OKCHI0PEAYKTa30M H3-
3a OTCyTCTBUSI 3TOro ¢epmenrta. Jlns mpeBpameHus mnupyBata B aneTwi-KoA B reHome
HCCIIEyeMOr0 ITaMMa HPUCYTCTBYET TI'eH, KOAUPYIOIIUN 2-OKCOKHCIOTHYIO OKCHUIOPEAYKTa3y
(peppenokcun) (EC:1.2.7.11). DroT pepmeHT 0OnagaeT MIMPOKO cyOCTpaTHON CHEHU(PUUHOCTHIO
110 OTHOIIEHHIO K 2-OKCOKHCIIOTAaM H CBS3BIBAET MHOXECTBO CyOCTPaTOB, BKIIOYAst 2-OKCOTIIyTapar,
2-okcobyranoar wu nupyBar (Fukuda, Wakagi, 2002). Kpome TOro, mnpHUCyTCTBYET
MyJIbTU()EPMEHTHBI MUPYBATACTUIPOTCHA3HBIA KOMILUIEKC, COCTOSIIMM U3 TpPeX OCHOBHBIX
depmentoB (EC:1.2.4.1, EC:2.3.1.12 u EC:1.8.1.4).

HanpHeitmee npespanienne anetmii-KoA B amerar ¢ oopazoBanneM AT® mpoucxXoauT mox
nevicteueMm  anetuin-KoA-cuntetazsl  unmu  anetun-KoA-cunrterassl (A /]d-oOpasyromeii).
MeTtaboam3M JApYrux YrieBOJAOB OCYIIECTBISETCS HE IOJHOCTBIO, MOCKOJBKY MHOTHE T'€HBI,
HEOOXOUMBbIE JUIsl TOJHOTO OKUCIIEHUS (PPYKTO3bl, MAHHO3BI, TaJlaKTO3bl M T.X., OTCYTCTBYIOT.
Metabomu3m (ppykTossl B mtamme PB12/4term moxxer unru Tobko 10 L-copOo3bl, TOCKOJIBKY B
TeHOME MPUCYTCTBYET TOIBKO L-UANTON-2-1eruIporeHa3a u HeT TeHOB, KOJUPYIOIINX IPEeBpaIeHIe
GpyKkTO3HI B IMI0K03y. OKHcIeHne D-MaHHO3bI IPOMCXOJUT MOCeA0BaTeabHO 10 D-ppykT0o30-1,6-
6uchocdara; okucieHue 1akTo3sl 10 anbda-D-raroko3sr + D-ramakTo3sl 1 00paTHO obseryaercs
Oera-ranakro3uaaszoi (lacZ), a okucineHue Kkpaxmasa 10 JSKCTpUHA + MaIbTO3BI M 00paTHO - albda-
ammnasoir (amyA). I'emom Thermaerobacter sp. PB12/4term comepKUT TeHBI, KOAUPYIOIIHE
pubokunassl (rbsK u rpiB), 4to yka3piBaeT Ha BO3MOKHOCTh MCIIOJIb30BaHMs D-pr003bl B KauecTBE
cyOcTpara uccieyeMbIM MUKPOOPTraHU3MOM.

[ramm PB12/4term moxer pactu nutorpodHo, ucnonsdys COz B KauecTBE MCTOYHUKA
yraepoaa. B cBs3u ¢ 3TuM ObUT MPOBEJEH MOUCK I'€HOB, 00ECHEYMBAIOIMINX (PYHKIIMOHUPOBAHUE
OCHOBHBIX IIMKJIOB aBTOTPOHON (hUKCAlMU YTIJIEKUCIOro raza. TpH OCHOBHBIX (epMeHTa
(pubynozoduchocharkapdookcunaza/okcurenaza (RuBisCO), dochopudbynokunaza A (PrkA) u
cemorenTynoso-1,7-6ucdocdaraza), Heooxogumeie s ¢ukcanuun CO2 uvepes mukn KanbBuHa-

bencona, oTcyTcTBOBaNIM, Kak M ()ePMEHTHI, HEOOXOUMBIE I peaTu3alii BOCCTAHOBUTEIHLHOTO
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nytu anetui-KoA (nmyte Bypa-Jlrorrmans). 'enom PB12/4term comepXuT OOJBIIMHCTBO T'EHOB,
KOJMPYIOIIMX BOCCTAHOBUTEJbHBIA HUTPATHBIN UK (uuki ApHoHa-briokenena). Ilockonbky B
T€HOME OTCYTCTBYIOT T€HBI, KOJUPYIOIIME KIFOYEBbIE (PEPMEHTHI 3TOTO IUKIAa — IUTpaTIHa3a
AT®/uutpun-KoA cuntetaza u nutpui-KoA nmaza, BOCCTAHOBHUTEIBbHBIA ITUTPATHBIA ITUKI HE
MOJKET OCYIIECTBISTHCS B 3TOM OpPTraHU3Me.

bouto BbickazaHo mnpeanonoxenue, 4ro ¢(ukcamus CO2 mpoucxoguT dYepe3 OOpaTHBIN
OKHCIUTEIbHBIN UK TprKkapOoHoBbiX kucioT (roOTCA) (Mall et al., 2018; Nunoura et al., 2018).
['eHom mccneayeMoro mramMma cojiepkai Bce ¢pepmenTsl nukia roTCA, BKIIOYash HIUTPATCUHTA3Y
(EC:2.3.3.16), akommrazy (EC:4.2.1.3), w3ouurpatmerugporenasy (EC:1.1.1.42), 2-
okcornyraparcuntady (EC:1. 2.7.3), AJl®-o0pasyromas cykuumHart-KoA nwmrasy (EC:6.2.1.5),
CyKIMHaTAeruapo-renasa/pymaparpenykrazy (EC:1.3.5.1), dymaparrugparasy (EC:4.2.1.2) u
manataeruaporedasy (EC:1.1.1.37). ®ukcanus CO2 MOXKET Takke MPOXOAUTh [0 IyTH
BoccTanoBieHus rmipHa (rGlyP), kak 310 610 MOKa3ano Ha npumepe Desulfovibrio desulfuricans
(Sanchez-Andrea et al., 2020). ¥ Desulfovibrio desulfuricans, rGlyP naunnaercsi ¢ BOCCTaHOBJICHUS
CO:2 no popmuara. 3arem hopmuar akTuBHpyercs kKodakropom Terparuapodonarom B 10-popmu-
terparuapodonara (TT' D) 3a cuer ogHoit ATD (Sanchez-Andrea et al., 2020). [TockosibKy B TeHOME
Thermaerobacter sp. PB12/4term HeT TeHOB, OTBEYAIOIIMX 3a 3TH IMPOIECCHI, HO €CTh T'CHBI
meTabomm3ma Terparuapodomnara (TI'D), To rGlyP, BeposiTHO, HaUMHAETCS ¢ TIOCIEIOBATEIBHOTO
IIPEBPAILECHUS TI'd B 5,10-metunen TI' @ c MTOMOILBIO
docdopudozunrnuuHamuapopmuntpanchepazsr  (EC:2.1.2.2), nmxioruaponasbl  METSHHI-
terparugpodonara (EC:3.5.4.9) u 5,10-merenunterparuapodonar-cunrerassl (EC:6.3.3.2). 3atem
5,10-metunenterparuapodonar kKoHaeHcupyercss U BoccranapnuBaercs CO2, NH; u NADH no
rmiuHa.  OOpa3oBaHWE TJHMIMHA KaTaTU3UPYeTCs KOMIUIEKCOM TIIMIUHIEKapOOKCHIA3bl -
00paTUMbIM YETHIPEXKOMIIOHEHTHBIM (PEPMEHTOM, COCTOAIIUM W3 amuHOMeTuiaTpaHcdepasbl (T-
0enok), runuHaeruaporenassl (P-6emnox), nuruaponunoui-neruaporeHassl (L-0e10k) u cuctemsl
pacmeruierus rmiuaa CO2 (H-6emok) (puc. 28) (Claassens et al., 2022). I'enom Thermaerobacter
sp. PB12/4term Takxke conepkuT TeHbl coxSML, komupyromue IeruaporeHas’y MOHOOKCHIA
yriaepoja, kotopast Heooxoauma miist okuciaerns CO 1o CO2 B a9poOHBIX YCIOBUSAX U COCTOUT M3 S,
M u L cyObeaunmII.

Memabonuzm cepvt u 6000poonbvill 06men. Ha ocCHOBE (EHOTHIMHYECKHX XapaKTEPHCTUK,
MOJTyYEHHBIX JKCIIEPUMEHTAIBFHO TPU KyJIbTHBUPOBaHUU mTamma PB12/4term, ycTaHOBIEHO, 4TO
MHUKPOOPTaHU3M CIIOCOOEH K XeMOJIUTOTPO(YHOMY POCTY C BOCCTAHOBICHHBIMHU COCTMHEHUSIMU CEPBI.
Hanbomnee W3y4eHHBIM B HACTOSIIEE BPEMS CIIOCOOOM OKHCIICHHS CEPhI B IUTOILIA3ME SIBIISIETCS TaK
HaszbiBaeMbld Dsr myTh. [lokazaHo, 4To Hanwuue MOJNHOTO HabOpa TEHOB IUCCHMUIISIIMOHHON

Cy.]'IB(I)ane,Z[y'KL[I/II/I HC SABIIACTCA HeO6XOIlI/IMBIM YCJI0BUEM JJIA CIIOCOOHOCTHU K
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nucniportopumonnposanmio  S° (Croboxkun, Crnobomkmaa, 2019). Jlns OCYIIECTBICHHS 3TOTO
mporiecca HE 00s3aTeNbHO HaNW4YMe JUCCUMIUIIIUMOHHOW  cynbputpeaykrassl (Dsr) u
aneHwmmicynbdarTpenykrasbl  (Apr). BakHbIMH KOMIIOHEHTaAMH CEpPOJHCIIPONIOPLUOHUPOBAHUSI
ABIAIOTCA ~ O€NKH, TIepEHOCAIMe  CepocojepkKallue TPYIIbl, a Takke  (QEepMEHTHI,
BOCCTaHABJIMBAIOIIKE 3JIEMEHTHYIO cepy u/mmn nonucyibduasl (Caodoakun, Crnodboakuna, 2019).
OcHOBBIBasiCh Ha pe3yJibTarax aHHOTHpoBaHus cepBepa Prokka, remom mramma PB12/4term
comepkut ren dSrE2, koxupyrommii KpyIHbIi TpaHCMEMOpaHHBIN OEJOK, CBS3aHHBIN C aKTHBAIEH
U MEPEHOCOM HEPACTBOPUMBIX COCIMHEHHUIT cepbl BHYTph KieTku. Kpome rena dSrE2, B renome
BBISIBJICH T€H SQI, KOTUPYIOIMIHKA CyIbGuI: XHHOH okcuaopenykrasy (EC:1.8.5.4), HeoOxoqumMyto s
OKHCIICHHsI cepbl M oOpa3oBaHusi noiucyinbduaa. B psge pabor mokasaHo, 4To (aKTHYECKUM
AKIENTOPOM 3JIEKTPOHOB JIJIs1 MUKPOOHBIX KJIETOK SIBIISIETCS HE DJIEMEHTapHas cepa, a paCTBOPUMbIE
nonucynbduasl, KoTopele obpasyrores n3 S° B mpucyTcTBum ceposomopona (Poser et al., 2013;
Cno6onkun, Cnoboakuna, 2019).

BepositHo, y miTamma PB12/4term, cBsi3aHHBII ¢ MEMOpaHOH KOMILIEKC MOXET UCIOIB30BATh
HOJUCYNIb(U TyTEM OKHCICHUS XMHOHA, KaK 3T0 ObLIO 1MmokaszaHo /st Thermovibrio ammonificans
(Giovannelli et al., 2017). C nomoripio mporpammbl BLAST cepsepa NCBI ycraHoBiIeHO, YTO T€H
sqr mramma PB12/4term umeer 74-93% cxonctBa ¢ Cynb(GUI:XMHOH OKCHUAOPEAYKTA30H IPYrHX
npejcraButenieii poxa Thermaerobacter (tabmuia) u 40-49% c npencraBuresnsimu T errabacteria
group bacterium. JInst BoccranoBieHust cepol mrramm PB12/4term Taxoke Mmoxer ucmosib3oBaTh KOA-
3aBucuMyio NAD(P)Hcepookcumopenykrasy (nsr) (EC:1.8.1.18) u memOpannocsizanuyio [NiFeSe]
ruaporenasy (EC:1.12.99.6), koropas UCMoNb3yeT BOJOPOJ ISl BOCCTAHOBJICHHS CyOCTpaTOB, IO
MEXaHU3MYy, OMTMCAHHOMY paHee JUIsi BOCCTaHaBJIMBAKOIICH cepy apxen Pyrococcus furiosus (Schut
et al., 2007). O6pa3oBanue CepOBOOPOIA B IKCIIEPUMEHTE KOPPEIUPYET C TCHOMHBIMH JaHHBIMH,
CBUJIETENHCTBYIOIINE O TOM, YTO CE€Pa MOKET BOCCTaHaBIMUBaThes 10 H2S miccneayeMpiM mtaMmMoM.
Kpowme toro, cunte3 H2S MoxkeT ObITH 00YCIOBIIEH aKTUBHOCTBIO ITUCTEMHOBOM Jlecynb(dypassl, Tak
KaK B reHoMe oOHapy»eH reH IScS, ee koaupyronmii. Ha mpumepe Escherichia coli 6su10 nmokaszaso,
YTO DOHJOTeHHOe oOpa3zoBanne H>S B aHa’pOOHBIX YCIOBHUSX TMOJACPKUBACT KIETOYHYIO
OMOPHEPreTUKY B  YCIOBHMAX JAeduuuTa KHCIOpoJa M OOYCIOBIEHO  AKTUBHOCTBIO
nucrennaeccynbdypassr (IscS), a He 3-mepkanTonupysatcynspTpanchepass (Wang et al., 2019).

B renmome Thermaerobacter sp. PB12/4term Gwinn waeHTH(UIIMpOBaHB TeHbl Sat u CysH,
KOTOPBbIC KOAUPYIOT afaeHuamaTpancdepasy u pochoanenmicynsharpeaykrasdy. Thermaerobacter
sp. PBl12/4term He wumeer mONHOTO HaOOpa (EPMEHTOB ACCHMWIALMOHHOTO Mpolecca
cynb(daTpeIyKInuu, Tak Kak B T€HOME OTCYTCTBYIOT T€HBI CYSJ, Konupymiume cyiabQUTpeayKTasy
(HAI®H) d¢maBonpoTenHoBhIii  anbda-kommnoneHT, Cysl (cymedupenykrasy (HAJIDH) Oera-

KOMITOHEHT TeMOITpoTenHa) u Sir (cynbpurpenykrasa (heppeaoKcuH).
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Taxoke Obli1a BBISIBIIEHA CITOCOOHOCTD ITamma PB12/4term k pocTy Ha cpemax, Coaep Kaiux
trocyibdar. CoriacHo pe3yjabTaTaM aHHOTUPOBAHHUS, TIOTYUYEHHBIX ¢ TOMOIIBI0 0a3 nanubix KEGG
u Prokka, rTeHom wuccmemyemoro mramma comepkutr reH  QIpE,  kommpyrommii
tuocynbdarcynbdorpanchepasy/ponanazy (EC:2.8.1.1). Poganasa sBisieTcss MUTO-XOHAPUATLHBIM
bepmenToM, ocymiecTBIsIFONMM AeTokcukarmioo 1uanuaa (CN7) myrem mpeoOpasoBaHus €ro B
tuouuanatr (SCN™) (Cipollone et al., 2008). bpulo moka3aHo, 4YTO pOJAHE30MOM00HBIC
cynbdoTpanchepasbl MOTYT UTPATh PEIIAONIYIO POJIb B MPOIECCe IbIXaHUS Cepa/ToUCyIbQum u
9TH O€JKH ClIeayeT y4UThIBaTh IpH Moucke MeTtabonusma cepwl (Florentino et al., 2019). I'enom
TaKKe COJEPXKHUT TeH 10 komupyromui (epMeHT THOCyNbbaTaerHaporenasy (xuHoH). TQO
npezcTaBisier co0oi mepuriazmMaTuyeckuii pepMeHT, OTHOCAIIMIACSA K CEMEHCTBY IIMTOXPOMOB C-
THIIa, KOTOPBII MPUCYTCTBYET Y IIUPOKoro kpyra dakrepuii (Denkmann et al., 2012). Ipemnaraemast
¢yuknus TQO 3akirouaeTcs: B OKUCICHUH THOCY Ib(aTa 10 TETPATUOHATA; B HEKOTOPBIX CITy4asix OH
JeHCTBYeT Kak OO YHKIIMOHAIBHBIH ()EPMEHT JJIsl BOCCTAHOBIICHHSI TETPATHOHATA JI0 THOCYJIb(aTa
(Zhang et al., 2020).

Thermaerobacter sp. PB12/4term cunresupyet ase L-imucrenHoBbie necyabdypassr: SUF u
ISC. ®dynkuus SufU sieisercs cnopuoii. [Ipeanonaranock, uro SUfU sBisiercs 6enkom-ckaddoimom
JUIs COOPKH JKEJIe30-CEPHBIX KIACTEPOB, OJHAKO IMOCIIEIHNE TAaHHBIC CBUACTEIBCTBYIOT O TOM, YTO
OH CcKopee siBisieTcst cynbdyprpancdepasoit, uem Oenkom juist coopku ckaddonaa (Albrecht et al.,
2011). Hucrennoas necynbdypasa (I1scS, EC:2.8.1.7) mpencrasisier codboit pepMeHT, coaepxrarinuii
nupuaokcanb(ocdar, KOTOPbIM KaTaau3upyeT NpeBpalleHne [UCTenHa B alaHuH U CyJb(paH-cepy
IOCPEJCTBOM  00pa3oBaHMsA  CBSI3aHHOIO € O€JKOM  NPOMEXKYTOYHOTO  MPOAYKTa
LUCTENHIEepCYIb(rIa Ha KOHCEPBAaTUBHOM ocTaTke nucrenHa. L{uctennneccynsdypasa geicrsyer
KaK JOHOp Cepbl M YYacTBYET B OHMOJIOTMYECKOM TPAHCIOPTE CEphl, COOPKE JKEIIe30CEPHUCTHIX
KJIaCTEpOB U OMOCHHTE3€ CcepocojepKalux OMOo(paKkTOpPOB, TAKUX KaK THAMHUH, THOHYKJIEO3UIbI
nepenocHoit PHK, 6uotun u nunoepas kucinora (Wang et al., 2019). LlucrenHoBas aecynsdypasa
OCYILECTBIISIET €IIIe OJIHY BAXKHYIO (DYHKITHIO, CBSI3aHHYIO C aKTHBHOCTBIO (pOpMHUATACTHIpOreHas. B
uccienopaanu Toym P. ¢ coaBropamu (2012) moxkasano, uro ISCS B3ammopeiictByer ¢ FdhD —
6enKoM, HEOOXOUMBIM At akTuBHOCTH (hopmuatneruaporenas (FDH). B3aumopeiicteue IscS ¢
FdhD npuBogur x mepenocy cepsl mexay IscS u FdhD, tak xak FdhD crumynupyer 1-
HUCTeHHIeCYTb(Dypa3Hyl0 akTUBHOCTH IscS u momydaer nepcyibouasl ot IscS. Takum obGpazom
FdhD ¢ynxkmmonupyet kak cynbdorpanchepasa mexay IscS u FdhF. JlomomauTenpHBIN aTOM cephI
B akTHBHOM 1ieHTpe FdhF nmpuBoaut k 06pa3oBaHmiO aKTUBHOTO (hepMeHTa, OKUCISAIONIero (opMuar
JI0 IPOTOHOB U yriiekucioro rasa (Thome et al., 2012).

I'enom PB12/4term komupyer 1uroxpom-c3 rumporeHasy (EC:1.12.2.1). depmenr

KaTaJu3upyeT oO0paTUMYyI0 T€TEepPOIUTUYECKYIO TMCCOLMALINI0 MOJIEKYJISPHOTO BOJOPOAA 10 JABYX
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OPOTOHOB M JBYX  OJIEKTPOHOB, KOTOpbIE  3aTeM  [MpejaloTcs Ha  LHUTOXpPOM-C3

(https://www.ebi.ac.uk/enzymeportal/ec/1.12.2.1).  JlanbHeimumii  mepeHOC  00pa30BaBIIUXCS

9JICKTPOHOB, B OCHOBHOM, OIHKCaH i CyJibdarpenyuupyronmx Oakrepuit p. Desulfovibrio, rae
KOHEUHBIM aKIETITOPOM AJICKTPOHOB SIBJIICTCS CYJIb(AT MIIM OKCHAHHOHBI CEPBI, TAKKE KaK CyJIb(UT
wim trocyiasdar (Heidelberg et al., 2004; Sim et al., 2013). Tak kak B renome Thermaerobacter sp.
PB12/4term  oOHapykeHbI  Bce  HEOOXomuMble  T'eHbl  (I[MCTEMHOBas  Jiecyibdypasa,
dopmataeruaporeHasa akmeccopuas cyiabdyprpanchepaza [FdhD] wu ruaporenasza) mus
AKTUBUPOBaHHS (DOpMHUATIErHIPOTeHA3bl U MEPEHOCa AJICKTPOHOB OT BOJOPOJA HAa OKHUCIICHHBIC
COCIIMHEHUSI CEpbl Ui €€ TOCIEAYIOMEr0o BOCCTAHOBICHHS, BBICKA3aHO MPEIIOIOKEHUE, YTO
UCCIIEyeMbIil IITaMM MOXXET OCYLIECTBISATH yKa3aHHBIH IMyThb B CBOEM MeTabOIu3Me, KaK 3TO
nokazano juist Escherichia coli u Desulfovibrio spp. B uccienoanusx (Heidelberg et al., 2004;
Thome et al., 2012). Takxke B reHome PB12/4term oOHapy>KeHbI T'e€HbI, KOAUPYIOIIHE OCNKH
MOCTTPAHCISALMOHHON 3Kcnpeccuu/obpa3zoBanus ruaporenas (HupF/HypC), neobxonumele st ux
CO3pEBaHMS.

Memabonusm azoma. 1llramm PB12/4term  Obl1  OTpHIATENBHBIM TOYTH 10 BCEM
NPOTECTUPOBAHHBIM T'€HAM, yYaCTBYIOIIMM B a30THOM IMKJIE. B reHoMe MIeHTH(UIIMPOBAH TEH,
kogupytonmii  popmamunazy (EC: 3.5.1.49), koropas karaauzupyeT oOOpaTUMYIO pPEaKIUio
oOpa3oBaHus amMoHus 1 popmuaTa u3 popmammaa. Oo6paszyromuiics GopMuatr MOKeT OBITH OKUCIICH
no CO2 dopmuarnerunporenazoit (EC: 1.17.1.9), a oOpasyromuiics amMMOHMN + TriayTamar
KOHJCHCUPYETCA JI0 TyTaMuHa cuHTeTa3oil rmyramuna (EC: 6.3.1.2). Kpome Toro, B reHoMe Oblia
oOHapy’keHa MeJlbCoJieprKalllasi HUTPUT-peayKTa3a, KOTopasi OTBEUaeT 32 BOCCTAHOBIICHHE HUTPHUTA
1o okcuaa azora (NO) B mporecce aenutpudukanun. ['enom mramma PB12/4term comepxut rexn
nmo (EC: 1.13.12.16), xoaupyromuii HITPOHATHYI0 MOHOOKCHUT€Ha3y — (pepMEHT, KaTaIu3upyOLuil
OKHCJICHHE HUTPOAJIKAHOB JI0 alleTallbJIeTH/1a, HUITPUTA U IPYTHX MPOIYKTOB.

Cnopynsiyus,  noosudichocmv — u  xemomarxcuc. lllramm  PB12/4term  sBnsiercs
criopoobpasytomium. B remome Thermaerobacter sp. PB12/4term BwIABIACHBI T'€HBI, KOJUPYIOIINE
OeNKM TOJIOKHUTETBHON peryisinun  cnopooOpaszoBanusi: SPOOA u spo0) — wHUIMHpYIOLIHE
obpazoBanue cropsl; SpPoll, spolll, spolV u spoV — cnopymsnuonnsie Oenku cramuu |-V
JIBYXJIOMEHHBIE Oelku ciusiHust Oenka co3zpeBanus criop A (SpmA) u Genka co3peBanus criop B
(SpmB). Cunraercs, uto SpMA u SpMB yuacTByOT B 00€3BOKUBAHUH sIIpa CIIOP, KaK 3TO OBLIO
nokazaHo s Bacillus subtilis. Jleruaparamms cnop BaxHa it TEPMOYCTOHUUBOCTH U
npeoOpa3oBaHus npoTeasbl npopactanus cnop GPR B akrtuHyto ¢opmy (lllades-Aguiar, Setlow,
1994). Taxxe oOHapykeHbl TeHbl, koaupytomme Oenku, gerKA u gerKC, neobxomumble mis

IPOPACTaHUS CIIOP.
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[tamm PB12/4term moaBuKeH M UMEET MOJIHBIA HA0OP I€HOB, YYACTBYIOMIMX B MPABHILHON
cOopke u (YHKIIMOHMPOBAHUHU KryTHKOB. Y Thermaerobacter sp. PB12/4term umeroTcsi TeHBI,
KOAWPYIONIHE OCJNKH JKIYTUKOBOTO  KOMIUIEKca: OOk  COOpKH/OMOCHHTE3a  KI'YTHKOB
FIICDEFGHIIMNO/ZPSQR, 6elloKk KTyTHKOB, aCCOLMHPOBAHHBIA CO CTEPKHEM/KPIOYKOM,
FIgBCDEFGKL, 6enok 6uocuntesa xryrukoB FINABFG, a taxke 6enok kryrukoB FIDD u 6emox
MOotAB, otBeuaromiue 3a ais popMupoBaHus crtatopa. [[loMUMO T€HOB, OTBETCTBEHHBIX 32 CHHTE3
OenkoB kryTukoBoro komiuiekca, PIIABCDTM B reHome wuIeHTU(OUIMPOBAHBI OIEPOH,
KOJUPYIOIIHK 00pa3oBanue 6enka coopku BopcuHok |V tuna, u rensl CPaBEF, koaupyromme 6enox
cOopku BOpCHHOK. bemok cOopku BopcuHOK IV THma sBisieTcss KOMIIOHEHTOM BHYTPCHHEH
MeMOpaHbl BopcuHKH (T4P), KoTOpBIi UrpaeT posib B aAre3uu K NOBEPXHOCTH U KJIETKaM XO3SIMHA,
KOJIOHM3AIIUHU, CO3PEBaHUM OMOIUICHKH, BUPYJICHTHOCTU M MEPEeKpyUHBaHUU. V30T TaKkKe HMEeT
CHCTEMY XEMOTAKCHUCa, HAITPABIISIONIYIO IBUKCHUE B O0JIee O1aronpusITHOE MECTO, BKJIFOUYAs OTIEPOH
cheABRYXW u TeHBI, KOTUPYIOIIME TOMOJOTH HECKOJBKAX METHJIAKIICTITOPHBIX OEIKOB
xemorakcuca (MCP).

Qunocenomuvlil ananuz. OunoreHeTndeckuit anaau3 Ha ocHoBe TeHa 16S pPHK mokasan, uto
mramm  PB12/4term mambomee TecHO CBsi3aH C MpeACTaBUTEIIIMH pojaa Thermaerobacter.
JlanpHeiilee yTOYHEHHE TAaKCOHOMHYECKOTO MOJoXeHus mtamma PB12/4term mpoBogwmu c
UCTIOJIB30BAaHUEM TE€HOMHBIX METOJIOB, BKJIIOYAsh ONpEICNICHHE CpeAHEH  HYKICOTHIHON
unentndHocty (Average Nucleotide Identity — ANI), ¢ppakuuu BeipaBauBanus (Alignment Fractions
— AF) u mpexacka3zannsie in Silico 3nauenust rudpuanzanmu JJHK-IHK (digital DDH(0). ITonapraoe
snauenne ANI Mexxay reHomamu mramma PB12/4term u ero Gikaidiiiero poJCcTBEHHOTO OpraHu3Ma
T. subterraneus DSM 13965 cocrasun 95.08%. 3nauenne ANI g mramma T. marianensis DSM
12885 6but0 HIke W cocTaBiusno 84.98%. 3mauenus AF s mramma PB12/4term, a taxxke T.
marianensis u T. subterraneus, cocrasumu 0.77-0.91 coorBerctBenno. 3nauerus dDDH mexay
mrraMMmoM PB12/4term u T. subterraneus, 7. marianensis, coctaswim 80.8 1 32.3% COOTBETCTBEHHO.
BripaBauBanne renomoB Thermaerobacter sp. PB12/4term, T. subterraneus u T. marianensis
MOKa3aJI0 OJMHAKOBBIM TMOPSAOK /sl OOJBIIMHCTBA CHHTEHTHBIX OJIOKOB; OJHAKO B TeHOME 1.
subterraneus mpucyTtcTBoBana aeneuus gpparmenta pazmepom 388 KO6. B cBoro ouepens, B reHOMe
PB12/4term orcyrcTBoBanmu 242 reHa, KOTOpbIE IPUCYTCTBOBAIM B T. subterraneus.

Takum  ob6pazom, mramMMm PBI12/4term  sBisercs TNepBbIM  OXapaKTEPU30BAHHBIM
(baxyIbTaTUBHO-TUTOABTOTPO(HBIM MpeacTaBuTeaeM poaa Thermaerobacter. B macrosimee Bpems
meToa uaeHTtuukaiun MukpoOHbix BuaoB (Microbial Species Identifier) mis nemapkanuu BujoB
BKJIFOUAET cieyromue noporossie kputepun: ANI > 95%, AF > 0.6 u dDDH > 70% (Goris et al.,
2007; Richter, Rossello-Mora, 2009; Varghese et al., 2015; Konstantinidis et al., 2017). BeisiBnennbie

npu punorenomuom ananuse 3HaueHust ANI, AF 1 dDDH mexay renomamu mramma PB12/4term u
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T. marianensis, T. subterraneus ObutM BbIIIE 3HAYCHHM, HCIOJB3YEMBIX IS pa3srpaHUYCHUS
NPOKAapUOTUYECKNX BUAOB. llodydyeHHBIE TEHOMHBIE [aHHBIE CBHICTEILCTBYIOT O TOM, 4YTO
U30JMPOBaHHbI mrtamm PB12/4term He siBiisieTcss HOBBIM BHJOM poja. B TO ke Bpems ITamm
PB12/4term moka3an 3HAYUTEIbHBIC (DU3HOIOTHYECKHE M OHOXMMHYECKHE Ppas3IHuds OT
OJIM3KOPOICTBEHHBIX MpecTaBuTeNei poaa Thermaerobacter.

[TogoOHO npecTaBuTeNsiM posia Thermaerobacter, HoBbIi ITaMM UMEET PECITMPATOPHBII THIT
MeTaboaM3Ma C HCHOJIB30BAHMEM KHCIOPOAa M CHOCOOEH K OpraHorerepoTpoHOMY pPOCTY C
caxapamu, menTuaaMu W Oenkamu. B omimume oT napyrux BuaoB poaa Thermaerobacter,
SBIISIOIIUXCS] SKCTPEMAJIbHBIMU TepMO(dUiIaMi, HOBBI U30JISIT — YMEpEHHbIN TepMmodun ¢ Gosee
HU3KUMH TEMIIEPAaTypPHBIM ONTUMYMOM U TEMIIEPaTypHBIMHU TpaHuLiaMu pocta. M3omst PB12/4term
obpasyeT cropsl, uTo s T. marianensis, T. nagasakiensis u T. litoralis moka3zano ne 6but0. V T.
marianesis u T. nagasakiensis criopbl He oOHapy»keHbl, X0Ts [T1L[P BbIsiBHIIa TeH criopyisiuuu Spo0A,
HO He reH sSSP (Spanevello, Patel, 2015). Ero kieTku moABUKHBI 3@ CUET MOJSPHOTO KIYTHKA, Y4TO
POJHHUT €ro ¢ THUIOBBIMH ITamMMamu T. nagasakiensis u T. litoralis.

Cocra sxupHbix kuciaor (KK) mramma PB12/4term xapaktepu3oBaics IJIUHHBIMH H-
HACBILICHHBIMU, U30-Pa3BETBICHHBIMH 1 aHTEH30-Pa3BETBICHHBIMU LETAMU. Cpeu >)KUPHBIX KUCTIOT
BBISIBJICHBI HOPMaJibHbIe M M30-KUCJIOTHI, BCTPEYAIOIIUECS MPH KAXKIOM UHUCIIe, a TaKkKe aHTeH30-
KHCJIOTHI, BCTPEYAIOIIMECS TOJBKO IMPH HEYETHBIX YHUCIAX YIJIEpoJa B TOM JKe JHara3oHe.
[Mpeobnamaromumu KK mramma PB12/4term Obutu n30-Cis:0 (53%), u30-Ci7:0 (20.1%), u30-Cie:0
(13.7%), u30-C1a:0 (3.84%), anTen30-Ciso (3.73%) u Cie:0 (2.37%). YKa3aHHBIN COCTaB >KUPHBIX
KHCIIOT 3HAYMTENILHO OTJIMYAETCS OT TUIIOBOTO mTamma T. marianensis, comepaxariero Cia:1(27.6%),
KoTopas He Obu1a uneHTuuimposana B PB12/4term. Kpome toro, mramm PB12/4term cuntesupyer
PSLIT KUPHBIX KUCIIOT, KOTOPBIE HE ObUTH 00OHAPYKEHBI B T. marianensis wim npeacTaBieHbl B HU3KON
KOHICHTpauuu, Harnpumep, u30-Ciso (Tabm. 7). IIpoueHT pa3BETBICHHBIX J>KUPHBIX KHCIOT Y
Thermaerobacter PB12/4term nocturan 96%, Toraa kak y T. marianensis 7p75a’ on cocrasnser
Bcero 69%. OcHOBHOI UpHOU Kucinororr PB12/4term Gbuta u3oneHtagekanopas kuciora (53%) B
oTauune oT T. marianensis, rjae npeobiaana u3orentaaekanonas kuciota (52%). Ilpeobnaganue
n30-C15:0 1 m30-Ci7:0 KHPHBIX KHCIOT TaKXKe XapakTepHo i TepMmoduiabHbix Bacillus u
Anoxybacillus (Inan et al., 2012).

OTanuuTenbHOW 0COOCHHOCThIO MmTamma PB12/4term ot npyrux mpeacTaBUTENed poja
Thermaerobacter siBisieTcst ero cocoOHOCTh K (haKyIbTaTHBHO-TUTOABTOTPOPHOMY pocTy. HoBbrii
U30JIAT POC B aHA3pOOHOM cpelie ¢ MOJIEKYJISIpHBIM BOJOPOZOM B KadecTBE JIOHOPA 3JIEKTPOHOB,
AIIEMEHTApHON cepoil M THOCYJb(AaTOM B KauecTBE akIenTopoB 3JeKTpoHOB U CO2 B kauecTBe
UCTOYHHMKA yriepoaa. DakynbTaTUBHO-TUTOTpOdHBIH poct mrTamma PB12/4term  moxer

o0ecrieunBaThCsl HUIMYUEM B T€HOME T€HOB, KOJUPYIOUIUX THAPOTreHasbl, HOpMHUATIETUIPOreHA3Y,
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dbopmamuaasy, IUMCTEHHOBBIE Jaecyibdypasbl, THOCYIbGAT CcynbhypTpanchepazy/pomanasy,
THOCYIb(PATACTUAPOTCHAZY (xuHOH), CyIb(UI: XHHOH-OKCHIOPEIYKTa3y, JeTuporeHasy
MOHOOKCHJa yIJepoJa, a TakXkKe, BEpOSTHO, TE€HOB OOpPaTHOTO OKHCIUTEIBHOIO IIHMKJIA
TPUKApOOHOBBIX KHCJIOT WJIM NYTH BOcCTaHOBieHUs TiunuHa (rGlyP), oTBercTBeHHBIX 32
aBToTpoduyro dpukcaruo CO: (puc. 28).

OcHoBHOE pasnuuue MeXay reHomamu Thermaerobacter sp. PB12/4term u T. marianensis
DSM 12885, T. subterraneus DSM 13965, Thermaerobacter sp. FW80 3akirouaercsi B OTCYTCTBUU
T'CHOB, KOJIUPYIOIIIX THJIPOT€HA3HI, U T'CHOB MOCTTPaHCIIIIUOHHON
IKCIPECcCHH/00pa30BaHMs/CO3pEeBaHus THAPOTreHa3, KOTopeie 00pa3yroT kiactep pazmepom 12 KO.
OpHako 3TH TeHbl MPUCYTCTBYIOT y Thermaerobacter sp003242195 (reHoMm, coOpaHHBIA U3
MeTareHoma 300KoMItocTa) (puc. 29), KOTOPBI HAXOIUTCS B OJHOM KIIACTepe C KYJIbTHBUPYEMBIMU

Oakrepussmu poaa Thermaerobacter.

Deo s o4 HOxkHaa AdpuKa: waxTa (GC A017577485)
m ¢ SLMVO01|o SLMVO01

Komnoct (GC A017577485)
komnocT (GC A003242195)
RAAAAMAARIM AR AS A Thermaerobacter sp. FW80 (RS GCF 004634385)
Thermaerobacter marianensis DSM 12885 (RS GCF 000184705)
.o Thermaerobacter subterraneus DSM 13965 (RS GCF 000183545)
o = o Thermaerobacter sp. PB12/4term (RS GCF 003403315)

bootstrap

@ 50
@
Q 100

KOxkHas Adpwuka: waxTta (GCA_020723785)

HOxkHaa AdpumKa: waxta (GCA_020723725)

Pecn. BypaTtua: yronb (GCA_029961055)

Pecn. BypaTua: yrons (GCA_029960955)

rop. MICTOUYHUK: ocagok (GCA_023511835)

Pecn. BypaTtuna: yronb (GCA_014896375)

ApesecHblit mycop (GCA_019683875)

ApeBecHbI mycop (GCA_019689585)

KemepoBo: nogsemHoe roperHune yrna (GCA_018729555)
Pecn. BypaTtusa: yronb (GCA_029960865)

— nousa (GCA_027314765)

CBUHL0BO-LMHKOBbIM pyaHuK (GCA_021792015)
CBMHLOBO-LUMHKOBbIA pyaHuK (GCA_021791995)
MmeaHbin pyaHuk (GCA_021797775)

MarHeTutosbli pyaHuk (GCA_021803205)

ocaaok (GCA_027335545)

Pucynok 29. dunoreHomHoe aepeBo npeacrasutenei moapuiryma Bacillota_E. KpacHeiM nBeTom
BBIJICJIEHA  ITOCIIEI0OBATEILHOCT, TeHoMma  Thermaerobacter sp. PBl12/4term, cuamm —
KyJBbTHBUPYEMBIX OakTepuii pona Thermaerobacter, uepusim — MAGS (aHHOTUPOBaHHBIE TEHOMBI U3
METareHOMHBIX MAaCCHBOB JIaHHBIX ).

Ha »TOoM OCHOBaHWM MOXHO TMPEANONOKUTH, YTO THIPOTEHA3HBIM KJIACTEp HW3HAYAIBHO
NPHUCYTCTBOBAN y Tpeaka poaa Thermaerobacter u Gbia yTepstH OONBIIMHCTBOM IPEACTaBUTEICH
pona. C npyroi cToponsl, 00HapyskeHHas aeneius 388 K6 B renome T. subterraneus B COBOKYITHOCTH

C (I)I/IJ]OFCHOMHLIMI/I JaHHBIMHU MO3BOJIACT NPCAINIOJIOXKUTE, YTO BHAYAJIC IPOU30MIIIO 3BOJTFOITMOHHOC
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pacxoaenue npeakos T. marianensis u PB12/4term, a 3aTem aenerius 601bI10M TECHOMHOM 0071aCTH,
yro mnpuBeno K guBepreHimu PB12/4term u T. subterraneus. Panee, wu3-3a OTCyTCTBHSA
nocjeaoBarenbHocTeld Thermaerobacter B 6a3zax JaHHBIX, ObLIO BBICKAa3aHO MPEIIOJIOXKCHHUE O
JOCTAaTOYHO PEAKON MACHTH(UKAIMK 3TUX OaKTepuii B MpUpoaHbIX Onorieno3ax (Han et al., 2010).
B wmacrosmee Bpems MAGs, wuneHtuduuupoBaHHBIE 10 Kiacca  Thermaerobacteria

(https://Ipsn.dsmz.de/class/-thermaerobacteria; Chuvochina et al., 2023; Oren, Goker, 2024),

BBIABJIEHBI B Pa3HOOOPA3HBIX HKOCHCTEMAaxX, BKJIOYAs IHAXThl, PYIHUKH, YTOJbHBIC ILJIACTHI
(Kadnikov et al., 2023) u paiionsl moazemMHoro ropenus yris B Kemeposckoii ooactu (KagHukoB u

ap., 2021).

3.2. Onucanue Tepmodpuiannoro uzonsita PB15/Grf7geo

Wzomar PB15/Grf7geo Obun BhimedeH W3 JOHHBIX ocagkoB M/c IIb W Ha OCHOBaHHH
buToreHeTHYECKOro aHanu3a mnocienosaresibHoctu reHa 16S pPHK otnecen x poxy Thermicanus.
Knetku mrramma PB15/Grf7geo npeacraBisioT co0oi rpaMIioioKUTEIbHbIC, OTMHOYHbIE, JITUHHBIC,
npsiMble WM cierka m3orHyteie manmodku (0.37-0.52 x 4.5-6 mxm) (puc. 30). [enenue c
oOpa3oBanueM meperskek (OmHapHoe aenenue). Ha tBepmoii cpeme oOpasyer cmopsl. Cropsl
OBAJIbHBIC, JIOKAJN30BaHbl TepMUHAIBbHO. KynbTypa TepMopesucteHTHa. CHOpBI BBIICPKUBAIOT
HarpeB npu 100°C B teuenue 5 muH. KojnoHMM mITaMMa JUIIECHBI MUTMEHTA, UMEIOT OKPYIIIYIO

dbopMy, IJIOCKHE, HEMPO3pavHbIe, Kpas HEPOBHBIC, KOHCUCTCHIIHSI ITIOTHAS.

Pucynox 30. Mopodonorus kinerok mzomsata PB15/Grf7geo Ha mimoTHOW muTaTensHON cpere.
Macmra6: a — 5 MkM, 6 — 10 MKM.

Itamm TepModuIbHBIHA, onTUMYM pocta — 55—60°C. Bepxuss rpanuna pocta — 80°C, HUXHAA
— 46°C. Heiitpodun. IIpu pH 5.0 u 8.6 poct orcyrcrBoBan. O6macts pH mns pocra 6.8-8.2, ¢
ontumymom 7.0—7.2. HemoasmxkeH. A3po0, dhakynbTaTUBHBIA aHa’poO. Karana3ononoKuTeabHbIiH.
OxkcunazooTpuliatenpHblii. B KkadecTBe HMCTOYHMKA yriiepoja M DHEPIHMHM MCIONB3YET IUIIOKO3Y,

bpyKTO3Y, paMHO3Yy, MaHHO3Y, MaJbTO3y, caxapo3y. ['uaponusyer kpaxman u 3ckynuH. [Ipu pocre
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mTamMMm Hyxpaaetcs B HuTpare (10 MM), B BoccTtanoButene (cyabdun Hatpus, 2.5 MM), BUTaMHHaX
Y HE HYXX/IaeTCs B XJIOPUAE HATPHUSL.

B mpoduie KIETOYHBIX >KUPHBIX KHCIOT HWAEHTHHUuUpoBaHbl 15 mukoB. M3 Hux 5
HachImeHHBIX )KUPHBIX KucaoT (HXK) u 7 metunoeix a¢upos pazsersinennbix HXKK, 2 meTriioBbix
a¢upa moHoHeHachleHHbIX JKK 1 oluH MeTuOBbIi 3hup pa3BEeTBICHHON MOHOHEHACBHIIIEHHON
XK. AHanu3 nMUKOB MOKa3all Mpeodiafanne METUIIOBBIX 3(UPOB KUPHBIX KUCIOT 130-Cis:0 — 33%;
n30-Cie:0 — 13.6%; m30-Ci7:0 — 32.3%; m30-Ci7:1 N-11 — 7.3%. OcranbHble KUPHBIE KUCIOTHI
COJIep’KaTcsi B MUHOPHBIX KoimdecTBax (Tabi. 8). M3BecTHO, UTO KMpHBIE KUCIOTHI ONPEAEISIOT
(bU3UKO-XMMHUYECKHE CBONCTBA KJIETOYHBIX CTEHOK MHKPOOPTraHHU3MOB, TAaKHE KaK TEKYy4yecTb,
YCTOMUYMBOCTH K TeMIleparypam, TUApoGpOOHOCTh. Pa3BeTBIIEHHBIC WIIM aTUIMKINYECKAE KUPHBIC
KHUCJIOThI, Oyarojiapsi 0COOEHHOCTAM XMMMUYECKOIO CTPOEHMSI Yy TpaMIIOJIOKUTENIbHBIX OakTepuid
BBITMIOJHSIOT aAaNTUBHYIO (DYHKIINIO, IPUAaBast INIACTHYHOCTD U TeKyuecTh MeMOpane (byIHUKOB 1

ap., 2010; 3axaposa, Cyxux, 2015).

Taénuya 8. Coctas xxupHbIX KuCIOT y u3oisita PB15/Grf7geo B % ot cymmer

XKupnas kuciora PB15/Grf7geo
150-C14:0 0.29
Cus0 0.27
i150-C15:0 33
Cis0 0.23
150-C16:0 13.6
Cis0 3.49
150-C17:0 32.3
Ciro0 0.29
anteiso-Ci7:0 1.0
150-C17:1 n-11 7.3
i150-C1s:0 0.8
Ciso 1.73
Hpyrue 6

Conepxxanne ['+1] map B IHK PB15/Grf7geo coctasnsier 53.0 Mon.%. ®unoreHeTUUECKuit
aHanmu3 nocienoBatensHocTH reHa 16S pPHK PB15/Grf7geo moxaszan, uto oHa oOHapyXuBaeT
96.3%-96.4% cX0/CTBA C MOCIIEI0BATEILHOCTLIO TUIIOBOTO ITaMMa Thermicanus aegypyius ET-5b7
U [TOCJICI0OBATEIbHOCTHIO HEKYJILTHBHPYEMO# OakTepru, OTHeCeHHOH K p. Thermicanus (JN998833),
BBISIBJIEHHOM B COCTaBe€ MHMKPOOHOro coolmiecTBa M3 oOpasna OuojerpagupoBaHHOW HedTH
(Dellagnezze et al., 2016). Takxke mociaeaoBareabHOoCcTh Ha 97.3%  romojoruvyna
nocienoBarenbHocTd kKiioHa SHBZ1616, BbIsiBIEHHONH B MHKPOOHOM COOOIIECTBE TOIUIMBHBIX
AJIEMEHTOB, KaTaJU3UPYIONUX TpeoOpa3oBaHWe OPraHMYECKOro BemiecTBa (amerata) B
snexkTprueckyro sHepruto (Wrighton et al., 2008) (puc. 31).

Pox Thermicanus cocTOMT W3 €OMHCTBEHHOIO BAJWIHO OIMMCAHHOIO BHAA — |hermicanus

aegypyius ET-5b" (DSMZ 12793), BBIIENEHHOTO COBMECTHO C TEPMO(UILHBEIM AaIrleTOreHOM
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Moorella thermoacetica u3 moussr (Eruner). [lItamMmm moaBukHBIH, TepMODUIBHBIN (ONITHMAaIbHAS
temneparypa pocta 55—-60°C), dbakynapTaTuBHBINA aHadpoO. Beicokuii ypoBenb Oz 3aMemIIsSeT pocCT;
HAWJIYYIIANA POCT YCTAHOBJICH B OCCKUCIOPOIHBIX MM MUKPOA’pOoGHiIbHbIX yciaoBusx. Criopsl He
oOHapy KeHbl. Y THIM3UPYET OJUro- ¥ MoHocaxapu sl (Gofner et al., 1999). Conepskanue I'+1] map
y Thermicanus aegypyius ET-5b" cocrasnser 50.3 mon.% cormacuo (GoBner et al., 1999) u 48.21

Mo1.% COIJIaCHO T€HOMHBIM JIAHHBIM (https://gtdb.ecogenomic.org/genome?qid=

GCF _000510645.1). B cootBercTBHM C TakcoHoMmuyeckoi uneHTrdukanueit LPSN u GTDB, pon

Thermicanus otHocuTcst kK cemeiictBy Thermicanaceae, mopsaky Thermicanales, kiaccy Bacilli,

¢mrymy Bacillota.

Geobacillus uzenensis (NR028789) 75.87%
Geobacillus jurassicus (MT126376)_73.45%
Geobacillus subterraneus (AF276307) 72.05% Anoxybacillaceae;

Bacillales
Geobacillus thermocatenulatus (FN538989) 70.71%

Geobacillus stearothermophilus (AY297092) 71.63% §
Novibacillus thermophilus (NR136797)_88.31% Noviba?illaceae; §
4100[ Thermoactinomycetaceae bacterium (JQ672624) 87.94% Thermoactinomycetales %\
Strain PB15/Grf7geo (KY552921) S
00 Uncul. clone SHBZ1616 (EU638470)_97.27% Thermicanaceae;
22|  Thermicanus aegyptius (NR025355)_96.29% Thermicanales

w | Uncul. Thermicanus (JN998833) 96.36%

Pucynox 31. dunoreHeTnyeckoe AEPEeBO HAa OCHOBE mocienoBarenbHocTeld reHa 16S pPHK,
nokassiBaroiiee nonoxenue mramma PB15/Grf7geo cpean apyrux npencrasureneii kinacca Bacilli,
dunyma Bacillota.

Hecmotpst Ha To, uTO TepMO(MIBHBIHA, (akyIbTaTUBHO-aHadpoOHBIH n3omsT PB15/Grf7geo
BBIJICJIEH U3 HU3KOTEMIIEpaTypHOro OHOTOMNa, ero (pU3HOI0ro-OMOXMMHUYECKHE CBOMCTBA HE
OTJIMYAIOTCSI OT CBOWCTB THIIOBOTO IITaMMa A3TOTO POJa, BBIIECIECHHOTO M3 MouBbl Erumra, rme
TeMITepaTypa MokeT cocTaBiaTh 28—40°C. TTomo6ro Thermicanus aegypyius ET-5b", HoBsIif m30maT
PB15/Grf7geo — ymepeHHbIil TepMmodui, a’pod, QakynbTaTUBHBIN aHa’poO. B oriamume ot
Thermicanus aegypyius ET-5b", PB15/Grf7geo o6pasyer ciopbl 1 HEMOABHKEH. AHAIU3 CTPYKTYPHI
rena 16S pPHK mramma PB15/Grf7geo cBuaeTenbCTByET O €ro HEMOIHOW UIACHTHYHOCTH TUTIOBOMY
KyapTuBHpyeMoMmy mTammy (96.3%) u 000co0eHHOM (DHIIOTEHETHYECKOM TOJIOKEHUU BHYTPH
KJacTepa IocieqoBaTeIbHOCTEH ceMmeiicTBa Thermicanaceae. JlaHHble pe3ynbTaTbl, BO3MOXKHO,
SBJISIIOTCSI OCHOBAHUEM JIJISi OTHECEHMS TTOJIy4€HHOT'O IITaMMa K HOBOMY BUIy. O4eBUIHO, YTO IS
BAIMJAIMM €r0 B KayeCTBE HOBOrO BHJIA pojaa Thermicanus HeoOXOIUMO YTOYHEHHE

(beHOTUNINYEeCKUX MPU3HAKOB U aHAJIU3 €ro TeHOMa.
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3.3. UcToUHUK TepMO(PUIBLHBIX 0aKTepUil B HU3KOTEMIIEPATYPHBIX ocajkax o3epa baiikan —
THAPOTEPMbI Ha NModepexxkbe 03epa WM IIyOuHHbIE (JIIOHAbI?

Tepputopus baiikansckoit pudToBoii 30HB (BP3) xapakrepusyercs 3HAYUTEIBHBIM
KOJIMYECTBOM IOJI36MHBIX HICTOYHHUKOB MUHEPAILHBIX BOJ], Pa3HOOOPA3HBIX IO COCTABY U CBOWCTBAM
(JTomonocoB, 1974). VICTOYHWKH, BBIXOJSIIME HA TOBEPXHOCTh WM BCKPBHITHIC CKBaKUHAMU,
W3YYCHBI ¢ OOJbIINeH WM MEHbIIEH eTanbHOCThIO Oosee ueM B 100 paiionax bP3. Ha moGepexne
pacCIONIOKEHBI a30THbIE MCTOYHUKM ['opsumHckui, HewaeBckuid, Xakycckuil, OpONMXHUHCKUM,
3meunsbiii, KorenpaukoBckuii u Jlapmmackuid (Jlomonocos, 1974). IcTOUHUKN XapaKTEpPU3YIOTCS
pa3IMYHBIMU (PU3UKO-XUMUYECKUMH MapaMeTpaMi, B YaCTHOCTU DPA3JIMYAIOTCS MO XUMHUYECKOMY
COCTaBy, TEMIIEPAType M OKUCIMTEIbHO-BOCCTAHOBUTEILHOMY TOTeHIMay (tabdin. 3) (bopucenko,
3amana, 1978).

J171s mpoBEpKU TMIOTE3BI O TOM, YTO TUAPOTEPMBI Ha ToOepeskbe o3epa balikan MOryT SBIATHCS
UCTOYHUKOM TepMO(HUIBHBIX OakTepuil B HHU3KOTEMIIEPAaTypHBIX OCagKax o03epa, MPOBEACH
CPaBHUTENBHBIN aHAIN3 TAKCOHOMUYECKOH MPUHAIC)KHOCTH TEPMO(PHIBHBIX MUKPOOPTaHU3MOB B
HA3eMHBIX TOPSIYMX MCTOYHMKAX, PaCIOJIOKEHHBIX Ha nmodepexne 03. balikan, U TOHHBIX Ocaakax,
ACCOLIMMPOBAHHBIX C PAa3TPpy3Koil yrieBogaopooB (Tabiu. 2; [laBnosa u ap., 20246).

dujoreHeTnyeckoe pasHooOpa3ue NPOKAPUOT B TIoOpsSYMX MCTOYHHMKAaX. Bo Bcex
MHUKPOOHBIX COOOIIeCTBaX a0COMIOTHOE OOJBIIMHCTBO MHUKPOOPTAHW3MOB COCTAaBJISUIA OaKTepuu
(TTaBnoBa u jp., 20246). Hexmaccudumnupyemsie MpeacTaBuTeIn JoMeHa Archaea BHISBICHBI B
U3JIMBaX UCTOYHUKOB JlaBIIMHCKMM U XaKycckuil, rae ux aons He npesbimana 0.02%. Mukpo6Hoe
cooOIIecTBO HMCTOYHMKA J[aBUIMHCKMHA TPEACTaBIEHO OJHUM JOMUHHUPYIOUIUM (UIyMOM —
Pseudomonadota (98.5% Bcex mocnemoBarenbHocTeli reHoB 16S pPHK), B xotopom Gomnee 95%
nocJe0BaTelbHOCTEN MIPUHAJIEKAIN XEMOJUTOTPOPHBIM cepa/cynbdu/Tuocyibdar-
OKHCISIIOIMM  OakTepussM poaa Thiovirga (puc. 32, 33). IlpeacraButenu ¢uaymos Ca.
Patescibacteria, Nitrospirota, Cyanobacteria, Chloroflexota, Deinococcota u Bacteroidota
cocraBinsiin MeHee 1%. B usnuBe wucrounuka KorenbHukxosckuii (Kot 1) ocHoBHyK uacTh
MHKpOOHOTO cooOrecTBa cocranisiiin Deinococcota — 53.2%, Aquificota — 26.2%, Pseudomonadota
—9.1%, nexnaccupunupyemoie Bacteria — 6.4%, Bacillota — 1.7% u Cyanobacteria — 1.4%. ®uymbr
Deinococcota u Aquificota mnpencrasnenst OTE, mnpunamnexammM pogaam Thermus wu
Hydrogenobacter coorBerctBeHHO. K MHHOPHBIM KOMIIOHEHTaM MHKPOOHOTO COOOIIECTBA
otHocuiuch mpencrasurenu ¢uinyma Desulfobacterota (p. Caldimicrobium — dakynsratusHo-
JUTOABTOTPOQHEIE, aHadpoOHbIe OakTepun ¢ onTuMymoMm pocra 75°C), Ca. Acetithermota u
Armatimonadota (Oren, Goker, 2023). B mukpoOHOM coobriectBe KoT 2, B CpaBHEHHH C M3JIUBOM
UCTOYHHKA, YBEIUIMIACH 0JIs1 ipeacTaBuTeei poaa Hydrogenobacter (50%) u ymeHbIiiachk pojaa
Thermus (28%).
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Pucynox 32. OTHOCUTENbHAA 108 NTociaeaoBareabHocTel pparmenToB reHa 16S pPHK Gaxrepuii,
NPE/ICTaBICHHBIX Ha YpoBHE (QmiymMa B OMOMMOTEKAaX M3 TOPAYMX HMCTOYHUKOB. [lepeumciieHsr
TaKCOHBI, cocTaBistome >1% B kaxaon oubaroreke. [lutuposano mo Chernitsyna et al., 2023;
[TaBnoBa u ap., 20246.

TepmoduabHble U THIIEPTEPMOGHILHBIC OaKTEpUH, OOHAPY)KHBACMbIe B TI'€OTEPMATbHBIX
cucTeMax, HE(PTSHBIX pe3epByapax, aHadpPOOHBIX pEaKTOpaX M OYHUCTHBIX COOPYKEHHSX,
otHocsmecs K pogam Fervidobacterium (Thermotogota), Caldisericum (Caldisericota), Ca. JS1
(Atribacterota) (Oren, Garrity, 2021) HaXOIUJIUCh B YMCIIE MUHOPHBIX MPECTAaBUTENCH.

B mecre Bnagenus ncrounnka KorenpHukoBCckuii B 03. baiikan (Kot 3) yBenuumBaercs a0iis
Pseudomonadota (57%) u Bacillota (4.8%). B coo6miectBe Kot 3 BeisiBieHsl OTE, oTHeCeHHBIC K
Bacteroidota (28.2%), Campylobacterota (4%), Fusobacteriota (3%) u Deinococcota (2%). Menee
1% cocraBimsin  mocienoBareabHOCTH TpeacraButenieii Ca. Patescibacteria, Fibrobacterota,

Bdellovibrionota u Chloroflexota.
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Pucynox 33. OTHOCUTEIIBHAS JIOJISI TTOCeoBaTeIbHOCTeH PparmenToB rena 16S pPHK Gakrepuid,
MPEJICTABICHHBIX HA YPOBHE PoJia B OMOIMOTEKaX U3 TOPSYUX UCTOYHUKOB. [lepeunciieHbl TaKCOHBI,
cocrapistronie >1% B kaxaoit oubimoreke. [{lutuposano mo Chernitsyna et al., 2023; IMasnosa u
ap., 20246.
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[TocnenoBaTeIbHOCTH MUKPOOPTaHU3MOB, cocTaBistomue 6omee 1% BbIsIBIEHBI B 13 BhICITUX
takcoHax gomeHa Bacteria (Pseudomonadota, Cyanobacteria, Bacteroidota, Acidobacteriota,
Chloroflexota, Bacillota, Planctomycetota, Verrucomicrobiota, Bdellovibrionota, Myxococcota, Ca.
Patescibacteria, Actinomycetota, Campylobacterota) B coctaBe MHKPOOHOTO COOOIIECTBA HCTOYHHKA
Xaxkycckwii ¢ Temmeparypoit +44.8°C (Xak_1).

[pencraBurenu Spirochaetota, Desulfobacterota, Armatimonadota, Ca. Dependentiae,
GAL15 cocrapnsimu menee 1%. B MukpoOHOM coobmiectBe Xak 2 JOMUHUPOBAIU MPEICTABUTEIN
it GuaymoB: Pseudomonadota (33.7%), Ca. Patescibacteria (24%), Bdellovibrionota (8.8%),
Fibrobacterota (7%), Verrucomicrobiota (6.5%). Hexnaccudurmpyemoie Bacteria, Bacteroidota,
Acidobacteriota, Cyanobacteria, Planctomycetota, Myxococcota, Actinomycetota, Elusimicrobiota
cocraBistin  1.2-4.6%. IlpencraBnennocts Ca. Dependentiae, Bacillota, Chloroflexota,
Gemmatimonadota, Armatimonadota, Desulfobacterota, Ca. PAUC34f, Ca. SAR324
(Marine_group_B), Ca. WPS-2, Spirochaetota 6s11a Menee 1%.

MukpoOHoe coobmiecTBo uctoyHuka 3Meunbld (3M_1-3M 3), Tak ke, KaKk U HCTOYHHKA
JIaBIIMHCKUI XapaKTepU30BAIOCh HEBBICOKMM pa3HooOpa3ueM Ha ypoBHe (maymoB, rae 91%
nocienoBarenbHoctei reHoB 16S pPHK npunamnexano ¢punymy Pseudomonadota. IpencraButenu
dunymoB Bacteroidota u Bacillota cocrasnsiu 2.6-—4.6%. B munopaom kosnudectBe (Menee 1%)
BbIsIBJICHBI TipenctaButenu puiymoB Desulfobacterota, Spirochaetota, Synergistota, Atribacterota,
Hydrogenedentes, Ca. Sva0485, Ca. TA06, Ca. WS2 (Chernitsyna et al., 2023).

Takum o0pazom, mpexacrasutenu ¢unymoB Pseudomonadota, Ca. Patescibacteria u
Chloroflexota o6HapysxeHbI B cooOiiecTBax Bcex nctouHukoB. [IpencraBurenu ¢punyma Aquificota
u Deinococcota B 3HAYMTETHHOM KOJHMYECTBE JICTEKTHPOBAHBI TOJBKO B HCTOYHHMKE U TIPYJIe
KorenpHuKOBCKHNA. 3a HMCKIIOYEHHEM HCTOYHMKA KOTEThHUKOBCKUM, MHUKpPOOHBIE COOOIIECTBA
UCCIIIOBAHHBIX ~ TOPSIUMX  HCTOYHUKOB  TMPEACTABIEHB, B OCHOBHOM, Me30(UIbHBIMU
MHKpPOOpPTaHW3MaMH, TJe OCHOBHAs JOJs TPUHAICKUT OaktepusiM pomos Thiothrix, Thiovirga,
Paludibacter, Azonexsus, Acetoanaerobium, Hydrogenophaga u ap. (puc. 33).

CpaBHUTeIbHBIH  aHAJIM3  TAKCOHOMMYECKOro  pa3HooOpa3us  TepMO(HIbHBIX
MHKPOOPraHU3MOB B TIOpPSiYMX MCTOYHHKAX MW [JOHHBIX ocaakax o03. baiikas.
[TocnenoBarenbHOCTH OakTepuii, CHOCOOHBIX K pocTy mpu Ttemmeparype >50°C, pomaoB
Hydrogenobacter, Caldimicrobium, Fervidobacterium, Truepera, Thermotalea, Thermobrachium,
Meiothermus, Gl 0OHapy»keHbI TONbKO B ropsumx wucrounukax (I'M). oms Hydrogenobacter
cocrasisuta 0.008-53.1%, Thermobrachium — 3.2-3.6%. [{ons mociie1oBaTEIbHOCTEN OCTAIBHBIX

Oaxtepuii He npeBbiana 1%.
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bakrepun pomos Thermus, Caldisericum, Thermomonas, Geothermomicrobium, Caloramator,
a TaKXKe HeKyJIbTHBHpYyeMbIe npeactasuresn Atribacterota, Ca. Acetithermota, Ca. Aminicenantales
u Thermodesulfovibrionia o6HapysxeHbI B cO00IIECTBaX KaK THAPOTEPM, TaK M JJOHHBIX OCAJIKOB.

B coobmectBax JIO BbIsiBICHO OOblee pasHOOOpa3e MUKPOOPTaHM3MOB, CIIOCOOHBIX K
pPOCTY B TepMOQMIBHBIX yciIoBHsX, 4eM B [ M. Kpome TakCOHOB, IIEpEUMCIICHHBIX BBIIIIE, TOJIBKO B
MHUKPOOHOM coo01ecTre JIOHHBIX OTJIOXKCHHI oOHapyKEHBI OakTepun poJioB
Thermoanaerobaculum, Thermoleophilia, Laceyella, Lihuaxuella, Planifilum,
Thermoflavimicrobium, Fonticella u wnekyasTuBHpyemble mpencraButenu Calditrichaceae,

Thermoactinomycetaceae u Thermomicrobiales (puc. 34).

| Thermodesulfovibrionia
Thermomonas 0.8
Geothermomicrobium
Caloramator

BN Thermotalea 0.6

.=-.=..r..... Thermobrachium I 1
= [ [ [ ]

Thermus 04
Caldimicrobium

Bl 7ruepera

Hydrogenobacter 0.2
Fervidobacterium

Planifilum || 0
Il Laceyella

Fonticella

Ca. Aminicenantales
Caldisericum

Ca. JS1 (Atribacterota)
Thermoanaerobaculum

Thermoleophilia
Il Ca. Acetothermota

Thermomicrobiales
Lihuaxuella
- Thermoflavimicrobium

Calditrichaceae
Thermoactinomycetaceae

sor <1 N |

or-0- 4.1 R

09-0€ A1

AOHHbIE 0CAAKMW, ACCOUMMPOBAHHbIE C Pa3rpy3Koi YrNesoa0poaos AOHHLIE 0CAAKK 'MApOTEPMBI
¢oHOBbIX paiioHOB

Pucynox 34. TermoBas KapTa pacupeeieHHs MOCIeI0BATeILHOCTeH TepMO(DHIIBHBIX OaKTepHii B
6ubnmuorekax ¢parmenToB reHa 16S pPHK mMukpoOGHBIX cOOOIIECTB BOABI TOPSYUX UCTOUHUKOB U
JIOHHBIX 0cafKoB 03. baiikain. [locnenoBaTenbHOCTH, OOHAPYKEHHBIE TOJIBKO B TOPSIUNX HCTOYHUKAX,
BBIJIEJIEHBI KPACHBIM 1IBETOM; TOJIBKO B JOHHBIX OCaJIKaX — CHHUM; U B JIOHHBIX OCaJKaX, U B TOPSUUX
UCTOYHUKaxX — yepHbIM. L{luTnposano no Ilasnosa u np., 20246.

B uncne momunmpyromux BeisiBienbl OTE, nmpunamiexanme Ca. Aminicenantales, kmaccy-
kanauaaty JS1 (Atribacterota) u poxy Caldisericum. Tlpencrasurenu JS1 coctasmsiam ot 0.03 10 1%
B MOJIMOBEPXHOCTHBIX TOHHBIX OCaJKax ¥ J0 46% B TiIyOMHHBIX, BO BCEX MCCIIEIyEeMbIX 00pasiax,
ACCOIIMMPOBAHHBIX C Pa3rpy3Koi yrieBo1opo1oB. JloJis mocieaoBaTeIbHOCTEH, OTHECEHHBIX K Ca.
Aminicenantales (Acidobacteriota), Bapsuposaina ot 0 10 5% B MOAMOBEPXHOCTHBIX OCaAKaxX, U J0
15% — B rimyOunnbx. Hanbonbemee uncno OTE aToro mopsiaka-KaHayaaTa BBISBICHO B OCaJKax H-
Mm/c I'Y u B3. ITocneposarensuoctu Atribacterota u Acidobacteriota Han6osee 4acTo BBISBISIOTCS B
OuoTOMax, 00OTaIEHHBIX YIJIEBOIOPOIaMH — B T€OTEPMAJIbHBIX CHCTEMax, He(PTAHBIX pe3epByapax,
aHadpPOOHBIX MOPCKHX OTJIOKEHUAX W MeTaHOBHIX cumax (Kadnikov et al., 2019; Liu et al., 2019).

[IpencraButenu 3TUX (GUIYMOB JTOMHUHHPOBAIM B MUKpOOHMOME OCaJIKOB MEKCHMKAaHCKOIO 3aJliBa,
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ACCOITMMPOBAHHBIX C HEMPEPHIBHBIM aJIBEKTUBHBIM NIEPEHOCOM TepMoreHHbIX ra3oB (Chakraborty et
al., 2020).

bakrepun poma Caldisericum, oOHapyXuBaeMble dYallle BCEr0 B TOPSYUX HCTOYHHKAX,
BOJIOHOCHBIX TOPH30HTAX, 3arPsA3HEHHBIX YIIIEBOOPOIaMH, COIOBBIX 03epax u brnopeaktopax (Mori,
2018), B ocHOBHOM OBLIM BBISIBICHBI B TTyOMHHBIX ocaakax H-m/c ['opeBoii Yrtec u Bosbmas
3enenoBckasi, a Takke B /B Kykyii. IlocienoBaTensHOCTH OakTepuii, YCTaHOBIEHHBIE TOJBKO B
cooOIeCTBE  JIOHHBIX  OC3AKOB M  OTHeceHHble K  ¢wiymy Bacillota  (HekynsT.
Thermoactinomycetaceae, Laceyella, Lihuaxuella, Planifilum, Thermoflavimicrobium, Fonticella),
npeobJagany B TIyOMHHBIX CI0sX ocankoB I/B Kenp u r/B Manenskuii (puc. 35).

OcHosa Wangroos 4| Anros
_ Kapybi_Woodenmap %

i
§

Waraanac®

Ca. JS1 - no 46% Bo Bcex
Hcee/lyeMbix o6pasnax
IJIyOMHHbIX JJOHHbIX 0CA/{KOB

/M cun lFopeBoii yrec
Ca. Aminicenantales, 1015% *~

/ m cuMn ggneu_olcxuii
wr/ Kykyii

B e e =

Manenekits  pignifilum, Laceyella, Lihuaxuella,

; Fonticella, Thermoflavimicrobium,
Thermoactinomycetaceae vexnacc.

Pucynok 35. Tunbl TeOJOTHYECKUX CTPYKTYpP, B KOTOPBIX OOHApPY>KEHBI ITOCIIEAOBATEILHOCTH
TEPMO(PHUIBHBIX OaKTepuil.

HeoOxonuMo oTMETHTH OOHApy’>KE€HHE MOCIeI0BaTeIbHOCTEH TepMO(UIBHBIX OaKTepuil B
JIOHHBIX ocajikaX «(OHOBBIX» pailoHOB. B 00pa3iax BbIsABIEHBI 1OCIEA0BATENIbHOCTH, OTHECEHHBIE
k Ca. Aminicenantales, kiaccy-kanmunary JS1, poxy Thermoleophilia, Thermoanaerobaculum,
Laceyella, Fonticella u HEKYJIbTUBUPYEMBIM IPE/ICTAaBUTEISIM Calditrichaceae,
Thermoactinomycetaceae u Thermomicrobiales.

Panee ananu3z MAGS, peKOHCTpYHPOBAHHBIX U3 00pa3lloB BOJbI IPUIOHHOMN 30HbBI (POHOBOTO
paiiona B FOxxHom baiikare, mokasas, 4To reHOMbI, IPUHAJIEKAIIIE MUKPOOPTaHU3MaM Pa3InIHbIX
TAaKCOHOMHMYECKHX TPYMI, COJEpKaT TEHbl pa3jokKeHUs apoOMAaTUYECKUX COEAMHEHUH U
ankan/mMerancyabponarmonookcurenasbl (Cabello-Yeves et al., 2020). JlonHble OCajKu 3TOTO
palioHa HampsAMYI0 HE CBSI3aHbl C pPa3rpy3Kod yrieBomgoponoB. IIpeanmonaraercss BiusiHHE
razocojiepxkamux (IIOUI0B U3 JIOHHBIX OTJIOKEHHH BO BpeMsl 3e€MIICTPSCEHMH, YTO MOXET ObITh
CBSI3aHO CO 3HAYUTEJBHBIM KOJIMYECTBOM OJM3KOPACIOIOKEHHBIX T'MIPATOHOCHBIX CTPYKTYp B
JOHHBIX ocankax o3epa baiikan (Cabello-Yeves et al., 2020) u o0ycioBiuBaeT OOHapyKCHHE

MOCNIEI0BATENbHOCTEN ~ TEPMO(HMIBHBIX ~ MUKpPOOpPraHu3moB.  OTCyTCTBHE  MNPOBEAECHHBIX
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CEHCMUYECKUX HCCIEAOBAHUN M U3MEPEHUIN TEIUIOBBIX MOTOKOB B JIaHHBIX palilOHaX HE MO3BOJIAET
JIOCTOBEPHO MOATBEPAUTH JAHHYIO TUIIOTE3Y.

[IpoBeneHHbIe MCCIEAOBAHUS TOKA3ald, YTO KaK B rOpSIYMX MCTOYHUKAX, TaK U B JOHHBIX
ocagkax OOHApyXMBAIOTCS MOCJIEIOBATEIBHOCTH TEPMO(HIBHBIX  MPOKAPUOT, HMEIOILIUX
OJIMHAKOBYI0 TAaKCOHOMHUYECKYIO MPHUHAAJICKHOCTb. Bmecre ¢ TeM OOJBIIMHCTBO TaKCOHOB
MHUKPOOPTIaHU3MOB BCTPEYAJIHCh JINOO TONBKO B 0oOpasnax u3 I'U, mibo tonpko B obpasuax u3 1O,
YTO  TO3BOJSIET  MPEIANOJIOKUTH  pa3Hble HCTOYHMKM WX  noctymienus.  CTpykrypa
mocJieIoBaTeIbHOCTEH B OuOmuoTekax reHoB 16S pPHK w3 ropsunmx HCTOYHMKOB HE Oblia
HWJIEHTUYHOM TaKOBOH M3 OMOJHMOTEK ATOr0 reHa M3 JOHHBIX OCAJKOB, BOJHOW Toiamu balikana u
rOpsIYMX HMCTOYHHKOB, PACIIONOKEHHBIX Ha Teppuropun baiikanbckoi pudroBoii 30HBI (Asia,
Kyuurep, VYwmxeir, ['apra), uto BblpakaeTcsi B (OPMUPOBAHHMU OTIENIbHBIX BETBEH Ha
¢bunorenernyeckom aepese (puc. 36).

Hanpumep, OKaiiiiMA TOMOJIOTHYHBIMHE ITOCIICIOBATSILHOCTSIMHE JJIst OakTepuii p. Thermus
3 I'U, aBasroTCSA MOCIEA0BAaTENbHOCTH, BBISIBJIEHHBIE B TOpsIYMX UCTOYHMKAX Kutas, Amna u Ypo
(bP3). Jns Gakrepuii p. Caldimicrobium, p. Fervidobacterium, p. Hydrogenobacter — ropsiaune
MICTOYHHKH, PACIIONOKEHHBIC HA TEPPUTOPHH VeIIOYCTOHCKOro HAIMOHAIBHOTO Napka, bosbioro
Apte3uanckoro Oaccelina B ABctpanuu, Kypuiabckux octpoBoB u Monronuu. [Ipencrasurenu p.
Caldisericum, oOHapykeHHbIe B UCTOUYHHKE KOTEIHbHMKOBCKHU W 3MEHHBIN, a TaK)Ke B JOHHBIX
ocagkax Hedte-MeraHoBbIX cunoB 'Y u B3, r/B Kyky#, paHee BBISABISUIUCH B aHa3pOOHBIX
HAKOMUTENbHBIX KYJIbTYpaxX, COAEpKaIINX JOHHbIE ocaaku H-M/c ['opeBoii YTec u ans HUX ObuH
ompesiesicHbl ONvKkaiiiine WaeHTHYHbIe TocnenoarensHocTr (Paviova et al.,, 2022). Ho stu
MOCJIEIOBATEIbHOCTH ~ HE  TOMOJIOTHYHBI ~ OOHApYy)XEHHbIM B TOPSYMX  HCTOYHMKAX.
[MocnemoBarenbHocT  Oaktepuit  poma  Planifilum,  Symbiobacterium, Caldinitratiruptor,
Thermaerobacter, BbisiBICHHbBIE B HAKOTUTEIbHBIX TEPMOMUIBHBIX KYJIBTYPax, H3 METAHOBOT'O CHUITA
[Toconsckas banka, Hedre-meraHoBoro cuma I'opeBoil YTec u rpsseBoro BynkaHa Kykyii-2, He

00HapyXEeHBI B COCTaBE MUKPOOHBIX COOOIIECTB BCEX UCCIIEAYEMbIX TOPSIUYNX UCTOUHUKOB.
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Pucynox 36. ®OuioreHeTHMUECKOE TMOJOKEHHE OaKTePHil M3 TOPSAYUX HCTOYHUKOB (BBIIEICHBI
KpacHBIM IIBETOM) UM JOHHBIX OCAJKOB (BBIIEICHBI dYepHbIM IBeToM). l[ndpamm mnokazaHa

AOCTOBCPHOCTb  BCTBJICHHSA, YCTAHOBJICHHASA C IIOMOIIBIO «bootstrap» — amammza 100

AJIBTCPHATUBHBIX JICPCBLCB.
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CpaBHeHHe OeTa-pa3HOO0Opa3usi UCCIENYEMBIX COOOIIECTB HA OCHOBE MATPHIIbI JUCTAHIIMHA
Bpes-Keptrca moka3ano, 4TO OHU JIOCTOBEPHO Pa3IUYAIOTCS B COOTBETCTBUH C pallOHOM OTOOpa
npo6 (PERMANOVA R? = 0.149, p < 0.001) Pacnonoxenue o6pasnos Ha rpapuke NMDS
YKa3bIBaeT Ha OOBEIMHECHUE B OTJCIBbHBIC KIACTEPHl TEPMOMUIBHBIX MHUKPOOHBIX MOITYJISIIHN
JIOHHBIX OTJIOKEHHH U TOPSAIMX HCTOYHHKOB (puc. 37).

Ca. JS1 (Atribacterota) ° 3m

0.6- e Xak
Caldisericum

Ca. Aminicenantales

0.3- Thermomonas

NMDS2

Kor_2

] Fervidobacterium

-0.3-
Thermoleophilia

-
ANOSIM: R = 0.9278, p < 0.001 HekynbT. Thermodesulfovibrionia
PERMANOVA: R? = 0.149, F = 7.885, p < 0.001

206-
0.0 0.5
NMDS1

Pucynok 37. I'paduk HemapaMeTpUIECKOrO MHOTOMEPHOTO IIKaJTUPOBAHUS HA OCHOBE MATPHIIBI
muctanmmii  bpes-Keprtuca, oTpaxkaromuii cXOJCTBa M pa3ldyUsl B COCTaBe TepPMODUILHOM
KOMITOHEHTBI MUKPOOHBIX COOOIIECTB JOHHBIX OTIOXKEHUN U TOPSIUMX UCTOYHHUKOB Ha YPOBHE poOJia.
DOIHINCH  TPEACTaBISAIOT coboii  95%-Hbie JOBepUTENbHBIE WHTEPBANBl AN KIACTEPHBIX
LEHTPOUIOB.

Hanmuune B HU3KOTEMIIEpPATypHBIX  OCaJKaX  TepMO(UIBHBIX  MHKPOOPTaHU3MOB,
(GuUIOreHeTUYEeCKH OTJIMYAIOIIUXCS OT OoOuTarenael TruapoTepM Jenaer Oojiee BEpPOATHBIM
CylIlleCTBOBaHUE B 03. balikay MexaHW3Ma, ONIMCAHHOTO 11 MUPOBOro 0OKeaHa, B IPOLECCE KOTOPOTOo
MHUKPOOPIaHU3MBbI U3 INTyOMHHON 0CaJOYHOM TOJIIIM BHIHOCSATCS Ha TOBEPXHOCTh BMECTE C TOTOKaMHU
ra30HaChIIICHHBIX (IIIOUI0B, TAaCCUBHO paszHocsaTcs TeueHusimu (Chakraborty et al., 2020), ocenaror
B JIOHHBIX OTJIO)KEHHUSX, I7Ie COXPAHAIOTCA B T€YEHHE MHOTHUX JIET M MOCTETIEHHO 3aXOPaHUBAIOTCA.
[Ipu OnaronmpusATHBIX TEMIEpPAaTYpPHBIX YCIOBHSX, (GOPMUPYIOMIUXCS B TIIIYOOKHMX JOHHBIX
OTJIOXKEHUAX, MHKPOOPTraHU3MBbl IpPOpAcTAlOT Ha MOAXOIAIIMX CcyOcTparax, 3aBeprias
re0JIOTMYECKYI0 MUKPOOHYIO METII0 XKU3HECIIOCOOHBIX KJIETOK, LMPKYJIUPYIOMIUX U3 TITyOMHHOU

ouocdepsr u oopatHo B Hee (Gittins et al., 2022).
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TJIABA 4. POJIb MUKPOBHBIX COOBIIIECTB OCAJIOYHOM TOJIIIH 03. BAUKAJI
B IPOIECCAX TPEOBPA3OBAHUSA OPTAHUYECKOI'O BEHLIECTBA C
OBPA3OBAHUEM YIVIEBOJOPOJHBIX MAPKEPOB HE®THU B YCJIOBUAX
ITPOTOKATATI'EHE3A

[Tpoucxoxnenue HeTH sABIsETCA (PyHAAMEHTAIBLHOW MpoOieMoil ectecTBo3HaHusA. O3epo
Baiikan xapaktepu3yeTcsl IIMTEIbHONH ucTtopueil ocaakonakoruienuss (Grachev et al., 1998).
[IpeoOpazoBanne opranmueckoro BemectBa (OB) B ocamkax balikama mo mepe wu3MeHEHUS
TEPMOOAPUUYECKUX YCIOBHUH B HEJIpaxX KaitHO30MCKOM TOJIIM CIIOCOOCTBOBAJIO MPOIECCaM T'eHepaIiu
YIJIA€BOAOPOAOB, BO3HMKHOBEHHIO MX CKOIUICHHH pa3IMYHOrO THUMA — HE(PTSIHBIX, TAa30BBIX H
razoruapatubix (Ky3emun u np., 2001; Kontoposuu u ap., 2007).

CornacHo 0caJIoOuHO-MHUTPALIMOHHON Teopuu HedTerazooOpazoBanus, HedhTh hopMUpyeTCcs B
OCaZIOYHBIX MOPOJAaX B pe3yJbTaTe MPOIECCOB MHUIPALUU M3 TOPOJ PACCESTHHBIX OMTYMOHIOB
(MuKpoHE(TH), HICTOUHUKOM KOTODBIX SBJIsieTCs opranmyeckoe BemecTBo (KonTopoBuy, 1998).
Oprannueckoe BemectBo (OB) mpencraBnsier coOOW KOMIUIEKC OPraHUYECKUX COCIUHEHUH,
BO3HUKILIUX MPSMO UIIM KOCBEHHO U3 KHBOT'O BEIECTBA WM MPOAYKTOB €ro >KM3HEAEITeIbHOCTH.
OcHoBHBIMU  (hakTOpamu, OOYCIOBIMBAIOIIMMU BO3HHMKHOBEHHE M  pa3BUTHE Mpollecca
npeoOpazoBanusi OB B 0cajodHO TOJNIIE B YIJIEBOAOPOABI HE(TSIHOTO psifa, SBISIOTCS
JeSTENIbHOCTh OaKTepHil, KaTalUTUYECKUE CBOMCTBA TOPHBIX IMOPOJ, TeMIlepaTypa, JaBiICHHE U
reonoruueckoe Bpems (baxxenona, 2004).

Tpancdopmarius OpraHn4ecKoro BeIecTBa CONpsKeHa ¢ MpoLEeccoM JINTOTEHE3a BMELIAtOIUX
€ro MopoJ, I03TOMY CTaJuu ra3oHedTeoOpa3oBaHus B ONPEIEICHHON MEpPE COBIAIAIOT CO CTAUSIMU
auToreHesa. B Lukie nuToreHe3a BBIAEGNSIIOT MATH cTaaui: 1) oOpa3oBaHMe M MOOHMIM3ALUA
HCXOJIHOTO BEIECTBAa OCAJKOB B Ipoliecce (PU3NUECKOro U XUMHUECKOTO pa3pyIIeHUs] NCXOIHBIX
IIOPOJI M €70 NEPEHOC K MECTY 3aXOPOHEHHUS — [IOBEPXHOCTHBIN TMIIEPreHe3; 2) MOCTYIIIEHUE OCAIKOB
B BOJOEMBbl U OKOHYATEJIbHOE OCaXJCHHE — CceIuMeHToreHes; 3) (U3MKO-XUMUYECKOE
yYpaBHOBEUIMBAaHUE HACBIIIEHHOIO BOJOM oOcajka, 3aBepuiatolieecs NpeoOpa3oBaHUEM €ro B
0CaJIOYHYIO OPOY — JuareHes; 4) gaabHeHIne n3MeHeHUs IOPO/IbI 10 MEpe YBETHUEHHs Iy OuHbBI
ee TMOTPY>KEHHUsl TIOJ| BIUSHHUEM BO3pACTAIOIIUX TEMIEpPATypbl U JaBIEHUS — KaTareHes; 5)
nocieayrlee mnpeodpazoBaHUE cOCTaBa MOPOJ, OCOOEHHO TIMHHUCTBIX, MPH JalbHEHIEeM HX
MOTPYXEHUHN — MeTareHes3, Wik coOCTBEHHO MeTaMophu3m.

Pannuit nuarene3 OB B [OHHBIX OTJOXeHMsX balikana siBiasieTcs NpPEeIMETOM MHOTHUX
uccnenoBanuii (Mwusannponies, 1978; I'panuna, 2008; Och et al.,, 2012). Oxnako mporeccs
peoOpa3oBaHus OPraHMYECKOTO BEIIECTBA B YCIOBHSIX MPOTOKATareHes3a ¢ y4acTueM MUKPOOHBIX
coolIiecTB 0cajoyHoM Tonu o03. balikanm paHee He wu3ydanuch. I MpoBeneHUS TaKHUX

uccnenoBannii B MHcTuTyTe Heopranuueckoi xumuu uM. A.B. Huxomaesa CO PAH Obutu
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paszpaboTaHbl U coOpaHbl KaMepsl Bhicokoro aasieHus (KB/I) ¢ aBTomarnueckum peryiupoBaHreM
temrepatypbl. KBJl nmo3Bossitor Bocnpoussect ycnoBus (Temreparypa 80°C, nasienue 50 atm),
KOTOpBIC, C OJIHOM CTOPOHBI, XapaKTEPHBI JIJIsl TTyOMHHBIX CJIOEB JOHHBIX OTIIOKCHHU 03. baiikan
(XatunHCOH U 1p., 1993) u npuOIMKAIOTCS K MOPOTOBBIM JIJIsl )KMBBIX OPraHU3MOB, C APYroud —
ABIIAIOTCS HIDKHEW TpaHMIleld 3HAUCHUM, XapaKTepHBIX JUIsi METoKarareHe3a, U 00ecleyuBaroT
OTCYTCTBUE BIMSHUSA PU3HMUECKUX (PaKTOPOB HA MPOLIECC Pe0oOpPa30BaHMs OPraHUIECKOTO BEIIECTBA
(Manakov, Pavlova et al., 2019). B kauecTBe HCTOYHHMKA JOIMOJHHUTEIBHOIO OPTraHHUYECKOTO
BemectBa B KBJ] BHOcuiu Ouomaccy amatomoBoit Bomopociu Ulnaria acus, kotopasi BXOAWUT B
YHUCIIO JOMUHHUPYIONIMX BUAOB (pUTOIUIaHKTOHA 03. balikal M BHOCHUT CYIIECTBEHHBIN BKJIaa B
NHIIEeBBIC ceTH U KpyroBopoT kpemuus (Grachev et al., 1998). Ee akcennuHas KyiabTypa Jr00e3HO

nperocTaBiieHa oTAesoM YiabTpacTpykTypsl kietku JIMH CO PAH.

4.1. IlpeoOpa3oBaHne OPraHU4eCKOro BelecTBa MUKPOOHBIM CO00IeCTBOM /IOHHBIX 0CaKOB
MeTaHOBOro cuna I'osioycTHoe

B paiione m/c I'onoycTHOe MPOUCXOMT Iy3bIpbKOBas pa3rpy3ka merana (Granin et al., 2010).
C nomouipio pasiuyHbIX NPOOOOTOOPHUKOB U INTyOOKOBOAHBIX OOMTaeMbIX ammaparoB «Mupy,
BBISIBJICHBI INIPUIIOBEPXHOCTHBIE 3ajieraHusl Ta30BbIX ruapatoB. KepHbl, oToOpaHHbIE B MecTax
pasrpy3Ku rasa, COCTOSJIM U3 IJICHCTOLEHOBBIX INIMH, B KOTOPBIX IIPe0o0iiafaln UCKOMAEMbIE BUIbI
nuaromeit Stephanodiscus grandis u Cyclotella bradburyi (Khlystov et al., 2013).

OKkcnepuMeHTalbHy0 MHKyOarmio npooawtd B KBJl B teuenne 11 mecsueB npu 80°C u
nasienun Metana 50 atm. KBl Ne 1 coneprkayn HaTMBHBIM NMPUPOJHBIN OCaJoK C J00aBlieHUEM
ouomaccel auaromoBoit Bomopociam Ulnaria acus, ocagok B KB/ Ne 2 Obu1 crepuin3oBaH
ABTOKJIABUPOBAHMEM W BBICTYNAJ B KadecTBe oTpuuareibHoro kontpoiss (Pavlova et al., 2016).
XapakTepHcTHKa 0cajika IpuBeJieHa B Tabmuue 1.

B npupoaHom GaifkanbCKoM ocajike 10 SKCIEPUMEHTa OTMEUanoch MpUCyTCcTBUE rorneHoB Ca7,
Cso, a Takxke romanoB Cz7, C31 1 C33 ¢ «OMOIOrMYECKOI» CTEpeoXUMUYecKol KoHpuryparueit 3.
[Tocne 3KCHO3UIMM Cpelu «reoromnaHoB» (kKoHurypanus aff u fa) WACHTUPHUIMPOBAHBI JIMIIb
«Ouoromnans» Cz7, Ca1, a Takke yriaeBoJOPO, CTPYKTYPy KOTOPOTo pacmugpoBaTh He ynanoch. B
o0pasie /10 U MOociie SKCIEPUMEHTa, CPeld BBICOKOMOJIEKYIISPHBIX YIJIEBOJIOPOJIOB Mpeoliatanu
HEYeTHbIe YrieBofopobl. M3BecTHO, uTo B OB 0cankoB, HE MCHOBITABIIMX JAMAT€HETHMUECKUX U
KaTareHeTUYeCKnX TMpeoOpa3oBaHuii, MpeodiagaoT MOJeKylasl YB ¢ HEYeTHBIM KOJIHMYEeCTBOM
aTomMoB yriuepoaa. Iloatomy oTHomieHue HedeTHble/deTHble (koaddumment CPI B pasnuuHbIX
MoauGUKaMsIX) UMeeT 3HaueHus 5—6. B mpomecce mpeBpamienus OB KonuyecTBO YETHBIX U
HeueTHbIX MoJiekyn ¥YB BeipaBHuBaercsa. Koagdunuent CPI nmo BenuunHe cTaHOBUTCS OJIM3KUM K
eJIMHUIIC U B MOCIeaAyromux npeobpazosanusx He mersercs (Mukhopadhyay et al., 1979). Uunexc

HeuetHoctn  (carbon  preference  index, CPl), paccuntannsii 1o ¢opmyne: Iy =
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(CostCo7+C291tC31)/(Coe+Co8t+C30+C32)  cBUAETENBCTBYET O  Oojee  BBICOKOH  CTEICHH
npeoOpazoBanus OB B oOpasue mocne skcnepumeHnta (3.5), B cpaBHEHHH ¢ OOpa3loM JO
skcriepumenTta (4.24). Crenenb mnpeBpaiieHus opranudeckoro aemectBa (OB) mo unaexcam
HEYETHOCTH BBICOKOMOJIEKYJISIPHBIX YTII€BO10poA0B cocTaBmiia 17.4%. Coaep:kaHue opraHuuecKkoro
BeniecTBa (Copr) B 00pasuax umensuiock ot 0.93% B nHavane skcnepumenta 10 0.79% mnocne ero
3aBepuieHus. Macca pacTBopuMoro B xiopodopme ourymonaa ymensianachk ¢ 0.0063 r qo 0.0058
r. burymouaneie Ko3(p@HUIUEHTHI (OTHOLICHHWE BBIXOJA OJKCTpakTa K coaepkaHuio Copr)

COOTBETCTBEHHO cocTaBmiu 2.56 u 2.76 (tabin. 9) (Pavlova et al., 2016).

Taﬁﬂuua 9. XpOMaTO'MaCC'CHeKTPOMeTpI/ILIeCKI/Ie IoKa3aTelll MaJIbTCHOBOH dYacTH OKCTpPAKTa
06pa3ua JOHHOI'O OCaJiKa A0 SKCIICPUMCHTA U I1OCJIC

ITokazaTens o IIocne
9KCHEPUMEHTA | SKCIIEPHMEHTA

Conepxanrie OB (Copr) 0.93% 0.79%
Macca pacTBopuMoOro B xjaopodopme Gutymona 0.0063 1. 0.0058 1.
butymonnnsie kK03 puureHTs! (OTHOIIEHHE BBIXO/1A 2.56 2.76
IKCTpaKTa K copepxanuio Copr)
Nunekc HeueTHOCTH 4.24 3.5
Crenens npeodpazoBanHoct OB 17.4%

Hamboinee cymiecTBeHHBIE pPa3IU4Msi COCTOSUIM B TOSBICHHM B O0pasle ocaika Iocie
DKCIIEPUMEHTa apOMATUYECKOTo YrieBojopoaa — pereHa (l-metwn, 7-uzompomnui-(peHaHTpeH,
C1gH1g) — mpojykTa gerpamaiuu CMOJISIHBIX (IUTEPIEHOBBIX ) KUCIOT (puc. 38). PeTeH, kak mpaBuio,
paccMaTpuBaeTCs Kak OMomapkep XBOWHBIX pacteHuii (van Aarssen et al., 2000; Meyers, 2009).
YactruHas nerpaganvsi a0MeTHHOBBIX KUCIOT — OCHOBHOT'O KOMITOHEHTA CMOJIBI XBOWHBIX JICPCBBEB,

MMPpUBOJAUT K O6pa3OBaHI/IIO TUIMUYIHBIX apOMATUYICCKUX a6I/IeTaHOB, TAKHX KaK pE€TCH U CUMOHCIIUT.
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10 ’KcnepumenTa (a) u mocie (0). llutuposano mo Pavlova et al., 2016.
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dakTHuecku, Bce alOueTaHpl, O0Opa3yrmHe KiIacC OWOAUTEPIICHOUIOB, MOTYT OBITh
JerpaaupoBaHbl ¢ oopazoBanueM perena (Otto, Simoneit, 2001; Hautevelle et al., 2006). Tem He
MEHee, IOKa3aHO, YTO pETeH He BCerJa MNPHUCYTCTBYeT B He(PTAX, HMMEIOUIMX Ha3eMHOe
MPOMCXOXKICHUE, M YaCTO OOHApYXHMBACTCS B OCAJIKaxX W OMTyMax, 0OOTalllEeHHBIX OPraHUuYEeCKUM
BEIIECTBOM Bojiopociieii. OOHapyKeHUE PEeTeHa B BEPXHUX CHIIYPUHCKUX — HIDKHHX JEBOHCKHX
0CajIKax MOKa3bIBAET, YTO 3TOT OMOMapKep MOXKET ObITh aCCOMUPOBAH HE TOJIBKO HCKIIIOYUTEIHHO
C TOJIOCEMEHHBIMHU PACTCHHUAMH, KOTOPbIE SBOJIFOLMOHNPOBAIIN JIUIIb B TIO3IHEM JIEBOHE, HO MOXET
Take 00pa3oBBIBATHCS U3 BOAOPOCIEH mpu yuacTuu Mukpoopranu3mos (Wang, 1990; Zhang et al.,
1999; Romero-Sarmiento et al., 2010). Ero oOpa3oBanue u3 OHOMACChl BOIOPOCICH W
manoo6aktepuii Chlorella protothecoides u Synechocystis sp. ormedanock paHee Juiib B porecce
nuposuza (+200-300°C) (Wen et al., 2000). [TosToMy ero NporucXoKICHHE B 0CaIKaX, COACPIKALIIX
OpPraHUYeCcKOE BEIICCTBO HA3EMHBIX PACTCHUH M BOJIOPOCIICH, OCTAaBAIIOCHh TUCKYCCHOHHBIM.

B npoaykrax ammnudukanuu renoB 16S pPHK ¢ cymmapnoit JIHK, BbiaenenHoil mocine
OKOHYAHHUsI OKCIIEPUMEHTa, OBLIM BBIABICHBI HYKJICOTHIHBIE MOCIEIOBATEIBHOCTH (IITyMOB
Actinomycetota, Bacillota, Bacteroidota u Pseudomonadota (knaccer o, y) (Pavlova et al., 2016).
Bcero 6bu10 monydeHo U npoaHanu3upoBaHo 33 kiona ¢parmentoB reHoB 16S pPHK. Cnenyer
OTMETHTh HAJIWYHE B HCCICAYEMOM MHKPOOHOM COOOIIECTBE IMOCICIOBATECIBHOCTEH C HHU3KUM
npoiieHToM cxojctBa (84%) ¢ npencrasuressimu Candidate division OP11 (B H.B. cynepdunyma Ca.
Patescibacteria) (puc. 39). ITocnenoBarensroctu reoB 16S pPHK, otnecennsie k rpymme OP11,
BIIEpBbIEe ObUIM BBISABIECHBI B pe3yJbTaTe€ MOJIEKYJISIPHO-(UIOr€HETUYECKOIO HCCIIEAOBAaHUS B
OTIIOKEHUSAX TepMaibHOro wucrouHuka OOcumumanoBoro OacceitHa (Obsidian Pool) B
Mennoycronckom HarmonansaoM napke (CIIA) (Hugenholtz et al., 1998).

[To3zanee, nocnenoBatenbHOocTH OP11 OblM OOHapyX€HBI B MOPCKMX M TNPECHOBOIHBIX
OTJIOXKEHHUAX, T€0TepMAIIbHBIX OacceifHaX, MOANOBEPXHOCTHBIX HKOCHUCTEMAaxX, MOYBE U APYTUX, B
OCHOBHOM OECKHCIIOPOIHBIX, OOraThiX opraHukoii cpenax (Harris et al., 2004). B HacTosiiee Bpems,
Ha OCHOBe aHanu3a reHoMoB, Punke C. ¢ coaBropamu (Rinke et al., 2013) ycTaHOBIIEHO, UYTO T€HOMBI
Ca. Microgenomatus (OP11), Ca. Parcubacteria (OD1) u Ca. Gracilibacteria (GN02) o6pa3ytor
MoHO(MIeTHYECKHE TPYIIBI B paMkax cynepduiayma Ca. Patescibacteria (Kadnikov et al., 20200).
VYieTpamansie mo pazmepy Oakrepun Ca. Patescibacteria nmeror orpaHHueHHBIE META0OINYECKUE
BO3MOXXHOCTH, BKJIOYas OOIee OTCYTCTBHE TIOJHBIX IWyTeH Juii OMOCHHTE3a aMHUHOKHCIIOT,
HYKJICOTUZIOB W JIUMHJIOB, YTO MPEIINOJaracT 3aBUCHMBIH OT IMapTHEpa CHMOMOTHYECKUN WIIH
napasuTudeckuii oopas xusHu. [IpeacraBurenu knaccoB Ca. Parcubacteria u Ca. Saccharimonadia,
a Taxoke HoBas kinana Ca. Patescibacteria oonapy»kxeHa B rimyOuHHO#M 30He 03epa baiikan, 1uist koTopoii
MOKa3aHO HaJIM4Ke OOJBIIETO KOJHMYECTBA aHAOOIMYECKUX MyTeH B CPAaBHEHHH C MPEICTABUTEISIMU

sToro cynepdynyma u3 apyrux sxocucrem (Haro-Moreno et al., 2023).
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100 | Bacillus sp. (JX900863)
Bacillus sp. (JN187403)

Macrococcus sp. (KM555260) (5 knoHoB) Bacillota,
Macrococcus sp. (HE979849) Baciili

010

100
Planococcus sp. (KM555255)
Planococcus psychrotoleratus (AY771727)

92

100

Uncl. bacterium (JX900865)
i Uncl. bacterium (JN230273)

100

100 - Anaerococcus sp. (JX900875) (2 knoHa) Bacillota,
Uncl. bacterium (KF066324) Clostridia

Uncl. bacterium (JX900874)
72 78

100 | Lachnospiraceae bacterium (OP159999)

100 r Paracraurococcus sp. (KM555272)

Paracraurococcus sp. (JN0O37973)

100 Caulobacter sp. (KM555262) (2 knoHa)

Caulobacter sp. (AB979861)

100) Paracoccus sp. (JQ012951)

Paracoccus sp. (KM555256)

ﬂ[ Bradyrhizobium iriomotense (NR114138)

Bradyrhizobium sp. (KM555270)

%2 Sphingomonas sp. (JX900867) (4 knoxa)

100 ' Sphingomonas sp. (F1654698)

100\ Ralstonia pickettii (MN880422)

Uncl. bacterium (JX900882) (2 knoHa)

100 | Uncl. bacterium (JX900881)
Aeromonas sp. (MT255094) Pseudomonadota,

Gammaproteoobacteria

100 Pseudomonadota,

Alphaproteoobacteria

57 41

74
99

100 | Acinetobacter sp. (KM555266)
75 Acinetobacter johnsonii (MN826577)
Uncl. bacterium (JX900872)

Moraxella sp. (MT380814)
100 | Enhydrobacter aerosaccus (MG996857)

100

100 { Uncl. bacterium (JX900864) (3 knoHa)
uUncl. Propionibacterium sp. (KP053732)

100 - Micrococcus sp. (KM555263) Actinomycetota,
100 Micrococcus yunnanensis (MH127555) Actinomycetes

77 Corynebacterium sp. (KM555269)
100 ' Corynebacterium sp. (GU576172)

100 [ Bacteroidetes bacterium (KM555254)
[Bacteroidetes bacterium (KX530807)

L 100 — Uncl. candidate division OP11 bacterium (JX900880)
L parcubacteria bacterium (KX123634)

58 | Uncl. bacterium (JX900873)
100 - Uncl. bacterium (HM749670)

Bacteroidota, Bacteroidia

Ca. Patescibacteria

Pucynox 39. ®dunoreHeTHUecKOe JEpeBO Ha OCHOBE MoclenoBarenbHocTed reHoB 16S pPHK
OaxkTepuii, MOJyYEHHBIX M3 MpPOO JOHHBIX OCAJAKOB IOCJIE SKCIEPUMEHTA (BBLAEICHBI KUPHBIM
HIpUPTOM).

Jns  monatBepikIeHUsT  JKU3HECIIOCOOHOCTH ~ MHUKPOOPTraHM3MOB — TIOCJE€  3aBEpLICHHS
SKCTIEPUMEHTA, YacTh 00pasia JOHHOTO ocajka u3BieueHHoro u3 KB/I, momemanu B MuHepaibHyIO
cpeny Ilpennura u kynsTuBupoBanu npu Temrneparype 60°C B atmocdepe H2:CO2 B cooTHOIIEHUN
4:1. ITocne 2—x Hepenb KyJIbTUBUPOBAHUS MIOJyUeHa HAKONUTENIbHAsA KyJIbTypa 3-89F, cocTosmas u3
KJIETOK KOKKOBUIHOMN (hOPMBI, pacIOiI0KEHHBIX MapaMH WM 10 OAMHOYKE AuaMeTpoM He Oosee 0.5

MKM (puc. 40).

135



ssr Paracoccus versutus (NR042713)

Paracoccus thiophilus (A1294414)

Paracoccus sp.(AB195171)

Paracoccus pantotrophus (AB098590)

Paracoccus denitrificans (10045827)

Paracoccus binzhouensis (MN653241)

Paracoccus sp. SMMA 5 TC (CP102355)_ebixueaeT npu 50-70

Paracoccus kondratievae (MW131311)_temn.onT. 38-42°C
100

Paracoccus aminovorans (HQ005404)

Paracoccus simplex (MG938051)

Paracoccus aurantius (PP951778)

Paracoccus sediminilitoris (NR1808117)

Paracoccus marcusii (K1574411)
00 _E Paracoccus sp. 3-89F (KM555256)

72 Paracoccus sp.(10012951)

Pucynox  40.  Mopdomnorus Pucynox 41. OunoreHeTnveckoe AepeBO, OCHOBAHHOE Ha
KJIIETOK MHUKPOOPTraHU3MOB U3 nocienoBarenbHocTAX TeHa 16S pPHK, moxassiBatomiee

HAKOMUTENbHOM KynbTyphl 3-89F MTOJIOXKEHUE OakTepuit pona Paracoccus u
Ha IUIOTHOM NMUTATEIbHOU Cpene. IIOCJIEIOBATEIIbHOCTH, IIOJY4YEHHOM M3 HAKONUTEIbHOU
[utuposano no Pavlova et al., KyJIbTyphl 3-89F.

2016.

AHanu3 kiaoHanbHOU OmbOmmoreku (parmentoB rena 16S pPHK Gakrepuii HakomuTenbHON
KYJIbTYPBI ITOKa3aJl Mpeodiialanue B Hel MoCieI0BaTeIbHOCTEH, IMPUHAICKAIUX OaKTepUsIM poia
Paracoccus. I[locnenoBarensHocTy umenu 98% romoioruu ¢ mociaenoBaTeNIbHOCTbIO OaKTepHH,
M30JIMPOBaHHONW W3 BoAHOW Tommu bantuiickoro mopst (JQO12951) u mouBbl, 3arps3HEHHON
TsoKenbiMu MetaiaMu (MT023394) (puc. 41). B koHIle mponuioro Beka, poj Paracoccus BKIIova
2 Buga — Paracoccus denitrificans u Paracoccus halodenitrificans (Van Verseveld, Stouthamer,
1992). B macrosimee Bpemsi pox Paracoccus Bkimrodaer 73 BHIa TeTepoTpodHBIX OakTepuid

https://gtdb.ecogenomic.org/-tree?r=g__Paracoccus. Hekortopble mpeacTaBUTeNH 3TOTO poja

CIIOCOOHBI pacTH Kak METHJIOTPO(BI Ha OAHOYTJIEPOAHBIX COSIMHEHHUSX, KaK aBTOTPO(HI 3a CUET
OKHCJICHUSI BOJIOPO/Ia WJIM HEOPTaHUYECKUX COSTMHEHUI Cephl, KaK aBTOTPO(BI HA THOIIMAHATAX HITH
cepoyriieposie, a TakkKe Kak MHUKCOTpO(BI Ha METHIIMPOBAHHBIX CyJdbpuIax. THIOBOH BHJ
(Paracoccus denitrificans) u HekoTOpbIe Ipyrue BUABI ATOTO poja SBISIOTCS (aKyIbTaTHBHBIMU
neantpuduraropamu (Kelly et al., 2006). bakrepun, B OCHOBHOM, Me30(HIIbHBI, ONITUMYM POCTa
coctarisier 30°C. OntumanbHas Temriepatypa pocta 38—42°C BeIsiBIeHa y mrTamma Paracoccus
kondratievae (VKM B-2222°T) (Kelly et al., 2006). Poct/BsbKiBaHME TIpH BEICOKHX TEMIIEPaTypax
Obu1 oOHapyxeH y mramma SMMA 5 TC, ¢uioreHeTHYeCKOro pOACTBEHHUKA ME30(HIBLHOTO
Paracoccus kondratievae, BwlIeneHHOrO W3 BOJIbI C Temmeparypoir or 78 g0 85°C B
TPaHCTUMATAHCKOM CEpPHO-OOPHOM HCTOYHHMKE. ABTOopamu IN Vitr0 moka3aHo, 4To Me30(QHUIbHbBIC

OakTepuu, ClIydyalHBIM 00pa30M IOIAAI0NINE B TE€OrpaPUIECKH U T€OJIOTHIECKH Pa3HOOOpa3HbIE
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CHCTEMBI TOPSTYMX UCTOYHHKOB I10]] BO3/ICHCTBHEM I'€OTMHAMHICCKIX CUJI CIIOCOOHBI BBIICPIKUBATh
BBICOKHE TEMIIEpPaTyphl BILIOTh A0 pocTa B ocoObix ycioBusix (Mondal et al., 2022). BepositHo,
oOHapyXeHHEe B HaKOMHUTENbHOUW KyinbType 3-89F, mocnemoBaTensHOCTEM Paracoccus sp.,
OOYCIIOBJICHO €r0 MOXOXKHMH aJIalNTallHOHHBIMH CIIOCOOHOCTSIMH, TO3BOJISIOIIMMH BBDKUBATH IPH

BBICOKHX TeMIlepaTypax B aBTOTPOHBIX YCIOBHSIX.

4.2. IlpeoOpa3oBaHue OPraHUYECKOr0 BeleCTBa MUKPOOHBIM CO00IIIECTBOM JOHHbBIX 0CAJKOB
MeTaHoBoro cuna Ilocosbckas banka

Paiion Iloconmbckas banka sBISETCS Ta30TUAPATHBIM PAMOHOM U MPEACTaBISET COOOH
BBIPRKEHHYIO TOJBOAHYIO BO3BbIICHHOCTH (Bezrukova et al., 2005). JlaHHbIe TI'eOIOTHYECKHX
UCCIICIOBAaHMM, a TaKkKe aHalu3 M30TOMHOrO0 COCTaBa yriepoia pasrpyXkarolierocs rasa
CBUJCTENLCTBYIOT O TOM, YTO YacTh MOTOKOB Tra30HACHIIICHHBIX (IIIOMI0B B JaHHOM paiioHe
MOCTYTIAeT U3 TIYOMHHBIX CIOEB JOHHBIX OTJIOKEHHH, PACIIONI0KEHHBIX HIKE 30HBI CTA0OMIIBHOCTH
ra3oBeix rujapaToB (Kammerakos u ap., 2006; Klerkx et al., 2006; Naudts et al., 2012). Panee 6b110
MOKA3aHO BIMSHUE (QUIIOWIHONM MHKPOOHOW TMETIM Ha paclpelneicHHe W pa3sHooOpasue
MUKpPOOPTaHU3MOB, KOTOpas MPUBHOCUT MHUKPOOPTraHU3MBI U3 TIYyOMHHBIX OCaJIKOB B
noBepxHocTHbIe (UepHuiipiHa 1 ap., 2016).

DKcrepuMeHTalnbHy0 nHKyOanuo npooawin B KB/I B Teuenne 17 mecsies B Tpex KB/I: 1)
K 00pasily JIOHHBIX OTJIOKEHHUH To0aBiieHa Oromacca quaromoBoi Bogopociu Ulnaria acus; razosast
¢aza CHsH2:CO2; 2) nouHbIe ocaaku Oe3 JOMOTHUTEIBHBIX CYOCTPATOB; 3) CTEpHIbHBIN 00pasell
JOHHBIX oTioXxenuit (puc. 42; Bukin, Pavlova et al., 2016). I'azoBas da3za B KBJ[ Ne2 u Ne3 cocrosina
U3 METaHa.

Anamu3 ¢parmenroB reHa 16S pPHK B oOpasue no skcnepuMeHTa mokasaji, 4TO CPeau
Bacteria Hanboiee MHOTOUHCIIEHHBI TOCIIEA0BATEIbHOCTH NipeacTaBuTeneit punymos Chloroflexota
(18.5%), Pseudomonadota (17.6%), Acidobacteriota (16.8%), Atribacterota (11%) u Deinococcota
(5.1%). ITocnenoBarenbHOCTH MpeacTaBuTeneii ¢prmrymos Actinomycetota, Ca. Latescibacterota, Ca.
Patescibacteria, Ca. WS4 cocramsin 2.3-3.6%. Menee 2% COCTaBIsUIM ITOCIIEAOBATEIHLHOCTH,
npuHanexkanme npeacrasutensm  guaymoB  Nitrospinota, Bacillota, Margulisbacteria u
Bacteroidota (puc. 42a). ®unym Chloroflexota npencrasinen 4 cemeiictBamu (Anaerolineaceae,
Dehalococcoidaceae u KD4-96) u nexnaccuduimpyembivu Chloroflexota. TlpencraBurenu campix
MHOTOYHCICHHBIX cemelicTB Anaerolineaceae u Dehalococcoidaceae B wmccieayemom obGpasiie,
oOHapy»eHbI B IIUPOKOM JHAMa30HE aHAdPOOHBIX Cpell OOUTaHMs, BKIIOYasl TOHHBIC OTIOKEHUS,
ropsiyrie UICTOYHHUKH, aHA3POOHBIE PEeaKTOPhI, SIKOTOIIBI, 3arPsS3HEHHBIE YTIeBOIOPOIaMHU, TJI€ OHU
CIOCOOHBI  OCYIIECTBIIATH, CHHTpOGHOE OKHciaeHune yrieBomopomoB (Anaerolineaceae) ¢

06p330BaHI/I€M MCTaHa IIpU  y4aCTHUM  MCTAHOI'CHHBIX apxef/'I NI BOCCTaHOBHUTCIIbHOC
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JEXJIOPUPOBAaHUE

XJIOPUPOBAHHBIX

YIJIEBOJIOPOZIOB |

raJIOrCHOPraHuvdcCKocC JbIXaHUEC

(Dehalococcoidaceae) (Liang et al., 2015; Loffler et al., 2015).
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Pucynox 42. OtHOCHTENBHAS J0JIS TIOCTeq0BaTebHOCTeH pparmenToB rena 16S pPHK Bacteria u
Archaea, npeacraBieHHbIX Ha ypOBHE (priTyMa u Kitacca B OMOJIMOTeKax U3 00pasiia JOHHOTO 0CcajKa
metaHoBoro cumna Iloconbckass banka no (a) u mocine TepMmoOapuyeckoro MHKyOupoBaHusi (0).
Hutuporano mo Bukin, Pavlova et al., 2016.

@dunym  Pseudomonadota mpencraBien  cemeiictBamu  Sphingomonadaceae  (kiacc
Alphaproteobacteria, 33.4%), Burkholderiaceae u Moraxellaceae (kmacc Gammaproteobacteria,
5.2%). ®unym Acidobacteriota cocrosii U3 aHa’pPOOHBIX, XEMOOPraHOTETEPOTPOGHBIX OaKTepuit
nopsiaka Ca. Aminicenantales (10.1%). OTE u3 ¢unyma Atribacterota mpunamiexanu Kiaaccy-
kanauaaty JS1. B coBokymHocTH, TOTEHIMANBHBIC (DYHKIIMOHAIBHBIE BO3MOYKHOCTH MOKa3bIBAIOT
BXKHYIO DKOJOTHYECKYI0 poiib Atribacterota B riobanbHOM IHMKIIE yriiepoja, 0COOEHHO B Cpeaax,
00O0TralIeHHBIX YIJIEBOJOPOIaMH, TAKUX KaK HE(TSHBIC IJIACTHI, THAPATHl METAHA M €CTECTBCHHBIC
BBIXOJIBI YTJIEBOJIOPOIOB, TJE MPEJACTAaBUTETN 3TOro (uiyma oOHApy>KHMBaeTcsi Haubojee 4acTo
(Head et al., 2003; Vigneron et al., 2017).

®unym Deinococcota npencrasieH moaudkcTpeMopmibHbIME OakTepusiMu p. Deinococcus.
[MocnenoBarenbHOCTH, OTHEeceHHbIe K (uiaymam Actinomycetota u Bacillota npunamiexanu

oakrepusim  p. Kocuria (cemeiictBo Micrococcaceae) u p. Staphylococcus (cemeticTBo
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Staphylococcaceae). [lns Oakrepuii 3THX PpOJOB, BBIACICHHBIX M3 YIJIEBOJAOPOIOKUCIISIONINX
HAKOMUTENIBHBIX KYJBTYp, MOKa3aHa criocoOHOCTh K Ouonmerpagauuu [TAY (Ahmed et al., 2015;
Hentati et al., 2021; Sahu, Shrivastava, 2022).

ApxeitHas KoMIIoHeHTa rpeacTaBicHa ¢purymamu Ca. Hadarchaeota (41.6%), Thermoproteota
(33.6%), Thermoplasmatota (14.4%), Halobacterota (4.1%) u Nanoarchaeota (8 u.8. Nanobdellota)
(1%) ot Bcex BwIsBIcHHBIX Archaea. JlomuHupytoire B MUKpOOHOM cooOmiectBe apxen Ca.
Hadarchaeota, cormacHo naHHBIM PEKOHCTPYKLMH T€HOMOB, 00JalalOT IreHaMH, CBSI3aHHBIMH C
nyTeM (QUKcaluu yriiepoaa depe3 myTh Byma-JIbroHrIans, METAaHOT€HE30M W METa0O0JIHM3MOM
QIKAaHOB, H  CYHMTAIOTCS  TOCPEIHMKAMH B  KIIOYEBBIX TICOXMMHYECKHX  IpoIieccax,
CHeMATM3UPOBAHHBIMU U BBDKMBaHMA B TiyOMHHON Omocdepe (Baker et al., 2016). ®uinym
Thermoproteota IpeCTaBICH KJ1accaMu Bathyarchaeia, Nitrososphaeria u
HekJIacCH(HUIIMPOBAaHHBIMU TIPEJICTABUTENIAME Kilacca Thermoprotei. ®unym Thermoplasmatota
COCTOSUT, B OCHOBHOM, 13 nipezctaButesieit Marine Benthic Group D (8 v.8. Ca. Thermoprofundales)
— apxed co crnenuPUYEeCKUM MHUKCOTPO(HBIM METaboIM3MOM, CHHTPO(PHO OKHCISIONIIUX
OpPraHMYecKOe BEIIECTBO W CHOCOOHBIX pACIICIUIATH apOMATHYECKHE COCINWHEHHs IO MYTH
benmnykcycHoi kucnotsl (Zhou et al., 2019; Liu et al., 2019). Cpenu OTE, oTHeceHHBIX K pUIyMy
Halobacterota, BeissBiIeHBI mOCIIEIOBATENbHOCTH, TpUHAAISKamUe poay Ca. Methanoperedens —
apxesM, OCYIIECTBIAIONIMX aHa’poOHOe okucieHue wMeraHa (AOM) B codeTaHuu C
BOCCTAaHOBJICHMEM HHUTPATOB, jkenie3a u mapranina (Haroon et al., 2013; Cai et al., 2018; Leu et al.,
2020; Lomakina et al., 2020, 2023).

Muxkpockonusi 00pa3loB JIOHHBIX OcCaJIkoB, u3BiIeueHHbIX M3 KBJ[ wepes 17 wmecsuen
TepMOOAPUUIECKOTO KYJIbTUBUPOBAHMSI, TO3BOJIMIIA BBISSBUTH CAMHUYHBIE KIIETKH MHKPOOPTaHH3MOB
TOJIbKO B oOpa3nax JoHHbIX oTinoxeHuid 3 KBJ[ Nel (¢ noGaBimeHumem OuoMacchl 1HaTOMOBOM
Bogopociu Ulnaria acus, B armochepe CHa:H2:CO2). MukpoopraHi3Mbl, acCOLUHPOBAHHBIE C
YaCTUIIAMH OCaJIKa, B OCHOBHOM OBLIH TPECTaBICHBI TATOUYKOBUAHBIME (opmamu (puc. 43; Bukin,
Pavlova et al., 2016).

[TLP-npoaykTsl mocne sKcnepuMmeHTa mnosydeHbl Toibko ans JIHK w3 KBJI Nel (c
nob6asieHueM Omomaccel quaroMoBoit Bogopocau Ulnaria acus, B atmocdepe CHa:H2:CO2). s
JTAHHOTO O0Opasia Oblla MmoxydyeHa OuOIMoTeKa MPOAYKTOB aMIUIM(UKAUK (PparMeHTa reHoB 16S
pPHK, Bxmovaromas 13072 m.H., mpuHAUIeKANMX ToMeHy Bacteria. Apxew maeTeKTHpOBaHBI HE
obutn. IlomydenHble mocnenoBarenbHocTH Obutn crpymmnupoBansl B 41 OTEO0.03. Kpussie
paspexeHus, a Takxke rnoigy4yeHHble 3HadeHus nHjaekcoB ACE, Chaol ykasbIBatoT, 4TO MOIy4E€HHOTO
00beMa CEKBEHHPOBAHUS JAOCTATOUHO JJIsl XapaKTEPUCTUKH Pa3HOOOpasusi COOOLIECTB HA YPOBHE

pona (reaetuueckas auctaniuu 0.03).
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Pucynok 43. Mopdosorus MUKpOOPraHU3MOB B JIOHHBIX OTJIOKEeHUsIX MeTaHoBoro cumna [1b nocne
KYJIbTUBUPOBAHHS B TEPMOOAPHUECKUX YCIOBUAX, HA CHUMKaX (JIyOpECHEHTHONH MUKPOCKOIIHH TIPU
okparmBanuu (a—B) JIAD®U u akpuaun opamxkeBbiM (T). Lluruposano o Bukin, Pavlova et al., 2016.

B 6ubnmorekax rena 16S pPHK He BBIsSIBICHBI TOCIIEI0BATETLHOCTH MPEICTABUTENCH JOMEHA
Archaea. Cpenu Bacteria 58% cocraBmsiin mociemoBarenbHocT (umyma Actinomycetota, B
qacTHOCTH poaa Arthrobacter (39.6%, kmacc Actinomycetes) u poxa Solirubrobacter (18%, kmace
Thermoleophilia). Oxono 33.4% — mocnemoBarensHOCTH poxa  Sphingomonas  (kimace
Alphaproteobacteria), 2-2.9% — poxa Ralstonia u Enhydrobacter (xracc Gammaproteobacteria) u
okono 3% — kmacca Bacilli (¢punym Bacillota) (puc. 426). Bnmxkaiimme QuioreHernveckue
POJCTBEHHUKU OOHapy’>KeHbl B MOYBE, BOJE M JIOHHBIX OTJIOKEHHMSX HMPECHOBOJHBIX U MOPCKHX
BOJIOEMOB, a TaKXe B MMO/I3€MHBIX BOAAX U SKOCHCTEMaX, 3arps3HEHHBIX yrieBogopoaaMu (Mnif et
al., 2009; Reyes-Sosa et al., 2018; Neifar et al., 2019; Nazina et al., 2023).

JlomunupoBanue npeacraButeneii qomeHa Bacteria 8 KBJ] Ne 1 u orcyterBue npecraButeneit
nomeHa Archaea moser ObITh CBsi3aHO ¢ nHKyOarnueii B atmocdepe CHa:H2:CO2. CtumynupoBanue
pa3BUTHs OaKkTepHii, a He apxeil, npu nobdasnenun Hz u CO2 u naBnenun 40 MPa noka3zaHo B padote
(Ohtomo et al., 2013). ABTopamu yCTaHOBJIEHO, YTO J00OaBiIeHUE BBHICOKUX KOHIEeHTpauuii CO2 B
MPUPOIHBIE IJIACTHI KAMEHHOTO YTJIS C UCIIOJIb30BaHHEM PEaKTOPHOU CHCTEMBI BEICOKOTO JTABJICHUS
NPEUMYIIECTBEHHO CTUMYJIHMPYET T'OMOALETOIeHe3, OCYILIECTBIsIEMbIl OakTepusMu, a He
METaHOTeHe3, HEeCMOTpsi Ha MPUCYTCTBUE B HCCIEAYEeMBIX oOpa3lax mpeicTaBuTesei
TUAPOTreHOTPOPHBIX U METHIIOTPOoHBIX MeTaHoreHoB (Ohtomo et al., 2013).

O TOM, 4YTO MOA BO3JCHCTBHEM MHUKPOOHOIrO COOOIIeCTBa B TEPMOOAPUUYECKUX YCIIOBUSAX
OKCIEpUMEHTa  TPOUCXOAAT  MpPOIECChl  MpeoOpa3oBaHMs ~ OPraHWYECKOTO  BEIECTBA,
CBHUJIETEJILCTBYIOT PE3yJIbTaThl XpOMATO-MACC-CIIEKTPOMETPHUUECKOTO aHAIM3a JIOHHBIX OCAJIKOB JI0

u mociie 3kcrepuMenTa (tads. 10).
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Taénuya 10. Xpomaro-macc-CIEKTPOMETPUUECKHE IMOKA3aTeIM MajJbTEHOBOM YacTH JKCTpPaKTa
o0pa3siia JOHHOTO OCaJiKa JI0 SKCIIEPUMEHTA U TTOCIIe

ITokazarenn Ho ITocne
IKCIEPUMEHTA | SKCIICPHMEHTA

Conepxkanrie OB (Copr) 0.77 0.66
butymonnnsie k03 PuineHTs (OTHOIEHHE BBIXO1A 2.68 3.48
IKCTpaKTa K copepanuio Copr)

WHaexc HeueTHOCTH 5.1 3.5
CooTHoleHue npucTan/puran 0.53 0.63
Crenenn npeodpazoBanHoctr OB 41%

Tak, 3HauMMble U3MEHEHHUS B COCTaBE OPraHUYECKOTO BEILIECTBA HAOJIONAINCh JIMIIb B
oopasue u3z KBJI Nel. Conepxanue Copr B ocanke cHuszmioch ¢ 0.77% no 0.66% B TeueHuu
skcriepuMenTta. CojaeprkaHue pacTBOpUMOro B xjopodopme ourymomma cocraBmwio 0.02% mo u
nociie JKCIEPUMEHTa, YTO HE TMO3BOJMJIO OO0HApyXuTh acdanbTeHbl. J{0oNig HACHIIIEHHBIX
VIIEBOJOPOAOB B OuTyMomzae coctaBmsiia 19.6% o skcnepuMeHTa, acgaibTOBO-CMOJIUCTBIX
KOMITIOHEHTOB — 80.4%. [locne skcriepuMeHTa coiepKaHue MOCIEIHNUX YBEIUUNIOCh 10 91.2%.

Apomarnyeckast (pakmus OTCYTCTBOBaJa A0 SKCIIEPUMEHTA, TOTJa KaK IOCie SKCIIEPUMEHTa
ee nmonst cocraBmia 4.4%. burymouanple Kod((UIMEHTH (OTHOIIEHHWE BBIXOJA JKCTpaKTa K
conepkanuto Copr) B 00pasiiax g0 U Mocjie IKCIepuMeHTa cocTaBuiin 2.68 u 3.48 cOOTBETCTBEHHO.
CoOOTHOIIEHUS alMKINYECKUX W30MPEHOUA0B npuctan/guran Bozpocio ¢ 0.53 mo 0.63. 3naueHue
koaddurmenta CPI ymensmmiocs ¢ 5.1 10 3 B nporiecce KyJIbTUBUPOBAHUS, UTO YKa3bIBACT Ha TO,
YTO TpeBpallleHue YTIEBOJOPOAHON COCTABISAIOIIEH OPraHMYECKOro BellecTBa J0CcTUTIIO 41%.
KpuBast pacnpeneneHuss HOPMaJbHBIX aJKaHOB B 00pasle 10 SKCIEePUMEHTa «IHJI000pa3Hasy,
acuMMeTpHu4Has ¢ MakcumyMmoM Ha Csz1. Bennunna otHomenus H-Cz7/n-Ci7 coctapmsiia 10. IMocne
IKCIIEPUMEHTA MapaMeTpPhl pacIpeIe/ICHHs HOPMATbHBIX aJIKAHOB U3MEHWIIUChH, OTHOMIeHUE H-Cao7/H-
Ci7 yBenuumiocs 710 15.4. B coctaBe HUKINYECKUX YIIIEBOAOPOI0B-OMOMapKEpOB CTEPAHOBOTO psijia
(C27—C30) B HachblmeHHON (pakuuu o00pa3loB A0 U TOcie HKCIEpUMEHTa mpeobiaaaanu
stuxosiectansl (37.3% u 39.2% coorBercTBeHHO). Cpeu TEpIIaHOB, B OCAKE MOCTIE HIKCIIEPUMEHTA
nomuHupoBaiu ronanbl Co7—Css — 53.0%. B aToit ke ppakiuu nmocie skcrnepuMenTa 3apuKkCupoBaHo
yBEJIMUYEHHUE COJIepKaHusl OMoMapKkepoB HEPTH, TaKMX Kak rammariepeH u peteH (Bukin, Pavlova et
al., 2016). Cornacuo (dos Santos Neto et al., 1998), °3C rammanepena yka3biBaeT Ha €ro
IPOMCXOXKACHWE U3 OHMOMAacChl MPOCTEHIINX, IUAHOOAKTEpUA W JPYTrUX MHUKPOOPTaHHU3MOB,
pacTymux B pa3nmuuHbIX maneoycioBusax (dos Santos Neto et al., 1998). 'ammaniepen sBisieTcs
BaXHbIM OHOMapKepoM BO MHOTMX O3€pHBIX He(dTAXx u OuTymax, BKIOuYas HePTIHOE
mectopokaenue «Green river» B Kurae, rie oprannyeckoe BELIECTBO COCTOUT MPEUMYIIECTBEHHO

u3 aerpura Bojgopocieit u 6akrepuii (Peters et al., 2005).
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4.3. IlpeoOpa3oBaHNe OPraHMYECKOT0 BellleCTBA MUKPOOHBIM COOOIIECTBOM JIOHHBIX 0CA/IKOB
rpsi3zeBoro ByJjkana Xo0oi (AkageMuyeckuii xpeder)

Opranndeckoe BemectBo JIO Axagemudeckoro XxpedTra TNpeacTaBisieT Cco0OM  CMech
OpPraHMYeCKOro yriaepoja M OHOreHHOTO KpeMHe3eMa, o0pa3yeMoro MpeuMylLIeCTBEHHO
IMaToMOBBIMH BogopocisiMu (I'panuna u np., 1993; I'padeB u np., 1997). B nacrosiiee Bpems B
paiioHe AKaaeMHUYEeCKOro XpeOTa BBISBICHA TPA3EBYJIKAHWYECKAs THIPATOHOCHAs 001acTh, Triae
IIPU3HAKU TPSA3EBBIX BYJIKAHOB MJIM ra30BBbIX TMIPATOB MPEXKIE HE PETHCTPUPOBANIUCH (XJIBICTOB U
ap., 2017).

DKcrepuMeHTaIbHy 0 HHKyOaruio npooawin B KB/l B Teuenue 7 mecsues (puc. 44; [1aBmosa
u ap., 2019a). KBl Ne 1 conmeprkayn HaTHBHBIN NPUPOAHBIA OCaI0K, OOOTAIICHHBIH OHOMAacCOi
Ulnaria acus; ocamok B KB/l Ne 2 0bu1 cTepuiiM30BaH aBTOKJIABUPOBAHUEM M BBICTYIIAN B KAYECTBE
OTPHLIATEIBHOTO KOHTPOJIS.

B Hacrosiee Bpems B paifoHe AKaeMU4ecKoro XxpeoTa, rie NpU3HaKyu HaX0XKIeHHs I'PA3EBbIX
BYJIKAHOB WJIM Ta30BbIX TUAPATOB MpEXJIE HE PErucTPUpPOBAINCH, OIMCaHA HOBAs
rps3eBYyJIKAHUYECKasl THpaTOHOCHAs obsacTh o3epa baiikan. C moMolp0 CbeMKH MHOTOJIy4€BbIM
9X0JIOTOM Ha CKJIOHE AKaJEeMHUYECKOro XpedTa oOHapy»KeHa IpyIa IpsA3eBbIX ByJIKaHOB (XJIBICTOB
u 1p., 2017). Kak u3BecTHO, rpsizeBble ByJIKaHbl B MHUPOBOM OKeaHE SIBJISIOTCS €CTECTBEHHBIMU
CKBOXMHAMU K TIJIyOOKO3aJEralluM OCAJOUYHbIM OTJIOXKEHUSIM M B HUX TIpPS3EBbIX IOTOKAX
COJIEP’KUTCSL MaTepuan janekoro npouuioro. IlpakTuueckn Bo Bcex KepHaxX Ha XOJIMax M CKJIOHaX
KpaTepoB HCCIIEAyeMbIX KEPHOB AKaJeMHUYECKOro XxpedTa BCTpedeHa rps3eBas Opekuus B BHJE
pa3HOPa3MEPHBIX MNIMHUCTBIX IJIOTHBIX BKIOYEHUH CBETIIO-CEPOTO 1IBETA B MATKOM OJIMBKOBO-CEPOM
rMHACcTOM Matpuie. Ha mHTepBanmax ¢ rps3eByJIKaHMUYECKON Opekuneil oOHapy>KEeHbl CKeEJEThI
JPEBHUX BBIMEPIIUX BUI0B JuaToMel (XbICTOB U p., 2017). IIpu nomoru 6uoctpaturpaduyeckoi
U ceiicMocTpaturpaduueckoil Koppeiasiuu ObLJI0 YCTaHOBJIEHO, YTO MaTepHuaj, BXOAALIMHA B
I'psA3E€BYI0 OPEKUHIO UCCIETyEeMbIX IPSI3EBBIX BYJIKAaHOB, UMEET BO3PACTHOW MHTEPBAJ OT MO3AHETO
MHOIIEHA 10 paHHero miuuoleHa (oT 5.6 10 4.6 MiH J1eT) U MOT OBITh MOJHSAT ¢ TIIyOUHBI HE OoJee
310 m Hmwxke gHa. I'psga rpsA3eBBIX BYJIKAHOB B CpeqHEl yacTh XpeOTa MOdy4yusia Ha3BaHUE
AxanemXpeOet, rpszeBoil ByinkaH okono o. OnbxoH — Xo6oit (XmeicroB u  ap., 2017).
MukpoOHOIOTHYECKUX HCCIIEJOBAHNI B pailoHe 3TUX CTPYKTYp paHee He MPOBOIUIOCH.

Ananmuz 6ubmmotek renoB 16S pPHK mpupomnoro o6pasiia 10 3KCrepuMeHTa MoKas3ai, uTo
nomeH Bacteria B ocHoBHOM, mpejcraBien ¢urymamu Pseudomonadota (47.5%), Chloroflexota
(22.7%), Actinomycetota (13.4%), Deinococcota (5%) (puc. 44a).

Menee 3% cocraBimsui mocienoBarensHoct Atribacterota, Acidobacteriota, Bacillota u
HeknaccuuimpoBanHbix  Bacteria. B Oubnmmorexke reHoB 16S pPHK apxeit  BbisBieHBI

nocyiefioBareNibHOCTH  kiacca  Bathyarchaeia  (96.5%, Thermoproteota) wu  mopsjaka
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Methanomassiliicoccales (2.7%, Thermoplasmatota) (puc. 44a) (ITaBmoBa u ap., 2019). B
oubmuoreke reHoB 16S pPHK wmukpoOHOTO cooOIIecTBa OTMEYEHO BBICOKOE COJCPIKAHHE

npezcraButeneii kimacca Gamma- u Alphaproteobacteria (33.6-13.8% cooTBeTCTBEHHO).

a) Archaea_uncl . (_;\J A
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afss / |
E v
Thermoplasmatota Methanomassiliicoccales e 5 sr‘.::a
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AB?;tirlat—m?d'- ® Ulnaria acus  KoHTponb
cidobacteriae | o -
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reHa 16S pPHK npokapuot

Pucynok 44. OtHocuTenbHas 0I5 OCeoBaTebHOCTeH (hparmenToB reHa 16S pPHK Bacteria u

Archaea, npencraBieHHBIX Ha ypOBHE (priTyMa u Kitacca B OMOJIMOTeKax U3 00pasiia JOHHOTO 0cajKa

r/B X000i1 110 (a) 1 mocie Tepmodapudeckoro nukyouposanus (0). [{utupoBano mo IlasnoBa u ap.,
2019.

Kiacc Gammaproteobacteria npejcTaBieH ceMeiicTBamMu Halomonadaceae,
Comamonadaceae, Shewanellaceae u Pseudomonadaceae. Halomonas — pasnooOpa3sHbiii poj
rajoQuIbHBIX ANKATO(QUIBHBIX Y-IPOTE00AKTePHil, OONBIINHCTBO U3 KOTOPBHIX ObLIN BBIACICHBI 3
THIICPCOJICHBIX CPEJl, TAKMX KaK IM0YBa, COJIOHYAKU M COJICHbIe 03epa. BmecTe ¢ TeM, Uil MHOTHX
BHUJIOB ITOr0 pOJa MOKa3aHa CIIOCOOHOCTh K OKHCJICHHIO KOMIIOHEHTOB He(TH ¢ 00pa3oBaHHEM

TIUKOJIMIUAHBIX OnocypdakTanToB (Mnif et al., 2009; Neifar et al., 2019), a Taxke K OKHCICHHIO
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truocynb(hara 10 rerparuonata (Du et al., 2022). CriocoOHOCTh OKHCIISTH YIIIEBOJOPO/IBI, a TAKKe
OKHCIISATh BOJOPOJ B Tra3oHe(TAHBIX KOJUIEKTOpax YycTaHOBIeHa s Oaktepuit Pelomonas,
Shewanella u Pseudomonas, TOMHHUPYIOIIUX B COCTaBe MHUKPOOHOIO COOOIIECTBA MPHPOIHOTO
obpasma g0 sxcepumenta (Reyes-Sosa et al., 2018; Nazina et al., 2023).

ITocnenosarensHoctu Chloroflexota cocrasisum 22.7% ot 00111ero 4ncia BceX BBISIBICHHBIX
nocJeioBarenbHocTel B Onbimoreke reHoB 16S pPHK Bacteria. ®uinym B OCHOBHOM TIpe/ICTaBICH
HIOCJICIOBATENILHOCTSIMA ~ HeKyJIbTHBHpYeMoit rpynnbsl MSB-5B2, xiacca Dehalococcoidia wu
cemetictBa Anaerolineaceae. Cpeau mocienoBareabHOCTENH cemeiictBa Anaerolineaceae Obutn
HauOosiee TIPEACTABICHBI IOCEqOBaTeIbHOCTH Oaktepuit poma Pelolinea, anaspoOHbIe
MPEJICTABUTENIA KOTOPOTO H30JUPOBAHBI U3 METAHOTEHHOTO COOOIIECTBA IOHHBIX OCAIKOB B SIOoHMN
(Imachi et al., 2014). ®unym Deinococcota mnpeacrasien pomom  Thermus —
XEMOOPTaHOTeTePOTPOPHBIMU, IKCTPEMATBLHO TEPMODWIBHBIMUA OaKTEPUSIMH, OOHMTAIONIMX B
ropsuMX HCTOYHHKAX, IITyOOKOBOAHBIX MOPCKHMX HMCTOYHHKAaX M Teif3epax MeioycTOHCKOro
HarroHansHOro mapka (Huber, Stetter, 2004).

Uepez 7 mecsaineB Tepmodapuueckoro kynbruBupoBanus B KBJI Ne 1 conepikaiiieM 1OHHBIM
ocajiok, obOoramieHHbI Ouomaccoit Ulnaria acus BbISBICHBI HM3MEHCHHS, KaK B COCTaBe
OpPraHUYeCKOTO BEIECTBA, TAK U B COCTaBe MUKPOOHOrO cooOriectBa. B Oubnmorekax reHoB 16S
pPHK He BbIsSBIEGHBI [OCIEAOBATEILHOCTH TpeacraBuTencii  gomena Archaea. Cpeau
nocseaoBarebHOCTEN qoMeHa Bacteria He BbisiBiIeHBI mpencTaButean GuaymoB Acidobacteriota,
Atribacterota, Chloroflexota. TIlpoment mnocnenoBarensHocTel (umymoB  Actinomycetota,
Deinococcota, Bacillota ocrancs Ha TOM jxe ypoBHe. YBenuumiaach gois Bacteroidota u
Pseudomonadota (8 1.7 pa3a) (puc. 440).

B pesynprare mpOBENEHHOTO JKCIEPUMEHTa, B KOHTpOJbHOM oOpasue u3 KBJ[ Ne 2
reoXuMHYecKnXx u3MeHeHnil B coctae OB He yctanoBneHo. B cocraBe OB noHHBIX OCaaKoB,
oboramennbix 6uomaccorr Ulnaria acus (KBJ] Ne 1), BbIsBI€HBI MPOIIECCHI €ro MpeoOpa3oBaHusI.
Copnepxanune opranuueckoro yraepoga (Copr) B o0pasuax mnocie skcnepumenta (0.79%)
npakTuuecku He u3MeHwioch (+£0.09% nHa mopomy) oTHocutenbHO mepBoHadalbHBIX (0.88%),

xnopodopmenHoro outymonaa (bxi) ¢ 0.02 o 0.05% (tadn. 11).

Taﬁﬂuua 11. XpOMaTO-MaCC-CHeKTpOMCTpI/I‘{CCKI/IC IoKa3aTelIM MaJIbTEHOBON 4YacTu 9KCTpPAaKTa
06pa3ua JAOHHOTO OCaJiKa 10 3KCIICPUMCHTA U I1OCJIC

ITokazarenn Ho ITocne
JKCIIEPUMEHTA | DKCIEPHMEHTA
Conepxanne OB (Copr) 0.88% 0.79%
MHunekc HeyeTHOCTH 4.28 3.61
CooTHoluleHue npucTas/puran 0.5 0.5
Crenens npeobpazoBanHoctu OB 16%
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Manenbkre HaBeCKH OMTYMOUAOB (7 MI') HE TIO3BOJIMIIA BBIACIUTH ac(aabTEeHbI U Pa3C/IUTh

MaJIbTCHBl Ha HACHIMICHHBIE W apomarnueckue YB. KommuecTBo yrieBomoponaoB u acdaibToOBO-

CMOJIUCTBIX KOMITOHEHTOB B OUTYMOHe M3 oOpasia J0 dKcnepuMeHTta coctaBuio 22.8% u 77.2%

cooTBeTCTBEHHO. llocnme skcnepuMeHTa KOHLEHTpalus YTieBOAOPOAOB Bo3pocia A0 29.3%,

acGanbTOBO-CMOJIMCTHIX KOMIOHEHTOB yMmeHblmnack 10 70.7%. Crenenb mnpeoOpa3zoBaHHOCTH

OpraHMYECKOro BellecTBa cocTaBuwia 16%.

KpuBas pacnpeneneHuss HOPMaJbHBIX aJIKaHOB

«II000pa3Hash ¢ JOMUHUPOBAHUEM HEUETHBIX yrieBoaopoaoB (Czs3, Cos, Ca7, Co9, Ca1, Cs3), ipu

9TOM C PpoOCTOM HX MOJ'IGKy.]'IHpHOﬁ MacCCbl B 06pa3ue A0 OKCIIEPHUMEHTA KOHICHTpalHsA

yBEJIMYUBACTCS, TOCTUTas Makcumyma Ha #-Ca1 10 17% 0T cymMMmbl H-ajikaHoB (puc. 45).

Pucynok 45.
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XpoMaTorpaMMbel M XpoMaro-Macc-(pparMeHTOrpaMMmbl  H-ainkaHoB (M/z  71),

IKWIIMKIOrekcanoB (M/Z 83) u 3-anmkenoB (M/z 69) B 6utymounaax u3 oOpasnoB 0 (a) u mocie
skcniepumenTa (0). #-Cn — HopManbHbIe ankanbl, ACn — ankummukiorekcanbl, Cn:3 — 3-ankensl, 2,7-
JAM-Cn-2, 7 nuMeTHnalIKaHbl, TI€ N — KOJIWYECTBO aToMoB yriepoaa, I1 — mpucran, @ — ¢uran.
[utuposano no I1aBnosa u ap., 2019a.
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Conepxanue #-Caz conmoctaBUMO ¢ #-C23 (6.4—6.8% 0T CyMMBI H-aJIKaHOB) COOTBETCTBEHHO B
oOpasuax 110 skcnepumMenTa u ¢ H-Czs4 (4.8% OT CyMMBI H-aJIKaHOB) B 00pasIie 1mocie SKCIepUuMEHTa.
Nunexkc CPI ymenbimics HeznauutenbHo ¢ 4.3 10 3.6. COOTHOIIEHHE KOHIIEHTPAIIMH HOPMaJIbHBIX
AJIKaHOB K allMKJIMYECKUM B 00paslie Mociie 3KCIepruMeHTa YMEHbBIINUIIOCh MOYTH B 2 pa3a (32 npoTuB
58). 3nauenue otHomeHus1 H-Cz7 K H-C17 IMOCIE SKCIIEPUMEHTa CHU3UIIOCh B 5 pa3 (6 mpotus 31). B
coctae YB kak 10 SKCHEpUMEHTa, TaKk M TOCIe WACHTU(GUIMPOBaHB 1 M 3-ajKeHbl, YTO
MOATBEPKJIAET HEBBICOKYIO cTerneHb mpeodpazoBannoctu OB (puc. 45). B cocraBe yrieBogopoaoB
(YB) unenrudunuposansl ankuiukiorekcansl (AC) mpu m/z 83 ¢ qoMUHUpOBaHHEM B 0Opasiiax
1o skcriepuMenTa 4eTHbhIX YB (AC20, AC22, AC24). B 00pa3nax mociie 3KkcnepuMeHTa MakKCUMyM
ATKUJIIUKIIOreKcaHOB cMmecTuiics Ha HeueTHble YB (ACi, AC21, AC23, ACzs). Ha xpomaTomacc-
dparmenTorpammax npu M/Z 127 uaeHTUGUIMPOBAHBI 2.7-TUMETHIAIKAHBI C MaKCHMaJIbHON
KOHIIEHTpalel HedeTHhIX Y B, KoTopas yMeHbIINUIIACh IO CPABHEHHUIO C COJIEPKaHUEM HOPMAaTbHBIX
aIKaHOB TMocie Jkcrepumenta (puc. 45). Pasuuiia B JTOMHHMPOBAHMM YETHBIX W HEYETHBIX
AIKWILKKIOT€KCAHOB, 0oJiee HM3KME KOHLEHTpaluuu 3-aJIkeHOB U 2./-IMMETUJIAJIKAaHOB
0o0BsICHSIIOTCS  OoJbIield TpeoOpasoBaHHOCTRIO OB B o0Opasme mocne 3kcnepumenta. Cpemu
uzonpeHon10B (C13—Cazs) B MaKCUMaIbHON KOHIIEHTPAIIMK HaXOAUTCs (puTaH. 3HaU€HUE OTHOLLICHUS
npucrana K ¢putany pasHo 0.5 kak 10, Tak U TOCJIE SKCIIEPUMEHTA.

B cocrase nuknuueckux Y B-0nomapkepoB cTepaHOBOIO psiJia JOMUHUPYIOT STUIIXOJIECTaHbI —
39-48% ot cymmel crepaHoB C27—Cso. 3HaueHms oTHOIIEHUs cTtepaHoB Cg k Cz7 B ocaake 10
DKCIIEpUMEHTa U Tocie paBHbI 1.2—1.4. B o0Opasiie mocne sKcrepuMeHTa MOHMKEHa KOHIIEHTpaIus
HU3KOMOJIEKYJISIPHBIX CTEpAaHOB — IMPETHAHOB (3HAYEHHE OTHOIICHUS (CTEepaHbIHIIPETHAHBI) K
npersanam paBHo 12.7 npotus 3.6), 4To BUIHO U3 XpoMaro-macc-pparmenrorpamm m/z 217,218. B
cocraBe TeprmaHoB mpeoOiamaroT romaHbl (Co7—Css) (puc. 46). Cpemu tpunmkiaHoB (Cio—Caz)
nomuHupylOT YB co cpeaneir mmmHoil nenu C23—Cz (37.8% OT cyMMBl TpPUIIMKIAHOB).
TpunuknanoBeiii uHAEKC (2(C19+C20)/2C23—26) paBen 0.6. B oOpasmax g0 dKclepuMeHTa
uaeHTuguIupoBansl Ouoromnansl (BB-romaHsl) W KOHLEHTpauuu R u3omepoB Bbllle, yeM S B
romoromnaHax (Csz1—Css). B oOpasme mnocime »skcnmepuMeHTa Kak BHJIHO Ha XpPOMAaToO-Macc-
¢dparmenTorpamme M/z 191 GuoronaHbl HAXOIATCS B CJICAOBBIX KOJUYECTBAX, H30MEPOB S OOJIbIIIE,
yeM R B romoronanax, 4to MoATBEepP)KIacT yBEIHUEHHE CTereHu peoodpazoBanHocTr OB (puc. 46).

3HaveHHe OTHOIICHHS TOMaHOB TS K TM ocTaercss HEBBICOKUM M Tociie dkcnepumenta (TS /
Tm<0.5). B manpTeHoBON (ppakuuy OUTYMOUAOB HMJIEHTU(UIMPOBAHBI TAKKE M apoOMaTUUYECKHe
coeanHeHus. B cocTaBe peHaHTPEHOB OTMEUAETCS YBEINUEHUE METHII3aMEIIEHbIX TOMOJIOTOB TTOCIIEe
AKCIIEPUMEHTA. 3HaueHue  MeTUIPEHATPEHOBOTO MHJIEKCa (MPI-I = 1.5 X

(2MP+3MP))/(P+1MP+9MP)) uzmensiercs HesHauutenbHo (<0.8), Oonpuuii pazopoc (ot 1.4 10 2.1)
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MoJIy4yaeTcst mpu mojcuere mapamerpa 3penoctu (PP-1modified=(1MP+9MP)/(2MP+3MP)) (Peters
etal., 2007).
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Pucynox 46. XpomaTto-Macc-pparMeHTOIrpaMMbI CTEPAHOB U TEPIIAHOB B OUTyMOHUIaX M3 00pa3IioB
10 (a) u mocne skcnepumenTa (6). LHutuposano no Ilasnosa u np., 2019a.

B cocraBe (heHaHTpEeHOB OTMeuaeTcsl Takke Hajluuue pereHa. B cocraBe nnbGeH30THO(EHOB
3a(MKCUPOBAHO YBEIUMYEHHUE METHJI3aMEIEHBIX TOMOJIOTOB IOCJIE HKCIEPUMEHTa, HpPU STOM
ucnonb3yemblit napamerp 3penocta 4-M/IBT/1-MJIBT He MeHsiercs u paBeH 2. B manpTeHax nocie
SKCIIEpUMEHTa IpU M/Z 253 naeHTuduIpoBaHB MOHOAPOMATHYECKHIE CTEPOUIBI, a 110 HOHY M/Z 366
emte 1 4 quacrepeomepa 17-nucmerni,23-MeTHiIMOHOapoMaTuyeckue crepouibl Cz7, KOTOpbIE paHee
ObUTH ONpeseNICHbl B OTJIOXKEHUsAX kKapOoHa, mepmu u Mena (Kammpries u mp., 2016; 2018).
KoHueHTpanys apoMaTH4ecKUX COECIMHEHUN YBEIWYMBAETCA I0 CPAaBHEHHIO C HOPMaJbHBIMU
aJKaHaMM TIOCJIE€ DKCIIEpUMEHTA. VI3MeHeHuss B cOCTaBe apOMAaTHUYECKUX COEIUHEHUN TaKkKe
MOJATBEPXKJIAIOT  yBelIMueHue mpeodpazoBanHocTh OB  mocne »skcnepumenta. B cocTtaBe
YTIEBOJOPOAHON (GpaKIUKU WASHTUQHUIMPOBAH MEPHUIIEH, MOJIMAPOMATUYECKUI yrieBoaopoa. Ero

KOHIICHTpAI1sd BBIIIC B 06pasue oCaJika IMOCJIC SKCIICPpUMCHTA. C‘{I/ITaeTC}I, 4YTO €ro MCTOYHHKOM
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MOJKET ObITh, KaK akBareHHoe, Tak u repparennoe OB. IIpoBeneHHbIe uccie0BaHMs MOKA3aJIM, YTO
3a BpeMsl KyJIbTHBHPOBAHHUS W3HA4abHO Hespenoe OB W3 MOHHBIX OCaJKOB CMEIIAHHOTO THIIA
(TeppareHHO-aKBareHHoOE) CTalo 0oJiee 3peIbIM B X0/1€ SKCIIEPUMEHTa HECMOTPS Ha TO, YTO 3HAYCHHE
koa(durmenta CPI ymeHbIINIOCH HE3HAYUTEIIBHO.

Peructpupyembie u3meHeHuss B coctaBe OB 1moHHBIX ocagkoB /B X000i HE CTOJIb
3HauMTeNbHbI (16%) B CpaBHEHUH C JJAHHBIMH, TTOJIyY€HHBIMU B SKCIIEPUMEHTE C JJOHHBIMU OCaIKaAMH
metanoBoro cuna Iloconbckas banka, rie qaHHbIH mokaszartenb Obl1 paBeH 41% (Bukin, Pavlova et
al., 2016). Ho maxe mnpu gocTarodyHo HeOOJbIIOM BpeMeHH wuHKyOauuu (7 wmec.) mpu
KyJIbTUBHUPOBAHUM OcajKa u3 r/B X000H 3aQUKCUPOBAHO CHIKEHHE KOHIEHTpaluu (heHaHTPEHOB
OTHOCHUTEIIEHO €r0 METHJI3aMEIeHbIX TOMOJIOTOB, BKJIIOYAsi PETEH U YBEIHUEHUE CEPOCOICPKAIIIIX
coenquHenuil (JIBT u ero merunzaMenieHbIX FOMOJIOIOB) OTHOCUTEIBHO HOPMAJbHBIX aJKAaHOB, a
Takke 00pa3oBaHMEe MOHOAPOMATUYECKUX CTEPOMIOB, BKIOYas u 4 nquactepeomepa 17-aucMmeru,
23-MeTunMoHoapoMaTHieckue crepousibl C27 U TpUapoMaTUYecKuX cTepouioB. JJomuHupoBanue S
Haa R — w3omepamMu B romororaHax, HaJu4ue OWOTOMAHOB B CIICJAOBBIX KOJMYECTBAX TaKKE
CBUJICTENBCTBYET 0 bobIeii mpeoGpazoBannocTi OB B 06pasiie mocie SKCIepUMEHTA.

CHIDKEHHE KOHIIEHTpaluu (PEHAHTPEHOB MOXKET OBITb OOYCIOBICHO JesTeNbHOCTHIO
npencraButenei punymoB Pseudomadota, Actinomycetota u Bacillota, mocnenoBareabHOCTH T€HOB
16S pPHK KOTOpPBIX BBISBICHBI B 3HAYUTEIHHOM KOJIUYECTBE B COCTaBE MUKPOOHOTO COOOIIECTBA B
o0pa3max ocajka Kak 10, TaK M TOCIe dKCIepuMeHTa. st mpencraBuTeneil TaHHBIX TaKCOHOB
CIIOCOOHOCTh K JIETpajallii MOJUIUKINYECKHX apOMaTHYeCKUX YTJIEBOJAOPOJOB  SIBISETCS
obmenpusHanHoi. Panee, s Gaktepuii p. Pseudomonas u Bacillus, Beinenennsix u3 03. Baiikai,
MOKa3aHa CeJICKTHBHas Owojerpananus (iayopanTeHa, (EHAaHTpeHa W THUpeHa. B  yclIoBHSX
MOJICTTHHOTO JKCIepuMeHTa B TeueHne 30 CyTOK CTENeHb KOHBEPCHH TOJUITUKIHYSCKHX
apoOMaTUYECKUX yIieBoopooB coctanisia 18-30% (I1aBnoBa u ap., 2005).

Kak u3BecTHO, cTepou[Ibl MIMPOKO pacmpocTpaHeHbl B Ouocdepe. [IpenmyiiecTBeHHO OHU
npeJcTaBiIeHbl pou3BoAHBIMU xojectepona (Cz7), kamme- u KpuHocTeposioB (Czg), cuTO- U
cturmacteposioB (Cpg), manocTtepona u 1mukioapreHona (Csp). Hambonee mmpokuit crnexTp
CTEpPOUIOB, BKIIFOYAIOIIUI MPOU3BOIHBIC BCEX IPYIII, TPUCYTCTBYeET B Bogopocisx (Volkman et al.,
1986; Kodner et al., 2008). YBenudyenue KOHIEHTPAMH TPH- © MOHOAPOMATHYECKUX CTEPOHJIOB B
o0pasie ocajaka Tocie KCIIEPHMEHTa MOXKET CBHUJICTENHCTBOBATh O OMONECTPYKIIMH OMOMACCHI
Oaiikanbckoii tuaromen Ulnaria acus. Kak mokasaHno paHee, THaTOMOBBIC BOJIOPOCITH MTPOAYIUPYIOT
pa3Hoo0pa3HbIe CTEPOUIBI, KOTOPBIE B BBIICICHHBIX (PPAKITUSIX CTEPUHOB MOTYT OBITH MPEACTABIICHBI
3-10 coenunenusmu (KamuunoBckuit u ap., 2010). B uwacTHOCTH, /Ui OalKalbCKOW THATOMEH
Stephanodiscus meyerii Genkal and Popovskaya moka3aHo Hajguune B €€ COCTaBe ABYX OCHOBHBIX

CTEPOJIOB — X0JIecTepoJia U 24-MeTHIIeHX0JIecTepuHa, a Takxke gurtona (Ponomarenko et al., 2004).
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[TomrydeHHbIe pe3ynbTaThl KOPPEIUPYIOT C JAaHHBIMHU, OJy4YeHHBIMU B pabore CepeOpeHHUKOBOM
O.B. ¢ coaBropamu (2014). ABTOpamMu moka3aHo, 4To B oOpasnax Topda U3 HU3HUHHBIX OOJOT
3amagnoit Cubupu B cocTaBe OpPraHMYECKOro BemiecTBa mpeoOmamaroT crepouabl Czg, UTO
CBUJCTENBLCTBYET O TOM, 4YTO OCHOBHBIMH  pacTeHUsAMHU-TopdoOpazoBaTessiMu  ObUIH
MuKpoBogopocan Botryococcus braunii (Metzger et al., 1990). DTi BoZOpOCIH XapaKTEPU3YIOTCS
peo0iiajaHueM BBICOKOMOJIEKYJISIPHBIX F'OMOJIOIOB H-aJIKAaHOB M COJiep’KaT B cBoeM cocraBe Czz,
Cag, C29 crepomnbl. lubenzotuodensl (JIBT), kak mpaBuiio, HAKAITMBAIOTCS B XOJI€ TUAr€HETUICCKIX
npeoOpa3oBaHUil aKBAareHHOIO OPTraHMYEeCKOro BelIecTBa B OCaJKaX MOPCKUX BOJOEMOB C
CEPOBOJIOPOAHBIM 3apa’keHUueM JH00 nedUIUTOM KHUCIOpoJa B MPUIOHHBIX BoJax. B cimyuae
NPECHBIX WIM JaXe COJICHBIX, HO XOpOIIO a’pupyeMbiX BojpoemMoB obOpazoBanue JBT B
3HAUUTENbHBIX KOHLIEHTpalUMsIX He npoucxoauT. He oOpasyrorcs oHU B cocTaBe OUTYMOMJIOB B
MIPECHOBOJIHBIX, XOpolo a’pupyembix Bopoemax (Kontopouu u np., 2004). B nannom ciydae
KyJIbTUBHPOBAHUE MUKPOOHOTO COOOIIIECTBA ITPOBEIEHO B OECKUCIOPOIHBIX YCIOBUAX, B aTMOChEpE
METaHa, YTO MOTJIO. crmocoOcTBOBaTh obOpaszoBanuio JIBT B mpecHoBomHBIX oOpa3max ocajka.
[IpeoOpa3oBaHre aKkBareHHO-TEPPAreHHOIO OPraHUYECKOTO0 BEIIECTBA HCCIEAYEMbIX JOHHBIX
OCaJIKOB MPHUBEIO K 00pa3oBaHUI0 MOHO- M TPUAPOMATHYECKHX CTEPOUIOB M CEPOCOJIEPKAIINX
coenquHeHUl — nuben3otnodeHoB. llomyueHHbIe pe3ynbTaThl KOPPEIUPYIOT C pe3yJbTaTaMu,
OTpakeHHbIMHU B HccienoBanun Kontoposuua A.D. c¢ coaBTopamu. [Ipu usydyeHuun OUTYyMOMIOB
pasHodaruanbHbBIX IOPCKUX TopoA 3anagHo-Cubupckoro d6acceitHa aBTopaMy yCTaHOBJICHO, YTO B
teppareHHOM OB 00pa3yroTcs B OCHOBHOM ()€HAaHTPEH M €r0 METHIIIIPOM3BO/IHbIE, @ B AKBar€HHOM
Hapsaoy ¢ (eHaHTpeHaMu — OOJbIIOe KOJIMYECTBO apOMATHYECKUX CTEPOUAOB; CTEPOU[IBI
3aXOpOoHEHHOro akBareHHoro OB B Oosbleil crenenu npeodpasyrorcs B TpU-, @ B TEPPareHHOM — B
MoHoapomatudeckue (Konroposuu u ap., 2004).

Takum 0o0Opa3oM, pazaHyaromIuecss T€OXMMHUYECKUE YCIOBHS OCAJOYHON TOJNIIM OKa3bIBAtOT
BJIMSIHHE Ha COCTaB MHUKPOOHBIX COOOIIECTB, M, KaK CIEJCTBHE, HAa CTENEHb MPeoOpa3oBaHHOCTU
OpPraHMYECKOT0 BEIIECTBA U CIEKTP COEIUMHEHUI, 00pa3yeMbIX B pe3yJibTaTe €ro AECTPYKIHH B
TepMOOaprUYeCKuX YCIOBUSIX. Tak, B MUKPOOHOM COOOIIECTBE MPHUPOJHOIO JOHHOIO OCaJKa U3
metaHoBoro cuna Iloconbckas baHka BbIABIEHO OoJblllee TaKCOHOMUYECKOE pazHOOOpasue
npejacTaBuTeneil jgomeHa Bacteria m Archaea, wem B ocaake w3 Tps3eBoro BynkaHa XOOOH.
CooOmiecTBa IByX THIIOB OCaJIKOB, XapaKTEpU30BAINCh 3HAYUTEIbHBIM BKJIAJIOM MpEICTaBUTENEH
xemoopranorereporpodusix Chloroflexota, Actinomycetota, Pseudomonadota u Deinococcota. B
COCTaBe MUKPOOHBIX COOOIIECTB JOHHBIX OCAAKOB IPSI3€BOI0 BYJIKAHA U METAHOBOTO CUIIA BBISIBJICHBI
pas3nyMs Ha YPOBHE CEMEICTB U POJIOB.

dunym Deinococcota B JOHHBIX OcajKax M/C MPEACTaBICH Me30(DUIbHBIME OAKTEPUIMHU .

Deinococcus, B ocaakax r/B — p. Thermus. [loss GakTepwuii 3Toro guiayma coctasiser 5% OT Bcex
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BBISIBJICHHBIX  TIOCJIEOBaTeNIbHOCTEH B OumbOmmorekax rena 16S pPHK, B cpaBHeHum c
BOCCTAHOBJIEHHBIMU OcajikamMH Ips3eBbIX BynkaHoB (Keap, Kpacheiil SIp, Manienbkuii) u ocagkamu
u3 paiioHoB HedrenposiBneHuii ([opeBoii Yrtec, b. 3emeHoBckas), rae MOCIEIOBATEIHHOCTH
Deinococcota cocrassuiu menee 1% (Zemskaya, Pavliova et al., 2025). 3nauuntesnbnas gous (10 15%)
npejcraButeneit Gpuayma Deinococcota Obuia BeIsiBIeHA paHee, MPH MOJICKYJIIPHO-OUOIOTHYECKOM
aHaJIM3e TITYOMHHBIX 0CaJIKOB U3 MeTaHoBoro curma [loconbckas banka (UYepaunbiHa u ap., 2016).

Paznuuunsi BBIABIEHBI M B COCTaBE apXECWHOW KOMIIOHEHTBI M3 OCAJKOB JBYX Pa3IHMYHBIX
reoJIOrHYecKuX CTpyKTyp. B cocraBe nomena Archaea uz JI0O m/c IToconbckas banka JoOMHHHPOBAIH
NPEJCTAaBUTENIM MATH (UIYMOB, CpeOud KOTOPBIX TOYTH TOJOBHHA IOCJIEOBAaTEIbHOCTEH
npuxojuiack Ha npezacraButeneii Ca. Hadarchaeota (~42%) B cpaBHEHMH ¢ BOCCTaHOBJICHHBIMHU
ocajakamu rpsseBbix ByJkaHoB (Keap, Kykyil, Manenbkuii, Cankt-IletepOypr) (1o 6%) u 1oHHBIMU
ocajzkamu u3 paiionoB Heprenpossienuii (b. 3eneHosckas, ['opeBoit Yrec) (mo 3.8%; Zemskaya,
Pavlova et al., 2025).

[MocnenoBarensHocTr Ca. Hadarchaeota BrepBbie ObLIM OOHAPYIKEHBI HA 30JI0TOM PYAHUKE B
IOxnoti Adpuxke Ha rayOMHE OKOJO 3 KM, JOHHBIX OC3JKaX METAHOBBIX XOJIOJHBIX CHIIOB,
conmepkame ra3oBele THapartel. Ca. Hadarchaeota ywactByror B oxuciennun COz BoOM,
BoccranaBnuBaoT CO u H20 no CO2 + O2, 006pa3zys BoIOpoA B KauecTBE MOOOYHOTO MPOIYKTa.
CormacHo JaHHBIM pekoHcTpyknmii TreHomoB Ca. Hadarchaeota, apxem oOnamaer reHamu,
CBSI3aHHBIMH C TyTeM (QUKcaluy yriepoaa depe3 myTh Byma-JIbroHTIans, METaHOT€HE30M W
MeTa0O0JIM3MOM AJIKAaHOB M CUUTAIOTCS MOCPEAHMKAMHU B KIIOYEBBIX N€OXMMHUYECKHMX Mpolieccax,
CIICIMATM3UPOBAHHBIX /ISl BBDKUBaHU B T1yOuHHOMN Onocdepe (Baker et al., 2016).

ApxeitHas koMioHeHTa MUKpoOHOTro coobmectBo 1O /B X000i cocTosina u3 AByX (GriryMos,
riae 6osee 96% coOCTaBIsUTH MOCIIeI0BAaTEIbHOCTH MpeCcTaBuTesel kinacca Bathyarchaeia (pumym
Thermoproteota), comepiaiero OOJBIIOE YUCIO Pa3HOOOPa3HBIX (HUIOTCHETHYCCKUX IHHUH H
pacnpoctpaneHHbIX moBceMecTHO (Inagaki et al., 2006; Webster et al., 2006; Yanagawa et al., 2014;
Parkes et al., 2014). batuapxen urparoT BaXXHYIO pOJib B TJIOOQIBHOM KPYTrOBOPOTE YTJEpOa,
SBIISIIOTCSI HauOoJiee PactpOCTPAHEHHOW TPYIMIIOW MHUKPOOPTaHW3MOB B aHA’POOHBIX JKOTOMAX.
PexoHCcTpyKIMs TeHOMa TpencTaBuUTeel pa3iuyHbIX (uioreHeTnuecknx juHuil Bathyarchaeia
nokas3ajla HaJlW4yhe y HHMX Habopa TeHOB s MeTaboiM3Ma yriepoja, BKIOYas TIMKOJU3,
rmokoHeorene3 U myte Hs-MPT Byna-Jlronrmans, a taxke yriieBOAHO-aKTHBHBIE (DEPMEHTHI U
nentuaassl (Hou et al., 2023). D10 mo3BosisieT UM UCHOIB30BaTh MIMPOKHUI CIIEKTP OpraHUYECKHUX
COCJMHEHUH, BKJIOYasl JETPUTHBIE OEJKH, YIJIEBOJbI, JIMTHHH, KOPOTKOLEMOYEeYHbIE allKaHbl U
MHorouuciaeHnsle coeaunenus Ci, Takue kak CO2, CO, popmuart, hopManbaerua, METaHOI U METaH

(Evans et al., 2015; Yu et al., 2018; Zhou et al., 2018; De Anda et al., 2021). MeranotpodHbIe apxen
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B COO0IIIECTBE JaHHOTO OCaJ/IKa HE BBISBIECHBI, HO BMECTE C TEM YCTAHOBJIEHBI METAHOT'€HbI MOPSAKA
Methanomassiliicoccales (¢pumrym Thermoplasmata), BoccranapiuBarome METaHOI 10 METaHa.

[locne oskcmepuMeHTa, B JOHHBIX  OCaJKax TPsA3E€BOrO0  BYJIKaHA, BMEIIAIOLIMX
IPSA3EBYJIKAHUYECKYIO OpEeKYMIO, YBEIMYUBACTCS JOJs MpeAcTaBUTENCH TepMO(DUIbHBIX TaKCOHOB
(Deinococcota, Bacillota u ap.), KoTopble MOIJIH IMOCTYIHTH B MOBEPXHOCTHBIE OCAIKH B COCTAaBE
ra30HACHIIIEHHOTO0 MaTepHajja ¢ IIyOWH B HECKOJBKO KMJIOMETpPOB. B TO Bpems kak B oOpasmax
JOHHBIX OCAJKOB METAaHOBBIX CHIIOB BBISBICHBI THIMYHO Me30(QWIbHBIE OOWUTATENH JOHHBIX
OTJIO’)KeHUH. BONBIIMHCTBO BBIBICHHBIX IOCJIE 3KCHEPUMEHTa IOCienoBaTeNbHOCTel TeHa 16S
pPHK npunamiexar 6akrepusm pomos Arthrobacter, Solirubrobacter, Sphingomonas, Ralstonia —
MHUKPOOpPTraHu3MaM, YTWIM3HPYIOMUX IUPOKUN CIEKTP OPraHUYeCKUX CyOCTpaToB, B TOM UHUCIIE
apoMaTHYECKHE YTIIECBOIOPOIbI, XJIOPUPOBaHHBIC U Apyrue coequHeHus (Daane et al., 2002; Choi et
al., 2004; Story et al., 2004; Nordin et al., 2005; Kostenko et al., 2013) u urparomunx BaxKHYIO pOJib B
MUKpOOHBIX coobiiecTBax HedresarpszneHHbix mouB (Peng et al., 2015). Kpome Toro, cnoco6HOCTh
K POCTY B aHa’pOOHBIX YCJIOBHSAX 32 CUYET BOCCTAHOBJICHHMS HUTpPATa WM OPOKEHHs YCTaHOBJICHA
TOJBKO sl HekoTopeix BuIOB Arthrobacter (Eschbach et al.,, 2003). Ilo aroii mnpuunHe
MaJIOBEpPOATHO, 4TO, Oyayun aOOpUTCHHBIMU MPEACTABUTEISIMH TMCUXPOPHIBHOTO MUKPOOHOTO
€000111eCTBa TOBEPXHOCTHOTO CIIOS IOHHBIX OTJIOXKEHHM, OHU ObUTH OBl CIOCOOHBI TPUCIIOCOOUTHCS
K TepMO(HIBHBIM YCIOBUSAM OOUTaHHUS 32 BpeMsI SKCIIEPUMEHTA.

OpHa U3 BO3MOXKHBIX IPHYUH UX MPUCYTCTBUS B 0CA/IKaX MOCIE KYJIbTUBUPOBAHHUS, 3TO TO, YTO
OHU SIBJIAIOTCS TNPEACTaBUTEIAMH TEPMO(PHUILHOIO MHUKPOOHOTO COOOIIECTBA IIyOWHHBIX CIOEB
JIOHHBIX OTJIO)KEHHM, KOTOphlE MHUIPUPOBAJIM B IIOBEPXHOCTHBIE CJIOWM YEpe3 30HY pasjioMa
COBMECTHO C Ta30HachIlleHHbIM ¢uirouaoM. Pacnonoxenue uccrnenyemoil pasrpysku Iloconbckas
banka B riry0OKOBOJHOHM 30HE, a Takke (HUKCHpyeMble B JaHHOM PalOHE TEIUIOBBIE aHOMAJIUU
(Naudts et al., 2012) MOTr'yT CBUJETEILCTBOBATH O €€ (PYHKIIMOHUPOBAHUHU 110 MO/IETH KOHBEKTUBHOMN
(IIrONIHOM NEeTIIN, HUPKYIUPYIOLIMX B 30HE CTAOMIBHOCTH Ta30BbIX ruaparos (400 m) (Vanneste et
al., 2002). Panee, nn1s 1oHHBIX ocagkoB nogHATHS [loconbckas banka, 6110 MOKa3aHO NMPUCYTCTBHE
0COOBIX IyTeW MUTPAIUH (ITFOMIHBIX TOTOKOB, IPUBHOCAIINX B TIOBEPXHOCTHBIE OCAJIKHU TTyOUHHOE
MHUKpPOOHOE COOOIECTBO, YTO BBHIPAKAIOCh B 3HAUYUTEIBHOW OTHOCHUTEIBHOM YHCICHHOCTU
nocienoBarensHocTel GrirymoB Deinococcota, Desulfobacterota, Acidobacteriota u Atribacterota
B IOBEPXHOCTHBIX ocaakax (UepHuupiHa u 1ip., 2016). opmupoBanue JoHHbIX 0caakoB [Toconbekoii
banky o BIUSTHIEM MUTPAIIMOHHBIX MPOIECCOB, B PE3YIbTaTe KOTOPHIX B TOBEPXHOCTHBIX CIIOSIX
0CaJIKOB OTMEUAIOTCs Mpu3HaKku 6osee apeBHero OB, moka3aHo Takke Ha OCHOBAaHUU BEPTUKAILHOTO
pactpenenenust romosoroB Cie u Cs1 u unaexca Cz7/Cz1 (MopryHosa u ap., 2018).

[Mpencrasutenu Arthrobacter, Solirubrobacter u Sphingomonas Obltu H30MHpPOBaHBI U3
riyounHo# ouocdeps! (Fredrickson et al., 1995; Balkwill et al., 1997; Crocker et al., 2000; Chang et
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al., 2007; Kobayashi et al., 2008), B Tom unciie B TepmoduiabHbiX yenoBusax (Ciobanu et al., 2014).
Taxke MX TPUCYTCTBUE B TIIyOMHHOW OHOCdepe MOATBEP)KIACTCS C TOMOIIBI0 MOJEKYISIPHO-
reHetndeckux uccienopanuii (Inagaki et al., 2006; Mason et al., 2010; Breuker et al., 2011; Purkamo
et al, 2013). CormacHO OJHOH W3 THUIOTE3, LIMPOKOE PACIPOCTPAHEHUE NPEIACTaBUTENCH
AKTUHOMHUIIETOB M MPOTEO0AKTEPUl MOXKET OBITh OOBACHEHO HAJIMYMEM «THOKOro» Meradonm3ma,
MO3BOJIAIONIETO aJalTUPOBATbC K HM3MEHEHHUSIM YCJIOBUH OKpYJXKAlolled cpenbl, KOTOpbIe
HNPOUCXOIAT MPH 3aXOPOHEHHU OTACIBHBIX CJIOEB OTJIOXKEHHA M LUPKYISIIHUU (IIFOUJOIOTOKOB
(Ciobanu et al., 2014). Dtum daxkrom 00BACHSACTCS IPUCYTCTBUE MpeacTaBuTesck Actinobacteria (8
H.B. Actinomycetota), Proteobacteria (Pseudomonadota), Firmicutes (Bacillota) (Tumuunbix
oOuTaTesnell JIECHBIX II0YB) B YrOJBHBIX IPOCIOSX JOHHBIX OTIOXeHusAXx Tuxoro OkeaHa,
3ajierarolluX Ha riyOuHe 10 2.5 KM HUXe ypoBHS AHa U umeromux temneparypy 40—60°C (Inagaki
et al., 2015).

OTcyTcTBHE TE€OXMMHMUYECKUX M3MEHEHHI B COCTaBE OPraHMYECKOro BEILECTBA, TAK K€ Kak
KJIETOK MHKPOOPraHU3MOB 1 TocienoBarensHocTeli 16S pPHK npeacrasureneit Bacteria u Archaea
B KOHTPOJIbBHBIX (CTEPWJIBbHBIX) O0pa3lax ocaJka CBHUJETENbCTBYET O TOM, YTO JAECTPYKIHUS
OPraHMYECKOTO  BEIIeCTBA B  YCJIOBHUAX  JKCIHEPUMEHTa OOYyCIIOBJIEHAa  JESTeNbHOCTHIO
MUKpPOOPTraHu3MOB. B cTpykType MHKPOOHBIX COOOIIECTB JOHHBIX OCAJIKOB Pa3IMYHBIX THUIIOB
TEOJIOTUYECKUX CTPYKTYp, HApsy € THIHYHO ME30(WIBHBIMA MHUKPOOPTaHW3MAaMHU BBISBICHBI
00JMraTHo a’poOHBIE, XeMOOPraHOreTepoTpodHbIE, TePMODUIbHBIE MUKPOOPTAHU3MBI, C PAa3HBIM
TUIIOM MeTa0o0JIM3Ma, OCYIIECTBISIONINE (PepMEHTATUBHBIN W/WIIM METHJIOTPO(HBIH METaHOT€HE3,
OpPTraHOJMIMIHOE JIbIXaHUE, OKUCIISAIONINE BOAOPO, METaHOJI U aneraT. OueBUAHO, YTO UX HaJIU4He
B TINYyOMHHBIX  OTJOXEHHUSAX MOXET OOYCIaBIMBATbCS  BBIHOCOM  MHHEPaATU30BaHHBIX
ra3ocojiepXalliyx rpsi3eBbIX MOTOKOB B MPUPA3TIOMHBIX 00JIACTSIX.

[Tpu Bocipon3BeIeHUH YCIOBUHM, XapaKTEPHBIX JIJIsl 30HBI F€HEPAIlUU YIIIEBOI0POOB, B CEpUU
HKCIIEPUMEHTOB YCTAHOBJIEHA CTIOCOOHOCTh MUKPOOHBIX COOOIIIECTB OCYILECTBIIATh TPeoOpa3zoBaHue
OpraHWYecKoro  BemiecTBa  (OMOMacchl  JUATOMOBBIX  BOJOpOCie) ¢ oOpa3oBaHHEM
TMOeH30THO(PEHOB, TPU- U MOHOAPOMATHYECKUX CTEPOUIOB, a TaKkKe OnoMapkepoB HepTH (peTeHa
u ramMmariepena) (Pavlova et al., 2016; Bukin, Pavlova et al., 2016; Manakov, Pavlova et al., 2019;
[TaBroBa u ap., 2019a). [Tomy4yeHHBIC YKCTIEPUMEHTANIbHBIE TAHHBIC, B 00JIE€ MATKUX YCIOBUSX, YEM
IUPOJIU3, JOKa3bIBAIOT, YTO PETEH, IaMMAallepeH U JPYrHe COEAMHEHHs SIBISETCS HPOAYKTOM
JECTPYKIUU OMOMacChl AMATOMOBBIX BOJOPOCIEH, OCYIIECTBISIEMBIX MHUKPOOHBIM COOOILECTBOM.
VYuactue aHa’dpoOHBIX MUKPOOPTaHU3MOB B 00pa30BaHUU peTeHa mpejanoaranock u panee (Martin
etal., 1999), Ho 3KCIIEpUMEHTATLHO HE OBIJIO MOATBEPIKIACHO. Y YUTHIBAs, YTO PETEH UCIIONIB3YETCS B
KayecTBe OHOMapKkepa XBOWHBIX PACTEHUHM MNpU PEKOHCTPYKIUHU MaJCOKIMMAaTa, IOJTy4YeHHbIE
JTAaHHbIE TIO3BOJIAT OoJiee KOPPEKTHO HMHTEPIPETHPOBATH MPOUCXOAMBIINE B JAJIEKOM IPOILIOM

TPOLIECCHI.
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I'JTABA 5. AHADPOBHBIE ITPOIECCBI BUOJAET'PAJALIMA HE®THU
MUKPOBHBIMHA COOBIIECTBAMU JOHHBIX OCAJIKOB PAHOHOB
ECTECTBEHHBIX HE®TENPOSBJIEHUAM

O3. baiikan — 0JHO U3 TpeX IPECHOBOJHBIX 03€p, KOTOPOE XapaKTEpU3yeTCs MPUPOIHBIMU
BbIXogamMu He(Tu. B 03. balikan ycTaHOBIeHBI 1Ba palilOHa €CTECTBEHHBIX HE(DTENPOsBICHUH, OUH
pacnosioxkeH B ycThe p. b. 3enenoBckas (b3) u uzBecten ¢ konna 18 Beka; BTopoit — y M. ['opeBoit
Yrec (I'Y) (otkperT B 2005 1.; XunbictoB 1 np., 2007). [Ipu mmmrensHOM HaxXxoXJAeHUU HE(TH B
OCaZIOYHOM TONIIE, B HEH MOTYT TMPOUCXOAUTH aHA’POOHBIE NPOLECCHl OHOAETpagaluu
YTIIEBOIOPOAOB, KOTOPHIE 00YCIIaBIUBAIOT MOSBICHHE YKe TITyOOKO OMoierpaanpoBaHHoi HeTr Ha
BOJIHOM MOBEPXHOCTH (Kak 3To Habmogaetcs B paiione b3). DTu mporieccsl MOTYT UMETh pa3inyius B
IBYyX paiioHax HedTenposiBIeHHl B 03. baiikan, Tak Kak pailoHbl pa3iHyYaloTCs BpPEMEHEM
(YHKIIMOHUPOBAHUSI, TEPMOOAPUUECKUMH YCIOBUSIMHU, I'€OJOTHYECKHMM CTPOEHHEM U COCTAaBOM

He()TU Ha COBPEMEHHOM J3Talle.

5.1. AHaj’poOHOe OKHCJIeHHe YIJ1eBOA0POA0B He()TH MHKPOOHBIM COOOIIECTBOM JOHHBIX
0Ca/IKOB paiioHa ecTeCTBEHHOr0 HedTenposiBIeHUsl, pacnoso:xkeHHoro y M. l'opeBoii YTec
Uccnenyembie nonnsie ocaaku (St.5, GC.3) npencraBieHbl BOCCTAHOBICHHBIM JTUATOMOBBIM
AJIEBPUTO-TICJIUTOBBIM WJIOM C BKJIIOYEHHUSAMHU HEPTH B CpeHEM HMHTEpBAJE€ U CEPOW TIUHOU C
MHOKECTBOM HE()TSHBIX BKIIOYCHHI M MaCCUBHBIMHU, CIIOUCTHIMHU T'a30BBIMHU rujparamu (tabi. 1).
Ocanxu kepHa St.5, GC.3 obGinagany BBICOKOM Ta30HACBHIIEHHOCTHIO, KOHILIEHTpAlUs METaHa 110
riyOrHe KepHa BapbrpoBana oT 4 MMouib/it (64 mr/m CHa= 89.7 mi/n CHa4) o 18 mmouns/n (288 mr/n

CH4=403.5 ma/n CHa) (puc. 47a; Pavlova et al., 2022).

- B - - -
a) CH4, MMoOIB/ 21 6) HCO3, MMouTR /1 ) NO3,NO;,50%, MMoB/n
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Pucynok 47. Ilpodusib KOHIIEHTpAIM KOMITOHEHTOB XUMHYECKOTO COCTaBa TTOPOBBIX BOJI U3 KEpHA
St.5, GC.3: (a) metan, (6) bukapOoHaT-UOH, (B) HUTpAT-UOH (1), HUTpUT-UOH (2) U cynbdar-uoH (3).
[{utuposano o Pavlova et al., 2022.
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HawnGonpmme koHIeHTpanuy MeTana BeisiBieHbI Ha Tiryoune 20 u 100 cm (13 mmons/n = 208
mr/n u 18 Mmmons/n = 288 mr/n CHs cootBeTrcTBeHHO). ['OMOI0TH MeTaHa B ras3e MpeiCTaBlICHbI B
ocHOBHOM 3TaHOM (0T 1 mMkmonbs/1 = 0.03 mr/n go 10 mMxmonbs/n = 0.3 wmr/m). IlopoBbie BOBI
OTJIOKCHHUH BO BCEX CIIOSIX OCaJKa — THIPOKapOOHATHO-KalbIIMEBO-HATPUEBBIC. MUHEpanu3amus
Boimie oroBoit (Pogodaeva et al., 2017), cymma HOHOB BapbUpOBalia 10 riIyOMHE KepHa OT 136.6
mr/n o 278.8 mr/n. [lopoBsie BobI 0Ooramiensl noHaMu TuapokapoonaTa (10 3.3 mmoins/n1 = 199.1
mr/i Ha Tmyoune 80 cm) (puc. 4706).

Hurpat- (0.7-1.4 mxmons/n = 0.05-0.09 mr/n) u autpur-uonsl (0.7—4.5 mxmoins/1 = 0.04 —
0.21 mr/m) mpucyTcTBOBaiM 1o BceMy mnpodwiro kepHa. KonmeHtpanus cyiabdar-woHa 1Mo Bcei
riryOuHe KepHa Obla HIKe, 4eM B (DOHOBBIX paiioHax u B Oaiikanbckoit Boze (Iloromaesa u ap., 2007;
Pogodaeva et al., 2017) u cocrasisuia 2.9—8.3 mxmoun/i (0.28—0.79 mr/n) (puc. 478).

Jerpaganusi yrjieBoJopoa0oB B YCJIOBHMX IKcIMepuMeHTa. KynbTHBUpOBaHUE MHUKPOOHBIX
CO00IIEeCTB B aHA3POOHBIX HAKOMUTEIBHBIX KYJIbTypaX, 000ralleHHbIX THAPOKAPOOHAT- U CyIb(aT-
MOHaMH, B TEYEHHE OJHOTO T0/ia BHISIBIJIO PA3IMYHYIO CTETIEHb KOHBEpCHH H-aikaHOB u [TAY. B
HAKOIUTEJIbHBIX KYJIbTypaxX C MOANOBEPXHOCTHBIM ocaakoM (GUI) nanbosnbinas yOblIh H-aJKaHOB
(28%) Obuta  ycTaHOBJIEHa MNpU  KyJIbTHBUPOBAHUM  MHUKpPOOHOro  cooOmiectBa B
CyJb(paTpeyUPYONUX YCIOBUSX, TIE CONCPKAHUE Lo B 00pasie CHU3MIIOCH 0 5 MI' BO BCEM

00BbeMe IKCIIEPUMEHTAIBHON CPE/Ibl B CPAaBHEHUH C KOHTPOJIbHBIMU HAKOMUTEIbHBIMU KYJIbTYypaMu

(7 mr) (puc. 48a; Pavlova et al., 2022).

CopepiKaHue H-a/lIKaHOB B 3KCNepUMeHTanbHoii cpege, mr CopepxaHue MAY B aKcnepuMeHTaNbHOM cpeae, Mr
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Pucynox 48. Yobuts n-ankaHoB (a, 0) u [IAY (B, T) B HAKONHUTENBHBIX KYJIbTypaX, COJIEPIKAIINX
MOJNIOBEPXHOCTHBIE U TITyOMHHBIE OCAJIKH, O0OOralleHHble THAPOKapOOHaT- U Cyib(ar-moHAMH B
TeueHHe OJHOTro roj1a nHKyOaruu. [{utruposano no Pavlova et al., 2022.
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B kynbrypax, comepxkammx Hz:CO2 B razoBoii (ha3e, yMEHbIICHHE KOJUYECTBA AJIKAHOBOM
bpakmun HedTH OBUTO HE3HAuUTENbHBIM (6.6 Mr) um cocraBuio 6%. CoaepkaHue Xpay B
NPUCYTCTBUHM CylIbhaT- M THIPOKApOOHAT-MOHOB B HaKOMHUTENbHBIX KyibTypax GUI SOs u
GUI_HCO3 cuuzunocs Ha 20-37% cooTBeTCTBEHHO (puc. 48B).

KonBepcust Hedtsaabix yraesogoponoB B GUI HCOs, compoBoxpamach o0pa3oBaHHEM
Merana. HaTuBHBI oOpaser; ocajka W3HAYaJbHO OBUI T'a30HACHINIEH, KOHIEHTpAalMs METaHa B
ra3oBoii (ha3e HaKOMUTENBHBIX KYJIbTYp B Hauaje SKCIepuMeHTa cocTtapisuia 13 Mmons/n = 208 mr/n
= 291.4 mn/n. Yepe3 Tpu Mecslla KyJIbTUBHPOBAHHUS KOHIIGHTpAlMsl METaHa yBeIuuuiach Ao 27
MMOJTB/1T = 432 mr/it = 605.2 mn/n. HanGonpmas ero konnenTparus (32 Mmoas/a =512 mr/n="717.2
/) 3aduKcHpoBaHa Yepe3 6 MecsAleB KyJbTUBUPOBAaHMA B HAKOMUTEIBHBIX KYJBTYypax,
COJepKalX MOJIMOBEPXHOCTHBIM 0Opaszen ocanka. JlaHHBIA ypOBEHb KOHIICHTpPAllMM MeETaHa
COXpaHsICA 10 3aBepiieHus sxcnepumenta (31 mmons/m = 496 mr/a = 694.8 mi/n).

B HakonuTenbHbIX KynbTypax ¢ rryouHasM ocaakoM (GUII), oborameHHbIX ruipokapOoHaT-
MOHOM, KOHBEpcHs H-ankaHoB coctaBwia 20%, cynbdar-uoHom — He Oonee 1.5% (puc. 480).
Crenenn kouBepcuu [IAY cocraBuna 45-46% BHe 3aBUCUMOCTH OT MPHUCYTCTBYIOIIMX B CPEJE
aKIIETITOPOB 3MEeKTPOHOB (puc. 48r). B HakonurensHbix KynbTypax GUII xoHIIeHTpamus MeTaHa B
TEUEHHUE BCEro IKCIEPUMEHTa OCTaBajlach MpakTuuecku Hem3MeHHou (3.0—3.8 mmous/nm = 48—60.8
MT/J), T.K. 3HaYEeHHUs OBUTH COTIOCTABUMEBI CO 3HAYCHHUSIMHU, OIPE/ICICHHBIMH B Hadayle SKCIIEPUMEHTA
(3.2 mmonw/n = 51.2 mr/m). YObuIb cyib(haT-uoHa B HAKOIMUTENIbHBIX KYJIbTYpax, COAEpKaIIUX Kak
MOJIMIOBEPXHOCTHEIE, TaK U TITyOMHHBIE 00pa3iibl cocTaBmiia 25% 0T HayallbHON KOHIICHTPAITHH.

CocTaB kJOHAABHBIX O0MOJMOTeK TreHa 16S pPHK B HakonuMTelbHBIX KYJIbTypax,
COJepP KAIUX TMOAMOBEPXHOCTHbIE M TJIYOMHHBIE ocaaku, odorameHHblx H2:CO2. Anamms
KIIOHAJILHBIX OMOJMOTEK OAKTepUATBHOTO coo0IecTBa B HAaKOMUTENIbHBIX KyiabTypax GUI_HCO3 u
GUII_HCO3 BoisiBun npeacrasutened 12 ¢umymos (puc. 49). O0mmmu aj1st AByX 00pas3ioB ObLTH
noceioBarebHOCTH OakTepuii, oTHeceHHbix K Bacillota, Chloroflexota, Desulfobacterota wu
Armatimonadota. IpencraBurenu ¢uaymor Bacteroidota u Ca. Aminicenantota oOHapysKeHBbI
TOJBKO B HAaKONMTEIHLHOH KyJIBTYpe IOIINOBEPXHOCTHOrO oOpasna; Pseudomonadota (kiacc
Alphaproteobacteria), Caldisericota, Atribacterota, Ca. Edwardsiibacteriota (AC1), Ca.
Microgenomatus (OP11), Ca. Patescibacteria (Parcubacteria, OD1) — Tonbko riyounHoro (puc. 49).

B xnonamsHo# 6ubanorexke GUI_HCO3 GonpmmacTBO mociemoBarenbrocteii Bacillota (20
KJIOHOB) TIPUHAJUICKATIO HEKYJIBTUBUPYEMBIMU OAKTEPHSIM M3 OCAIKOB MPECHOBOIHBIX BOJIOEMOB,
XOJOAHBIX CUMOB AHTApKTHKH M XBOCTOXPAHMJIHUI U3 HE(PTEHOCHBIX NeckoB. B 6ubnnoreke reHoB
16S pPHK 6axrepuii oopaszna GUII_HCOs3 BbIsiBiIeHBI 5 TOCTIE10BaTENBHOCTEN C BEICOKUM YPOBHEM

CXOJICTBA C MpEJICTAaBUTENISIMU ceMericTBa Peptococcaceae (puc. 49).
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Pucynok 49. CocraB kioHanbHbIX OmOmmorexk rena 16S pPHK OGaxrepuit (a) m apxeit (0) B
HAKOMHUTENIBHBIX KYJIBTYpaxX, COJCPIKAIINX IOAMOBEPXHOCTHBIE U TIyOWHHBIC OTJIOKEHHS,
oboramenubie H2:CO2 u cynbhar-nonom. [{utuposano mo Pavlova et al., 2022.

IpencraBurenu ¢uayma Chloroflexota Obu BTOPHIME 1O PACHPOCTPAHCHHOCTH B
oubmmorekax reHoB 16S pPHK ©Oakrtepmit u mpencraBieHsl mnopsakamu  Anaerolinaeles wu
Dehalococcoidales. Mx wnaubospmiee komudectBo (10 KiIOHOB) OBUIO HACHTH(DUIMPOBAHO B
oubmorexe GUIL HCOs. Ha ¢unorenernueckom iepeBe OHM HEe 00pa30BBIBAIN €IMHOTO KIacTepa,
a (OpMHUpPOBAIM OTHACIbHBIC BETBH C TMOCJICAOBATEIBHOCTSIMH HEKYJIbTUBUPYEMBIX OaKTepHid,
BBISIBJICHHBIX B JIOHHBIX OCaJIKaX XOJOAHOTO0 METaHOBOTO cunia OXOTCKOTO MOPSI, 0Ca/IKaX IPS3EBOrO
BYJIKAHA U B XBOCTaX HE()TEHOCHBIX TIECKOB IPH aHA3POOHOM OMOJIeTpaaliiy JUIMHHOIIETIOYESYHBIX
H-anmkaHoB. [locienoBaTeIbHOCTH U3 MOAIOBEPXHOCTHOTO 00pasna (3 KiIoHa) OB TOMOJOTHYHBI
MOCJIC/IOBATEILHOCTSIM ~ HEKYJIbTUBHPYEMbBIX OaKTEpUil M3 PEYHBIX OCAIKOB, 3arps3HEHHBIX
HUTPOOEH30JI0OM U KOHCOPIIMYMOB MHUKPOOPTaHU3MOB, YIACTBYIOIINX B aHAOPOOHOM TpEBpaIlCHUN
OCaJIKOB.

[MpencraBurenn ¢umyma Desulfobacterota u Armatimonadota BeisiBICHBI B MUHOPHOM
konudyectBe (Mo 1 kIoHYy B Kaxmou Oubmmoreke). IlociemoBaTenbHOCTh, OTHECEHHAs K
Desulfobacterota, umena 98.7% TOMONOTHIO ¢ HEKyJIbTHBHPYEMOW OakTepuii cemeiicTBa
Syntrophaceae w mocnenoBatenbHOCTIMEH OakTepuii pomoB SYNtrophus sp. KyJIbTHBHPYEMBIC
TOMOJIOTH KOTOPBIX IOJYYEHbl M3 CHHTPOQHBIX acCOUMAlMi METaHOOpPa3yHIIMX apxed Wu

IPONUOHAT-, O€H30aT-, ATKAHOKUCIISFOIMX MUKPOOpranu3MoB (puc. 50).
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Clostridiaceae bacterium (EF059534)_sediment_dechiorination of PCB
Uncul. Clostridia bacterium (MW595815) ll

Uncul. Clostridia bacterium (MW595812) [l

Uncul. Gracilibacter sp. (LC036682)_ignin-derived monoaromatic compounds

Uncul. bacterium (KX163460)_deep basattic aquier
—; Uncul. bacterium (JX222338)_subsuface microbial communty Bacillota
5+ L Uncul. bacterium (MW595814) (17 clones) [l
Uncul. Firmicutes bacterium (FN429811)_coid seep, Antarctica
Uncul. Clostridia bacterium (EU522652)_oil sands tadings
Uncul. Clostridia bacterium (MW595811) Il
Uncul. Peptococcaceae (LC169526)_akane-degraders in oil and gas seep
7 | Uncul. Peptococcaceae bacterium (MW595799) (5 clones) ll
Atribacteria bacterium (KJ535411)_methanogenic bioreactor
| — I_LUncul. bacterium (AB364864)_boreal oigotrophic peat wetiands Atribacterota
Uncul. bacterium (MW595808) ll

9
100 Uncul. bacterium (AB300089)_Late Pleistocene-Holocene muddy sediments
0 | E Uncul. bacterium (MW595809) [l
Uncul. candidate division OP10 bacterium (EU266913)_toluene poliuted aquders
8 Uncul. candidate division OP10 bacterium (EU266867)_toluene poliuted aquifers
5% —ML: Uncul. bacterium (HQ588564)_deep-sea mud volcano
% Uncul. bacterium (MW595798) [l
w0 | Uncul. bacterium (MW595807) ll

Uncul. bacterium (MW686402)_aqufers ¢ with radioactive Pseudomonadota
Crenalkalicoccus roseus (NR149304)_sikaine hot springs

Armatimonadota

s+ r Uncul. bacterium (EF063617)_chemoithotrophic denitrification reactor
» Uncul. Bacteroidales bacterium (MW595818) (2 clones) [l Bacteroidota
Uncul. Bacteroidales bacterium (GU472717)_low-sulfate Lake Pavin

Uncul. Syntrophaceae bacterium (HQ003548)_anoxic sediment
Uncul. delta proteobacterium (MW595810) ll
Syntrophus aciditrophicus (NR117565)

Desulfobacterota
Uncul. bacterium (MW595806) Il
Smithella propionica (NR024989)_: Y
Syntrophus sp. (AJ133794)_: long-chain alk:
100 Uncul. b ium (AB661553)_sediment of Lake Biwa
_’5'_|— Uncul. bacterium (MW595800) (2 clones) Il
0 Uncul. candidate division AC1 bacterium (FJ901572)_phvestc imesione sikholes Ca. Edwardsiibacteriota (Ac1)

Uncul. bacterium (FQB659656)_PAH degrading bacterial community
w L Uncul. bacterium (MW595802) (4 clones) ll

s+ — Uncul. candidate division OP8 bacterium (AY689699)_subaipine stream sediments
& 10 || Uncul. bacterium (MW595816) Il
Uncul. bacterium (LC124743)_freshwater lake ecosystems
£ Uncul. candidate division OP8 bacterium (HQ183973)_leachate sediment ecosystems
—m‘_?‘lncul. bacterium (AJ583209)_deep-wel injection ste Tomsk-7, Russia
< | Uncul. bacterium (MW595803) (2 clones) ll

Uncul. candidate division OP5 bacterium (KT453609)_thermal vents in Yellowstone Lake
o E Uncul. bacterium (MW595804) |l

- Uncul. bacterium (AB364883)_boreal oigotrophic peat wetiands Caldisericota
|.— Uncul. candidate division OP5 bacterium (AY689761)_subalpine stream sedments
22 | Uncul. bacterium (MW595805) (2 clones) [l
Uncul. Chloroflexi (KR086489)_surface layer sediments from the East China Sea
00 E Uncul. Chlorofiexi bacterium (MW595817) (2 clones) [l

Uncul. Bellilinea sp. (JX504964)_natural wetlands to paddy field

Ca. Aminicenantota

Uncul. Chioroflexi bacterium (CUS21268)_anaerobic digestion of siudge
= Uncul. bacterium (MW595813) [l
100 Uncul. bacterium (EF590020)_nitrobenzene poliuted sediments

s | Uncul. bacterium (KJ475591)_anaerobic deep water of meromictic Crater Lake
oud I |— Uncul. Chlorofiexi (JF305756)_ anaerobic long-chain alkane in oil sands tailings
Uncul. Chlorofiexi bacterium (MW595801)

Uncul. bacterium (FJ873282)_cold seep sediments, Okhotsk Sea
00
Uncul. bacterium (MW595797) (4 clones) ll
0 Uncul. bacterium (HQ588542)_deep-sea mud voicano
Dehall idia bacterium (KC880080) .
— B noanosepxHOCTHBbIN ocagok (GUI)
0050 Uncul. bacterium (MW595796) (5 clones) ll

M rny6ukrHbI ocagok (GUII)

Chloroflexota

Pucynox 50. dunoreHeTnueckoe JepeBO Ha OCHOBe MoclenoBarenbHocTed reHoB 16S pPHK
OaxkTepuil, MOJYYEHHBIX W3 HAKOMUTEIbHBIX KYJbTYp, COAEpKAIIUX IOJIOBEPXHOCTHBIE U
riyouHHBIE 0caaku, oborameHHbIX Hz:CO». [TonydyeHHble MOCIe0BaTeIbHOCTH BbIACIEHBI JKUPHBIM
mpudTom. [utuposano mo Pavlova et al., 2022.
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OOHapy KeHHBIE TOJBKO B ITOAMOBEPXHOCTHOM 00paslie MmociaeJ0BaTeIbHOCTH, OTHECEHHBIE K
¢unymy Bacteroidota (2 xioHa), ObUTM TOMOJIOTHYHBI HEKYJIHTUBUPYEMBIM OaKTEpUsSM U3
XEMOJIUTOTPO(HOTO IEHUTPUPHUIMPYIOLIETO peakTopa M ocaakoB o3epa Ilasun. K Ca.
Aminicenantota oTHeceHbl TpH KJIOHA, UMEKOMUX 99% TOMOJIOTHIO C IOCIEI0BATEIBHOCTIMU
HEKYJIbTUBHPYEMBIX OaKkTepuil W3 3aBOAHSEMBIX HEQTSIHBIX pE3epPBYapoB, CTOYHBIX BOJ U
IIPECHOBO/IHBIX YKOCHUCTEM.

bubmoreka renoB 16S pPHK Oakrepuii riyOmHHOrO o00pasia OTIMYaNach OOJIBIIUM
pa3HooOpasueM. B Hell BbIsIBIEHO 6 1OCIe10BaTEIbHOCTEH, OTHECEHHBIX K HEKYIbTHBUpYyeMoMy Ca.
Edwardsiibacteriota (AC1) — ¢punymy-KaHIUAaTy ¢ HCH3BECTHBIM METa00IN3MOM, OOHAPYKEHHOMY
B TiayOokoBomHbIX o3epax (Rissanen et al., 2019). IlocnemoBarenbHOCTH (HOPMHUPOBAIU HA
¢mroreHeTnyeckoM JiepeBe nBa moakiactepa. OAMH KiIacTep IOCIEAOBAaTENLHOCTEH OBLI
TOMOJIOTHYEH TI0CIIEIOBATEILHOCTSIM HEKYJIbTUBUPYEMBIX OakTepHil M3 KOHCOpIHMyMa OakTepui,
okucisaronx IIAY B HedTe3arps3HEHHBIX TOYBAX, JPYrod — MOCIEAOBATEIbHOCTIMH
HEKYJbTHBHPYEMBIX OaKTepuil W3 JOHHBIX OCAJKOB 03epa buBa M KapcTOBBIX OOpa3oOBaHHMA W3
(dpeaTruecKoro n3BeCTHsIKA, MEKCHKa.

CreayroIumm 1o npeacTaBIeHHOCTH B OubmnoTteke reHoB Obu1 drtym Caldisericota (3 kiiona).
[MocnenoBarensHOCTH Ha 96—99% OBUIM TOMOJIOTUYHBI ITOCIIEI0BATEILHOCTSM HEKYJIbTUBHPYEMBIX
OakTepuii U3 OOpeambHBIX OJUTOTPOMHBIX TOP(PSHBIX BOIHO-OOJOTHBIX YTOJBEB, CYyOATBMUHCKIX
PEUHBIX OTJIOKEHUH 1 Ha 94% TOMOIJIOTUYHEI ITOCIIET0BATEIHLHOCTSIM HEKYJIbTUBUPYEMBIX OaKTepuit
13 TepMaJIbHBIX HCTOYHNKOB B Memtoycronckom o3epe (Pavlova et al., 2022).

MuHOpHBIE NTOCNEA0BATENBHOCTH (110 1 KJIOHY) ObUTH UAESHTU(PHUIMPOBAHBI KaK OTHOCSALIHECS
k Pseudomonadota, xmacc Alphaproteobacteria u Atribacterota. Bmmkaiimumu romosoramMu
nocienoBarensHoctt  MW595807  (Alphaproteobacteria) Obuin  TepmoduibHBIE —OakTepHM
Caldovatus sediminis u Crenalkalicoccus roseus, W30iuMpoBaHHbIE W3 TOPSYMX HCTOYHHKOB.
IMTocnenoBarensHocth MW595808 (Atribacterota) Obuta TroMoNOTHYHA TMOCIEIOBATEILHOCTIM
HEKYJbTHBUPYEMBIX OaKTEepUil M3 METaHOTEHHOTO PEaKTOpa W JOHHBIX OCAIKOB OJUTOTPOPHOTO
o3epa (puc. 50). JIBe mocnenoBaTeIbHOCTH W3 OMOJIMOTEKH TEHOB TUIYOMHHOTO 00pasiia MMelu
HU3KUH IPOIEHT cXocTBa (82-93%) ¢ HEKyIbTUBUPYEMBIMU OaKTepUSIMU (PUITYMOB KaHAUIATOB —
Ca. Microgenomatus (OP11) u Ca. Edwardsiibacteriota (AC1) (Ha ¢puioreHeTHYeCKOM JIepeBe He
MIPEJICTaBJICHBbI).

B xmonampHON Ombmmoteke 16S pPHK renoB apxeit kymbtypsr GUI_HCO3 oOHapyxeHbI
npeacraButenu  ¢uayma Halobacterota, Thermoplasmatota wu Thermoproteota. ®unym
Halobacterota (8 kmonoB) npexacrasnen kimaccamu Methanomicrobia u Methanosarcinia, ¢urym

Thermoplasmatota — nopsiakom Thermoplasmatales (11 wionoB) u Methanomassiliicoccales (1
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KJIOH), OMbKalIne roMoJIord KOTOPBIX BBISBICHBI HE(PTSHBIX pe3epByapax Kanaabl, ruapaTHBIX

MOJICH, IPECHOBOIHBIX ¥ MOPCKUX JOHHBIX 0CaIKOB (puc. 51).

Uncul. archaeon MW633228 (3 clones)m
%l Uncul. Thermoplasmatales (JF789593) Canadian oil sands reservoir
100 | I'Uncul. archaeon (JX000793)_gas hydrate potential area
Uncul. archaeon MW633227 (8 clones) m
Uncul. archaeon (AB364941)_boreal oligotrophic peat wetlands

Uncul. Thermoplasmatales (KX463261)_freshwater sediment
93 " |[ Uncul. archaeon MW633229 @
82 L Uncul. euryarchaeote (GU911416)_sediments Lake Baikal sites of natural oil seeps

—— Uncul. Methanomassiliicoccales archaeon (LC200514)_environmental samples

ejojewise|douliay |

100

100 Uncul. archaeon MW599327 B
ﬁ'— Uncul. archaeon (KY886078)_Arctic thermokarst lakes
[ Uncul. archaeon MW633230
100 L Uncul. euryarchaeote (GU135477)_fresh water meromictic lake

Uncul. archaeon (AY175398)_peatland ecosystems
64 |— Methanoregula formicica (NR112877)_methanogenic sludge
100 Uncul. archaeon MW5993251
Uncul. archaeon MW599318 (24 clones) m

93 | Uncul. euryarchaeote (EU910625)_sinkhole ecosystem
Uncul. archaeon MW599320 &
Uncul. archaeon (HE796264)_high mountain lakes
Uncul. Methanosaeta sp. (AY177805)_Antarctic sediments

BJ0J8jorqojeH

100

Uncul. archaeon (KY693655)_deep benthic sediments
Uncul. archaeon MW599321 (5 clones) B
8 | Uncul. Methanosaeta sp. (KX463131)_freshwater sediment
» - Uncul. archaeon MW599319 (3 clones) B

100 Uncul. archaeon (KC926106)_sediments
I Uncul. Acidilobales archaeon (LN896640)_sediments of lake
Uncul. archaeon MW599324 B
Uncul. archaeon (HE796197)_high mountain lakes
Uncul. archaeon MW599328 B
Uncul. archaeon (KJ834213)_ permafrost sediments
Uncul. archaeon MW599323
Uncul. archaeon (AJ583398)_ground waters of the deep-well injection site, Russia
Uncul. archaeon MW633226 (2 clones) ®
Uncul. archaeon (KY886091)_Arctic thermokarst lakes
s Uncul. archaeon MW599322 (5 clones)m
Uncul. archaeon (AB364897)_oligotrophic peat wetlands
Uncul. archaeon MW617261 (2 clones) m

Uncul. Aigarchaeota (KT453566)_thermal vents in Yellowstone Lake

100

100

pjosjoidouliay |

0.050

I NoAnoBepXHOCTHBIN ocagok (GUI) M rny6unHbIi ocagok (GUII)

Pucynok 51. Ounorenernyeckoe JepeBo Ha OCHOBe nocienoBarensHocTel reHoB 16S pPHK apxeid,
NOJTYYEHHBIX M3 HAaKOMUTEIbHBIX KYJIBTYp, COJEPIKAIINX MOIOBEPXHOCTHBIE U TITyOUHHBIE OCAIKH,
oboramieHubix H2:COz. TlomydyeHHBIE TMOCIEIOBATEILHOCTH BBIACICHBI JKHPHBIM HIPUPTOM.
utuposano mo Pavlova et al., 2022.

dunym Thermoproteota (8 xioHoB) mpescraBieH kiaccom Bathyarchaeia, coriacho 0ase
nannbix EzBioCloud. [TocnenoBarensHocTH Ha 96—97% OBLIM TOMOIOTHYHBI IOCIIEA0BATEIEHOCTSIM

U3 TPYHTOBBIX BOJ Ha YyyacTKe 3aKauku IIyOMHHOM ckBaxuHbl Tomck-7 (Poccus). [IBe

MocJieoBaTeNIbHOCTH  uMenu  98%  cxojcTBa ¢ IIOCIEIOBATEIBHOCTBIO, OTHECEHHOH K
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HEKYJIbTUBHPYEMbIM apxesM «Aigarchaeota» u BBISBICHHOW B TEPMaJIbHOM HCTOYHHKU
Henoycronckoro o3epa. «Aigarchaeota» IIpeCTaBISeT >BONIOLMOHHO PA3HOOOPA3HYIO TP
apxei, KOTOpble B OCHOBHOM OOHMTAIOT B BBHICOKOTEMIIEPATYPHOM Cpejie, BKI0Yasi Te0TepMaIbHbIe
UCTOYHUKH, TJYyOOKHE IOAMOBEPXHOCTHBIC CJIOH, MOPCKHE OTJIOXCHHS W  MOPCKHUE
rugporepmanbhbie nctounnku (Hua et al., 2018). B nacrosinee BpeMst GpuiyM BbIJEICH B HOBBIM
¢mrym-kanaunat Ca. Aenigmatarchaeota (Oren, Goker, 2023).

Heo6xoauMo 0TMETHTB, UTO TIOCIIE0BaTEIbHOCTH 13 OnbanoTexku renoB 16S pPHK Gaxrepwmii
M3 MHKPOOHBIX COOOIIECTB TEPMAJTbHOTO BEHTA MEIOYCTOHCKOTO 03epa YK€ BCTPEUasiCh B
HACTOSIIEM MCCIICIOBAaHUH NP aHaIn3e OMOIMOTEKN TCHOB OAaKTEepHii HAKOMHUTEIBHON KYJIbTYPHI
GUIl_HCO3. Tak, kmon MWS595804 mokazan cxoactBo 94% ¢ IOC/IEI0BAaTEIbHOCTHIO
HEKYJIbTHBUPYEMOii GaKkTepun, oTHeceHHO# Kk dumymy Caldisericota us Memoycromckoro osepa.

bu6muoreka 16S pPHK renos apxeit kynapTypsl GUII HCO3 6bi1a MeHee pa3HooOpa3HO# 1Mo
cocraBy, yeM GUI HCOs. bubanorexka reHoB Ha 100% cocrosia u3 IOCIEI0BaTEIbHOCTEH,
OnmvKalIme TOMOJIOTH KOTOPBIX BBISABICHBI B OOpPEATBHBIX OJIMTOTPO(HBIX TOP(SHHO BOIHO-
6onoTHbIX yroabsax (Pavlova et al., 2022). U3 aux 87% cocTaBisuiv Mociie0BaTeIbHOCTH CEMEHCTBA
Methanoregulaceae  (Methanospirillaceae, Halobacterota) wu 13% mocienoBaTenbHOCTH
HEKYJIbTBUPYEMBIX apxeil kiacca Bathyarchaeia (Thermoproteota) npeacrasnen kiaccom (puc. 51).

CoctaB KJOHANBHBIX OuOJHOTeK TeHa 16S pPHK B HakonmuMTebHBIX KYJIbTYpax,
cojiep:KaluX MOAMOBEPXHOCTHBIE W TJIyOMHHBIE 0CAKH, 000ralieHHbIX cy/jbpaT-uoHOM. B
O6uOnMMOoTeKax TE€HOB IOBEPXHOCTHOTO M TIyOMHHOro oOpa3uoB Oosnee 30% BBISBIEHHBIX
HIOCIIeIOBATENbHOCTEH TpHHAIIeKano Mukpoopranusmam ¢unyma Caldisericota. brmxaiiimimun
TOMOJIOTAaMH SIBJSUTUCH TIOCJIEOBATEIEHOCTH HEKYJIBTUBUPYEMBIX OakTepuii, OOHapyXEHHBIX B
3arps3HEHHBIX  YTJIEBOJIOPO/IaMH  BOJIOHOCHOM  TOPH30HTE W HETPOHYTHIX  OTJIOKEHHSX
cybanpnuiickux pyubeB. Crenyrolye MO paclpoCTPaHEHHOCTH ObUIM MpEACTaBUTENH (puiyMa
Bacillota, cemeiicts Thermoactinomycetaceae u Gracilibacteraceae, a taxxe HektaccupuIUpyembIe
Clostridia. O6mumu s oboux o6pas3noB Obutn mpencraButenn ¢uaymoB Desulfobacterota,
Atribacterota u Chloroflexota (puc. 52). IlocnenoBaTenbHOCTH, OTHECEHHBIE K QHIYMY
Desulfobacterota, nmenu BICOKHI POIIEHT CXOACTBA C MMOCIEI0BATEILHOCTEIO HEKYIETHBHPYEMOI
OakTepuu W3 KapcTOBOTO Kosonana 3akatoH, Mekcuka u Syntrophus sp., paHee BBISBJICHHBIMH B
HAKOIUTENIFHBIX KYJIBTypaX, OOOTAlEHHBIX THAPOKApOOHAT-HOHOM B HACTOSIIEM HCCIIEIOBAHHH.
®dunym Chloroflexota takxe ObUT MpeaCcTaBIEH MOCIEAOBATEILHOCTIMHU, PaHee OOHAPYKCHHBIMU B
HaKOIUTEJIbHBIX KYJIbTypax, 000raleHHbIX TuApokapooHaT-uonoMm. [locienoBaTensHOCTH (DHITyMOB
Ca. Latescibacterota, Bacteroidota, Actinomycetota, Planctomycetota BbIsIBIEHBI TOJBKO B
noBepxHocTHOM oOpasiie, ¢pmrymoB Acidobacteriota u Ca. Edwardsiibacteriota (AC1) — Tonbko B

riyOuHHOM (pHC. 52).
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s - Uncul. bacterium (EF590012)_Songhua River, China
1 |—— Uncul. delta protecbacterium (FJ485083)_deepest phreatic sinkhole

o Uncul. bacterium MW617236 (5 clones) A

Uncul. bacterium MW617253 &
T |- Uncul. bacterium (JN985366)_syntrophic butyrate degrading consortia

wo | Uncul. delta proteobacterium (CU921052)_anaercbically digested of sludge

Uncul. bacterium MW617248 A

Uncul. subacterium (DQ137991)_wetan system Latescibacterota

Uncul. candidate division WS3 bacterium (AM935176)_hydrocarbon-contaminated soil

Uncul. bacterium MW6172374

Uncul. Acidobacteria bacterium (HQ729820)_grassland and forest soils Acidobacteriota

Uncul. soil bacterium (JX489901)

10 Yncul. bacterium MW617244 (2 clones) A

4m|——‘— Uncul. bacterium (AB364825) boreal oligotrophic peat wetlands ACﬁﬂOmyCE’fO ta

Actinomycetales bacterium (KF851164)_Pearl River Delta

| Uncul. Sphingobacteria bacterium (KJE50774)_sufidic mine tailings dumps i

=] | Uncul. bacterium MWE17249 A Bacteroidota
|=_|— Uncul, Bactercidales bacterium (GU472717)_low-sulfate lake

Uncul. bacterium MW617243 A

Uncul. bacterium (AY592796)_deep-sea mud volcanoes

Candidatus Scalindua brodae (AY254883)

Uncul. planctomycetes (AY360085)_inner harbor sediment

Uncul. bacterium MW617250 A

Uncul. bacterium (AB177204)_deep marine sediments

Uncul. bacterium (FR733787)_sediments of lakes

Uncul. bacterium (LC124793)_freshwater lake

Uncul. bacterium MW617240 (3 clones) A

Desulfobacterota

100

Planctomycetota

Atribacterota

Uncul. bacterium MW617245 A
L Atribacteria bacterium (KJ535411)_methanogenic bioreactor
Uncul. bacterium MW617238 (5 clones) A
Thermoactinomycetaceae bacterium (AB362276) deep sediments
Uncul bacterium MW617247 (4 clones) g
Uncul Clostridia bacterium (HM992540)_oil sands tailings Bacillota

Gracilibacter thermotolerans (NR115692)_wetland
ncul bacterium MW617235 (4 clones) A
Uncul bacterium (AB487783)_rice paddy soil
11 Uncul. candidate division OP5 bacterium (AY689761)
Uncul. bacterium (LC276107)_anaerobic consortia
Uncul. bacterium MW617242 (5 clones) 4
Uncul. bacterium MW617254(10 clones) & Caldisericota

Uncul. bacterium MW617260 (5 clones) A

4|_E Uncul. Caldisericum sp. (JQ087002)_hydrocarbon-contaminated aquifer

Uncul. eubacterium (AF050594)_ hydrocarbon-contaminated aguifer

Uncul. bacterium MW617252(2 clones) A
=1 Uncul. bacterium (AB661553)_sediment of a freshwater lake .. i
- Ca. Edwardsiibacteriota

Uncul. candidate division AC1 bacterium (FJ484166)_phreatic sinkhole

Uncul. bacterium MW617251(2 clones) A (AC1)
4;»0[_ Uncul. bacterium (FQB59656)_contaminate soil of PAH
5 Uncul. bacterium (JQ817195)_hydrate potential area
7 10 Uncul. bacterium MW617246 (3 clones) A

Uncul. Chloroflexi bacterium (KF851242)_Pearl River Delta
100 — Uncul. bacterium (LC124522) freshwater lake

» 100 |: Uncul. Bellilinea sp. (JX504964)_natural wetlands Chn'oroﬂexota
Uncul. bacterium MW617239 (2 clones) A

uncul. bacterium MW617255 A

o | Uneul. Chloroflexi bacterium (EU522651)_oil sands tailings
—_— E

Uncul. Bellilinea sp. (MK246957)_oilfield produced water

A noanoBepxHoCTHLIA ocagok (GUI)
A rnyBuHHLIA acagok (GUIN)

Pucynox 52. dunoreHeTHUecKOe JEpeBO Ha OCHOBE MoclenoBarenbHocTed reHoB 16S pPHK
OaxkTepuil, MOJyYEHHBIX W3 HAKOMUTEIbHBIX KYJbTYp, COAEpKAIIUX TOJIOBEPXHOCTHBIE U
rIIyOMHHBIE OCa/IKH, 00OTAIEHHBIX CyIb(haT-uoHOM. [lonydyeHHbIe MOCIeI0BaTEIbHOCTH BhIICICHBI
xupHbIM mpudrom. [utrposano no Pavlova et al., 2022.

[TociemoBarenbHOCTH, OTHECEHHBIE K Grmymy Planctomycetota umenu He BHICOKHI MPOIEHT
cxoactBa (90-92%) ¢ OmmkalIMMH TOMOJIOTaMU U3 TIyOOKOBOJHBIX MOPCKHMX OTJIOXKEHUH,

CoACpKalX TUAPATBI MCTaHa, B TuxoM okeaHe u TJIy6OKOBOI(HLIX T'pA3CBBIX BYJIKAHOB B

Bocrounom CpemmzemHomopbe. OnnHa w3 mocnefoBareidbHocTel Obia oTHeceHa k  Ca.
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Latescibacterota (Ca. division WS3), rerepoTpodHsIM MHKPOOpPraHHW3MaM, OKHCIISIOIINX OENKH,
JUNUAABl U Tonucaxapuisl. EpguHcTBeHHBIM, Hambonee Onu3kuM romosoroM (98%) »sToi
MOCJIEIOBATEIBHOCTA OBIT HEKYJbTHBHPYEMBI KJIOH W3 KHCIBIX CYJIb(QAaTHBIX CTOYHBIX BOJ
MPOMBIIIJICHHOTO, TOPHOIOOBIBAIOIIETO TPEATIPHSITHS.

Hu3kuii TpPOIEHT CXOICTBA HMMENH 2 TIOCICAOBATEILHOCTH, OTHECEHHBIE K QHIyMy
Actinomycetota 13 0opeabHOT0O OJIMTOTPOPHOr0 TOPMHSIHHO BOAHO-00JOTHOTO yrobs. J[Ba KioHa
u3 O6ubnmoreku reHoB riayOuHHOrO obpasua (MW617252) dhopmupoBanu Ha (UIOTEHETHYECKOM
JiepeBe BETBb B OTACIBHOM KJIACTEPE M WMENM OTAAJCHHOE CXOACTBO C HEKYJIbTHBUPYEMOU
Oaxrepueii, ornecennoit k Ca. Edwardsiibacteriota (AC1) u3 moHHBIX ocaakoB o3epa buBa u
KapCTOBBIX 00pa3oBaHMi U3 (ppeaTnyeckoro n3BecTHsIKA, Mekcuka. Bropas BeTBb B 3TOM Kjactepe
ObL1a chopMupoBaHa ABYMS MTOCIEAOBATEIHLHOCTSAMH, C HESICHBIM (DPHMIIOTCHETUYECKUM TIOJI0KEHUEM
(puc. 52).

Knonansnas Oubnnorexa 16S pPHK renos apxeil nakonurensHoit kyneTypsl GUI SO4 Ha
100% cocrosna u3 mnpeacraButeneid puiayma Halobacterota. Ha ¢unorenernueckom nepese

nocenoBarenbHocTH nopsinka Methanomicrobia o6pa3zoBsiBaiiu Tpu BetBH (puc. 53).

%o 1 Uncul. euryarchaeote (EU910625)_sinkhole ecosystem
Uncul. archaeon MW624372 (22 clones); A MW624376 (27 clones) A x
w0 |[r Uncul. euryarchaeote (KT453578)_thermal vents in Yellowstone Lake g..
Uncul. archaeon MW624377 (3 clones) A g'
Methanoregula formicica (NR112877)_methanogenic sludge g
100 I Uncul. Methanosaeta sp. (KX463131)_low-sulfate lake g

Uncul. archaeon MW624374 (5 clones) A
72_ Uncul. Methanomicrobiales archaeon (JF789588)_oil sands reservoir

100 Uncul. archaeon MW624375 A ~
| Uncul. archaeon MW624373 (2 clones) A g
100 Uncul. archaeon (KJ424494)_coal-bearing sedimentary basin é
? 7 ! Uncul. Thermoproteales archaeon (LN896545)_sediments of Poyang Lake %
S
Q

A nognosepxHocTHbI ocagok (GUI) A rnybuHHbIi ocagok (G

=
=

Pucynok 53. duiioreHeTndyeckoe 1IepeBoO Ha OCHOBE MocienoBareabHocTel renoB 16S pPHK apxeid,
MIOJTYYSHHBIX U3 HAKOMTUTEIBHBIX KYJIBTYp, COACPIKAIINX TOIIOBEPXHOCTHBIE U TITyOWHHBIE OCAJIKH,
oOoraieHHbIX cylbhaT-uoHOM. [loydeHHbIe MOCIeA0BAaTENFHOCTH BBIICICHBI )KUPHBIM HIPU(TOM.
[utuposano mo Pavlova et al., 2022.

['pynna ¢ HauOOJBIIMM KOJMYECTBOM IOCIEAOBaTENbHOCTEN (25 KIOHOB) OTHECEHa K
cemetictBy Methanoregulaceae (Methanospirillaceae), 6muxaiinire roMosIoru KOTOPOi BBISBIICHBI B
KapCTOBBIX 00pa30oBaHMAX U3 (hpeaTHUecKOro M3BECTHSAKA, TEPMAIBbHOTO BeHTa B lMenoycToHCKOM

o3epe, Kak M TOCIeI0BaTeIbHOCTH, OOHapykeHHble B OmoOmmoreke 16S pPHK renoB apxeit B

HAKOMUTENbHBIX KYJbTypaxX, OOOTalleHHbIX THApOKapOoHaT-moHOM. IIATh mocnenoBaTenbHOCTEN
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MoKa3ajii BBICOKHI ypoBeHb cxojactBa ¢ Methanosaeta sp. (B u.B. Methanothrix sp.), us
NPECHOBOAHBIX ocaakoB o3epa OpH, Gopmupyrommx kiaacrep ANME-2d (Pavlova et al., 2022).
[TocnenoBaTenbHOCTH, TOMOJIOTHYHBIE ITOCIEI0BATEIBLHOCTIM apXel U3 MUKPOOHOTO COO0IIeCTBa U3
U3 PECHOBOIHBIX 0caIKOB 03epa OpH yKe BBIABIISLIIUCH B OMOJINOTEKE TeHOB apXel MOBEPXHOCTHOTO
oOpa3la, KyJbTHBUPOBAHUE KOTOPHIX MPOBOJWUIOCH B METAHOTEHHBIX YCIOBUAX. [pH
MOCIIE0BATEIHHOCTH HA 98% OBLIM TOMOJIOTHYHBI TIOCIECIOBATEIILHOCTSIM U3 TEPMAILHOTO BEHTA
Henoycronckoro o3epa. B 6Gu6mmoreke 16S pPHK TeHOB apXeli HAKOHMUTENbHOH KyIbTYphI
GUII_SO4, Taxxe, xak u GUI_SOs4, nomunupoBamu (87%) mocieqoBaTenbHOCTH MOPSAKA
Methanomicrobia, BeIsiBIIeHHBIC B KapCTOBBIX 00pa3oBaHusx W HedTsHbIX neckax Kanampr. Kiacc
Bathyarchaeia (Thermoproteota) npeacrasieH 1ByMst OCIICA0BATEILHOCTAME, UMetoMu 96—97%
NPOICHTOB HACHTUYHOCTH C TOCJIEIOBATEIBHOCTSAMU HEKYJIBTUBUPYEMBIX apXeil M3 JTOHHBIX
0CaJIKOB pPa3IMYHBIX SKOcHucTeM (puc. 53).

TakuM 00pa3oM, MpOBEIEHHBIE HKCHEPUMEHTHI TOKa3zaiu yObulb H-ankaHoB u [IAY,
COIIPOBOXKIAIOIIYIOCST O00pa3oBaHMEM METaHa B HAKOMHUTENBHBIX KYyJIbTYpax, COIEpIKAIIIX
MOJIMIOBEPXHOCTHBIE W IIIyOMHHBIE 00pa3ubl U3 pailoHa HedrenposiBieHus ['Y. B kynbTypax,
COJIep KAl MOAMOBEPXHOCTHBIA 0CaIOK, KOHBEPCUS H-aIKAaHOB Han0oJiee HHTEHCUBHO MpPOTEKala
B IPUCYTCTBUHU CYJIb(haT-uOHA, B IITyOMHHBIX — THIPOKApOOHAT-MOHA, YTO MOXKET OBITH 00YCIOBICHO
COCTaBOM MHKPOOHBIX COOOIIECTB, Pa3BHBAIOIIUXCSA MPU PA3TUYHBIX YCIOBUSAX. B TIyOMHHBIX
ocaJkax MHUKpOOHOE coo0mecTBo 0ojiee OPUEHTUPOBAHO HAa aHA’POOHOE  OKHCIICHUE
HNOJUIMKINYECKUX apOMaTHUYECKUX YIJIEBOJIOPOJIOB, O YEM CBUIETEIbCTBYET BBICOKAsl CTENEHb MX
6uoaerpagannu (10 46%), BHE 3aBUCUMOCTH OT MIPUCYTCTBYIOLIMX B CPE/IE aKLENITOPOB AJIEKTPOHOB.

WNukyOupoBanue moamnoBepxHocTHOTO ocaaka ¢ H2:CO2 B ra3oBoil (aze mnpuseno K
JIOMHUHUPOBAHUIO B HAKOMHUTEIBHBIX KYJbTypax mpeiactaButeneit ¢punyma Bacillota, Gnwxkaiiimme
(buIOreHeTUYeCKue POJCTBEHHUKU KOTOPBIX SIBISIOTCS HEKYJIbTHUBHPYEMBIMU OaKTepUSIMU U3
JIOHHBIX OCaJIKOB MPECHOBOJIHBIX BOJAOEMOB C HEYCTAHOBJIEHHBIM METa0O0JIN3MOM, BO3MOXKHO, HE
CBSI3aHHBIM C aHa’POOHBIM OKHCIIEHHEM YTJIEBOJOPOIOB. YOBUIb H-aJIKAHOB B HAKOMUTEIHbHOU
kyneType GUI_HCOs moxer obOecnieunBaThess mnpexactaButesisimu  ¢uiaymoB Chloroflexota wu
Acidobacteriota. Taxxe B aHa3pOOHOM OKHCIICHMM HE()TH MOTYT NMPHUHUMATh Yy4YacTHE apXCH,
npeacraButend  ¢uiymoB Thermoproteota u Thermoplasmatota, cocrasnstomme 33 u 43%
COOTBETCTBEHHO OT OubmoTeku reHoB apxeit oopasua GUI HCO:s.

B xynasType GUI_HCOg, mporiecc aerpagaiuu yriieBo0poI0B COMPOBOXKAAICST 00pa30BaHHEM
metaHa. CKOpOCTH METaHreHepaluuu B o3epe balikan 3HauYMTEeTbHO BapbUPYIOT B 3aBUCUMOCTH OT
Te0JIOTHYECKOro CTpoeHms paiioHoB o3epa (Hamcapaes, 3emckas, 2000; 3emckas u np., 2021).
Konnentpanus merana (32.54 MMoOib/11), BBISIBI€HHAs IPU KyJIbTHUBHUPOBAaHUHM IOBEPXHOCTHOTO

06];)331_[3 II0 HCTEYCHHIO 6 MCCALICB OJKCIICPpUMCHTA 3HAYWUTCIBHO IIPCBhIIIAJIa 3HAYCHUA,
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yCTaHOBJICHHBIE paHee (1o 11.2 MMOJB/I) B YCIOBHSX JIAOOPAaTOPHOTO MOICIMPOBAHUS, TPH
KYJIbTUBUPOBAaHUH MUKPOOHBIX COOOIIIECTB METAHOBOI'O CUIIA U TPsI3eBBIX ByskaHoB (I1aBnoBa u np.,
2014; bykun u ap., 2018).

B xynsrype GUII_HCO3 ocHOBHas pojib B Jerpajallid aJKaHOB MOJKET IMPHUHAJJIC)KAThH
6akrepusim ¢uayma Chloroflexota (mons B 6ubmmoreke reHoB — 33%) u Bacillota (17%),
MpEACTABICHHBIX MOpsiAKoM Peptococcaceae. Mukpoopranu3mbel U3 mopsiaika Peptococcaceae
HanOoJsiee YacTO BBIABISAIOTCS B AHOKCUTCHHBIX OHMOTONAaX, acCOIMMPOBAHHBIX C aHA’POOHOU
Jerpaganyel apomatudeckux yriaeBogopogoB (Rabus et al., 2016a, 6) U B HaKOIHUTEIbHBIX
aHa’POOHBIX  AJKAH-IETPAAUPYIONIMX KYJIbTYpax COBMECTHO C MeTaHoreHHbiMH Archaea
(Methanosaetaceae u Methanomicrobiaceae) (Tan et al., 2015). B kynerype GUIL._ HCO3 ocHOBHYIO
JOJII0  Cpeau apXeWHbIX TmocienoBarenbHocTed (83%) cocTaBisuid  TMPEACTaBUTENHM  Kilacca
Methanomicrobia. Tem He MeHee, IPUCYTCTBUE MOCIIEAOBATEIBHOCTEH CUHTPOMHBIX OaKTepuil
METaHOTCHHBIX apXeil B OMOIMOTeKaX reHOB ITyOUHHOT0 00pa3iia, 3SHAYUTENbHOM r'eHepalii MeTaHa
He BbIsABIICHO. OTCYyTCTBHE MpOIlecca METAaHTCHEPAIMK B TIIYOHMHHBIX CIIOSIX OCaJKa B psE CIydyacB
OBUIO YCTAaHOBJICHO paHee, KaK B HATUBHBIX MPUPOIHBIX OCANIKAX, TAK M B YCIOBUAX KCIIEPUMEHTA
(Hamcapaes, 3emckas, 2000; bykun u np., 2018), HecMOTps Ha IPUCYTCTBUE METAHOTEHHBIX apxeit
B COCTaBE MUKPOOHBIX COOOIECTB.

B mopckux ocankax cynbhaT-duOH SBISETCS HauOoyiee MPEINOYTHTEIBHBIM aKIENTOPOM
AJIEKTPOHOB M CKOPOCTH Jerpajallui HE(PTSIHBIX YIIIEBOAOPOJIOB MOCIEA0BATEIBHO YMEHbIIAETCS B
CynbdaTpeayupyoIMX — METAHOICHHBIX — HUTpaTpeaAyuupyooumx yciousx (Boopathy, 2004).
Conepxxanue cyab(ar-HoHa B MPECHBIX Boaax 03. baiikan He Benuko (55 mxmons/n) (Falkner et al.,
1991). Bmecte ¢ TeM, JIOHHBIX OCaJIKaxX, aCCOIMMPOBAHHBIX C Pa3rpy3KOH YIrIEBOJIOPOJIOB,
KOHIICHTPAIUsI HEKOTOPBIX MOHOB B TIOPOBBIX BOJIAX MOXKET OBITh aHOMalIbHO BBICOKOH (IToronaesa
u ap., 2007; Pogodaeva et al., 2017). B wuccienyemoM KepHE HE OTMEUEHO IOBBIIICHHBIX
KOHIIEHTpalui cynbdaT- 1 HUTpaT-uoHOB. [1oBbBIIIIEeHHAass MUHEpaTu3alus 00yCcIoBlIeHa B OCHOBHOM
32 CYeT KOHIIGHTPAllMM THAPOKAPOOHAT-MOHA, KOTOPBIM HE TMPEMSATCTBYET Pa3BUTHUIO
MHUKPOOPTaHM3MOB C pas3IMYHBIM TUIOM MeTabonu3ma. JloOaBieHue cynbdar-uoHa B
OKCIEpUMEHTabHbIE  (DIIAaKOHBI, CcoJAepKalllMe TMOJNOBEPXHOCTHBIM  OCaJ0K, TNPUBEIO K
dbopMupoBaHUIO OOJIEe Pa3HOOOPA3HOTO OAKTEPHATELHOTO COO0IECTBA U O0IbINEH YOI H-aTKaHOB
B CpaBHEHHHM C METaHOTCHHBIMH YCIOBHSIMH. J[OMHHHpYIOIIEe MOJOKEHHEe B HEM 3aHUMAald
npeacraButenu cemeiicts Caldisericaceae (Caldisericota); Anaerolineaceae, Dehalococcoidaceae
(Chloroflexota); Thermoactinomycetaceae, Gracilibacteraceae (Bacillota) u Syntrophaceae
(Desulfobacterota). HecMoTpst Ha pa3niuHble YCIOBHS KYJIbTUBUPOBaHUS, B OMOIMOTEKaX reHOB 16S
pPHK 6axrtepuit GUI HCOs u GUI SO4 BbIsSIBIEHBI OAHM W Te e ObKalline roMOJIOTH,

otHecenHble k Desulfobacterota, Chloroflexota u Methanomicrobia. B ycnoBusix mpucyTcTBHS
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CMEIIIaHHBIX aKIIENTOPOB JJIEKTPOHOB, B 3aBHCUMOCTH OT KOHIIEHTpalMH cyib(ara B cpene,
MOKAa3aHa KOHKYPEHIUS H COCYIIIECTBOBAHUE CYIb(aTPEIyIHPYIOIINX ¥ METAHOTEHHBIX ITOMYJISIIUN
BO BpeMsi aHa’pPOOHBIX IMPOIIECCOB pasioxeHus rekcagckana (Ma et al., 2017). Koukypeniws,
BO3MOKHO, UIMEET MECTO M B Ocajkax o03. baiikan, rae B mpouecce Aerpajaluu yrieBoAOpOI0B
IIPUHUMAIOT Y4aCTUE OJHU U T€ K€ MUKPOOPraHU3Mbl BHE 3aBHCHMOCTHU OT MPUCYTCTBYIOUIUX B
Cpejie aKLENTOPOB JIEKTPOHOB.

BrisiBieHHBIE B HAKOIMUTENBHBIX KYJIbTYpaX MHUKPOOPTaHU3MBI MOTYT OBITh yYaCTHUKAMU
IIPOLIECCOB JIerpajallid HE TOJbKO H-aikaHOB, HO M [IAY. B Hacrosliee BpeMss Ha OCHOBE
MeTaboIHMuecKol peKoHCTpyKiuu remomoB Acidobacteriota, Atribacterota, Desulfobacterota, Ca.
TAO06 u kiraccoB Dehalococcoidia, Anaerolineae (Chloroflexota), Bathyarchaeia (Thermoproteota)
MOKa3aHO, YTO MUKPOOPTaHU3MBbI B aHA3POOHBIX YCIOBUAX MOTYT OKUCISATH KOPOTKOILICTIOYEHYHBIE H-
alKaHbl U apOMATUYECKUE COEIWHEHUS 10 >KUPHBIX KHUCJIOT, KOTOpBIE 3aTeM MOTPeOsIoTCs
BTOpUYHBIMHU JecTpykTopamu (Dong et al., 2019; Liu et al., 2019; Zhang et al., 2021).

CHmwkenue koHreHTpauu [TIAY B TOHHBIX ocaakax paiioHa HedTenposBIeHHS y M. ['opeBoit
VYTec HabarOMaeTCsl ¢ MOMEHTa OTKPBITHS €CTeCTBEHHOTO Bhixoaa Hedtu B 2005 r. Tak, B 2006 T.
2nay (24 coenuHeHus) B JOHHBIX ocajikax BapsupoBaia oT 0.9 no 70 ur/r., B 2016 rogy — ot 1.6 no
16 ur/r (ITaBnosa u zp., 2020; Gorshkov, Pavlova et al., 2020). [IpoBeaeHHBII SKCIIEPUMEHT [TOKA3aJ,
YTO CHUXEHHE KOHLEeHTpauuu [IAY o00ycioBieHO BO3/1EHCTBUEM MHUKPOOHBIX COOOIIECTB Kak
MOATMOBEPXHOCTHBIX, TAK U TIYOMHHBIX JOHHBIX OCAJKOB B aHAPOOHBIX YCIOBUAX BHE 3aBUCHMOCTH
OT TPHUCYTCTBYIOIIUX B Cpele aKIENTOPOB AJIEKTPOHOB. B TIyOMHHBIX OTJIOKEHHUSIX B TMEPBYIO
ouepeb MOJIBEpratoTcs OKUCICHUIO MOJUIUKINYECKUE apOMAaTHUECKUE YTIEBOJAOPOIbI, a H-aJIKaHbI
B OCHOBHOM OKHCJISIFOTCSI B BOJTHOM TOJIIIE B @3POOHBIX YCIOBHUSIX UJIH B TIOJIMOBEPXHOCTHBIX 0CAIKaX
B cilyyae oOoraimieHusi ux cyibdaTraMu. BbIsSBICHHBIE B 3KCHEPUMEHTAIBHBIX HAKOIMHUTEIBHBIX
KyJIbTypaX JOMUHUPYIOIIME TAaKCOHBI Tak)Ke XapaKTEepHbI A MHKPOOHBIX COOOIIECTB W3
IyOOKOBOAHBIX, COJEpIKAIIUX Ta30Bble THUAPATHI, JOHHBIX OCAJKOB MeTaHOBOro cuma CaHKT-
[Terepoypr, rae Chloroflexota (38%), Armatimonadota (19%) u Caldisericota (8%) siBisHCh
JOMHUHUpYIOIUME KoMrnoHeHTamu (Zemskaya et al., 2015). Mccnenyembie ocaaku, B 4aCTHOCTH
IyOWHHBIN 00pa3ell, BKIIoYal He TOJIbKO HE(Th, HO M Ta30BbIe THIPaThl. Takum 00pa3om, BIUSIHUEM
ra30HACHIIICHHBIX (IIOUJI0B MOXET OBITh O0yCNOBIIEH OJM3KHIA K TUAPATHBIM OCAJKaM COCTaB
MHUKPOOHBIX COOOIECTB M TPHCYTCTBHE B JOHHBIX OCAJKaX W HAKOMUTEIBHBIX KYyJIbTypax
npejcTaBuTeNiell «penkux TakcoHoB» — Planctomycetota, Ca. Edwardsiibacteriota (AC1), Ca.
Microgenomatus (OP11), Ca. Patescibacteria u Ca. Latescibacterota (Ca. division WS3), kotopsie

MOTYT IIPUHHUMATDh YHaCTUC B IPOHCCCAX OKUCIICHUA YITICBOAOPOAOB.
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5.2. AHa’poOHoe OKHC/IeHHe YIJIeBOJOPOA0B MHUKPOOHBIM COOOIIECTBOM JOHHBIX OCAJIKOB

palioHa eCTeCTBEHHOI0 HepTenposiBJICHHUsI, PACII0JIOKEHHOI0 Y YcThs p. b. 3esieHoBCcKas

5.2.1. AHa3poOHOe OKHCJIeHHe YIJIeBOJ0pPoa0B HepTH MHUKPOOHBIM COOOIIECTBOM JOHHBIX
0CAQ/IKOB PpAaii0HA €CTEeCTBEHHOro He(TenposiBIeHHN, PACIOJIOKEHHOI0 y ycThbsi p. b.
3es1eHOBCKAS B ICUXPOPUIBHBIX YCJIOBHAX

Xapakrepuctuka uccienyemoro kepna St.4 GC.6 mpencraBiena B Ttabsmumme 1. Ocanku
XapaKTepU30BAINCh HU3KOM Ta30HACHIIIEHHOCTHIO, KOHIIEHTpanus Mertana cocrasisiia 0.08 mr/n
ocanka Ha rioyoune 10 cm u 5.2-9.4 mr/n ocanka Ha royoune 50-250 cm (ITaBnoBa u np., 2024a).
['omomorn MeraHa B rase B TIYOMHHBIX CJIOSX OCagKa IMPEACTABICHBI JTAaHOM B CIIEIOBBIX
KkonnuecTBax. [IopoBbie BOJIbI OTIIOKEHHH Y TOBEPXHOCTH IIPECHBIE THAPOKaPOOHATHO-KABIIUEBbIC
MIEPBOr0 TUIA MEHSIOTCS C TIIyOMHOW Ha NpecHble TUAPOKapOOHATHO-HATPUEBHIE MEPBOTO THIIA.
Munepanuzanus y moBepxHoctr ocajka (105 mr/m) cxoxa ¢ ¢ponosoii B Cpennem baiikane (90-180
mr/n) (Pogodaeva et al., 2017). C rinyOuHOl OHa aHOMAJILHO HapacTaeT Ha mopsaok (1o 1030 mr/n
Ha 250 cm). KoHueHTpamust MOHOB THApOKapOOHATa YBEIWYHMBAETCS C TIIyOMHOW OT 73 wMr/m,
JocTUras MakcuManbHbIX 3HaueHuid 700 mr/m Ha riyoune 250 cm. KoHueHTpamus HOHOB XJiopa
yBenmuuuBaetcs oT 0.6 1o 86 mr/n Ha rmy6une 270 cm (puc. 54a). Hurpat-uonsl BapsupyroT ot 0.2
mo 0.6 mr/m mo Bcemy mnpodwiro kepHa. HambOonbimas KOHIEHTpalus Cyiab(haToOB BBIABICHA B
MOBEPXHOCTHOM ocanke (6.6 mr/m); mo riayOumHe KepHa oHa cHWkamack oT 0.9 mo 0.3 wmr/m.
HUccnenyembie ocanku oboramienst noramu Mn(11) u Fe(ll), MakcuManbHbIe KOHIIEHTPAIIUH KOTOPBIX

orMeueHbl Ha rayouHe 50 cMm (1.3 u 6.7 Mr/ncooTBeTcTBEHHO) (puc. 5406).

HCO3, CI™, mr/n S03~, NOj, Fe?*, Mn%*, mr/n
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Pucynok 54. KoHueHTpalmoHHble MPOQMIN KOMIIOHEHTOB MOpoBbIX Boa kKepHa St.4, GC.6: (a)
rugpokapoonar-uona (1) u nonos xmopa (2); (6) nonos cynbdara (3), uurpara (4); Mn(ll) (5) u
Fe(Il) (6). Llutuposano o [1aBnosa u ap., 2024a.
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Jerpanauusi yrijieBoJopoaoB B YCJAOBHSX JKcrnepuMeHTa. HakonurtenbHble KyIbTYpBI,
MOJTy4eHHBIC Ha CpeJlaX C Pa3HBIMHU aKIENTOpPaMU 3JIEKTPOHOB M He(PTHIO, B TEYCHHUE OJIHOTO rojia

MoKa3alii pa3JIHyHYI0 CTCIICHb KOHBEPCHH H-ajKaHOB U [TAY (puc. 55).

CopeprraHue H-a/IkaHOB B 3KCNepPUMEHTaNbHOM cpeae, Mr CopeprkaHue MAY B SKCNnepUMeHTaNbHOI cpeae, Mmr
0 1 2 3 4 5 6 0 0.1 0.2 0.3 0.4 0.5
y Y ' : : f f :
KOHTPO/b KOHTPO/b
HCO3
so%-
NO3
a) 3 B)
FeS+
6) r)
HCO3
S0%~
NO3
Fe3+
KOHTpONb KOHTpO/b
T T : I T T :
0 1 2 3 4 5 6 0 0.1 0.2 0.3 0.4 0.5

Pucynox 55. Yobunb n-ankanoB (a, 0) u [IAY (B, r) B HAKOMUTENIBHBIX KYIbTypaX, COACPKAIIUX
MOJIIMTOBEPXHOCTHBIE W TIyOWHHBIC OCAJIKH, OOOTAIlCHHBIC TUIAPOKapOOHAT-, cyibdar, HUTpaT-
nonamu u Fe(lll) B Teuenne oanoro roaa uukydaruu. [{utuposano no I1asiosa u ap., 2024a.

B kynpTypax, conepkaniux moanoBepXHOCTHbIN ocanok K1, Hanbosnpias yOblIb H-alIKaHOB
(32-36%) ormeuena B cpene ¢ HuTpatoM u H2:CO2 B ra3oBoii ¢asze. B aTux KyabTypax comepkanue
Yamx B HeTH B OKCIIEPUMEHTANIBHOI cpeie CHU3WIOCh 110 3.3—3.5 Mr B cpaBHeHUH ¢ KoHTpoJeM (5.2
mr). B cynsdarpenyrupyromieit (K1 _SOs) u xenezopenynupyroiei kynstype (K1 _Fe) conepxanne
aKkaHoBo# (ppakuun ymeHbmiock Ha 17-20% (puc. 55a). B kynbTypax u3 rayounaoro ocaaka (K2)
MaKCHMalbHas KOHBepcHs H-alkaHoB (48%) ormeuena B cpene c¢ Fe¥*. B mpucyrctBum mpyrux
akuenrtopos 3ekTpoHoB (HCO3, SO;™, NO3) 6uonerpananus #-ankaHoB coctasisiia 27-29% (puc.
560; ITaBnoBa u np., 2024a). derpamanus [TAY (55-65%) Oblna cormocTaBuMa B HAKOIMHUTEIBHBIX
kynbTypax K1 m K2 (puc. 558, r). Haubonpmas KoHBepcUs MOIMIMKINYECKUX apOMaTHYECKHX
yriaeBoaopoaoB (64-65%) 3adpukcupoBana B kyibrypax K1 NOs u K2 HCOs, rae ormeueHo
cHIkeHue Xnay ¢ 0.4 mr B koHTposie 10 0.14—0.15 Mr B 3kcCriepuMeHTe.

Cpenmn WHIVMBUAYATBHBIX TOJHIMKINYECKAX  YIIEBOAOPOAOB, HAWOONbBINAs CTETECHb
koHBepcun (55-79%) otrmedena s HadTanuHa, |-MerunHadrTanuHa, 2-MeTHJIHA(TAIUHA,
dyopeHa, anTpaltieHa, 6en3o[alantparena, 6enszo[b]dayopena, 6enzo[k]dmyopena, 6enzo[a]nupeHa
u Oen3o[ghi|mepunena B kymprypax K1 u K2, BHe 3aBHCHMOCTH OT NMPUCYTCTBYIOIIUX B CpEJe

akmenTopoB d1ekTpoHoB. Haumenbmient nerpamannu (1-14%) noaseprauce 1-metundenantpex, 9-
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MeTuaheHaHTpeH, UpeH U OeH30[e|mupeH B HaKOMUTEIbHBIX KylbTypax Kl1. Jlo6aBnenune HuTpaT-
MOHA YBEJIMUYMBAJIO CTENIEHb KOHBEPCUHU ITHX coeluHeHul 10 25%. B kynbrypax K2 nerpagauus 1-
MeTwieHanTpeHa, 9-metundeHanTpena, nupeHa u o6en3olejnupena cocrapuna 12—-29%.

B nakommtenbHoi kynbType K1 HCO3 BbeIsIBIeHO oOpa3oBanue MeraHa. KoHieHTpamus
MeTaHa B Hayalle sKkcnepumeHTta cocraBisuia 0.04 mr/m ocamka. Yepe3d ABeHanuaTh MecsIeB
KYJIbTUBUPOBAHHS COJIEp)KaHHE METaHa yBEJIWYHMIOCh 70 37.9 Mr/im B cpaBHeHUU ¢ KOoHTposieM. K
KOHITy 3KcrnepuMeHTa KoHieHTpaiusi CHs cocraBmsima 27.2 mr/a (puc. 56a). B HakomUTENbHBIX
kyaprypax K2 HCOs koHUeHTpaiuss MeTaHa B TEYEHUE BCEro SKCIEPUMEHTa OCTaBajlach
npaktuueckun HenmsmeHHo (0.02-0.05 wmr/m ocamka), 9TO CBHACTEIBCTBYET 00 OTCYTCTBHH

MeTaHoreHesa (puc. 560).

6
(a) a0 + - 0.016 ( ) 0.05T r0.025
35 1 0.04 1 L0.02
30 + F0.012 o
3 ~ =
= 54 g T 0034 -0.015
E:, 04 - 0.008 & i
T T T 0021 L0.01
] 15 + (8] Q
104 L0.004 0.014 L 0.005
5 1
0 : : : -0 0+ r 0
0 6 12 18 0 6 12 18 Mecs
Mecal, H
B CH4 —0=C2H6 EECH4 —0—C2H6

Pucynok 56. JlunamMuka o0pa3oBaHusi METaHA M 3TaHa B HAKONHMTEIBHBIX KYJIbTYPaX, COACPIKAIINX
MOJMOBEPXHOCTHhIE (a) W ThayOuHHBIE (0) oOcaaku, OOOTalleHHBIX TUAPOKAPOOHAT-HOHOM.
utuposano no Ilasnosa u mp., 2024a.

OO6pa3oBaHue 3TaHa ObUIO BBISIBIIEHO B HAKOIHUTEIBbHBIX KYJIbTYPaX KaK € MOANOBEPXHOCTHBIM,
TaK ¥ C TIyOMHHBIM OCaJKOM, B CpaBHEHHH ¢ KOHTpoieM (puc. 56). B kynerype K1 _HCO3 uepes 6
MecsIIeB KyJabTHBHpOBaHUs KoHIeHTpanusi CoHe yBenmuumiack B 7 pa3 B CpaBHEHHH C MCXOJTHOU
(0.002 mr/n ocaaxa) u coctaBuia 0.014 mr/n ocaaka. K KoHIly sKcriepuMeHTa cojepKaHHe dTaHa
camsmiochk 70 0.003 mr/n. B kynetype K2 HCO3 KoHIeHTpauus 3TaHa yBelIMUYWIach B 2 pasa.
MaxkcumansHoe ero cogepxanue (0.02 mr/m ocaaka) 3aMKCHPOBAHO MO UCTEUYEHUHM 6 MECSILEB C
Hauaya skcnepuMenTa. K KOHITy SKCriepuMeHTa KOHIIGHTPAIUs ATaHa B HAKOITUTEIILHBIX KYJIbTYpax
K1 HCO3z u K2 HCO3 cocrasmisuia 0.003—0.01 mr/n ocagka cOOTBETCTBEHHO.

PDuiioreHeTn4ecKoe pasHoodpazue MEKPOOHOT0 cO001IECTBA MOANIOBEPXHOCTHOI0 0CAKA
U HakonmuTeabHbIX KyJbTYp K1. B coctaBe MUKpPOOHOTO COOOIIECTB TOHHOTO OCaaKa C TITyOUHBI
30-50 cm ObuTH OOHapysxeHbl npeacTaButenu 41 ¢puryma nomena Bacteria u 10 ¢pumymoB nomena
Archaea, cpenu KOTOpbIX TOJBKO 17 M 6 (UIYMOB COOTBETCTBEHHO, BKItodanu oOonee 1%
nocieioBaTelbHOCTEN B cocTaBe OubnmnoTek. B coobmiectBe noMuHUpOBain Oaktepun (GUIyMOB
Chloroflexota, Pseudomonadota, Actinomycetota, Nitrospirota, Acidobacteriota, Bacteroidota u

Desulfobacterota (puc. 57).

168

CoHg, mr/n



Acidobacteriota |© © © © ©® © ¢ © 0 ©
Actinomycetota‘... @ ®© ®@ ® @ @ o

o o) O )
Bacteria_unclas. | © e o @ o

Bacteroidota 1© © ® o @ @ ¢ o o o

L] 9

OO
e O

Atribacterota |

Bacillota 1

@ O o

Caldisericota | = @ +

® ° . O O @ .
ChlorOﬂexota O O O O OO ® O O Relative Abundance (%)
@ ] e ° [ ] ° . ° ™

O 1

O 10
Desulfobacterota { © ¢ © o © o =« o o o (\

Elusimicrobiota { - e o @ oo © @ e

Cyanobacteria 1

Gemmatimonadota |

Ca. Latescibacterota |
Ca. MBNT15 o)
Ca.NBl-j{ e = o

Nitrospirota {() © O o

o
Pseudomonadota*@@o @ ¢ @ @ o
o

Spirochaetota { © o o o

o e @
o
@
°
o
°
(-]
o

Ca.5va0485 { @ o ® ¢ +« ® o o o

Verrucomicrobiota | e

®
L]
®
®
°
®
]
L]

K14
K2

K1_S04

K2_S04

K2_NO3
K2_Fe

K1_HCO3

K1_NO3
K1_Fe
K2_HCO3

Pucynok 57. OTHOCHTENBHAS 0 MOCeI0BaTeabHOCTEeH (hparmentoB rena 16S pPHK Bacteria,
NpPECTaBICHHbIX Ha YpoBHE ¢umiyma B OMOJMOTEKaX M3 JIOHHBIX OC3JKOB M HAKOMUTENIbHBIX
KynbTyp. [lepeuncrnensl TakcoHbI, cocraBistoue >1% XoTss Obl B OJHOM M3 OMOIHOTEK.
[Tutuposano no Ilasnosa u np., 2024a.

WuKyOarusi moIOBEPXHOCTHOTO OCaaKa B MPUCYTCTBHU Pa3HBIX aKIENITOPOB 3JIEKTPOHOB
NPUBEJIO K YBEIMYCHUIO JIOJHU TIPEJCTABUTENCH HEKOTOPBIX TaKCOHOB, B yactHocTu Bacillota u
Pseudomonadota (puc. 57). B koHTposibHOM Ocajke jaoJis npenctaBureneit Bacillota cocrasmisiia
0.3% or Bcex mocimemoBarenbHOcTe TeHa 16S  pPHK, ¢umym  mpexacramien
HenaeHTHGuIMpoBaHHpiME pofgamu cemerictBa Clostridiaceae. B kymstype K1 HCO3 mons
Bacillota yBennuuBanace 10 15.3%. JloMuHupyrolee NOJ0XKEHUE B HEW 3aHUMAJIH MPEICTABUTEIH
ponos  Desulfosporosinus  (2.5%), Gracilibacter (1%), Ruminiclostridium (1.4%) w

nennentuduuposanusie Clostridia (4.4%) (puc. 58).
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Pucynok 58. OtHocuTenbHas 10715 mociaenoBaTenbHocTeil pparmentoB rena 16S pPHK Bacteria,
MIPEJICTAaBICHHBIX Ha YPOBHE pojia B OMOIMOTEKAaX U3 JOHHBIX OCAJIKOB M HAKOMUTEIbHBIX KYJIbTYD.
[Tepeunciensl TakCOHBI, cocTaBistomue >1% xotsa Obl B oqHON U3 O6ubmmotek. LluTupoBano mo

[TaBnoBa u ap., 2024a.

170



B kynetype K1_SO4 nons 6aktepuii poaa Desulfosporosinus Bospacrana 1o 5.8% B cpaBHeHUN
¢ K1 _HCOz. B uncne nomunupytomux OTE BbISBICHBI TOCIEIOBATEIHHOCTH OaKTEpHii pOJOB
Anaerosolibacter (3.6%), Alkaliphilus (3%), Lutispora (2.4%), HexnaccuduipyemMbpIx OakTepuii
cemeiictBa Lachnospiraceae (2.2%) u SRB2 (2%). B kynerype K1_Fe nons Bacillota cocrasnsiia
51.5% wu Obuta camoii OOJbICH B cpaBHeHHMH C ApyruMu Kyibrypamu Kl. Hapsgy ¢
nocienoBarenbHocTsMu Anaerosolibacter u Desulfosporosinus BeisiBiIeHBI TIOCIIEI0BATEIBHOCTH
OpoaunbHbIX OakTepuii pona Tissierella u nennentudumpoanusix Lachnospiracea.

baktepun poma Anaerosolibacter crocoOHBI OCYIIECTBISTH aHAIPOOHOE  JIBIXAHHE,
BOCCTAHABJIMBAsl TPEXBAJICHTHOE JKEJIe30, Cylb(ar, THOCYIb(AT U DICMEHTHYIO Cepy 3a Cuer
OKHCIIeHUs oprannveckux coeaunenuii (Hong etal., 2015). CynbdarBoccTanaBimBaromme 0akTepun
poma Desulfosporosinus ucrmonb3yroT YIieBOAbI, KOPOTKOICTIOUCUHBIC >KUPHBIC KHCIOTHI H
apOMaTHYECKUE COCJMHCHHUS, CIIOCOOHBI PACTH XEeMOJMTOTPOGHO, OKUCIAA Bomopoxa (Spring,
Rosenzweig, 2006). bakrepuu pomos Gracilibacter, Ruminiclostridium, Alkaliphilus u Lutispora
XapaKTepU3ylTCs Kak CTPOro  aHadpoOHBbIE, XEMOOPraHOTPO(HBIC, TEPMOTOJICPAHTHBIC
mukpoopranusMel. B kyneType K1 _NO3 ocHOBHYI0 100 (19.5%) cocTaBisiiu mociae1oBaTeIbHOCTH
CTPOro aHaIpPOOHBIX, XeMoopraHoTpodHsIx bakrepuii poaa Vulcanibacillus, ncrons3yromnmx HUTpaT
B Ka4eCTBE eIUHCTBEHHOro0 akuenTopa siekrponos (L'Haridon et al., 2006).

Ounym  Pseudomonadota B koHTpoapHOM — ocaake K1 Ob1  mpejacTaBiieH
HEHUJICHTH(QHUIIMPOBAHHBIME  TIpEACTaBUTENIsIMM  kilacca Gammaproteobacteria wu  cemeiicts
Methylomonadaceae u Steroidobacteraceae. NUuky6amus ocaaka K1 ¢ H2:CO2 B ra3zoBoii ¢ase
IPHUBEJIO K YBEIHMYCHHIO COEPkKaHMs cepooKucisironux 6akrepuit pogos Sulfuricella, Sulfuriferula
u ANPR. B 6ase mannbpix pPHK SILVA mnocnemnoBatensHocTH, cBsizanubie ¢ Allorhizobium,
Neorhizobium, Pararhizobium u Rhizobium, momermienst B otaenpHbiii pog ANPR B mpemenax
cemeiictea  Rhizobiaceae. baktepum ~ 3TOrO0  CceMeHCTBa  XapaKTepU3yIOTCS  Kak
XeMOOpPraHOTeTepOTPOdbI, CIIOCOOHBIE K OMOAeTrpaaluy HePTIHBIX yTIeBo10poa0B B mouse (Wang
et al., 2021). B makonurenshoit kyapType K1 NO3 moms Pseudomonadota cocrasmsuia 56%.
Haub6onee muorounciennas OTE (54%) otnecena k poay Thiobacillus u umena 97.2% cxozactsa ¢
renoM 16S pPHK xemonurorpodHoii 6akrepun Thiobacillus denitrificans, coderaromeii okuciaenue
coenuHeHUH ceprl ¢ genutpudukanueit (Robertson, Kuenen, 2006).

dunymer  Acidobacteriota, Actinomycetota, Atribacterota, Chloroflexota, Nitrospirota wu
Desulfobacterota, kak B KOHTPOJILHOM OCaJKe, TaK W HAKOIMHUTEIBHBIX KYyJbTYpax, ObLIH
Ipe/ICTaBICHbI OJJHUMH U TEMH K€ poaaMu Oaktepuii. Habumoqanucy Konn4ecTBeHHbIE N3MEHEHUS B
COCTaBe JIOMHMHUPYIOIIMX POJIOB B HAKOMUTENIBHBIX KynbTypax. ®umym Acidobacteriota cocrosut u3
HenIeHTH(DUIIMPOBAHHBIX MpeAcTaBuTeNell  cemeiictBa Acidobacteriaceae wu  aHa’pOOHBIX,

xeMoopranorerepotTpodHbIXx 6akTepuii mopsaka Ca. Aminicenantales (OP8), koTopsie B HacTosliee
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Bpemss otHeceHnl Kk Ca. Aminicenantota (Oren, Goker, 2023). IlocmemoBarensHoctu Ca.
Aminicenantota HamOosiee YacTO BBIIBJISIOTCA TMPH aHAIW3e OOOTAIICHHBIX YIJCBOIOPOIAMHU
OMOTOIOB, BKIJIIOYAIOIINX HE(TAHBIE pe3epByaphl, ITyOOKOBOJHBIE MOPCKHE THUIAPOTEPMATIbHBIC
skocuctembl u ap. (Kadnikov et al., 2019). OTE wu3 ¢unyma Actinomycetota, B 0CHOBHOM,
npuHaiexkanu Oakrepusm rpynmsl OPBs1 u xemoopranotpodusiM Oaktepusm poxa Gaiella.
[pencraBurenu pona Pseudarthrobacter (Actinomycetota) BeisiBienst Tonbko B KyiabType K1 HCO3.
Ounotunsl OPBa41 6pi1r 00HAapYKeHBI B HE()TEHOCHBIX, OCAI0YHBIX U MOAMOBEPXHOCTHBIX Cpeax.
KyneruBupyembie npezncraButenu rpynmnsl OPBai  siBisitorcss  aHa’poOHBIME  JIMTOTpOQaMH,
¢ukcupyrommumu  CO2 depe3 BOCCTAHOBUTENBHBIA TIHUIIMHOBBIA IyTh W  HCIOJb3YOIIUMHU
THoCyb(daT, anemenTHyo cepy, oo Fe(Ill) B kauectBe aknentopos anekTponos (Khomyakova et
al., 2022). Hus ncuxpoduibHbix Oaktepuii poxa Pseudarthrobacter mokasana crocoOHOCTH K
ouonerpananuu denosos u apyrux [TAY (Asimakoula et al., 2023).

@®unym Chloroflexota cocrostn u3  HekgacCHPUIUPYEMBIX TPEACTABUTEICH CEMEHCTB
Anaerolineaceae u Dehalococcoidaceae. dunym Bacteroidota mpencraBieH ceMenHCTBOM
VadinHA17, npoTeonuTHYeCKUMHU OaKTepusiMH, (PEPMEHTHPYIOLIMMHU YIJIEBOJbI C 00pa30BaHUEM
aety4ux kupHbIX Kuciaot (Kampmann et al., 2012). OTE, otuecennsie k punymy Desulfobacterota,
NpUHAUICKATA aHAIPOOHBIM OaKTEpUsIM, OKUCIIAIOIINM OopraHudeckue cyocrpatsl (Syntrophaceae,
Syntrophobacteraceae) wam amnerar (Desulfobacca) B mnpormecce cunTpodHOrO pocra ¢
METaHOTEHHBIMH apxesiMu. HykieoTuaHble mocieaoBaTenbHOCTH OakTepuii ¢umyma Nitrospirota
cocraBisiii oT 1 5o 11% B aHamusupyembix Oumbmmorexax obOpasua K1 u nmpunamiexanu
Heknaccu(UIMpoBaHHBIM Oaktepusim kiacca Thermodesulfovibrionia, u3BecTHBIX CIOCOOHOCTHIO
BOCCTaHABIMBATh Cylb(haT M0 Cyiabpuma 3a CYET OKHCICHHS OPTaHUYECKUX CyOCTpaToOB WM
Bojopona (Umezawa et al., 2021).

ApxeilHas KOMIIOHEHTa KOHTposibHOro ocaaka K1 Opima mnpeacraBieHa ¢uiymamu
Halobacterota, Methanobacteriota, Thermoproteota, Thermoplasmatota, Nanoarchaeota u Ca.
Hadarchaeota (puc. 59a). Jfomunupyroriee mojg0xKeHne B KOHTPOIBHOM OCaJIKe U B HAKOMTUTEIbHBIX
kynpTypax K1 _SO4, K1 _NO3z u K1_Fe 3anumanu rugporenorpodHsie apxeu poaa Methanoregula
(Halobacterota), rine onu cocraBnsumm ot 37.8 10 51.7% 0T cocTaBa coo0IecTBa, 3a UCKITFOUCHUEM
K1 HCOz (3.9%) (puc. 596). NukyOamus ocanka K1 c¢ H2:CO2 B razoBoii (aze mpuBeno k
YBEJIMUYCHHUIO JTOJH THAPOreHOTpOodHBIX apxeit pogoB Methanobacterium (Methanobacteriota, panee
Euryarchaeota) (20.1%), Methanosphaerula (64.7%) u Methanocella (2.3%) (Halobacterota) B

CPAaBHEHMH C KOHTPOJIbHBIM ocaakoM (10 0.2%).
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Pucynok 59. OtHocuTeNbHAS 0 MOCeI0BaTeabHOCTeH GparmenToB rena 16S pPHK Achaea, npeacrasiennsix Ha ypoBHE Guiyma (a) u poaa (0) B
OuONIMOTEeKaxX U3 JIOHHBIX OCAJKOB M HAKOMUTENBHBIX KyNbTYyp. llepeunciieHbl TakCOHbI, cocTaBistone >1% xors Obl B OJHON W3 OMOTHOTEK.
[utuposano o I[laBnosa u ap., 2024a.
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B nakormurensubix KynbTypax K1 SOs, K1 _NO3z u K1 _Fe ux mons ve npessimaina 0.3—-1.1%.
B K1 _SO4u K1_NO3 punym Halobacterota 6but mpencraBieH aneToKIacTHYECKUMU apXesiMU poia
Methanothrix (7.0-9.5%), MeTaHoJI, MOHO-, - ¥ TPUMETUIAMUH-KCIIOJIB3YIOIIMMHU apXesiMH Pojia
Methanomethylovorans  (1.3-3.8%) wu apxesmu poma  Methanosarcina  (0.4-1.4%),
OCYILECTBIISIIONIMMH Bce u3BecTHbIe myTH MeTaHoreHe3a. Cpemu OTE, oTHeceHHBIX K Quirymy
Halobacterota, Tarxke BBIIBICHBI  MOCIEIOBAaTEIbHOCTH, NpuHaIekamue poay  Ca.
Methanoperedens.

Wx mnpencraBieHHOCTh Oblla HamOobINEH B HakomuTenbHOM KynbType K1 Fe — 5.2%,
Hanmenbieir B K1 _HCO3z — 0.2%. ®unym Thermoproteota (panee Crenarchaeota) npejicrabien
kiaccamu Bathyarchaeia, Nitrososphaeria (pox Nitrosopumilus) u HeknaccupuIMpyeMbIMUA
npecTaBuTeNIIMU Kitacca Thermoprotei. HauGonbmas mons Bathyarchaeia BeisiBiieHa B KysbType
K1 Fe —32.7%, naumensmas B KI HCO3 —2.8%. B konTponsHoM ocanke, K1 SOs u K1 _NO3 ux
nons BapbupoBania ot 17.1 o 21.9%.

Ha ocHoBe aHanmM3a T'e€HOMOB, KOCMOIIOJMTHBIM apxesiMm Bathyarchaeia mnpenckasana
CHOCOOHOCTh OCYIIECTBIATh alleTOreHe3, MeTaHoreHe3 u opokenue (Zhou et al., 2018; Hou et al,
2023). AHanu3 eHOTUMHYECKUX U TeHOMHBIX CBOMCTB HEpBOro KyI5TUBUpPYyeMoro mramma M17C™,
ornecennoro k Ca. Bathyarchaeum tardum gen. nov., sp. nov., mokasai €ro CrocoOHOCTh K
UCTIOJIB30BAHUIO CIIOKHBIX OCNIKOBBIX CyOCTPaTOB M METOKCHJIMPOBAHHBIX apOMAaTHYECKHX
coenunenuit (Khomyakovaetal., 2023). B nakonurensabix KysbTypax K1 _SOs41 K1 _NO3 BoisiBIIcHa
Haubonbmas goist (5.5%-5.9%) nocnenoBarenbHocTeid apxeit poma Nitrosopumilus, okucsomux
aMMMaK U OCYLIECTBISIONIMX aBTOTPO(HYIO (HUKCALUIO yriepoa depe3 3-THIpOKCUIIPONHoHaT/4-
ruapokcuOyTHparHeii myTh (Liu et al., 2021).

®unym Thermoplasmatota 011 ipencrasien apxesmu pona Methanomassiliicoccus u mopsiika
Ca. Thermoprofundales (Marine Benthic Group D), BoccTaHaBIMBAIOIINX METAHOI M OKUCIISFOIINX
BOJIOPOJI, XapaKTEpU3YIOIIMeCs KaK KOCMOIOJIUTHI JOHHBIX OCAJAKOB, CO CHEHU(PUIECKUM
MHUKCOTPO(GHBIM METa00IM3MOM, BKIIFOUAIOIIUM reTepoTpoduio u aBToTpodHyI0 ¢ukcanuio CO»
(Zhou et al., 2019). HauGonsmas mons Methanomassiliicoccus BeisBiaena B K1 (9.4%), K1_SO4
(3.5%)u K1_Fe (6.7%); MBG-D — B K1_SOQ4 (2.9%). ®unym Nanoarchaeota cocrosisi, B OCHOBHOM,
u3 OTE, ornecennnix k cemeiictBam GW2011 GWC1 47 15 u Woesearchaeales — apxesm,
BBISIBIICHHBIM B Pa3IMUHBIX Cpelax OOWTaHUS, CPEIN KOTOPHIX HE(QTSIHBIE PEe3epBYaphl U CEPHBIC
WCTOYHUKH. DTH apXeH SIBIITIOTCS 9aCThIO KOHCOPIIYMa ¢ OaKTepUsIMH, T/ie OaKTepHH yJacTBYIOT B
KPYroBOpOTE YIJepoja, a apXed — B (UKcAallUd a30Ta, JEHUTPUPHUKAIMM M BOCCTAHOBJICHUHU
cyabdara B aHa’poOHbIX ycioBusx (Liu et al., 2021; Kdohler et al., 2023). Mx naubosnbiuas 1ois

BoisiBiieHa B K1 (6.4%), nanmensinas — B K1_HCO3 — 0.4%.
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DuioreHeTn4ecKkoe pasHoodpazue MHKPOOHOro coo0uecTBa IJIYOMHHOIO O0CAAKa W
HAKONUTEJbHBIX KyJbTYp K2. B cocraBe MUKPOOHOTrO COOOILIECTB TOHHOTO OCajKa C TITyOHMHBI
kepHa 250 cm oOHapykeHbl npeacraButenn 27 ¢puaymoB gomeHa Bacteria u 10 ¢puymoB nomena
Archaea. ITocnenoBareibHOCTH, cocTaBisionme 6oiee 1% B coctaBe OMOIMOTEK, BHIABICHEI B 11
BBICIIIMX TakCOHaX goMeHa Bacteria m 5 dumymax Archaea (puc. 57, 59a). Jlomuuupyroriee
MOJIOXKCHHUE 3aHMManu TpejactaButenn ¢uinymoB Atribacterota (41.5%) u Chloroflexota (32%).
Oxomo 2.2-3.6% mocienoBaTeIbHOCTEH NpUHAAICKANIO mnpeacTaButesissMm  Actinomycetota,
Acidobacteriota, Caldisericota, Bacteroidota wu Pseudomonadota. [onst Elusimicrobiota,
Spirochaetota, Sva0485 wu Hexnaccudpuimpyembix Bacteria ne mpepbimana 1.6%. ApxeiiHas
KOMIIOHEHTa TmpejacTaBieHa Guiaymamu Thermoproteota, Halobacterota, Thermoplasmatota,
Nanoarchaeota u Ca. Hadarchaeota. ®urym Thermoproteota npencrasien kiaccom Bathyarchaeia
(44%) wu HexmaccuUIMPyEeMBIMH TPEACTaBUTEISIMA Kiacca Thermoprotei (12%); dbunym
Halobacterota — pomom Methanoregula (13%), Ca. Methanoperedens (3.3%) u pogom Methanosaeta
(2%); ¢duym Thermoplasmatota — mennentudunmpoBanusivu Methanomassiliicoccaceae (8%) u
Ca. Thermoprofundales (1.3%). [TocnenoBarensroctu punyma Ca. Hadarchaeota cocrasism 2.8—
4.3% ot oOmero 4mciia MociaeAoBaTeIbHOCTeH B Kakaod u3 Oubmmorek K2, B cpaBHeHUH C
oubmoTexkamu u3 oopasnos K1, rae momnst atux apxeid He npesbimana 0.8%.

Hecmotpss Ha pa3nudHbIC YCJIOBHSI KYyJBTUBHPOBAHWS, HAKOIMTEIbHBIC KyIbTYphl K2,
cojepxamnge cynbhaT- W HUTPAT-UOHBI HE OTIMYAIUCh 3HAYMTEIBHO IO COCTaBy OaKTepHid,
BapbUPOBAJIO COOTHOIIEHHE MUKPOOPTAaHU3MOB PAa3IMUHBIX TAKCOHOMUYECKHUX Tpymi. O0muMu ass
9THUX HAKOMHUTEIbHBIX KYJIbTYp OBLTH MOCIIe0BaTEIbHOCTH OakTepuii mopsiaka Ca. Aminicenantales
(Acidobacteriota), rpynmsr WCHB1-81 (Actinomycetota) u poxa Caldisericum (Caldisericota). B
Tpex HakomuTenbHbIX KyJibTypax (K2_HCOz, K2 SOs4, K2 NO3) mpucyrctBoBanu Atribacterota
(3.1-32%); wHeupentuduuupoBanueie mnpencrasutenn Quiayma Chloroflexota, cemeiicts
Dehalococcoidacea u Anaerolineaceae (1.65-13.5%) u ¢unyma Bacillota, pox Herbinix (6.2—
27.4%). TpencraBurenu rpymnmnsl OPBay (Actinomycetota) u poxa Fonticella (Bacillota) BeisiBiens
tossko B Kynbrype K2_HCO3, a Heknmaccudunupyemsie 6aktepun cemeiictea Clostridiaceae, poxa
Gracilibacter u rpynmer SRB_2 — tonmsko B kynbrypax K2 SO4 u K2 Fe. IlocnenoBatenpHOCTH
Oakrepuii pomoB Desulfosporosinus (2.8-74.5%) wu Lutispora (1.8-2.3%), oOHapyXeHbI B
oubmmorekax HakonmuTelnbHBIX KynbTyp K2 SOs m K2_HCOs. B HakomuTenbHBIX KYJIBTypax,
COJIEpIKAIINX KeJIe30, JOMUHHUPYIOIIEE IMOJI0KEHHE 3aHUMaIn tipeacraButenu poaos Gracilibacter,
Lachnoclostridium un nexnaccupunupoBanusie Lachnospiraceae. Kak u B cinydae ¢ 6akTepraabHOIA
KOMIIOHEHTOM, WHKyOupoBaHue ocanka K2 B MpHUCYTCTBUHM DPA3IMYHBIX aKIENTOPOB JJIEKTPOHOB
HE3HAYMTENIFHO MOBJIHSIIO HA COCTAB apXel B HAKOMUTEIBHBIX KYJIbTYPaX B CPABHEHHUH C IPHPOTHBIM

ocagkoM. BapbpupoBana 10715 mpeacTaBUTENIeH pa3IMYHbIX TAKCOHOB. JIOMUHHpYIOIIIEE MOJI0KEHUE
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B OuOMMOTEKax BCEX YEThIpEX HAKOMUTENbHBIX KyJIbTYpP 3aHUMaIU IOCIEN0BATEIbHOCTU
npejcTaBuTelneil kiaacca Bathyarchaeia, koropeie cocrasisimn 48.5-67.7% oT o0Iiero KoJm4ecTna
pugoB B Kaxaod OuOimmoreke. @wiym  Thermoproteota Ttakke Obul — IpeacTaBliCH
HekJaccuUIMPYEMbIMHU MPEACTaBUTEsIMU Kitacca Thermoprotei (8—12.4%). MeTaHoreHHbIe apXeH
Obun  mpenactaBieHsl  pomamu  Methanoregula, Methanosaeta, Methanomassiliicoccus u
HEKJIaCCU(UIMPYEMBIMU MPEACTABUTEIISIMH cemeiicTBa Methanomicrobiaceae.
[MocnenoBarensHocT Woesearchaeales u MBG-D cocrasmsiiu 0.62—1.4% B K2 OubnmoTekax.

AHanu3 NOTEHIHAIBHBIX (YHKIHMOHAIBHBIX XapaKTePUCTHK MHUKPOOHBIX COOOIIECTB C
ucnons3oBanueM 0a3bl naHHbiX KEGG mokazan, 4Tto, OakTepuu, BXOISLIME B COOOIIECTBO
MOJIIOBEPXHOCTHOTO JIOHHOTO ocanika K1, o6agany moTeHansHON CIIOCOOHOCTHIO OCYIIECTBIISTh
OCHOBHBIE IIYTH METa0OJM3Ma YTJIEBOJOB, JUMHUIOB M SHEPreTHYECKOro METabOIM3Ma, a TaKKe
Jerpajaanuio oudeHona, CTepou10B, TOIyosa, STUI0eH30J1a U aMUHOOeH30aTa. VI3MeHeHne yClIoBUid,
B YACTHOCTH KYyJIbTUBHPOBaHHME MUKpPOOHOTro coobmiectBa B npucyrctBuu Hz:CO2, mpuseno k
OKCHPECCHH TE€HOB, YYacCTBYIOUIMX B METAa0OIM3ME Cephl W a30Ta, a TaKKe OTBETCTBEHHBIX 3a
nerpaganuto  [TAY, KceHOOMOTHKOB, CTHpOJIa, COJEH OCH30MHONW KHCIOTHI, Ha(TaliHA U
XJIOPUPOBAHHBIX ~ YIJIEBOJAOPOJOB, B [OMOJHEHHE K (PYHKIHMOHAIBHBIM XapaKTepUCTUKAM,
MPUBEICHHBIM BBIIIE. Y apxeil, BXOASIIUX B HCCIEAyEeMbIE COOOIIECTBA, MPEICKA3aHO HaIHYne
dbepmenToB MeTaboIM3Ma MeTaHa, PUKCALUK YTIIEPO/Ia, IIUKJIA a30Ta U CEPHI, JeTpagallui CTEPaHOB,
KCUJI0J1a, KCeHOOMOTHUKOB, TOJIy0JIa, XJIOPAIKAaHOB, Ha(TaIuHa, XJIOPIHUKIOreKcaHa, XJ0pOoeH3oa u
¢TopOen3oara. baktepum wu3 riybunHoro ocaaka K2 xapakTepu3zoBasuCh, B OCHOBHOM,
INPUCYTCTBUEM T€HOB «JIOMAIIHETO XO3SIMCTBa» M OTCYTCTBHEM IOTEHIMAIBbHOM CHOCOOHOCTH
JeTpagupoBaTh yriaeBogopoabl. Jlms apxeil mnpenckazanel (QyHKIOUHM Jerpamanuu  OeH3o0ara,
THiIOeH305a, OyTtuparta. IloTeHIManbHas CHOCOOHOCTh OCYILECTBIATH JIErpafallio KCUIIOJa,
JTUOKCHHOB, XJIOPAJTKaHOB, XJIOPAJIKEHOB U HUTPOTOIyOJia BIABIEHA y OaKTepHil, KyTbTUBUPYEMBIX
B nipucytcTBuM H2:CO2.

B noanosepxnoctHOM ocanke K1 noMuHUMpyromee nojioKeHne 3aHUMali MUKPOOPTaHU3MBbl,
CTIIOCOOHBIE XEMOTETEPOTPOPHO HCIIOIB30BATh PA3IUYHBIE COSAUHEHHS TOCPEICTBOM adpOOHOTO U
aHaspoOHoro gwixanus (Actinomycetota, Acidobacteriota, Nitrospirota, Ca. Sva0485, Ca.
MBNT15), anaspoono okucisath Metan (Methylomonadaceae, Ca. Methanoperedens), a takxe
CHHTPO(HO OKHCIIATH YyrieBogoponsl HehTn (Oakrepun ¢unymo Bacillota, Chloroflexota,
Desulfobacterota, Bacteroidota u apxen Halobacterota u Methanobacteriota).

WNukyOupoBaHue TMOAMOBEPXHOCTHOTO OCaJKa B Pa3IUYHBIX YCIOBUSAX NPUBOJWIO K
YBEIUYCHHUIO JIOJM OakTepuil HEKOTOPhIX TaKCOHOB, B uacTHocTu Bacillota, Pseudomonadota u
Actinomycetota B cocraBe HakOMHUTENIbHBIX KyIbTyp. Mccnenyemprit kepr K1 vMen MOBBIIICHHYO

MUHEpAIN3aIiI0 32 CYeT TMAPOKapOOHAT-, Cynb(dar-, HUTPAT-HOHOB W HOHOB xyiopa (puc. 54).
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KoMnoHeHTHBIN cocTaB MOPOBBIX BOJ MCCIEAYEMOrO0 KepHa, BEPOSTHO, HUBEIHWPOBAN JEHCTBUE
N00aBJIEHHBIX AKIIETITOPOB JJIEKTPOHOB B HAKOMUTENbHBIE KYJBTYPBl, UYTO BBIPAXKAJIOCh B
JOMUHUPOBAaHUM  MHKPOOPTaHM3MOB  COYETAIONIMX  OKHUCJICHHWE  COCOUHEHHH  Cepbhl ¢
neantpudukanuein (Thiobacillus denitrificans) B kynbTypax, cojepKamux HUTPAT-HOH WM
JTOMHHHUPOBAHHUIO BOCCTAHABIMBAIOIIMX COCAMHEHHS a30Ta MHKPOOPTraHM3MOB B KYJIbTypax,
cojepxanmx cyinbdar-uoH uim xkene3o. OO0 3TOM CBUICTENBCTBYET OOHApYy>KEHHE apXxed poja
Methanoperedens, nepBoHaYaJIbHO OMMCAHHBIX, KAK aHAOPOOHO OKUCIISIONIMX METaH B COYCTAHUH C
BoccTaHoBaeHHeM HuTpaTa (Haroon et al., 2013). B Hacrosiiiee BpeMs MOKa3aHo, YTO B FCHOMaX dTHX
apxell MPUCYTCTBYIOT TI'€HBbI, KOAUPYIOLIUME IMYyTh «OOPAaTHOrO METAHOTEHE3a», MYJbTUTEMOBbBIE
muToXpoMbl C-THma, KOTOpBIE, KakK MPENrojaraercs, CIOCOOCTBYIOT TUCCHUMWISLIMOHHOMY
BoccraHosiennto Fe(IIl), a Taxke reHbl Ui OKHCICHUS BOJIOPO/Ia M BOCCTAHOBIICHHS CyIb(aTa mpu
cuarpoduom B3aumojeiicteuu ¢ Desulfobacterota (Cai et al., 2018; Bell et al., 2022). Panee,
npejacTaButend cemeiictBa Methanoperedenaceae, Obliv BBISBICHBI B JOHHBIX OCaaKax I/B
Manenskuii, M/c [loconbckass banka, a Takke B KeJle30MapraHIEBBIX OTIOKEeHUsIX CeBepHOro
baiikana (Lomakina et al., 2020, 2023).

Hecmotps Ha 1O, uTo OakTepuu riayOMHHOTrO ocanka K2 xapakTepu3oBauCh OTCYTCTBUEM
MOTEHLIMAIBHOW CMOCOOHOCTH JETpaJupoBaTh YTIJIEBOJOPOJbI, Chipas HePTh, JOOABICHHAs B
HAKOIUTENIbHBIE KYJIBTYpHI, IMOJBEprajiach OHMOAETpagaldd, O YeM CBHUJACTEIBCTBYET YOBUIb H-
ankaHoB 1 [TAY. 3HaunMoe BInsHNE Ha GHOIErPaIAIIO H-aTKAaHOB HMEJIO TONBKO 1obasnenne Fe”.
B HaKONUTENBHBIX KyIbTypax, comepxkaimx H2:COz, SO~ u NO3, cTeneHb KOHBEPCUH H-aKAHOB
ObLIa OZIMHAKOBOM, TaK k€, KaK U COCTaB MUKPOOHBIX COOOIIECTB, OTIINYAIOIIUICS HE3HAUUTEIbHBIM
BapbUPOBAHUEM TIPOLIEHTHOIO COJEPKaHUsI MHMKPOOPTaHMU3MOB pa3IMYHBIX CHCTEMATHYECKHX
rpymn. B rimyOMHHOM ocajke, KOHBEPCHS YTIIEBOJOPOIOB, BEPOSTHO, MOXET MPOXOIUTH MpPH
yuactuu npezcraBureneit Gpuaymos Bacillota, Atribacterota, Chloroflexota u knacca Bathyarchaeia
(Thermoproteota) amst KOTOPBIX MOKa3aHa CIOCOOHOCTh OCYHIECTBIATH HE TOJBKO (hePMEHTAIHIO
YIJIE€BOAOB, HO U OKHUCIATh KOPOTKOIETIOYEUHbIE H-aJIKaHbl U apOMaTHYECKHE COEIUHEHMsS [0
KHUPHBIX KHUCIIOT, KOTOpPBIE 3aTeM IMOTPEOSIOTCS BTOPUYHBIMHU JeCTpyKTOpaMu. OKHCIECHHE H-
QIKaHOB IPOUCXOJUT ITyTeM THUAPOKCHIMPOBAHMA, NoOaBieHUs (pymapaTa K YrieBOIOpOIaM, a
TaKKe JIerpajaliil aHadpOOHBIX apOMAaTUYECKUX COEIMHEHUH C ucroiib3oBaHueM OeH3omia-KoA-
penykTtassl I kimacca (Dong et al., 2019; Liu et al., 2019; Zhang et al., 2021). B 6ubnuorekax reHoB
16S pPHK wu3 o6pasua K2 B 3HaunMeix konuuectBax (1.8—4.3%) BBISBICHBI OCIEI0BATEILHOCTH
npejacraButeneit ¢pumymor Elusimicrobiota u Ca. Hadarchaeota. Ha ocHoBaHMH pEeKOHCTPYKIIHH
reromoB Elusimicrobiota nmokaszano, uro Gaktepuu 001amal0T GEPMEHTATHBHBIM METaO0IHU3MOM,
MarHUTOTaKCHUCOM M YYacTBYIOT B KpyroBoporte xene3a u cepsl (Uzun et al., 2023). TepmoduiibHbie

obyuraTHele aHadpoOHbIe TeTepoTpodbr prmyma Caldisericota, BocctaHaBnMBaIomue COSIMHEHUS
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Cepbl, TakXKe BXOJWIM B YHCIO JOMHUHHUPYIOIIMX TAaKCOHOB B TJIIYOMHHBIX OCaJKax.
[TocnenoBarenbHOCTH OakTepuil ATOro (uiayma BBISBISIOTCS TPH aHAIM3€ THIPOTEPMATBHBIX
9KOCHCTEM, BOJOHOCHBIX TOPH30HTOB, 3arpsA3HEHHBIX YIJIEBOJAOPOIAMH, COJOBBIX  03€Ep,
o6uopeakropos u T.4. (Mori et al., 2009). ®unoreHeTn4yecKuii aHaaM3, OCHOBAHHBIA Ha Pa3IMYHBIX
Habopax CBSI3aHHBIX KOHCEPBATHUBHBIX OEIKOBBIX IOCIIENOBATEIbLHOCTEH, MOKa3al, 4To (UIyMm
Caldisericota napsity ¢ Coprothermobacterota, Dictyoglomota, Thermotogota u Thermodesulfobiota
00pa3yroT IPEeBHIO KJaay, MPEIKOM KOTOPOW Moria ObITh TEPMO(HIbHAS, CTPOTO aHAdPOOHas,
MOJIBUKHAS, BOJOPO/I3aBHUCUMAst, MUKCOTpOo(Has 6akTepusi Mo MeTaboIU3My CXO0Xasl C IMOCICTHUM

yHHBepcanbHbIM 001muM npeakom (last universal common ancestor, LUCA) (Leng et al., 2023).

5.2.2. AHa3poOHOe OKHC/IeHHE YIJ1eBOA0POA0B MUKPOOHBIM COOOIIECTBOM JOHHBIX OCaJKOB
paiioHa eCcTeCTBEHHOI0 He(TenposiBJIEeHHs, PACHOJIOKeHHOro y ycThsl p. b. 3eieHoBckas B
TepMO(PHUIBLHBIX YCJIOBUIX

Hccnenoanue 00pasnoB HePTH, COOpAHHBIX C MMOBEPXHOCTH 03epa B paiioHe b. 3eneHOBCKOM,
MI0Ka3aJio, 4YTo 3TO OMoAerpaiupoBaHHast apOMaTHKO-HAPTEHOBas HE(PTh, 3HAUEHUST OMOMAapKEPHBIX
nokaszarenel  karareHesa cooTBercTByeT rpagauuu  MK2 u  rioyOuHe — morpy»keHus
HedTenpou3BoaAIUX OTI0oKeHHH He MeHee 3 kM (KontopoBud u np., 2007; XubicToB U ap., 2022).
B paiione HedremnposiBiaenus b. 3eneHoBckas HEPTH COCTOUT U3 BHICOKOMOJIEKYIISIPHOW OUTYMHOMU
¢paxuuu. CKOIIEHUS YIJIEBOJAOPOJOB HAXOJATCS JUIMTEILHOE BPEMS B JIOHHBIX OTJIOKEHUSAX U HE
MOCTYNAlOT Ha TOBEPXHOCTh BOAHOM Tommu (XnibicToB M aAp., 2022). Beicokas cTeneHb
Oouoxerpagaunu HepTH MOXKeT ObITh OOYCIOBJIEHA YTJIEBOAOPOJOKUCISAIONIEH aKTUBHOCTBIO
MUKpPOOHBIX COOOIIECTB B aHA3POOHBIX YCIOBUAX B MIYOMHHBIX JOHHBIX OCaJKax, IJl€ pacueTHas
temriepatypa coctanisieT ~ 60—70°C (XatuuHCOH U ap., 1993), T.e. B 30He (PyHKIMOHUPOBAHUS
TEPMO(PHUIBHBIX MUKPOOPTaHU3MOB.

JInis moATBep K IEHHsI STOM TMIIOTE3bl, KEPH JOHHBIX 0cafKoB Obl1 0ToOpaH B 2021 roay (Tad:.
1), mosry4eHbl HaKONMUTENIbHbIE KYJIbTYPBl M MPOBEIEHBI IKCIEPUMEHTHI M0 Jerpajaluu HeTH B
aHa’POOHBIX, TEPMOPWIBHBIX YCIOBUAX mpu Temmeparype 60°C (tabmn. 4). B pesymnbraTte
IIPOBEJEHHOIO J3KCIEpPUMEHTa IO MCTEUEHUM 2.5 MECSIEB KyJIbTUBUPOBAHUS, YCTaHOBIJIEHBI
COIIOCTAaBUMBbIE 3HaUCHHsI yOBIITH H-anKkaHOB U [IAY B HaKONMUTENBbHBIX KYJIbTYPaX, COJAEPIKALINX KaK
MOJMIOBEPXHOCTHBIN, TaKk M TIyOuMHHBIA ocanok (puc. 60). CoaepxaHue Xan B HAKOIMHTEIbHBIX
kynbTypax T1 HCOz u T1_SOgs, causmnock a0 1.5-1.6 Mr/o0beM 3KCIIEpUMEHTAIBHON Cpeilbl, B
CpPaBHEHHH C KOHTPOJIbHBIMH HAaKOIUTENbHBIMU KyJbTypamu (6.6 mr), B kyabTypax T2 HCOsz u
T2_SO4— no 1.5 mr (puc. 60a, 6). Konuentpanus Xnay, B IpUCYTCTBUH CYIb(aT- U THAPOKapOOHaT-
HMOHA B HAKOMMUTEIbHBIX KYJIbTYpaX, COJEpPKAIIMX IMOJINOBEPXHOCTHBIH 00pasel, Mo HCTEUYEHUU
skcnepumenta coctaBuiaa (0.03—0.035 wmr, B rinyOunHBIX — 0.04-0.045 ™Mr, B cpaBHEHWUH C

KOHTPOJIbHBIMH HAaKOMMUTENbHBIMU KynbTypamu (0.26 mr) (puc. 608, r).
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Copep:raHUe H-a/IKaHOB B 3KCNEpUMEHTaNbHOM cpeae, Mr Copep:xaHue MNAY B 3KcnepMMeHTanbHoi cpeae, Mr

0 1 2 3 4 5 6 7 8 0 0.1 0.2 0.3 0.4

pr—— KOHTPONb
-~’HCO3 a) HCO3 8)
S04~ s02-
HCO3 6) HCO3 r)
502~
KoHTPONb KOHTPON
(I) :Il ; ; ‘=1 -rl) :5 ; :3 (; 0=1 OIZ 0=3 0=4

Pucynox 60. Yobuib n-ankaHoB (a, 6) u [IAY (B, I) B HAKONMUTENBHBIX KYJIbTypaX, COAEPKAIIUX
MOJITIOBEPXHOCTHBIE M ITyOWHHBIE OCa/IKH, O0OTallIEHHBIE THAPOKapOOHAT- U CyIb(paT-HOHAMHU.
Onpenencaue (GUIOTCHETHYECKOTO Pa3HOOOpa3usi TePMO(PHIBLHBIX HAKOIMHUTEIbHBIX KYJIBTYP
10 HCTEYCHUH 2.5 MECSAIEB OBUIO IPOBEICHO C HCIIOIB30BAaHUEM JIBYX METOI0B. AHaN3 (hparMeHTOB
rera 16S pPHK xioHanpHBIX OHONMMOTEK OakTepHALHOTO COOOIIECTBA B  TEPMO(HIBHBIX
HAKOMHUTENBHBIX  KYJIbTYpax  BbUIBHI  mpencraButenein  ¢wiymoB  Bacillota, mnopsaka
Thermoanaerobacterales, Symbiobacteriales, Desulfotomaculales, Thermosediminibacterales,

Lutisporaceae, Moorellales (puc. 61).

. LPSN / GTDB
ﬁ[ Uncl. bacterium (JX085462) 6uonneHka Clogtiidisesce /
100 Lutispora thermophila (KF228169)_He aspvpyembliii KOMMNOCT Lutisporaceae
w| L—— Thzel20_Zz2s33
——— Thermanaeromonas burensis (NR147776)_rnuHbl Mobrelloesos )/
= %8 Thermanaeromonas sp. (LM643761)_Tepmodu/ibHbIN KOHCOPLIUYM M
oorellaceae
wl Thzel20_ 22526
—— ThZel20_z2S30 a n Thermosediminibacteraceae /
Thermosediminibacteraceae

2 { Fervidicola ferrireducens (NR044504) reoTepmanbHbie BOAbI
.| & Thermovorax subterraneus (NR116290)_reoTepmanbHble BoAbl

ﬂ[ Thzel20_z2s36 [ ) Clostridiaceae /

Fonticella tunisiensis (NR108870)_ropaunit UCTOUYHUK

Caloramatoraceae
Caloramator uzoniensis (AF489534) Kanbaepa Y30H, KamuaTka
Thzel20 22527 B Symbiobacteriaceae /
Symbiobacterium sp. (EU638517)_TepMObUNbHBIN KOHCOPLIMYM Symbiobacteriaceae

—— Thzel20_z2s31 B3E)
100 _[ uncl. Firmicutes (KM819481)_TepModu/bHbIN KOHCOPLUYM
b Uncl. Thermoanaerobacteriaceae (AY684094)_meTaHoreH. KoHcopumym (50°C) Thermoanaerobacteriaceae

Thermoanaerobacteraceae /

Desulfotomaculum sp. (AF442687)_cynbdaT-peayumpyrolmii KOHCOPLMYM Peptococcaceae /

{ Thzel20_z2s2 E3ED Desulfotomaculaceae
9% Desulfotomaculum sp. (HF562211)_wun u3 TepmodunbHoro Guopeaktopa

0
&

@ 10-30cm @ 140-160cm
Pucynox 61. CocraB kimoHanpHbIX OuOmmorek reHa 16S pPHK OGakrtepuwii B TepMOQDMIBHBIX

HAKOIUTENIbHBIX KYJBTYpax, COAEP)KAIIUX MOJAINOBEPXHOCTHBIE U TIyOMHHBbIE ocaaku. Lluppamu
yKa3aHO KOJIM4ecTBO KJI0OHOB. HazBanue cemeiictB mpuseneHo no LPSN u GTDB.
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BonbIIMHCTBO TOCIEAOBATENBHOCTEH MPUHAUICKATO HEKYJIBTHBHPYEMBIM OakTepHsIM U3
TEPMOQHILHBIX METAHOTEHHBIX U Cylb(arpenyuupyromux koncopunymon (KM819481, EU638517,
HF562211, LM643761), a Ttakxke TepMO(PUIBHBIM OaKTEpHUsIM, H30JIMPOBAHHBIM M3 TOPIUMX
ncrounnkoB (NR044504, AF489534, NR108870), reoTepMUYeCKH aKTUBHON TOJ3EMHOM IIIaXThI
(NR116290) u nedrsaHoro mecropoxaenus Jaran (HM228395).

Cxoxue pe3yJabTaThl IMOJNyYeHbl HpPU METareHOMHOM aHallu3e JTHUX K€ TEepMO(QUIBHBIX
HAKOIMUTEJIbHBIX KYJIbTYp, KOTOPBIA TOKa3aj, YTO JOMUHHUPYIOIIEE IMOJIOKEHHE B HUX 3aHUMAIOT

npejacraButenu Guayma Bacillota (97%) (puc. 62).

Relative Abundance (%)

Ca. DTUO14 @ | Ca. DTUO14 :U
capsaz| @ (|| caDsA2
Caloramator ® ® | Clostridiaceae

50
7!

5

Caldicoprobacter

]
O
| Caldicoprobacteraceae Q
Clostridia

e o
Desulfofundulus | © () @ |Peptococcaceae
@

Gelria Bacillota

Thermoanaerobacteraceae
Carboxydothermus|{ e

Moorella{ o - |Moorellaceae

Symbiobacterium| o e e ¢ || symbiobacteriaceae

Thermosediminibacter Q @Q © | | Thermosediminibacteraceae

Acinetobacter{ = - = | Moraxellaceae
Pseudomonas| - - o . | Pseudomonadaceae Gammaproteobacteria
Pseudomonadota
Stenotrophomonas{ - . - . || Lysobacteraceae
Ca.JS1 e « o | Ca.Js1 | Atribacterota

T1_804
T2_S04

T1_HCO3

T2_HCO3

Pucynox 62. OtHocuTenbHas 10 mociaenoBarenbHocTel (parmentoB rena 16S pPHK Bacteria,
NPE/ICTaBICHHBIX HA YPOBHE poja B OMONMMOTEKax M3 TEPMO(UIBHBIX HAKOMUTEIBHBIX KYJIBTYP.
Takconomus npuBeaena mo LPSN.

B uucne pomunupyromux OTE BbIsiBIE€HBI MOCIEAOBATEIBHOCTH OaKTepuil poaoOB
Thermosediminibacter (1o 96% ot o0Iiero 4mcia BceX BBISBICHHBIX IMOCICIOBATEIBLHOCTEH B
oubmoreke reHoB 16S pPHK Bacteria B xynsrype T2 HCOgz) u Desulfofundulus (mo 22% B
kyneType T1 SOg4). INocnemoBarensHOCTh, OTHeceHHass k poxy Desulfofundulus mmena 97.9%
cxoxactBa ¢ renom 16S pPHK tepmodunbnoit 6akrepun Desulfofundulus kuznetsovii DSM 6115
(NRO75068). bakTtepusi M301MpOBaHAa W3 MOA3EMHOTO MHHEPATHHOTO HCTOYHUKA, HCIOJIB3YET
IMIMPOKUI CHEKTP OPraHMYEeCKUX CyOCTpaToB B COUETAHUH C BOCCTAHOBJIEGHHEM Cyibdara u
tuocynbpara (Hasuna u np., 1988). Desulfofundulus spp. BbIsSBICHBI B MOA3EMHBIX TEPMabHBIX
MHHEPAIbHBIX BOJAX, IUIACTOBBIX BOJAaX HEMTAHBIX pPE3EPBYapoOB, TOPSYMX HCTOYHHKAX,
METaHOT€HHBIX PEaKTOpax, a TaKKe B ropsIux yrojbpHbix miactax (Karnachuk et al., 2023; Nazina

etal., 2024).
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ITocnenoBarenbHOCTh, OTHECEHHAss K Thermosediminibacter, nmena 96% cxoacTBa ¢ reHOM
16S pPHK 6akrepun Thermosediminibacter oceani, uzonupoBanHoit u3 tepmoduiabHbIX (52—76°C)
HAKOIUTEJIbHBIX KYJIBTYp, COJEPKAIIUX OTIOKEHUS TITyOOKOBOIHOW OKpauHbl [lepy, moaydeHHbIX
BO BpeMsi MexXTyHapoAHOH KOMIUIEKCHOU MporpamMmbl IN1yOOKOBOAHOro OypeHus B okeane (Lee et
al., 2005). Thermosediminibacter oceani — ana’poGHBIH, 0apOdUIBHBIA, XEeMOOPraHOTPODHBIM
TEPMOQHII, CIIOCOOEH HCIONB30BaTh THOCYIb(]AT, 3JeMEHTapHYyI0 cepy U MnO2 Kak aKIenTopsl
AIIEKTPOHOB IS POCTA.

WNukyOanust MoANOBEpXHOCTHOTO W TIIIyOMHHOIO OCaJKOB B IPUCYTCTBUM CyJb(haT-MOHA
IPUBOAMIIO K YBEIMUEHUIO JOJIM HEKJIAaCCU(PULIUPYEMbIX OaKTepUid, OCIe10BaTEIbHOCTH KOTOPBIX
OBUIM TOMOJIOTUYHBI TPECTABUTENAM KiaccoB-kanauaaToB D8A-2 u Incertae Sedis, BBISIBICHHBIX B
TEPMOQHIBHBIX, aHA’POOHBIX METaHOTEHHBIX peakTtopax. B kymberypax Tl HCO3z m T2 HCOs
ONpE/ICNICHbl  IMOCJeAoBaTeNbHOCTH  Oaktepuit  poxa  Acinetobacter, Pseudomonas wu
Stenotrophomonas (Pseudomonadota); B kymsTypax T1 SOs u T2 SOs4 — mociemaoBaTelbHOCTH
Kiacca-kanauaara JS1 (Atribacterota).

Coznanue tepModmibHbIX ycnoBuil (60°C), XapakTepHBIX IS BEPXHEW T'PAHUIBI 30HBI
reHepalnu yrieBoA0POA0B, IPUBENIO K IPOPACTAHUIO CIIOP U JOMUHUPOBAHUIO XEMOI'€TePOTPOPHBIX
cynbdat/THocynbhaTpeyupyOmmx Oakrepuii CEMENCTB Thermosediminibacteraceae,
Desulfotomaculaceae, Thermoanaerobacteraceae, Moorellaceae, Symbiobacteriaceae,
Caloramatoraceae, 00bIYHO 3aHUMAOIIMX MHHOPHOE TIOJI0KEHHE B COCTaBE MUKPOOHBIX COOOIIECTB
ocaZoyHoi Tomum o3. balikan uiau  yriieBoJOpONOKUCISIONIMX aHA3pPOOHBIX MUCXPO(UIBHBIX
HAKOMHUTEJIbHBIX KYJIbTYp. [loydeHHbIe pe3ybTaThl KOPPEIUPYIOT C JaHHBIMU dKcriepumenTa (Bell
et al., 2022a), B koTopom nokaszano, uto koiaumdectBo OTE snmocnopooOpasyroommx GUpMHUKYTOB
YBEIMYHAIIOCH B METareHOMe IOCTIe HarpeBaHusl JOHHBIX OTJIOKEHHUH, UTO YKa3bIBaeT Ha TPOPACTAHHE
HOMYJIALUI MOKOSIIIUXCS HOCIOP B OTJIOKEHUSX, B pe3ynbrate yero ux reHomuas JJHK moxer
ObITh H3BJIEYEHA M3 BEreTAaTUBHBIX KIETOK MPHU HCIOJb30BAaHUM CTaHIAPTHBIX IPOTOKOJIOB.
WukybupupoBanue ocaakoB mnpu 80°C mnpuBOAMIO K BBISBICHHUIO I10CJIEI0BATEIbHOCTEH,
npuHauIexkamux kiaccam Thermovenabulia, Symbiobacteriia, Thermoanaerobacteria u Clostridia
(Bell et al., 2022a). CornacHo 1aHHBIM JIUTEPATyphl, B TECHOMaX 3TUX OaKTEPH COJEPKATCS TEHHbI,
OTBETCTBEHHBIE 32 BBICOKOTEMIIEPATYPHYIO JErpajJalldio OCaJ0YHOTO0 OPraHUYECKOIo YIiepona,
BKJTFOYAs caXxapujibl, aMHHO- ¥ HykJienHoBbIe kuciotel (Bell et al., 2022a).

B Hacrosmiee Bpems oKa3aHo, 4YT0 JOMUHHPYIONMMH T'eéHaMH B OMOIMOTEKax METareHOMHOTO
CEKBEHHPOBAHUS, MOJYYEHHBIX U3 00pa3110B HEPTAHBIX KOJIIEKTOPOB, SBJIAIOTCS T€HbI KaTaboau3Ma
yIJE€BOAOB, MENTHAOB, JUMUIOB M (PUKCALMU YIIeposa, HO HE TeHbl aHa’dpOOHOM nerpaganuu
HedTsaHbIX yrieBogoponoB (Gittins et al.,, 2023). Taxke MoOka3aHO OTCYTCTBHE OCHOBHOTO

MUKpoOHOMa B HEPTSIHBIX pe3epByapax, ONpeAesieMoro HaluuueM o01uX BUAOB BO BCeX 00pasiax.
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Ho BMmecTe ¢ Tem moka3aHo, 4TO OMOJIMOTEKH METareHOMHOTO CEKBEHHUPOBaHHS U3 25 00pasIioB
HEPTSIHBIX KOJUIGKTOPOB UMEIOT o0mue onoreoxumuueckue Gynkiuu (Gittins et al., 2023). I'ensl,
OTBETCTBEHHBIC 32 Al[ETOKIACTUYCCKUI U THIPOTeHOTPO(HBIN METaHOTEHE3, CMEIIAHHO-KHCIOTHYIO
bepMeHTanuto, Cynb(GuI: XUHOHOKCHIOPEAyKTa3a (Sqr), KaTaTu3upyIoIas OKUCICHHE CyIbhuaa 10
AJIEMEHTAPHOM cepbl, 00pa30BaHKE alleTaTa U3 MUpyBaTa HaOJI0AaeTCsl BO BceX MeTareHoMmax. [ eHsl,
HE0OXO0IMMBIE JIJIS1 BOCCTAHOBIJICHUS cyJbdara 10 cyiabbuaa (sat, aprAB, dsrAB) nabmonanucs B 24
u3 25 merareHOMOB. Pemykraspl, HEOOXOAUMBIC JUIsi BOCCTAHOBJICHHUS HHTpaTa A0 HUTPHTA,
JTMCCUMUIISIIIMOHHOTO BOCCTaHOBJICHUS HUTparta 10 ammuaka (DNRA) win nenutpudukamun 10 No
Obutn oOHapyskeHbl B 18, 15 u 8 MerareHomax cootBerctBeHHo (Gittins et al., 2023). Bo mHorux
MUKpOOHMOMaxX OOHApy>KEHBI TPYIIbl T'€HOB OTBETCTBEHHBIC 3a METa0ONM3M BOJOpPOAA, YTO
CBUJICTEILCTBYET O TOM, YTO IMPOIEcChl 00pa3oBaHWS M TOTPEOJCHHS BOJOPOJA IIUPOKO
pacrpocTpaHeHbl B 6noreoxumuu HeTsaubix miactos (Gittins et al., 2023).

['eHbl aKTUBAIKMHU yrJIeBOAOPOAOB assA, bSSA u NMSA ObutH 0OHAPYXKEHBI TOJBKO B OJHOMN
4eTBEPTH HE(TAHBIX PE3EPBYapPOB, YTO YKA3hIBACT HA HAJIMYUE APYTHX MEXAaHU3MOB aHA’POOHOMU
OuoJerpalalliy YIIIEBOJOPOIOB WU ITOKA HE YCTAHOBJICHHBIX TEHOB aKTHBAIIMH yTJIICBOIOPOIOB B
OeckucmopoaHbix HeTAHBIX pe3epByapax (Lack, Fuchs, 1994; Heider et al., 2016; Rabus et al.,
20164, 6).

TakuM oOpa3om, pe3yJbTaThl AKCIECPHUMEHTOB, MPOBEACHHBIX C HCIOJIH30BAHUEM JIOHHBIX
OCaJIKOB W3 JIBYX pailOHOB HE(TENpOSIBIICHUH MPH pa3HBIX TeMIepaTypax, KOPPEIUPYIOT C
TCOXMMHUYECKUMHU JIaHHBIMU 10 COCTaBYy OPTaHMYECKOTO BEIIECTBA U OTACIBHBIX OMOMapKEepPHBIX
COCMHEHUN B JOHHBIX oTiIokeHusXx. Ocagku ['Y oOoramieHbl OpPraHMYECKUM BEIIECTBOM,
OuoJIeTpaIMPOBAHHBIM B PA3HOU CTETICHH B 3aBUCUMOCTH OT IITyOWHBI 3aJIeTaHus, B CpaBHEeHNH ¢ b3.
['pymoBoii coctaB OMTYMOHIOB W TOBBIIMICHHBIA WHAEKC MPOIYKTHBHOCTH CBUIETEIBCTBYIOT O
NOCTOSTHHOM He(reHachImeHnu ocankoB ['Y. [TpucyrcTeue HagTeHOBOTO TOpOa, BRICOKUN YPOBEHD
3penoctu x-ankaHoB (CPI < 2), cumxenue koHueHtpauuu ITAY u u-Cszs—1-Cso ¢ riayOuHoil B
obpasmax 'Y ykaseiBaroT Ha mporecchl ouoaerpaganuu (Morgunova, Pavlova et al., 2022). B
pesynbTate (GpaKIHOHUPOBAHUS HE(DTH B BEPXHUX CIIOAX JOHHBIX OTJIOXKCHHHA W 0Opa3oBaHUS
OMTYMHBIX MOCTPOEK Ha JHE o3epa B paiione ['Y, B BOJHYH TOJIIY MOCTyMaeT (pakius,
oboramennas x-ankanamu (Khlystov et al., 2009; Gorshkov, Pavlova et al., 2020), xoropas
3¢ (HEKTHBHO OKHCISAETCS MUKPOOPTaHU3MAaMH B a3POOHBIX YCIIOBUSAX B BOJIHOM Tojte. YacTrunas
MoTeps HU3KOMOJICKYJIIPHBIX QJIKAHOB M COXPaHEHHE BBICOKOMOJICKYJISIPHBIX, a TaK)Ke BBICOKHE
3HAYCHUS KOHIEHTPAIMU TMOJIMITUKIMYSCKUX YIJIIEBOJAOPOJOB B JIOHHBIX OCAJKax CIHOCOOCTBYIOT
Pa3BUTHIO MUKPOOHOTO COOOIIIECTBa, HAIIETIEHHOTO Ha OMOAETPAIAIIUI0 ApOMATUIECKUX COSIMHEHHIA
B aHA’POOHBIX YCIIOBHSX, O YeM CBUCTEILCTBYET CHIDKEHUE UX KOHIIEHTpAUU B TeueHue 20 JieT ¢

MoMeHTa OTKpbITUs HedTenposiBienus (Gorshkov, Pavlova et al., 2020).
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B ocankax b3 koHILIeHTpalys OPraHUuYecKOro BelecTBa 3HAYUTENbHO HUXKE, OTCYTCTBYIOT H-
QIKaHbl W W30MPEHOUABI, B COCTaBe OHUTYMOHUIOB JIOMHHUPYIOT ac(allbTOBO-CMOJUCTHIC
KOMITIOHEHTHI (10 94%) (XueictoB U Ap., 2022; KocteipeBa, IlaBnoBa u ap., 2022; Morgunova,
Pavlova et al., 2022). B 60s1ee amuTensHO cyliecTByoIeM paiione b3 (HedrenposBieHne H3BECTHO
¢ XVIII Beka) HEeDTh UMEET MPOAOIKUTEIBHBIA MyTh MPOXOXKIEHNUS OT MCTOYHHMKA T€HEpaIluu U
JUINTEIIbHO HAKAaIUIMBAeTCS B JOHHBIX OTJIOKEHHSX, I/I€ NPOUCXOAMT AaKTHBHAs aHadpoOHas
Ouoxmerpaganus Kak H-alkaHoB, Tak u IIAY, BeposiTHee Bcero, B TepMOPHIBHBIX YCIOBUSIX. O
JUIUTETILHOM ITyTH He()TH OT UCTOYHHKA U O €€ HAaKOIJICHHH CBUIETEILCTBYET CO/IEPKaHUE EPUIICHA
B OMTyMe, KOTOpOE Ha J[Ba MOPSAKA BEJIUYUHBI BbIlle, 4eM B HETH U3 pailoHa HedTerposBICHUSI
I'opeBoii YTec (XnbIcTOB U Ap., 2022).

buonerpanamus HepTH HAKONMHUTEIBHBIMH KYJIbTYpPaMHU COIPOBOXKIANACh OOpa30BaHHEM
MeTaHa. B skcnepumente ¢ ocagkamu b3 u ['Y makcumanbHasi KOHIEHTpAIusi 0Opa30BaBIIETrocs
MeTaHa, 3a BBIY€TOM KOHTPOJIBHBIX P00, cocTaBuia 54 mu/n u 728 M1/ cOOTBETCTBEHHO. B cpennem
JMara3oH KOHIICHTPAllMK MeTaHa B IOHHBIX OCaJKax 03. bailkay cocTaBiIseT OT HECKOIBKUX MKJ/J
1o 10 mn/n. B paiioHax, acCOMUPOBAHHBIX C PA3TPy3KOH yTIIECBOIOPOIOB, 3TH 3HAUCHUS MOTYT OBITh
B 7-20 pa3 Beime (3emckas u jap., 2008; Pogodaeva et al., 2017). Takum 00pa3zoM, 3HAYCHHS
KOHIIEHTpaluu o0pa3yeMoro MeTaHa Mpu Ouojerpagauud HedTH B YCIOBUSAX DKCHEPUMEHTa
SBIITIOTCS. BeChbMa 3HAYMMBIMH, OCOOCHHO B ciydae ¢ oOpasuamu w3 HedTenposBicHus [Y.
['enepanust sTaHa, HAMpOTUB, ObLIa OoJiee XapaKTepHA MPHU KYJIHTUBUPOBAHHH COOOIIECTB U3
otnoxxenuit b3, rae konnentpamus C2He mocne roga KynsTUBUPOBaHUS yBeInuuiaach B 2.3—7 pa3 B
CPaBHEHMH C Ha4aJOM HKCIIEPHUMEHTA.

O6pa3oBanue MeTaHa TMpu Ouojaerpajani HedTH TOKa3aHO BO MHOTHX HEPTIHBIX
pesepByapax (Bonch-Osmolovskaya et al., 2003; Haszuna u gp., 2006; Jones et al., 2008). Cxoxue
mporecchl 00pa3oBaHus YIIIEBOJOPOIHBIX Ta30B MPOMCXOAAT U B JOHHBIX Ocajikax o3epa baiika,
r7ie yCTaHOBJeHO Oojee 60 y4acTKOB, COAEpXKAIUX Ta30THIPAThI, PACHOJIOKEHHBIX B FOKHOU H
nenrpansHoii kotimoBuHe o3epa (Khlystov et al.,, 2022). M3 60 yuactkoB, B 21 BbISBICHBI
ra3orujparel, cojepkamme MukpoOHsii staH (Hachikubo et al., 2023). Ha smmnupudeckoit
JMarpamMMe, OCHOBaHHOW Ha kiaccudukanuu Munkoa n Dtuona (Milkov, Etiope, 2018), ra3 us3
paitona b. 3enenosckas umeer °'3C-Ci...- 50%0 u %2H-Ci...-308%0 M HaXomuTcs 3a IpeneIaMu
TepMoreHHo# 30HbI ¢ cooTHOIIeHHEM C1/(C2+C3) paBHbIM 274 1 HeOobIM copepskanuem Co u C3,
YTO YKa3bIBAET HA BIMUSHHE BTOPUIHOTO MHUKPOOHOTO Ta3a, KOTOPBIM 00pa3yeTcs Mpu aHadpOOHOM
Oouonerpaganuu Oosee Tsokenbix yrieBogopoaoB (Hachikubo et al., 2023). T'eneparust MeTana u
dTaHa MpH OMoJierpaganuy He()TU B IKCIIEPUMEHTAIBHBIX YCIOBHIX MOKET OOBSICHUTh HAX0XKICHUE
ra3a 13 pailonoB HedrenposBieHul 03. baiikan 3a npegenaMu TepMOreHHON 30HBI HA IMITUPUYECKON

auarpaMMe 10 H30TONHBIM JaHHBIM yriepoga u Bomopoma (Hachikubo et al., 2023) 3a cuer
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N00aBIIEHUS] BTOPUYHOTO MHUKPOOHOTO Tra3a K TEPMOTEHHOMY. OKCIEPUMEHTAIbHO JIOKa3aHO
o0Opa3oBaHNE€ BTOPUYHO-MHUKPOOHOIO ra3a npu pasinoxeHuH yried TaHXoWCKOW CBUTHI OJMIOLICH-
IUTMOIIEHOBOT'O BO3PACTa, HAXOAAIINXCS BIOJIb FOKHOTO Oepera o3epa baiikan u morpyxaromuxcs
noj; ero KO)HyI0 KOTJIIOBHHY, B KOTOPOW OOHapYKEHO HECKOJIBKO 30H pa3rpy3KH yriIeBOJAOPOIHBIX
dbmounos (Kpsutos u ap., 2023).

OO0pa3oBaHue YTJIEBOJOPOIHBIX TA30B B AKCHEPUMEHTAIBHBIX YCIOBUSAX YCTAaHOBJIEHO HE
TOJILKO IS 0CAKOB U3 pailoHoB Hedrenpossienuii (Pavliova et al., 2022; ITasnosa u np., 2024a, B).
B HakomUTENBHBIX KyJIbTypax, COAEPKAIINX MUKPOOHOE COOOIIECTBO IOHHBIX OCAIKOB METAHOBOTO
cumna [loconbckas banka, mosnst sTaHa B 00pa3yromuXcst yrieBOAOPOAHBIX ra3ax cocTaBiisuia ot 1.5
no 26.8% (IlaemoBa u ap., 2014). Haubonbpmiee copepaHue STOro rasza HaOMIOJAINCh B
HAKOIUTENIFHBIX KYJIbTypax ¢ o0pa3llaMy OCaJKOB, OTOOPAHHBIX HaJl Ta30BBIMHU THIpAaTaMH U W3
THJIPATBMEIIAIONINX CJIOCB JIOHHBIX OTJIOXEeHHWA. HecMOTps Ha 3HA4YMTEIbHBIC KOHIECHTPAIMU
alieTaT-uoHa B WJIOBBIX BOJIaX HMCCIIEIYyEMOro paiiOHa, B HAKOMUTEIIBHBIX KYJIbTypax Ipeolanal
ruporeHoTpodHbIii Metanorenes. [lomydennsie pe3ynpTarhl cornacyiorcs ¢ runore3oii Keu C. ¢
coaropamu (Xie et al., 2013), o BO3MOXXHBIX MPEIIICCTBCHHUKAX 3TaHa. Eciam Obl TakuMm
NPE/IIECTBCHHUKOM B JIaHHOM DJKCIIEpUMEHTe sBisutack ykcycHas kuciora (CH3COOH), To
o0Opa3zoBaHue ITaHa 00Jiee MHTEHCUBHO MPOUCXOMIIO ObI B Cpe/iax, CoAepIKalux anerar Harpus. Ho
pY KyJbTHBHPOBAHUN MUKPOOHBIX COOOIIECTB HAa CpeAax ¢ BRICOKUMH KOHIICHTPALMSMH aleTara
HATpHs ¥ BOJIOPO/Ia OTMEUAIIOCh B OCHOBHOM oOpa3oBanue metana. CormacHo (Xie et al., 2013) npu
o0oraiieHus TPUPOTHBIX O00pa3lloB JOHHBIX OCAAKOB OTHICHOM u 3TaHTHojdoM (C2HsSH)
IPOMCXOIUT KOHBEPCHUS 3TUJICHA /10 3TaHa, IPUYEeM JaHHbIE MPOIECCHI, IO MHEHHUIO aBTOPOB, MOTYT
OCYIIECTBIISITHCS MUKPOOPTaHU3MaMH, OTIIMYHBIMU OT MeTaHOTeHOB. OOpa30BaBIIMIACS STHIICH, B
CBOIO OYEpe/b YXKe NMPH YYaCTHH METAHOTEHHBIX MUKPOOPTAaHH3MOB BOCCTAHABIIMBAETCS IO ATAaHA
(Xie et al., 2013). HakoruieHre B 3HAUYUTEIBHBIX KOJHUYECTBAX dTaHA B HAKOMUTEIBHBIX KYJIBTYPax
METaHOTE€HOB YKa3bIBaeT Ha TO, YTO M B MPHUPOJHBIX MECTOOOUTAHHIX MPHUCYTCTBUE B COCTaBE

YTJIIEBOAOPOAHBIX Ta30B 'OMOJIOTOB METaHa MOKET OBITH CICACTBUEM MI/IKpO6HI)IX MponeccoB.

5.3. OyHKUMOHATbHBbIE T'eHbl AHA’POOHON Jerpagaluu YrjeBoJOPOAOB B MeTareHOMax W3
JOHHBIX 0CaJKOB paiiona HedrTenposiiaeHus: b. 3eeHoBckas

CoctaB HeTH B J[OHHBIX oOcaakax pailoHa He(PTEenposBICHUN yKa3blBaeT Ha ee
TpaHchOopMaIUIo B pe3yabTaTe NEITeIbHOCTH MUKPOOHBIX co00mecTB. OO 3TOM CBUIAETEIHCTBYIOT
TAaKKE  YIJIEBOJOPOAOKHCIAIONIAS  AKTUBHOCTb  MHMKPOOPTaHM3MOB,  OCYIIECTBIISIOLIMX
OMoerpaaalnio KOMIIOHEHTOB HE(DTH, U MOJIEKYJISIPHBINA aHaTIN3 (PUIOT€HETHUECKOTO pa3Ho00pa3us
MUKpPOOHBIX cooOmiecTB. [lmsi ompeneneHus (yHKIHMOHATBHONW POJM MPOKAPHOT B MpOIleccax
Ouonerpaganuy HeQTH NpPOBEJEHA aHHOTAlMs T€HOMOB M3 METAareHOMHBIX MAaCCHBOB JIaHHBIX

(MAG) Tpex 00pa3IioB JOHHBIX OCaIKOB paiioHa HedTenposiBieHus b3.
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AHaHn3 reHOMHBIX JAaHHBIX, IMOJTYYCHHBIX U3 06pa3ua JOHHOI'o oCaaka, COOTBECTCTBYIOLICTO
riryounne kepHa 10 cm (B3 10), mo3Bonmi pekoHcTpyupoBaTh 31 reHom (30 reHOMOB IPHHAICIKATH
Oaktepusim u 1 — apxesim). [lo pe3ynbratam KiacCH(pUKAlMKA C WCIOJIB30BaHUEM 0a3bl JaHHBIX
GTDB, nocnenoBaTensHOCTH OTHECEHBI K rmymy Desulfobacterota (9 renomoB), npeacTaBieHHOTO
kiaaccamu  Syntrophia, Deferrimicrobia, RBG-13-43-22, a takxe ¢uaymam Chloroflexota (5
reaomoB, kiaccel  Anaerolineae, Dehalococcoidia), Actinomycetota (4, Acidimicrobiia,
Thermoleophilia), Nitrospirota (4, Nitrospiria, Thermodesulfovibrionia), Acidobacteriota (3,
Aminicenantia, UBA6911), Bacteroidota (2, Bacteroidia, Ignavibacteria), Pseudomonadota (2,
cemetictBa Casimicrobiaceae, Methylophilaceae) u Verrucomicrobiota (kaacc Verrucomicrobiae).
B nomene Archaea, mocienoBatensHoCTh 1 reHOMa oTHeceHa K ¢unymy Thermoplasmatota, kimacc
Thermoplasmata, cemeiictBo UBA 10834 (puc. 63).

B o0pasue ocangka, coorBercTByromero riyoune kepHa 100 cm (b3 100) ompenenenst
nocneaoBaTenbHOCTH 156 reHomMoB Mukpoopranu3moB. Ha ypoBhe ¢unyma, 80% reHoMoB
npuHaiexkanu Oakrepusm (125) u 20% (31) apxesm. HauOosbliiee KOIM4ecTBO COOpaHHBIX
reHomMoB otHocuiiochk kK ¢puymy Chloroflexota (28), Ca. Patescibacteria Ca. Patescibacteria (24) u
Desulfobacterota (16). ®unym Chloroflexota mnpeacrasmen mnopsinkamu Anaerolineales u
Dehalococcoidales; Ca. Patescibacteria — kmaccamu Microgenomatia u Paceibacteria;
Desulfobacterota — kinaccamu Syntrophia, Deferrimicrobia, Syntrophorhabdia, BSN033, SM23-61,
UBAB8473, WTBGO1. Menbmiee romuuectBo MAG ortneceno k Omnitrophota, Bacteroidota,
Planctomycetota, Acidobacteriota, Actinomycetota, Caldisericota, Elusimicrobiota, Ca.
Electryoneota (kmacc AABM5-125-24), Aerophobota, Atribacterota, Bacillota, Desantisbacteria,
Methylomirabilota u Nitrospirota.

B nomene Archaea, Hambosbliee KOJMYECTBO COOpaHHBIX T€HOMOB OTHOCHIIOCH K (pHiIymy
Thermoproteota (10) u Halobacterota (6). T'exombl, otHecenHsle k Nanoarchaeota,
Thermoplasmatota, Altiarchaeota, lainarchaeota u B1Sed10-29 umenu MeHblliee 3HaYEHHE IO
kosmmyectBy MAG (1-5). B o0Opasiie ocazaka, coorBercTBytomiero riayoune kepaa 180 cm (b3 180)
OTpeieNIeHbl TToCieIoBaTeTbHOCTH 80 reHoMOB MHMKpoopranu3MoB. Ha ypoBue dumyma, 82.5%
MAGS mpunamexanu 6akrepusim (66) u 17.5% (14) apxesm. Kak u B o6paszue 100 cm, HaubombIiee
KOJIMYECTBO COOpaHHBIX T€HOMOB OTHOCHJIOCH K (hrmurymam Ca. Patescibacteria (16), Chloroflexota
(15), wu Desulfobacterota (7). ®umymsr Omnitrophota, Bacteroidota, Acidobacteriota,
Actinomycetota, Planctomycetota, Aerophobota, Atribacterota, Bacillota, Caldisericota,
Elusimicrobiota, Marinisomatota, Ratteibacteria, Spirochaetota u WOR-3 npexacraBnensr 1-5
MAGSs. ApxeiiHas KOMIIOHEHTa TipejcTaBieHa ¢urymamu Thermoproteota (5), Halobacterota (3),

Thermoplasmatota (2), Nanoarchaeota (3) u lainarchaeota (1).
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Takconomuyeckass knaccupukamuss MAG BbISIBUIA T€ KE CaMble 3aKOHOMEPHOCTH
pacrpeneneHusi OCHOBHBIX OaKTepHaIbHBIX M apXEHHBIX (PHITyMOB I10 TIIyOHHE HCCIIEAyeMOro KepHa,
KOTOpbIe ObUTH OOHAPYXKEHBI ¢ moMoIbo npodumupoBanus 16S pPHK (puc. 64). B moBepxHocTHOM
ocajKke JOMHHHUpYIOIIEE TIOJOKEHHE 3aHMManu npencraButenud ¢uaymoB Halobacterota,
Actinomycetota, Acidobacteriota, Bacteroidota, Pseudomonadota, Nitrospirota, Verrucomicrobiota
u Ca. MBNTI5, B rayounnom — Thermoproteota, Thermoplasmatota, Nanoarchaeota,
Chloroflexota, Desulfobacterota, Atribacterota, Caldisericota u Ca. Patescibacteria.

Acidobacteriota - O
Actinomycetota - @
Ca. Aerophobota -
Atribacterota
Bacillota
Bacteroidota )
Caldisericota
Chloroflexota @

Ca. Desantisbacteria
Desulfobacterota o
Ca. Electryoneota
Elusimicrobiota 4 )
Ca. JAPLILO1
Ca. Marinisomatota -
Ca. Methylomirabilota
Nitrospirota - @
Ca. Omnitrophota
Ca. Patescibacteria

M Euryarchaeota
100% T ! B Ca. Hadarchaeota
. . @ Halobacterota
90% + B Nanobdellota
B Thermoplasmatota
O Thermoproteota
O Acidobacteriota
O Actinomycetota
W Atribacterota

O Bacteroidota
E Bacillota

e e 0@

80% T

70% T+

]
eeo Q@@ooooo

60% T

W Caldisericota

Planctomycetota s0% +
Pseudomonadota @ @
Ca. Ratteibacteria | (=] = B Chloroflexota
Ca. RBG-13-66-14 1 e 20% + W Desulfobacterota
RpIREIaEING 3 b - O Gemmatimonadota
Ca. Sumerlaeota @
Ca. UBA10199 ® 30% 4+ B Ca. MBNT15
€4, UBAG262. - O O Myxococcota
Verrucomicrobiota [} . .
Ca. WOR-3 - @ ® 0% Nitrospinota
Ca. Altiarchaeota - O W Nitrospirota
Ca. B1Sed10-29 e} y x
Halobacteriota | @ ) 10% L O Ca. Patescibacteria
Ca. lainarchaeota o o O Planctomycetota
Ca. Micrarchaeota - @ ]
Nanobdellota O ) 0% | Pseudomonadota
Thermoplasmatota | ® e} B3_10 53_100 53_180 ® Verrucomicrobiota
Thermoproteota Q
63_10 53_100 b3_180
Pucynok 63. KomuuectBo Pucynok 64. OTHOCHUTENbHAS OIS
AHHOTHUPOBAHHBIX TE€HOMOB Ha YPOBHE nocneaoBarenbHocTel pparmentoB reHa 16S pPHK

¢mnyma u3z oOpas3loB JOHHBIX OCAIKOB, Bacteria u Archaea, mpeacraBieHHBIX Ha ypOBHE
COOTBETCTBYIOIIUX ITyoune kepua 10, 100 ¢unymoB B oubnunorexkax b3 10, b3 100 u b3 180.
u 180 cm.
PexkoHCTpyHpOBaHHBIE TEHOMBI U3 BCEX OOpa3IOB MPEACTABIISIN JOMHUHUPYIOIIME TaKCOHBI,
YTO COrIacyercsi ¢ JNaHHBIMU aHanmu3a ¢parmeHToB reHa 16S pPHK. Annotmpoannbie MAGS
oTpakajlu MeTaboJIN3M, XapaKTepHbIN A7 0caZKoB 03. balikai, BKiIto4ast KpyroBopoT Cephl, a30Ta U
METaHa, pa3jiokKeHUe YIIIeBoI0B U (ukcanuio yriepoaa (Zemskaya, Pavlova et al., 2025). Cpeanue
3HaUEHUs UAECHTUYHOCTH HyKJIeoTu10B (ANI) BappupoBamu ot 74.52% no 99.77%. bawxkaimmmu
romonoramu MAGs 0Oaiikaibckux OakTepuii U apxeid ObUIM MOCIEA0BATEIHHOCTH T'€HOMOB U3

OKOTOIIOB, 3arpsA3HCHHBIX YIJICBOAOPOJaMH, MCETAHOI'CHHBIX 6I/IOpeaKTOpOB, XOJOJHBIX CHIIOB,
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TUAPOTEPMAIBHBIX MOPCKUX BEHTOB, 00Pa31[0B T'HIPOTEPMAIIEHO HATPETHIX CIOEB OCa0YHBIX TOPO

B Oacceitne ['yaiimac (Kamudoprwmiickuii 3ammB, Mekcuka), a TakKe BOJHON TOJIIM W JOHHBIX

0CaJKOB NPCCHOBOJHBIX 03€P, BKJIIO4YasA 03€PO Tanraapuka.

®unoreHomMHbIN aHanu3 MAGs mokasaj, 4TO HEKOTOPBIE MOCIIEIOBATEILHOCTH M3 O0Opasiia
b3 10 Ha ypoBHE Kj1acca OTHOCHUJIUCH K TaKCOHAM, HEUJeHTU(UIIMPOBAHHBIM B 00pa3iax b3 100 u

B3 180. Tak, TOJIBKO B MOANOBEPXHOCTHOM ocaake BbIsiBICHBI MAGS, oTHECeHHBIE K MOPAIKY

Limnocylindrales (Chloroflexota) -

3CJICHBIX HCCCPHUCTBIX 6aKTepHﬁ, BBISIBJICHHBIX B

MIPECHOBOJIHBIX PKOCHUCTEMAX, B TOM unciie riaybokoBoaubix (Mehrshad et al., 2018) (puc. 65), wim

Desulfomonilia (Desulfobacterota) — kiaccy IUCCHMUJISIIMOHHBIX —CyJb(haTpeayHpyOIIUX

MMPOKapruoT C [AbIXaTCJIbHLBIM, HWHOTrad (bepMeHTaTI/IBHLIM THUIIOM MCTa60JII/13Ma, HCIIOJIB3YIOIIHX

METOKCHUIPYIIITBI QpOMATHYECKUX COeAMHEHUH (puc. 66).
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Pucynok 65. ®uinoreHoOMHOE JEpeBO PEKOHCTPYMPOBAHHBIX I'€HOMOB OaKTEpHil, OTHECEHHBIX K
¢mrymy Chloroflexota uz o6pasiios b3 10 (Beineneno 3enensiM), b3 100 (BbiaeneHo 00pAOBbIM) U

b3 180 (Beimeneno cuHuM). AHanmm3 mpoBeaeH ¢ momoilbsio Interactive Tree Of Life (iTOL).
Taxconomust nokasana B coorBeTcTsuu ¢ GTDB.
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Pucynox 66. ®unoreHOMHOE JepEeBO PEKOHCTPYHUPOBAHHBIX I'€HOMOB OaKTepUi, OTHECEHHBIX K
dunymy Desulfobacterota uz o6pasuos b3 10 (Beiaeneno 3enerbim), b3 100 (BbiaeneHo 60p10BbIM)
u b3 180 (Beimeneno cuHMM). AHanm3 mpoBeaeH ¢ momornipio Interactive Tree Of Life (iTOL).

TakcoHomus nmokasana B coorseTcTBuU ¢ GTDB.
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Pucynox 67. OunoreHOMHOE JEPEBO PEKOHCTPYHUPOBAHHBIX T'€HOMOB OaKTepuil, OTHECEHHBIX K
pazmuuHbM (prmymam u3 oopasnoB b3 10 (Beimeneno 3enenbiM), B3 100 (BbIgeneHo OOPIOBBIM) H
b3 180 (Beimeneno cuHuM). AHanu3 mpoBeneH ¢ nomoirsio Interactive Tree Of Life (iTOL).
Takconomus nokaszana B coorBerctsuu ¢ GTDB.
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Pucynox 68. OunoreHOMHOE JEpPEeBO PEKOHCTPYHUPOBAHHBIX T'€HOMOB OaKTepuil, OTHECEHHBIX K
nomeny Archaea (6) u3z o6pasioB B3 10 (Beigeneno 3enenbimM), b3 100 (BbiaeneHo OOPIOBBIM) U

b3 180 (Beimeneno cuHuM). AHanu3 mpoBeneH ¢ nomoirsio Interactive Tree Of Life (iTOL).
Takconomus nokazana B coorBerctBuu ¢ GTDB.

Takxe TOIBKO B MIOATIOBEPXHOCTHOM 06pa3ue PECKOHCTPYUPOBAHBI MAGS, OTHCCCHHBIC K

kiaccam Thermodesulfovibrionia (Nitrospirota) u Verrucomicrobiae (Verrucomicrobiota), a takxe

bmrymam-kaaaugaram  (WTBGO01, RBG-13-43-22) (puc. 68). M3 Bcero KoinmdecTBa

PEKOHCTPYHPOBAHHBIX T€HOMOB, B O0JIbIIIEH YaCTH C OJHOTOM cOopKku >50% 1 KOHTaMUHanuen <5—
10%, B o6pasue (b3 10) BoisiBieHo 30 reHoMOB OakTepuil, conepkamux (yHKIMOHAIbBHbBIE T'€HbI
Jerpaganuy yrieoaopoaos. M3 o6pasmos (b3 100) u (B3 _180) — 112 (83 MAG 6akrepwuii u 29
MAG apxeit) u 50 reromoB (39 MAG 6Gakrepuii u 11 MAG apxeii) COOTBETCTBEHHO.

bmwkaiimumu  romonoramu MAGs — OalikaabCKuX — OakTtepwii W apxed  ObUIH

MOCJICAOBATCIIBHOCTU TI'CHOMOB M3 3JKOTOINOB, 3arpA3HCHHBLIX YIJICBOAOPOAAMH, MCTAHOTI'CHHBIX
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OHOPEaKTOPOB, XOIOAHBIX CUIIOB, THAPOTEPMATIbLHBIX MOPCKUX BEHTOB, 00pa3L0B TUAPOTEPMAIBHO
HArpeTHIX CJIOEB OCAJOYHBIX Topon B Oacceiine ['yaiimac (Kamudopnwuiickuii 3anus, Mekcuka), a
TaK)Ke BOJHOW TOJIIU U JOHHBIX OCAJIKOB IMPECHOBOJIHBIX 03ep, BKIIOUYas o3epo TaHraHpuka (puc.
65-68). PekoHCTpyupoBaHHBIC B HacrtosiieM ucciaenoBanun MAGs, MMEHONHEe TOMOJOIOB W3
ocaakoB Oacceiina I'yaiimac, 6bl1u naeHTH(UIIMPOBaHbI Kak mpeacraBurenu Ca. Pacearchaeota, Ca.
Woesearchaeota u GIF9 (Dehalococcoidia, Chloroflexota). bakrepuu GIF9 BbisiBIsIFOTCS B HEIpax
THIPOTEpMaANIbHBIX HcTouHMKax (Mara et al., 2023). K rpynne GIF9 6bu10 otHeceHo 17 reHOMOB U3
b3 100,53 180 u 1 u3 b3 10.

B mukpobuome n3 ocagka b3 100 anHoTHpOBaH reHom concoct.81, uaeHTUGUIIMPOBAHHBII
kak Ca. Electryoneota, kmacc AABMS5-125-24. MAG concoct.81 6bu1 TOMOJIOTHYEH TaKOBOMY U3
Oacceiina ['yaiimac m 00pasmoB Boabl o3epa A (ApPKTHKA), OJHOTO W3 CaMbIX CEBEPHBIX 03€p

(Vigneron et al., 2023) (puc. 69).

Spain: Laguna del Tobar (021734165.1)
o—o—o—o—@ o0 P @@ O[ [ -concoct.81 (BZ_100) CP—A%%%’_"‘”;;‘;A
| = marine sediment, Guaymas Basin (025774605.1) o— Hatepunaeales.
O[ high-arctic meromictic Lake A (013202285.1) -
Antarctica: Ace Lake (030765125.1
r alkaline hot spring water (026418155.1)
oo o @ @ Ot well water (018335915.1)
Oti“- concoct.11 (BZ_100)
OQO L freshwater sediment (903865935.1)

o

bootstrap g__UBA2258 subclade

’ ® Ty ¥ 0e Q‘ — comebin_79 (BZ_100)
@ 2 L Tanzania: Lake Tanganyika (016867815.1) p_WOR-3;
@ 5 —————————— alkaline hot spring water (026416055.1) c_WOR-3

(f) 7 OO0 ’ comebin_116 (BZ_100)

o0_UBA2258

(\ el comebin_25 (BZ_180)

0
4 Q I Guaymas Basin: hydrothermal sediment (002049785.1)
[ L marine hydrothermal vent (027026255.1)

L O g_ SM23-42

0_SM23-42

© €| 1_5sM23-42 subclade

Pucynox 69. ®OuioreHOMHOE IPEBO PEKOHCTPYHPOBAHHBIX TEHOMOB OaKTepUil, OTHECEHHBIX K
dunymam-kanauaatam Electryoneota u WOR-3 u3 o6pasiioB B3 100 (BbizeseHo GOpaOBBIM) U
b3 180 (Beimeneno cuHuMm). Ananmu3 mpoBeaeH ¢ momoiibio Interactive Tree Of Life (iTOL).
Takconomus nokaszana B coorserctsuu ¢ GTDB.

bakrepun Ca. Electryoneota poMuHHpOBaIM B TPUIOHHOM CJIO€ OECKHCIOPOIHOMN
Cynb(pUIHON MOPCKOM BOABI 03epa A, m3ommpoBanHOTO OT CeBepHOTO JIENOBUTOTO OKEaHa OKOJIO
3000 net Ha3amd, v, TAKUM 00Pa30M, MOTYT OBITH TUOO PEIUKTOM JIPEBHUX OKEAHWYECKUX YCIOBHU,
7100 PHAEMUKOM BBICOKOAPKTUYECKOW CHCTEMBI Ha BHICOKOM TaKCOHOMHYECKOM YpPOBHE. AHaIu3
reHOMa YKa3blBaeT Ha CTPOr0 aHa’pOOHBIM 00pa3 KWU3HU C BO3MOXKHOCTHIO BOCCTAHOBIICHHSI
cynb(aTOB M Cephl U pa3HOOOPa3HBIM MeTaboau3MoM yrieposaa (Vigneron et al., 2023).

MAGs, romoioruyHble BBISBIEHHBIM B ocajkax Oacceiina ['yaiimac m b. 3eneHoBckoii,
oOHapyxkeHbl B BomHOW Tomme o3epa Tanrampuka (OT) (Tran et al.,, 2021). Kpowme
nocienoBarenbHocTel, oTHeceHHbIXx K GIF9 (Dehalococcoidia), B mukpoouomax u3 OT u B3,

BBISIBIICHBI peCTaBUTEIN MOPSIIKOB: Methanomethylicales (p_Thermoproteota;
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c_Methanomethylicia), TCS64 (p_Thermoproteota; c_Bathyarchaeia), Syntrophales
(p_Desulfobacterota; c_Syntrophia), SM23-61 (p_ Desulfobacterota; ¢_SM23-6), UBA2258,
SM23-42 (p_WOR-3; c. WOR-3) u UBA2199 (p_Acidobacteriota; c_Aminicenantia).

Heobxogumo oTMeTHTh, 4TO B o3epe TaHranbuka XpaHurtcs Oosiee 23 Tr MeraHa 1o
OKCHKJIMHOM, B €ro oTjiokeHusix — okojo 14000000 Tr yriepona. O3epo sSBISETCS OJHUM U3 TpeX
IPECHOBOHBIX 03€p, B KOTOPBIX 3apErUCTPUPOBAHBI €CTECTBEHHBIC HedTenposiBieHus (Simoneit at
al., 2000). B To »xe BpeMs MUKpOOHBIE COOOLIECTBA B 03€pe, KOTOPbIE BO MHOTOM OMNPEACISIOT
MPOAYKTUBHOCTh IKOCUCTEMBI 03€pa, OCTAIOTCSA B 3HAYUTENIbHOMN cTereHu HensyueHHbIMU (Tran et
al., 2021).

AHaM3 CyMMapHOH HOpPMaJIM30BaHHOW IOJNM YTEHUH, KapTHPYEMBbIX Ha (DYHKIHMOHAIbHBIC
rensl (TIIM, tpm transcript per million), nmeromux UACHTU(HUKAMUOHHBIA HOMEp B 0a3e JaHHBIX
KEGG (KO/pfam), BbIsiBUI B MeTareHOMax MOJMOBEPXHOCTHOTO U TIyOWHHBIX 0Opa3lioB I'eHbBI
AKTUBAIIUU YTJIEBOJIOPOIOB MTyTEM aHAYPOOHOTO TMAPOKCUIMPOBAHHUS, PUCOESTUHEHHS hymapaTa U
neapomarm3aruu  (puc. 70a), TeHBI, OTBETCTBCHHBIE 3a META0OIHM3M IPOMEKYTOUYHBIX
apoMaTH4ecKkux MpoaykToB (puc. 700, B), TeHBl METaHOTeHE3a M CHHTPO(PHBIX B3aWMOJCHCTBUN
(Sierra-Garcia et al, 2020). B wmerareHomMax He OOHApyKEHbI TEHBI aHa’POOHOTO
kapOokcumupoBanus  (PpS, K25936-K25938; ppc, K25932-K25935) wu ren HadTmi-2-
MeTuiacyKuuHaTcuHTaszel (NMS), OTBETCTBEHHOro 3a mpHucoeanHeHue (ymapara K HadTaIMHY U
npyrum [TAY.

C Haubomnpleil 4acToTol NCKOMBIE (PYHKIIMOHATBHBIE TeHBI BhIsBICHBI B MeTareHoMe b3 10,
KOTOpBI  XapaKTepu30Bajcsi MPUCYTCTBHEM T'€HOB, KOJIUPYIOIIMX IMyTH KaTraboiau3Ma
YIJEBOJOPOAOB KaK B aHa’pOOHBIX, TaK M a’dpoOHBIX ycinoBuAX. K HHMM OTHOCSTCS Te€HBI,
kogupyromme: 1) stunbenszonaerunporenasy (EBDH, K10700), ywacTByromryt0o B aKTHBAIMH
apOMaTHUYECKUX COEIUHEHUH TMOCPEICTBOM KHUCIOPOAHE3aBUCUMOTO THUAPOKCUIMPOBAHUS; 2)
kiaactep reHoB (K15760-K15765, K00055, K00141), katanu3upyrooulmi THAPOKCHINPOBaHHE
METHJIBHOH T'pYyMIIbl TOJyOJa ¢ 00pa3oBaHUeM OEH3UIIOBOIO CIIUPTA, OeH3anbaeruaa u 0ensoara; 3)
6enzoaT-KoA-nmurasy (badA, K04110), oTBeTcTBEHHYIO 3a ITpeBpaiiieHre OeH30aTa B 6eH30mI-K0oA ;
4) 6enzoun-KoA-penykrasy Il kinacca (oah/bamA, K07539), ocymiectsisitonnyto ATdD-He3aBUCHMBIi
MyTh aHAYPOOHOM JIeapoMaTH3alliuU YTIIEBOJAOPOIOB, M 5) T€HBI a9POOHOTO OKUCIICHUS H-AJIKAHOB U
ITAY, xoTopbie 1100 HE BCTpPEUATUCh B METareHOMax TIIYOMHHBIX 00pa3IoB, TUOO BCTPEUAIHCH C
MHUHUMaJIbHOW YaCTOTOM.

HeobxomuMo OTMETHUTh, YTO TEHBI a’dpOOHON JAerpajaluu  YIieBOJAOPOJOB U TEHBI,
KOAUPYIOIIHE STHIOSCH30IIETHIPOTeHa3y, BBISIBICHBI TOJBKO B MHKPOOMOMax B IIEJIOM W3 BCETO

o0pa31ia, 1 He BbISIBICHBI B PEKOHCTPYHUPOBAHHBIX T€HOMAX.

192



KO/pfam aJ KO/pfam 6J
K10700 300 K04110
AHa3po6Hoe K14579 K04112 140
K14578 250 AHaspo6Has KO4113 2
TMAPOKUIMPOBAHHE |K14581 K04114 1
K14747 JleapoOMaTH3alHs | KO4115 | 6273 | 4620 | 3510
3TUJIGEeH30/1a K00G32 200 p K19515 100
K14748 €H30aTa K19516 80
K14751 150 K07537
K18092 ; K07538 60
K15760 00 K07539 40
K15762 = K04116
K15763 50 JlernipupoBaHue | kogq17 3516 | | o0
TOJIYyOJ1a K15764 WKJIOTeKCaH- K19067
y K15765 0 1 K07535
K00055 KapboKcUIaTa | Ko7s3e
K00141 K04118 | 3481 |
K16246
K03381
K01856 K01782 1000
K03464 K01825 =
TO- IUIeHHe |K01055 KO7516
Op O-paciuenienne K14727 OKHcedHe K00632 | 31509 | 800
KaTexoJia K01031 K16173
K01032 3-THAPOKCH- | Ko0252 600
K00632 K01615
K07823 muMenonn-KoA | o1g9n 400
K07104 K13767
K10217 K00074 __ 200
K10216 K00626 72032 | 721.05 I
Mera-pacuiennienne K01617 B3.10 53_100 E3_180
KaTexoJia K01821
K02554
K01666
K04073
K07540
AnaspobHoe K07543
K07544
npl:l;:oe,auneﬂne k07845
Mapara K07546
yMap K07548
K07550
K00496
A3pobHas K05549
K05550
Aerpajanus K08689
K00446
B3_10 B3_100 B3_180
KO/pfam B) r) KO/pfam MeraHorenes
K08295 [ 5147 | 6090 | 4715 |K00200
K09461 4172 | K00201
Jerpasauus &?gggg | 12939 | 72,06 | 6268 | 200 K00202
K00203 "
aMHHOGeH30aTa K01612 K00319 | ALETOKJIACTHYECKUH
K01576 150 30.27 K00320
K01865 4976 | 3627 |K00672
K01101 3458 K01499
K10678 100 1 K11261
K10679 K00193 r fianid
K10680 | 6152 50 K00194 UAPOreHOTPOPHBIH
HUTPOTOJIyO 1A KO0196 | 4go1 | 8838 I K00197 AP P
K00198 | g548 | 115.83
K06281 s 0 K00401
K06282 K00402
K01563 K00577 . .
XJI0pa/IKaHOB K21647 K00578 HUAPOreHOTPOPHbIH +
K17067 K00579 .
XJI0Pa/IKeHOB K08726 K00580 aleTOK/JIaCTHYeCKUH
K01560 K00581
K01561 | 5667 K00582
e K00583
K01061
B K00584
XJIOPLMKJIOTEKCaHa | K06912 B53_.10 B3_100 B3_180
x710p6ensoa Kat 108 coGs CuHTpOdHBIE
MHORecTBO B3aMMO/IEHCTBHSA
Guchenona ﬁgggfg 53.10 B3.100 B3_180  KO/pfam
K18092

B3_10 B3_100 B3_.180

Pucynox 70. TermoBas kapra (heat map) pacmpenencHHss HOPMATH30BAHHOW JOJU YTCHHU,
KapTupyeMblx Ha (QyHkiuoHanbHele reHbl (TIIM, tpm transcript per million, umerommx
unentudukanmonHerii Homep B 6a3e nanHbiXx KEGG (KO/pfam), oTBeuaromux 3a: (a) akTUBAIIUIO
YTIE€BOAOPOAOB, (0, B) KaTaTU3UPYIOIIME METa00IU3M MIPOMEKYTOUHBIX ApPOMATUYECKUX IPOTYKTOB,
(T) TeHBI MeTaHOTeHEe3a U CHHTPOGHBIX B3aumozeicTBri (COGS — KJTacTepbl OPTOJIOTHYHBIX TSHOB)
nuTHpoBansl o Sierra-Garcia et al., 2020.
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B merareHomax 3 riyOMHHBIX OCAJIKOB HamOoJee 4acTO BCTPEUAIHCH T'eHBI, KOIUPYIOIIAE
oenswicykuunarcunrasy (bss4, K07540) — riunuia-pagukaibHbIil (EPMEHT, TPUCOCSTUHSFOLIHNA
dyMapar K apoMaTHYeCKOMY COCIMHEHHIO. [ '€Hbl, KOAMPYIOUIME pa3IUYHble CYyOBbEIUHUIIBI
rereporerpamepHoro ¢pepmenta 6enzomn-KoA-penykrassl I kimacca (bcrABCD, K04112-K04115),
YCTaHOBJICHBI CO CXOXKEH 4acTOTOH B METareHOMaxX BCEX MCCIeAyeMbIX 00pa3ioB. PaHee 3TOT reH
Obul OOHapyKeH B COOpaHHBIX T€HOMAaxX pa3IMYHBIX TAaKCOHOMHMYECKMX TpyHN OalKaIbCKHX
OakTepuii U apxeil, 0OMTAIOIIKX B IOHHBIX Ocajkax rpsseBoro Bysikana Keap (Zemskaya, Pavlova et
al.,, 2025). HawubGombiree komuyectBo renoB (KO/pfam), oTBercTBeHHBIX 3a CHHTPO(DHBIE
B3aUMOJICHCTBHUS MPU MPEBPALICHUHN YIIIEBOJOPOAOB U Bxoasume B pasmudabie COG (kmactepsr
OPTOJIOTMYHBIX T€HOB), BBISBICHBI B METar€HOME MOAMOBEPXHOCTHOTO 00pa3lia ¢ HE3HAUYNUTEIIbHBIM
CHIDKEHHEM B oOpasuax 1o riryoune ocanka (puc. 70r). B To BpeMsi Kak T€HbI, OTBETCTBEHHBIC 32
OCYILIECTBIICHHE AaIlETOKJIACTHYECKOTO M THUAPOTSHOTPO(PHOr0 METaHOoreHe3a (CyMMapHO), C
HauOOoJIbIIIeH YaCTOTON BBISIBIIEHBI B 00pasiie, COOTBETCTBYIoMIEM riyoune kepua 100 cm (puc. 70r).

el  aHadpOOHOTO  OKHUCIIEHUS  MPOMEKYTOYHBIX  MPOAYKTOB, Hambojee  4YacTo
oOHapyxuBaNuCh B TreHoMax, otHeceHHbIX K Chloroflexota, Desulfobacterota, Bacteroidota u
Actinomycetota, mociea0BaTeIbHOCTH KOTOPBIX aHHOTHPOBAHBI BO BCEX HCCIIEAYEMBIX 00pasiax

(puc. 71-73).

KO/pfam
K04110
S| 5% s |
= 11 Wmetabat2./ Actinomycetota
23|y K04112 _ combine_24319
g% |2 o bin.655
Q2|5 13 o Chloroflexota
c o 5 K04113 . 1 combine_147631 |
< = | = .
jod - m combine_37968
S| 2 K04114 18
S| % - 1y = combine 112004
B combine_35099
K19516 14

11 © combine_12048

u combine,_30986 Desulfobacterota

K19515 10
14 = combine_991

kozs3o | 13 Wcombine 26863

14 ®combine_33416
K07546 B combine_109069

oah,
bssA | bbsB | bbsE | bbsF | bbsH bamA bamB|/bamC| badF  badE |badD badG badA

semiBin_0

4
6
K07544 .
4 Fcombine 2004 | Nitrospirota
4
6

K07543 .

K07550 31 Fcombine 3012 | peaydomonadota
6  ®combine_122577

combine_14680
combine_115521

Anaerobic fumarate
addition

K07540

Pucynok 71. KommuectBo wuzaentudukaropoB KO/pfam, cBs3aHHBIX ¢ OyTSIMH aHa’3pOOHOM
aKTHUBALIUM YTJEBOJOPOAOB, B aHHOTHPOBAaHHBIX T€HOMaX U3 MeTareHoMoB oOpas3noB b3 10.
Hudpamu B8 s 9 oka3aHO KOJIMYECTBO F€HOB B KAXKJOM I€HOME B KaTETOPHsX, OMpPeAeTIeHHbIX
cornacHo knaccudpukanuu KEGG PATHWAY.
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KO/pfam

W comebin_5
™ comebin_84 Bacteroidota
metabat2.146
metabat2.170
= comebin_83
W concoct.202
B maxbin.204
H metabat2.66
M maxbin.113
m comebin_15
= comebin_13 Chloroflexota
B comebin_113
W comebin_22
comebin_34
comebin_35
comebin_60
comebin_64
maxbin.173
Hmetabat2.64
m comebin_62
B metabat2.155
m comebin_104
®comebin_115
M comebin_108
comebin_111
comebin_41
comebin_38
comebin_50
comebin_55 Desulfobacterota
comebin_8
W comebin_87
m comebin_90
W comebin_95
M concoct.129
M concoct. 155
B maxbin.084
mmetabat2.111
comebin_86
comebin_79
concoct.11

K04110

TN BN
oo, [N

K04113

v« I I B W |

K19516 I

berD,
badD | badG @ badA

berC,

Anaerobic
dearomatization

berB,

badE

berA,

K19515

K07539 I

K05797

oah,
pchF | bamA | bamB | bamC | badF

pchF

K05797

K07546 I I

K07545

K07544 . I
K07543 I .

K07550

bbsH

bbsG

WOR-3

addition

bbsF

Desantisbacteria
Methylomirabilota
Acidobacteriota
Bacillota

comebin_116

comebin_77
M comebin_81
mmetabat2.149
m comebin_21'

|
|
W comebin_33 i
I
|
|
I

Anaerobic fumarate

bbst

bbsB

W concoct. 157
B comebin_118
comebin_88
metabat2.86
comebin_102
comebin_31
comebin_117
comebin_57
MW concoct. 106
® concoct.81

Actinomycetota

K07540 Caldisericota
Planctomycetota
Spirochaetota
Sumerlaeota

AABM5-125-24

K14578

nahAb| bssA

hi—'l\Ji—ll\-‘i—‘i—'i—'Mi—'i—\i—'i—\i—li—'MUJI\-‘H-\QIUJU-‘UJI\JU-‘UWU\i—‘l\-’l\-‘hl\Ji—\I\JU"m.UJUJhI\J#INwU—‘I\Jmi—lI\JI\-‘U‘HD—lHHH

Anaerobic
hydroxylation

Pucynok 72. KommuectBo wuzaeHtupukatopoB KO/pfam, cBsizaHHBIX ¢ TyTIMH aHadpOOHOM
aKTUBAILIUM YTJIEBOJOPOJOB, B aHHOTUPOBAHHBIX T€HOMaX M3 MeTareHomoB obOpasioB b3 100.
Hudpamu « B8 s ¥ 10Ka3aHO KOJMYECTBO TCHOB B KaXKJIOM I'€HOME B KaTETOPHSIX, OMPEICICHHBIX
coryacHo kiaccupukaun KEGG PATHWAY.
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KO/pfam

<
E K04110 ;| mcomebin 11 | JAPLJLO1
o9 04115 . I I 1 comebin_25 | WOR-3
- 1 comebin_74 | Acidobacteriota
- O H .
c | €T «kosr12 - | - 4 comebin_13 | Actinomycetota
O | &2 L 1 M comebin_21
LR | gw ® comebin_8
S 8| EF ko3 I 1 . — | Bacteroidota
= 8o 1 W comebin_17
TE| <8 ko114 [ _ - I 1 Hcomebin_26 | Caldisericota
c O o @ i
< 5 o j : 3 H comebin_2
b )
o E K19516 4 Icomeb!n_35
= 3  Hcomebin_38
© - .
E  K19515 I mcomebin_46 | Chloroflexota
- -: 5 H comebin_47
® £ K07539 . comebin_42
f 6 comebin_52
u S k05797 lg 1 comebin_19
g - 2 m comebin_22
£ c é K07546 5 m comebin_27
> O .
Sl w 4 mcomebin_30 | Desulfobacterota
E % = k07544 - 2 mcomebin_31
o © o 1  Mcomebin_34
] &8 K07543 .
@ o 4 comebin_4
c .
< © 1 m comebin_43
&8 KO07550 .
3 1 mcomebin_67 | Planctomycetota
c <t i
o 6 % K07540 1 comeb!n_?9 _
3 B i 3 comebin_58 | Spirochaetota
E g < 578 2 comebin_16 | Thermoproteota
c = E I I | I |
< E I T T T T 1
- 0 5 10 15 20 25

Pucynox 73. KommuectBo wmueHtudukaropoB KO/pfam, cBsA3aHHBIX ¢ MyTSIMH aHa’pOOHOM
aKTUBAILIUU YTIIEBOJOPOAOB, B AHHOTUPOBAHHBIX T€HOMax M3 MeTareHoMoB oOpasio b3 180 (0).
Hudpamu « B8 s 9@ ToKa3aHO KOJMYECTBO T€HOB B KAXKJIOM I'€HOME B KaTETOPHSIX, OMPEAETICHHBIX
cornacHo kiaccupukaun KEGG PATHWAY.

MakcumanbHOE KOJUYECTBO TE€HOB, KOAMPYIOUIMX (EpMEHThl Jerpajanuu OeH3oarta,
aMHHOOEH30aTa, HHUTPOTOJYyOJia W JPYIHMX COCAMHEHHWH BBIABICHBI B reHome Ccombine3012,
OTHECEHHOTO K cemeiictBy Casimicrobiaceae (Pseudomonadota; Gammaproteobacteria;
Burkholderiales), u3 oopasua B3 10 (puc. 74a). IlpeactaButenu 3TOro CeMeicTBa SIBISIFOTCS
oOuTaTensMu, B TOM 4YHCIE, aKTUBHOTO WA, OKUCIAIOT YTIEBOJBI, apOMaTHYECKHE COEAMHEHUS,
KOPOTKOIIENOYeYHbIe JKupHbIe KuciaoThl (Song et al., 2020). 'enom combine3012 comeput ren
oenszoar-KoA-muraser  (EC:6.2.1.25) — ¢epMenTa, HHHIUUPYIOIIETO pas3joxeHne OeH3oara
MUKpPOOPTaHU3MaMHU B a’pOOHBIX U aHAIPOOHBIX YCIOBUAX. A TakKe MOYTH TMOJHBIE MyTH
aHadpoOHOro okHcieHus OeHzoara uepe3 OeHzomn-KoA no aunermn-KoA u aspoOHOro okHciIeHHUs
OeHzoata ¢ oOpa3oBaHueM CyKIuHUI-KOA, 3a wucCKIOUYeHHeM OeH30aT-4-MOHOOKCUTEHA3bI
(EC:1.14.14.92) u 6enzomn-KoA penykraszsl cyoseauauisr C (EC:1.3.7.8). Bo3MoxHO, 9TO TeHBI
EC:1.14.14.92, EC:1.3.7.8 He oOHapyxxeHbl B TeHoMe COMbine3012 wu3-3a MOJHOTBI COOpKH,

oCylIecTBIEHHON Ha 84%.
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B MeTarenome rimyOMHHBIX 00pa3I[oB HaUOOJIbIIIee KOJIMYECTBO ITEHOB aHAYPOOHOTO OKHCIICHHUSI
MAGs,

Anaerolineales) wu

yIJIEBOJOPOZOB  BBISIBIICHO B kinaccupuuupoBanHelx  kak  Desulfobacterota

(Dehalococcoidales, Chloroflexota  (Syntrophia,  Deferrimicrobia,

Syntrophorhabdia) (puc. 746, 75). I'enombl, comepskanu oT 5 10 12 reHOB, 3aJCHCTBOBAHHBIX B
nerpaganuu OeHszoara, ¥ 10 4-X T€HOB B JIerpaJlallid HUTPOTOIyosia. Takke B TeHOMax BBISABJICHBI

redsl  Jerpaganuu  ¢enona (4-ruapoxcuOen3oarnekapookcunaza, EC:4.1.1.61), nerpamamum

oenzomnpocdara (6enzomndochardochorunponasza, EC:3.6.1.7) no 6enzoara, 6enzoar-KoA nurasza
(EC:6.2.1.25) 1 He OTHBIN KJIaCTEp '€HOB OKUCIIEHUS OeH30aTa 10 aneTui-KoA. I'ensl nerpananun

OeH3oara W HUTPOTONyoJa  OOHApyXeHbl B  TIE€HOMAax  MpelICTaBUTENIed  IMOPSJIKOB

Pluralincolimonadales  (Ca. Omnitrophota), Sedimentisphaerales  (Planctomycetota),

Methylomirabilales (Methylomirabilota), Desulfotomaculales (Bacillota), ¢unymoB-kangunaToB
WOR-3 u Electryoneota (puc. 746, 75).

a) MAGs 6) MAGs

lainarchaeia | 65

Verrucomicrobiota | 65521

Pseudomonadota

Nitrospirota

Desulfobacterota

Chloroflexota

Bacteroidota

Actinomycetota

Acidobacteriota

122577
3012
115521
14680
2004
0s
109069
33416
26863
991
30986
12048
35099
112994
37968
411
147631
655
28059
32
162152
143365
94470
24319
12955
2.7

Ca. Methanomethylicia| 16
61

Bathyarchaeia 32

28

Thermoplasmata | o
Methanosarcinia| 39
Methanamicmbial "g

Spirochaetota | sa
Marinisomatotal 53
79
67
43

Planctomycetota

4
34
31

Desulfobacterota | 30
27
22
19
75
72
55
52
42
47

Chloroflexota | 4
38

37
35
32
29
23
2
Caldisericota | 26
17

51
Bacteroidota | &
15

. 21
Actinomycetota | 13
74

0
14
Ca. WOR-3 | 25

Ca. JAPLILO1 | 11

Ca. Omnitrophota | 10

. . 2
Acidobacteriota

t |
20 25 30
Konwn4ectso rexos

H Benzoate degradation
@ Aminobenzoate degradation
I Nitrotoluene degradation

[ Chloro- alkane, -alkene degradation
W Chloro -cyclohexane, -benzene,
ethylbenzene, bisphenol degradation

+ 4 |
5 10 15 20

Konuuectso reHos

Pucynoxk 74. KonnuecTBo T€HOB B aHHOTHPOBAHHBIX TeHOMax u3 metareHomoB b3 10 (a) u b3 180
(6), B KaTreropusix, CBA3aHHBIX C MYTAMH JIErpajlallidl MPOMEXKYTOUYHBIX NMPOIYKTOB OKHCICHUS
YTJIEBOJIOPOIOB, OMpeaesieHHbIX coracHo kiaccudukannn KEGG PATHWAY.

B renomax, npuHaaiexanmx oMeHy Archaea, aHHOTHpOBaHHBIX U3 MetareHoMoB b3 100 u
b3 180, nHambombiiee KOJUYECTBO TI'€HOB, CBSI3aHHBIX C MyTSIMH Jerpajalldd MPOMEXYTOUHBIX
NPOJYKTOB OKHCIICHUS YTIIEBOJIOPOJIOB, BBHISIBICHBI B PEKOHCTPYHPOBAaHHBIX reHOMax Bathyarchaeia
(puc. 746, 76). B yacTHOCTH, TeHBI, Koaupyoupe cyobenuauibl A, D 6enzomn-KoA-peaykrassr |

kiacca (bcr), rem N-stunmanenmun-penykrasbl (EC:l.-.-.-), OTBETCTBEHHOW 3a MpeBpallicHHE
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TPUHHUTPOTONIYOJIa B 4-THIAPOKCHIAMUHO-2,6-IMHUTPOTONYOJ, TeH jerpaganuu ¢eHona (4-
ruapokcudenzoaraekapookcmnasa, EC:4.1.1.61), ren npeBparienus 6eH3amuia B 6eH30at (amMuaasa,
EC:3.5.1.4) u BOCCTAaHOBJICHHs TPHXJIOPITCHA JO JUXJIOPITCHA (TETpaxJOp3ITUIICHPEIyKTa3a,
EC:1.21.99.5). Dtu e rensl BbissBIcHBI B reHomax Methanomethylicales (Thermoproteota),
UBA10834 (Thermoplasmatota), Methanotrichales, Methanomicrobiales (Halobacterota).
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Pucynox 75. KomndecTBo reHOB B aHHOTHPOBAHHBIX TeHOMax OakTepuii m3 MerareHoma b3 100, B
KaTeropusiX, CBSI3aHHBIX C MyTSAMH Jerpajjalliii MPOMEXKYTOUHBIX MPOIYKTOB OKHCIICHUS
YTIIEBOJIOPOIOB, ONpeaesieHHbIX cortacHo kiraccupukanmmn KEGG PATHWAY.
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Pucynok 76. KonnyecTBo reHOB B aHHOTHPOBAHHBIX IeHOMax apxeil m3 merareHoma b3 100, B
KAaTEeropusiX, CBS3aHHBIX C MYTAMHU Jerpajallii pPOMEXKYTOUYHBIX MPOIYKTOB OKHCIIEHUS
yIJI€BOAOPOAOB, ONpeeneHHbIX cornacHo kinaccupukanun KEGG PATHWAY.

Takum 00pa3oMm, METareHOMHBIM aHalW3 MHUKPOOHBIX COOOINECTB JIOHHBIX OCAJKOB,
OTOOpaHHBIX Ha pa3HOW TyOuWHE B palloHE eCTECTBEHHOTO HE(PTENpOSBICHMS, MOKa3al HaludHe
TeHOB, OTBETCTBEHHBIX 3a JETPaJallli0 YIJIEBOJOPOIOB B aHAPOOHBIX YCIOBHSIX, a TAaKXKE T€HOB,
YYaCTBYIOIIMX B CHUHTPO(HBIX MPEBPAIICHUSIX YIJIEBOJIOPOAOB M MeTaHoreHe3e. C HamOosbIei
4acTOTOW (YHKIIMOHAJIBHBIC TeHBI JIETPajalliyl YTJICBOJOPOIOB BBISIBICHHI B METareHOME U3
MOJMOBEPXHOCTHOTO 0CaJlKa, KOTOPBINH XapaKTepH30BaJICS MPUCYTCTBUEM IyTell Karaboiam3Mma
YTIIEBOIOPOAOB KaK B adpOOHBIX, TaK U B aHAIPOOHBIX yCIOBUSX. ['€HBI a9pOOHOTO OKUCIICHUS H-
ankaHoB U [IAY B MeTrareHomMax rIyOMHHBIX OCAJKOB JTMOO HE BCTPEYAINChH, TUOO BCTPEUAIUCH C
MUHUMQJIBHOW dYacToTOW. B MerareHomMe mMOAMOBEPXHOCTHOTO 00pas3ia mpeodsiaand TeHBI,
YYaCTBYIOIINE B aKTUBAIIMM apOMATHUYECKUX COCTUHEHHUH MOCPEICTBOM KHCIOPOIHE3aBUCHMOTO
TUAPOKCUIIUPOBAHMS, B TIYOMHHBIX — TEHBI MPUCOCAUHEHHS (QyMapara K apoMaTHUECKUM
coeTMHEHUSM. [ eHbl aKTHBAIIMU YTJIEBOJIOPOJIOB IyTEM JI€apOMATH3AIMH YCTAHOBIICHBI CO CXOXKEH

YacTOTOM BO BCEX METareHOMax.
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I'JIABA 6. MUKPOBHBIE COOBIIIECTBA OCAJIOYHOM TOJIIIH
B PAMOHAX PA3T'PY3KH YI'JIEBOJIOPOJIOB

MeTabapKOAMHIOBbIE  HMCCIEJOBAHUS  TAKCOHOMHYECKOTO  pa3HooOpasusi MHUKPOOHBIX
€000111eCTB, OOUTAONINX B IOHHBIX OCAJKaX IPA3EBBIX BYJIKAHOB, METAHOBBIX M HE(TE-METAaHOBBIX
CHUIIOB, IOKAa3aJld, YTO B OCaI0YHOM ToJille o3epa baiikan npucyTcTByeT 3HaYUTENbHOE KOJINYECTBO
NpeJCTaBUTENICH «penKoi Ouocdeprl», KOTOphIe OOBIYHO COCTaBISAIOT MeHee 1% B cocraBe
MUKpOOHBIX coobmiectB (Pascoal et al., 2021). B BocCTaHOBIEHHBIX OCagKax METAHOBOTO CHIIA
IToconbckas banka mosst repmodmnpHbIx Ca. Hadarchaeota cocrabisiia 1o 42%, B ocagkax rps3eBbIX
BynkaHoB Kenp, Kykyii, Manenbkuii — 10 6%, B TOHHBIX OTIOXKEHHUIX U3 PalOHOB HEPTEMPOSIBICHUN
(b. 3encnoBckas, opesoit Ytec) — 10 3.8%. lons Ca. Zixibacteria u Elusimicrobiota gocturana
4.6% B TIIyOMHHBIX OCaJKaX TPSA3EBBIX BYJIKAHOB M PaiiOHOB HE(TENPOSBICHHIA, B CPABHEHUH C
MOJAMOBEPXHOCTHBIMH OTHOkeHusMHU (0.06-2%). B 1iennom cocraB MUKpOOHBIX COOOIIECTB JOHHBIX
0CaJIKOB, aCCOLIMUPOBAHHBIX C PA3TPy3KOH YIII€BOAOPOIOB, SIBISIETCSA CXOXKUM Ha YPOBHE (DUITYMOB,
HO pa3imuaeTcs Ha ypoBHe ceMeHcTB (Zemskaya, Pavlova et al., 2025). Tak, B MOBEpXHOCTHBIX
ocagkax He(Te-MEeTaHOBBIX CHIIOB OaKTEpWH, OCYIIECTBIISIONME CUHTPO(HOE OKHCICHHE
VTIEBOJOPOAOB C OOpa3oBaHHEM MeETaHa MPU YYaCTHH METAHOTEHHBIX apXxeil, MpencTaBiIeHbBI
cemeiictBamu Anaerolineaceae (Chloroflexota) u Syntrophaceae (Desulfobacterota). B riayounHbIx
— cemeiictBamu Dehalococcoidaceae u Smithellaceae, 4ro, BeposiTHO, 00YCIOBICHO Pa3IUYHBIM
KOMITOHEHTHBIM COCTaBOM YTJIEBOIOPOJIOB TI0 TITyOHHE 0CAJT0YHOM TOJIIIIH.

OcCHOBHOE pa3nuyue B TAaKCOHOMHYECKOM COCTaBE MMKPOOHBIX COOOILECTB HAOII0aoOCh
MEX/Ty MOMOBEPXHOCTHBIMH M TJIYOMHHBIMH ocaakamu (puc. 77, 78). MukpoOHbIe co0O0IIecTBa
HOJIMIOBEPXHOCTHBIX OCAJIKOB XapaKTePU3YIOTCS OONMBIIUM OaKTepHaIbHBIM Pa3HOOOpa3HeM, 4YeM
rIyOMHHBIX. B HUX mpeoOianany TUNUYHBIE AJIS IPECHOBOAHBIX O3€p OpraHoTpo(dHbIE OaKTEepUH
Chloroflexota, Acidobacteriota, Actinomycetota, Ca. MBNT15, Nitrospirota, Pseudomonadota,
Bacteroidota u Desulfobacterota (3emckas u nip., 2018; Kadnikov et al., 2012; Zemskaya et al., 2015;
Zakharova et al., 2018). C ruayOuHOH oOcagka  CHHXKAETCS  MPEACTABICHHOCTH
xeMoopraHorerepoTpodHbIX OakTepuii 1 Bo3pacraer mons Caldisericota (mo 12%) u Atribacterota
(mo 42%) (puc. 77).

CtpykTypa  apXeWHOHl  KOMIIOHEHTBHI  COOOIIECTB  TakKe  BapbUpOBaIa  MEXIY
MOJMOBEPXHOCTHBIMH M TJIYOMHHBIMH CIOSMHU OcanodHoi Tonmmu (puc. 78). OMHO M3 OCHOBHBIX
pas3InyMii OTHOCHIIOCH K cocTaBy ¢duryma Thermoproteota, mois koToporo BapsupoBaia ot 8 10 85%
OT BBISBJICHHBIX TOcHeaoBarenbHocTel PparmenToB reHa 16S pPHK apxeii B paznuuHbpIX THUmax

TCOJIOTUYCCKUX CTPYKTYDP.
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Pucynox 77. Jlonsa mocnenoBaTenbHOCTEH OaKkTepuii, OTHECEHHBIX K pAa3IMYHBIM TAaKCOHaM Ha YypoBHe ¢GuiIyMa, B TPOIEHTaX OT BCEX
nocjenoBarenbHOCTel GparmenToB rena 16S pPHK Bacteria B moamoBepXHOCTHBIX (a) U TIyOMHHBIX (0) OcajKax, aCCOMMUPOBAHHBIX C Pa3rPy3KoOi

YII€BOAOPOAOB (He(hTe-MeTaHOBBIE CUIIbI, METAHOBBIE CHIIBI, IPA3EBBIC BYJIKAHbI).
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Pucynox 78. Jlons mocie10BaTeIbHOCTEH apXei, OTHECEHHBIX K Pa3JIMYHBIM TAKCOHAM HA YPOBHE TIOPS/IKA, B IPOIIEHTAX OT BCEX MOCIIEA0BATeILHOCTEH
¢dparmenToB rena 16S pPHK Archaea B moamoBepXHOCTHBIX (@) U TITyOMHHBIX (0) OCaaKax, aCCOMUPOBAHHBIX C Pa3rpy3Kol yrieBOAOPOaAOB (HedTe-

MCTAaHOBBIC CUIIbI, MCTAHOBBIC CUIIBI, I'PA3CBEIC By.]'[KaHLI).
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B moBepxHOCTHBIX mMiaax Thermoproteota B OOnbleH CTENEHHW MPEACTaBICHBI adpPOOHBIMH
Nitrososphaerales (mo 11% cymMapHO B Ocaakax paiiOHOB Pa3TPy3KH YIJIIEBOAOPOJIOB), CPEIH
KOTOPBIX HAuOOJBLIYI0 YHCICHHOCTb HMENIM aMMOHHUH-OKHMCIstomue apxen poga Ca.
Nitrosopumilus, cemetictBa Nitrosopumilaceae (12-31% — B ocaakax Ips3eBbIX BYJIKAHOB).

[pencraButenu cemeiictBa Nitrosopumilaceae moryt coctaisite 10 40% oT Beelt apxelHOH
KOMITOHEHTBI B MOPCKHX 3KOcHUCTeMax u 10 19% oT olmiero 4yuciaa MpoKapuOTHIECKUX KIETOK B
onurorpodusix o3epax (Klotz et al., 2022 u ccpuiku B cTathe). B padote (Cabello-Yeves et al., 2020)
MOKa3aHO, YTO, HECMOTPSI Ha CYIICCTBEHHbBIC PA3JIM4Ms, ITyOOKOBOJIHBIC 30HBI OKEaHa U 03€PO
baiikan 1eMOHCTPUPYIOT ONPEACICHHOE CXOJCTBO 0 COCTaBY MHUKPOOHOMOB. DTO MPOSBISIETCS B
NPUCYTCTBUM OOLIMX TAaKCOHOB MHKpPOOpraHusmoB, Ttakux kak Nitrosopumilaceae, Ca.
Pelagibacteraceae (Pseudomonadota) u Ca. SAR202 (Chloroflexota).

B rayOMHHBIX OcCaJKax pailOHOB Pa3rpy3KH CyMMapHas IOJIsl TPEACTABUTEICH MOopsaKa
Nitrososphaerales e mpessbiiana 1%. B Hux toMuHHpOBau npeacTaBUTENM Kiacca Bathyarchaeia,
4bst 70Js cocTaisuia 10 60% (B HepTe-MeTaHOBBIX cumax) u 10 51% cymmapHO BO Bcex oOpasiax.
C raybuHoit ocagka BospactaeT g0 8% mons  Hekimaccuduumpyembix  Crenarchaeota
(Thermoproteota). Takxe ¢ TIyOMHOW OcCaJKka CyMMapHO YyBEJIMYHBAETCS 4YHCIEHHOCTH Ca.
Hadarchaeia (mo 7%) B cpaBHEHUU C MOJNOBEPXHOCTHBIMU ocankamu (1%), u cHKaercs A0S
npeCcTaBuTeIICH Methanomicrobiales, Methanosarcinales (Halobacterota),
Methanomassiliicoccales (Thermoplasmatota) u Ca. Woesearchaeota. Aunamu3 renomos Ca.
Woesearchaeota mokasai, 4To 3T apXeu MOTYT y4acTBOBATh B aHA3POOHOM KPYTOBOPOTE YIIiiepo/a,
a30Ta U cepbl. BhICOKasi COBMECTHAsi BCTPEYAEMOCTh C METAHOTECHHBIMHU apXesMHU TpEAroaraet
BO3MOXKHOCTh CHHTPO(HBIX OTHOIICHHI Mex 1y 3TuMu opranuzmamu (Liu et al., 2021).

B nenom anamu3 MUKpOOHBIX COOOIIECTB 75 00pa3IloB MOHHBIX OTIOXKEHMM o3epa baiikarn,
0TOOpaHHBIX Kak B (DOHOBBIX paliOHaX, TaK M B 30HAX pPasrpy30K ra3zo- M He(TEHACBIIIEHHBIX
¢uron10B, MOKa3al, YTO BO3pacTaHUE J0JIM METAaHOT€HHBIX MUKPOOPIaHU3MOB MPOUCXOIUT B PsiLy
0T (OHOBBIX OCAIKOB K OcagKaM He(Te-METaHOBBIX CHUIOB. B co00IIecTBaX OKUCICHHBIX OCAIKOB
(OHOBBIX PaifOHOB OTHOCHUTEINIbHAS YNCIEHHOCTh METAaHOT€HHBIX apXel B CPETHEM COCTABIISIA Uy Th
Oonee 1% ot Bcex BbisiBIeHHBIX Archaea. Ilpm 3ToM MeTaHOTeHHass KOMIIOHEHTa ObLIa MOYTH
NOJTHOCTBIO IIPEICTaBlIieHa MUKpoopranu3mMamu nopsiaka Methanomassiliicoccales (Byxun, [1aBnosa
u 1p., 2023). B 1OHHBIX OTJIOXKEHUSIX IPSI3EBBIX BYJIKAHOB MaKCUMaJIbHasl IO METaHOTE€HHBIX apXen
BapeupoBaia ot 12 10 39% ot Bcex apxeii. Kak 1 B JOHOBBIX 0CaIOUHBIX TOJIIAX, B TOBEPXHOCTHBIX
crlosx JoMHHHMpoBanM mpeacraBurenu Methanomassiliicoccales, ¢ yBenuueHHeM TITyOHHBI
BO3pacTall BKJIa/l METAHOTEHOB 3a CUET MpeJICTaBUTENeH I'MIPOreHOTPO(HBIX U alleTOKIACTUYECKUX
apxeii cemeiicte Methanoregulaceae (Methanospirillaceae) u Methanotrichaceae. OtnuunTensHoi

OCOOEHHOCTBIO COOOIIECTB JTOHHBIX OTJIOXKEHHH TIpsi3eBbIX BYJIKAHOB SBJSUIOCH IPHUCYTCTBHE B
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OOJBIIMHCTBE M3 HUX HEOOJBUIOTO MPOIEHTa METHUJIOTPO(HBIX MHKPOOPraHM3MOB TMOpPSAKA
Methanomethyliales (Methanomethylicales), penko oOHapyxuBarOIUXCS B JAPYrHX paliOHAX.
Haubonpmiass oTHOCHTENbHAsT YUCIEHHOCTh METAHOTEHHBIX apxeil BbIsIBIEHA B 0OOrarbix
OpPraHMYECKUM BEIIECTBOM JOHHBIX OTJIOXKEHUSX He(Te-MeTaHOBBIX curoB ['opeBoit Ytec u b.
3eneHOBCKas, rae ux nons npessimana 20% paxe B MOBEPXHOCTHBIX cilosix. IIpu 3Tom cocras
COOOILIECTB CXO/ICH C TAKOBBIM B ()OHOBBIX pallOHAX M rps3eBbIX ByikaHax (Zemskaya, Pavlova et al.,
2025).

MukpoOHOEe COOOIIECTBO TIyOMHHBIX JOHHBIX OCAJKOB B OOJbIICH YacTH IMPEACTaBICHO
MOCIIE0BATEIbHOCTIMU MHKPOOPTaHU3MOB, BBISBISIEMBIX B 00BEKTax, reorpaduuecku BecbMa
OTIAJICHHBIX OT 03. baiikam. B MupoBoMm okeaHe oOHapyXeHHE OIHMX U TEX XK€ (DUIOTHUIIOB
OakTepuii B OTHAJNCHHBIX JPYr OT JApyra paioHax OOBACHSAETCS UX pPacHpOCTPaHEHHUEM
OKEaHMYECKUMH TEYCHHSIMH, KOTOpPbIE MTPAlOT KJIIOYEBYIO POJb B MACCUBHOM PaCHpOCTPaHEHUU
MHKPOOpPranu3MoB u3 Mecta ux npoucxoxacuus (Chakraborty et al., 2020; Gittins et al., 2022).
Os3epo baiikai, pacrosokeHHOe B IICHTPAIbHON YacTh balikanbckoil pudToBOW 30HBI, HE CBSI3aHO
OKEaHMYECKMMHM TEYEHHAMH C¢ MHpOBBIM OKeaHOM. BplsBieHHEe mociIea0BaTelbHOCTEN
MUKPOOPTaHU3MOB, UMEIOIIUX ONIMKaUIINX TOMOJIOTOB U3 reorpaguuecky BeCbMa OTJAJIEHHBIX OT
03. baiikan pailoHOB, MOXET OBITh PE3yJbTATOM WX BEPTUKAIBHON MUTPAIUU COBMECTHO C
rITyOMHHBIME (DIFOMIaMU U3 30HBI TeHEPAIMU YTIIEBOOPOIOB MO0 U3 THAPOTEPM, PACIIONOKEHHBIX
Ha r1youHe ~4-6 kM, (opMHpOBaHHE KOTOPBIX IMPOXOJWUJIO B Hayaje HEOTeHOBOIO MepHoja
(Jlomonocos, 1974). B sToT e mepuoa, Ha pyOexke MMOIEHa U IUIHOLEeHa, chOopMHpOBaIach

COBpCMEHHAA CUCTEMA CPCANHHO-OKCAHNYCCKUX Xpe6TOB B MI/IpOBOM OKCaHC.
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I'IABA 7. YIJIEBOAOPOJOKUCJIAIOIIAA AKTUBHOCTDb MUKPOBHBIX
COOBHIECTB BOJHOM TOJIIH W JOHHBIX OCAJIKOB 03. BAUKAJI
B ADPOBHBIX YCJIOBUSX

XapakTepucTHKa MHKPOOHBIX co00miecTB paiioHa HedrenposiBjienuss ['opeBoii Yrec.
OtkpeiTe B 2005 r. HOBOro paiioHa €CTECTBEHHOI'O BBIXOJA YIJIEBOJOPOAOB y M. I'opeBoil YTec
IIO3BOJIUJIO B PEKMME OHJIAlH HAO0JII01aTh 32 KAYECTBEHHBIMU U KOJIMYECTBEHHBIMU U3MEHEHUSIMU B
cocraBe HE()TH, CTPYKTYPE MHUKPOOHBIX COOOIIECTB M UX aIallTAIIMIOHHBIMHA BO3MOXXHOCTSIMHU.

[lepBble ucclieJOBaHMSI YUCICHHOCTH MHUKPOOPIaHU3MOB B pailoHe He(dTEHposBICHUS Y M.
I'opeBoit Ytec, nmpoBenennsie B utoHe 2005 r., mokazaam HEOJHOPOAHOCTh B UX pacmpezaeneHuu. B
MOBEPXHOCTHBIX MpOo0ax, CoAepKalMX HePTIHYIO IUICHKY, KYyJIbTUBUPYEMOE MHUKpPOOHOE
co001IecTBO OBLIO MPEACTABICHO MUKPOOPTaHU3MaMH, OKUCIIstomMH HedTh (10 270+32 KOE/muir)
u H-ankanbl (o0 350429 KOE/mn) (puc. 79), B To BpeMsi KaK YHCIEHHOCTb OpPraHOTpodOB He
npesbimana 40+5 KOE/mun. B mpobax, Bu3yalbHO HE CcoAep)KalUuX HEPTh, KOJIUYECTBO
opranorpodoB 1 YBOM ne npesbimano 70+£8 — 150+£12 KOE/mit cootBercTBenHO. B ienom, YBOM
JOMUHHUPOBAJIM HE TOJIBKO B MOBEPXHOCTHBIX IIPoOax, HO W B BOJHOI TOIIlE, 32 MCKIIOUYEHUEM
MIPUIOHHOTO CJIOSt BOJBL, TJIe OTMeUeH MakcuMyMm opraHotpodoB — 10 1000+93 KOE/mn (I1aBnoBa u
ap., 2012).
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Pucynok 79. JluHaMHKa YUCIEHHOCTH MUKPOOPTaHU3MOB, OKUCIAIONINX: | — HedTh, 2 — H-aJIKaHBbI,
3 — JIETKOJIOCTYITHOE OPTaHNYECKOE BEUIECTBO B IOBEPXHOCTHOM () M IPUAOHHOM (0) CIIOSIX BOJIBI B
paiione HedTenpossieHus ['opeBoit Yrec.

B 2006 r. MakcCUMyM MHKpPOOPIraHHU3MOB, OKUCISIOMMX HEPTH (10 190+16 KOE/Mn) u u-
ankasl (10 400+36 KOE/mn) BeIsBIIEH B Mpo0ax, cojiepKalux HauOobIIee KOJIMYECTBO H-aJIKaHOB
(8.3 Mkr/m). B BogHOH ToiIIe YIJIEBOJOPOJOKUCISAIONIME MHUKPOOPTaHU3MBl JOMHHHUPOBAIM Ha
rryoune 50 u 860 M, 0 4eM CBUIETEIHCTBYET COOTHOIIEHHWE MX YHCIEHHOCTH K YHCICHHOCTH
opranoTpooB. Tak, B MOBEpXHOCTHBIX Mpobax cooTHoueHue YBOM/opranotpodsl cocTapisio
0.4, na rmy6une 50 M — 3.6, B IpUAOHHBIX cI0AX — 110 24. Ha cTaHIMsX, yJaJeHHbIX OT BbIX0a HeTH
CHIDKAJIACh HE TOJIBKO KOHIIEHTpalus H-ajakaHoB 70 0.8 MKr/i, HO U yncineHHocTh Y BOM, kotopas

He npesbimana 40 KOE/mi, ¢ coxpaHeHueM 3aKOHOMEPHOCTH paclpeesieHNs — B TOBEPXHOCTHBIX
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ciosx Boabel cooTHomenne YBOM/opranorpodsr cocraBmsuio 0.12, Ha rnmyomne 50 m — 1.2, B
MPHUIOHHBIX closix — 1.6.

MakcumansHoe konudectBo YBOM B uccnegyemom paiione ormeueno B 2007 r. B
MOBEPXHOCTHBIX CJOSX BOJbl. Hamboiee MHOTOYMCICHHBIMU OKa3aJIUCh MHKPOOPTaHU3MBL,
okucysiromue H-ankanbl (1300£110 KOE/min), B cpaBHeHMH ¢ OKHCISOmUMU HeGTh (770+£92
KOE/mi). B TO Bpems kak B mpo0Oax BOAbI, OTOOpPaHHBIX Ha paccTOstHMM OKono 800 M,
KyJIbTUBUPYEMOE MHUKPOOHOE COOOIIECTBO B COIMOCTABUMBIX 3HAYCHUSAX NPEICTABICHO Kak
YIJICBOJOPOJAOKUCISAIOMIUMA  MUKpoopranmsMamu  (280+£23-410+39  KOE/mi), Tak wu
opranotpodubiMu (480+35 KOE/mn) (ITaBmoBa u mp., 2012). B 2008—2009 rr. B BOAHOW TOJIIIIE
paiiona m. 'opeBoit YTec HaOm01am0Ch CHIDKEHUE yuciieHHOCTH Y BOM 110 3HaYeHU, BBISIBJICHHBIX
B 2005-2006 rr. Yucno nanHpIX Oakrepuid He mpeBbimano 265+26 KOE/mn mis OGakrepui,
okucisromux HedTh U 470+£52 KOE/mMn, 11 MUKpOOPraHM3MOB, OKUCIISIONINX H-aJIKaHbl. Tem He
MEHEE COXPaHsIach 3aKOHOMEPHOCTh, OTMEUEHHAs B IIPEIbIIYIINE IO/Ibl: B MUKPOOHOM COO0IIIEeCTBE
ATOTO paliOHa JOMUHHUPOBAIHU YTJIEBOJIOPOIOKUCIISIONINE MUKPOOPTaHU3MEI. B puaoHHBIX mpobax
BOJIbI, 0TOOpaHHBIX B 2008 T., HEOCPEACTBEHHO HAJl 30HOU BBIX0/1a HE(DTHU C MOMOIIIBIO 6ATOMETPOB,
3akperyieHHbIX HA [[OA «MUPy», uucineHHOCTh OakTepuil, OKUCISIONMX HE(PTh, COCTaBIsUIAa 10
22004175 KOE/mn, n-ankanst — 10 550+53 KOE/mn. Ha cranmusx, yaaneHHBIX OT BBIXOAOB HehTH
(okomo 15 kM ot M. ['opeBoii YTec), YMCICHHOCTh YTJIEBOAOPOIOKUCISIONIMX MUKPOOPTaHU3MOB
OblJla MUHUMAJIBHOM 3a Bech nepuoj uccienoBanus v He npesblmana 100+11 KOE/mn. lanubie
3HAYEeHUs COMIOCTAaBUMBI CO 3HAYCHUSMHU, OTMEYEHHBIMHU JJ151 POHOBBIX TITyOOKOBOJIHBIX PaiiOHOB 03.
baiikan, Haxoasmuxcs 3a npenenaMu ydyacTkoB HedrenposiBieHuil. B Hacrosee Bpemsi, 3HaueHUS
ymcieHHocTn Y BOM conoctaBuMsl co 3Haue€HUsIMH, 3adukcrupoBaHHbiMU B 2017-2019 rr.

B noHHBIX ocankax, KOTOpble ObUIM IPEICTaBIECHbI Fa30HACHIIIEHHBIMH TJIMHUCTBIMU, PEXeE
MeCYaHO-aJEeBPUTO-TICIUTOBBIMUA WJIAMH, MPONMUTAHHBIMU HEPTHIO, B 2005 T. B OKUCIEHHOM CJO€
JOMUHUPOBAJIM MUKPOOPTaHU3MBbI, OKHCIIOMME He(pTh U H-asikaHbl oT 2443 1hic. KOE/T o 44+5
Thic. KOE/rcooTBETCTBEHHO, UNCIEHHOCTh KOTOPBIX MPEBbIIIaia KOJIUYECTBO OpranoTpodos (11+2
teic. KOE/r) B wuyerhipe pa3a. B BOCCTaHOBJIEHHBIX CIIOSX OCagKka OKHUCIAIONINE HEPTh
mukpoopranusmel (7+£0.4 teic. KOE/r) mpeobnaganu He Toinbko Haj opraHorpodamu (20018
KOE/r), HO 1 HaJi MUKpOOpTraHU3MaMH, OKUCISIOIUMU H-ankaHbl (5+0.7 teic. KOE/T).

B 2006 r. nounsie ocagku y M. ['opeBoii YTec ObutH 0TOOpaHbI HAa MIECTH CTAHIMAX. B 9TOT
NepUOJ B IOBEPXHOCTHBIX CJIOSX 0CAIKA BBISIBIEHO JOMUHUPOBAHHE OPTaHOTPOPHBIX OaKTEpHii — OT
15+1.5 no 70+6 teic. KOE/T., B TO Bpemst Kak YUCIEHHOCTh MUKPOOPTaHU3MOB OKHCIISIOIINUX He(PTh
coctaBisuia oT 0.5+0.06 teic. KOE /r 1o 8+0.78 thic. KOE/T, okucastomux #-aakadsl oT 0.3+0.02
thic. KOE/rT 1o 10£0.79 thic. KOE/T. B 2007 1. yBenuuenue uucieHHoctn YBOM oTmeueHo He

TOJBKO B BOHHOﬁ TOJIIC, HO U B JOHHBIX OCaJKax. B HCKOTOPBIX HCCICAOBAHHBIX KEpHAX ObLIH

206



OOHapy KeHBI THAPATHl METaHa, MTOKPHIThIC HEPTHIO. B MOBEPXHOCTHBIX CIIOSX KEPHOB KOJINYECTBO
MHUKPOOPTaHU3MOB, OKUCIISIFOIIUX H-aJIKaHbl BapbupoBaio ot 11710 go 250+27 teic. KOE/r (puc.

80a).

KOE/r, Thicay a) KOE/r, Toicay 6)
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Pucynox 80. PacmpenencHue MHKPOOPraHU3MOB, OKucisomumx Hedts (1), wu-ankassr (2),
JIETKO/IOCTYITHOE OpTraHnueckoe BemecTBo (3) B moHHBIX ocaakax B 2007 (a) u 2016 (0) rr.

B cnosix ocaaka, BMEIIaOMKX ra30Bble TUApaThl (85 €M), UHCIEHHOCTh MUKPOOPTaHU3MOB,
OKUCIISIFOIMX He(DTh ¥ H-aJIKaHbl TPEBBIIIANIA KOJWYSCTBO oOpraHoTpodoB B 2-3.5 pasza
coorBeTcTBeHHO. Ha rmy6une kepHa ot 200 cM, MHKPOOPraHU3MBI, OKHUCIAOLIME HE(PTH,
npeo0iajaii He TOJIBKO HaJ OpraHoTpodaMu, HO U HajJ OAKTEPUSMHU, OKHCISIOIIMMU HOPMAaJIbHbIE
yraeBonopoabl. Tak, B cinoe 240 cM, YHUCIEHHOCTb HE(PTEOKHUCIAIOMIUX MHUKPOOPraHU3MOB
cocraBisia 13+1 Teic. KOE/T, a opranotpodsl u npyrue GakTepuu, OKUCIAIOMINE H-aJKaHbl HE
oOHapysxeHbl. B 2008-2009 rr. yncnenHocts YBOM B 10HHBIX Ocajikax BapbupoBaia oT 1.2+0.08
10 8+0.9 teic. KOE/r. MakcuMyM MUKpOOPTraHM3MOB, OKHCIISIFOIINX H-aJIKaHbl U HE(Th, BBISBIECH B
npobax OUTyMHBIX mocTpoek — 156+18—170+13 Teic. KOE/T cooTBETCTBEHHO.

B nonnsix ocagkax, oroOpanHbix B 2016 r., KOTOpbIe OBUTH MTPEACTABICHBI TA30HACHIIIIEHHBIMHU
[JIMHUCTBIMU  aJIEBPUTO-TIEIMTOBBIMM  MJIaMM, IPONUTAHHBIMU HE(PTbIO, B OKHUCIEHHOM CIIO€
JTOMHHHUPOBAIIM MHKpOOpranu3mel, okucistomme HedTh (90090 Thic. KOE/T), umncneHHOCTH
KOTOpBIX B 25 pa3 mpesbliaia 3HaueHus, 3aduxkcupoBanubie B 2007 r. B gqonHbix ocaakax 2007 r.
10 Bcel IIyOMHE KepHa JIOMUHUPOBAIM MUKPOOPTaHU3Mbl, OKHCIISIOIIUE H-aJIKaHbl, B TO BpeMsI Kak
B Ocajkax, oToOpaHHbIX B 2016 r. MUKpoopraHusmbl, okucisiomue HepTh (puc. 806). Bropoii
MakCUMyM yHcieHHOCTH YBOM BeisgBieH Ha riryoune 250 cm. Crioit ocajika XapakTepH30BaJICs
TPEIIMHON JAera3anui W ObUT HackllleH HeThio. B memom, yucienHocts kak YBOM, Tak u
MUKPOOPTraHU3MOB, OKHCISIOUIUX JIETKOJAOCTYITHOE OpraHMYeCKOe BEIIECTBO B pasbl, MpeBhILIANA

TAKOBYIO, BBISIBJICHHYIO B ITPEABIAYIIHUEC I'OABI UCCIICAOBAHU.
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B menom, ¢ MomeHTa OTKpBITHSI palioHa HedrenposBaeHnus y M. ['opeBoit YTec B 2005 1., B
JUHAMUKE Pa3BUTUS HE(PTENPOSBICHUS OTMEYEHBI CIEAYIOUIHNE OCOOCHHOCTH: CHHKCHHE
CYMMAapHOTO COJICpKaHUSI HOPMAJIbHBIX YTJICBOJOPOAOB M IOJUIMKIMYECKUX apOMaTHYECKUX
YIJICBOAOPOAOB B HE(PTSIHBIX CIMKaX M JOHHBIX OCaJKax; 4YacTUYHAas Jerpajanust HeTH,
MOCTYTAONIeH Ha BOJHYK TIOBEPXHOCTh; POCT U MOCIEAYIONIEe YMEHBIICHHE YHUCICHHOCTH
MHKpPOOPT'aHU3MOB B BOJIC U JIOHHBIX OTJIOKCHUSIX MPH COXPAHEHUH CTPYKTYPbI KyJIbTHBUPYEMOTO
MUKpOOHOTO coobmiectBa. 3a mepuos ¢ 2006 mo 2016 r. oTMEeYeH HU3KUH ypOBEHb CYMMapHOTO
COJICpKaHUsI U Y3KHH JHMara3oH OOHApY)KEHHBIX KOHIEHTPAIMW H-aJKaHOB M IOJIMITUKIHYECKIX
apOMaTUYECKHX YIIIEBOJOPOIOB B BOJJHOM TOJIIIIE, CBUACTEIBCTBYIOIINX O COXPAHEHUU YHCTOTHI BOJT
o3epa B paiione Hedrenposisienus (ITasmosa u ap., 2020; Gorshkov, Pavlova et al., 2020a, 6).

XapakTepucTHKa MUKPOOHBIX c0001IecTB paiioHa He)TenposBJIeHH, PACIIOJI0KEHHOT 0
HAnmpoTuB ycThs p. b. 3esenoBckasi. HanbosbIiiee KOJIMYeCTBO MUKPOOPTaHU3MOB 0O0OHAPYKEHO B
npo0ax BOJbI, OTOOPAaHHBIX C BOJHOW MOBEPXHOCTH, MOKPBITOW HE(PTSIHOW TUICHKOW M B JIOHHBIX
ocaZkax M3 TeX e pailOHOB. B MOBEPXHOCTHOM CIIO€ BOJbI, HA CTAHLIUHU, KOTOpas HaXOMHUTCS
HEMOCPEICTBEHHO BOJIM3U OT BbIXOJa HE(TH, JOMUHHPOBAIM MUKPOOPTaHU3MBI, HCIIOJIB3YIOIINE B
kauectBe cyoctpata HepTh (2600+£250 KOE/mn) u w-ankansl (1200110 KOE/mMa — 1800 +£200
KOE/mi1), BBICOKO COjEpKaHUE OJIMTOTPOPHBIX OaKTEepHid, YMCICHHOCTh KOTOPBIX COCTaBIIsLIa

14504140 KOE/m1 (puc. 81a).
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Pucynox 8l. PacnpeneneHue MHKpOOpraHU3MOB, okucisionmx HepTs (1), w-ankanbsl (2),
JIETKO/IOCTYITHOE OpraHHYecKoe BemecTBO (3) B JOHHBIX OCaKaxX B pailoHe yCThs p. b. 3eneHoBckas
B 2006 (a) u 2016 (0) rr.
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Ha cranmnusx, yaaneHHBIX OT BbIX0Ja He(PTH, YUCIEHHOCTh MUKPOOPTaHU3MOB, OKUCISIOIINX
JIETKOJIOCTYITHOE OpraHnYecKoe BemiecTBo, BappupoBaio oT 180+16 KOE/mn no 740+200 KOE/m.
B mnpumonHbix mnpobax Boabl ObUIO OOHAPYKEHO MEHbIIEE KOJIUYECTBO OakTepuid, 4eM B
MOBEPXHOCTHBIX. 3/1eCh Mpeodnaganu rerepoTpodHble MHUKPOOPTaHU3MBI, Pa3BUBAIOIIMECS IPU
Pa3IMYHBIX TEMIIEPATYPHBIX YCIOBHUSIX, UX YUCICHHOCTh IPEBbIIIAa TAKOBYIO JUJISl OJIMTOTPO(HBIX
Oaxrtepuil. [IpucyrcTBre nocieAHUX OTMEUEHO JIMIIb HA OTJENbHbBIX cTaHMAX. Konmyectso YBOM
cocrapnsuio He 6osee 200+20 KOE/mun (ITaBnosa u ap., 2008a, 6).

Takast e KapTHHa pacrpeleieHus YIiIeBOJOPOIOKUCISIONINX U OpraHOTPOPHBIX OaKTepuit
HaOmoanach B paiione Hedre-meranoBoro cuma 3eneHcun B 2020 romy, pacmoyiOKEHHOTO Ha
riryoune 420 M. YncnenHocts opranotpodHeix 6axkrepuii cocrapisia 780+65 — 900+93 KOE/mu B
MOBEPXHOCTHBIX cJosiX BoJbl U 10 700+68 KOE/Mit — B mpUAOHHBIX. YTIIEBOAOPOIOKUCIISIOIINAE
MUKPOOPTaHU3MbI OBLIIN pacIipe/ie]ieHbl He paBHOMEPHO, KaK MO TTIyOMHE BOJAHOM TOJIIH, TaK U MO
uccienyemoit miomaau. Hanbomnpimas ynciaeHHOCTs HedTeokucsirommx oakrepuii (1o 2000+200
KOE/min) BwisiBnena Ha ryomne 200 M, Ha CTaHIWH, OJM3KOPACIIOIIOKEHHOHW K 30HE BBIXOJA
HEe(TAHBIX CIIMKOB Ha TIOBEPXHOCTh BomHOW Tommy (puc. 816). B memom, dwcIeHHOCTH
MUKPOOPTraHU3MOB, OKUCIISAIOMUX HePTh BappupoBaia oT 4+1 1o 600+60 KOE/mi, okucnsromux -
ankanel — oT 8+1 1o 450+4 KOE/mi.

B nmonspix ocaakax Hedre-meranoBoro cuma 3eneHcunt B 2020-2021 rr. 4mMCIEHHOCTH
YTIEBOIOPOAOKHUCISIONIUX MUKPOOPraHU3MOB ObUIa COINOCTaBMMa C YHCJIEHHOCTh OakTepuil B
JNOHHBIX ocaakax I'Y, oroOpanneix B 2016 r. HauOomnblnee KOIMYECTBO MHKPOOPTaHU3MOB,
okucnstonmx HegTh (480+40-560+50 teic. KOE/T) BBIsIBIEHO Ha rimyOuHe 30-50 cMm B kepHe St. 4
GC. 6 (puc. 82a).

KepH, oroOpaHHBIi HENOCPEACTBEHHO B  He(Te-METAaHOBOM CHIIE€, MpeACTaBIeH
BOCCTaHOBJICHHBIMU TJIMHAMH, C MECYaHbIMM HPOCIOSIMHU CO clieaMu HedTu Ha riryOune 50 cm.
YucnenHocts OakTtepuil, okucisromux x-ankanel (230+20 ThIc. KOE/T) ObUTa MeEHBIIE
HEe(DPTEOKHUCISIONINX U COMOCTaBMMa C YHCICHHOCTBbIO opraHoTpodHbix Oaxtepuit (330+30 ThIC.
KOE/r). MakcumyMm ankaHaerpagupyrommx O0akTepuil BbIABIEH Ha TiyOuHe kepHa 50 cM, crnabo
HachleHHOro He(Thi0. C riryOMHOM KepHa KOJIMYECTBO AJIKAHJETPATUPYIOIIUX U OPraHOTPO(HBIX
OaKkTepuil CHU)KAeTCsl MOYTH A0 HOJsI, B OTIMYME OT MHKPOOPTaHU3MOB, OKHUCISIOUIMX HE(PTh
(330£30 teIc. KOE/T) (puc. 8206).

B nonnpix ocagkax u3 kepHa St. 3 GC. 1, oroOpaHHOr0 3a npeaenaMu HeTe-MeTaHOBOTO CHIIa
U TIPE/ICTaBIEHHOI0 BOCCTAHOBJICHHBIMU TJIMHAMU, HACBIIIIEHHOT'O I'a30BBIMM T'HJIpaTaMH 0e3 clieZloB
He(TH, KyJIbTUBUPYEMOE aHaIpPOOHOE MHUKPOOHOE COOOIIECTBO MPEACTABICHO OPraHOTPO(HBIMU

OakTepusMM, MaKCHUMajibHas 4HcleHHOCTh KoTopbix (140+12 teic. KOE/r) BboisiBIeHa B
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MOBEPXHOCTHOM  cioe  ocaaka (puc. 820). UWCIEHHOCTh  YTIIEBOJOPOJAOKHUCIISIFOITUX

MHUKPOOpPranu3MoB BapsupoBaia oT 1+0.1 teic. 1o 1746 teic. KOE/T.
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Pucynox 82. PacmpenencHue MHKPOOPraHW3MOB, OKucisomux Hedts (1), wu-ankassr (2),
JIETKOJIOCTYITHOE OPTaHWYECKOE BEIIeCTBO (3) B IOHHBIX OCa/IKaxX B palioHe He(hTe-METaHOBOTO CHITA
3enencun B 2020 (a, 6) u 2021 (B) T.

B nonnbix ocankax kepHa St. 10 GC. 1, oro6panHoro B 2021 rony, BBISIBICHO TpU NHKa
YUCIIEHHOCTH YTJICBOJOPOOKUCIISIFOIIIMX MUKPOOpPTaHu3MoB (puc. 82B). IlepBwiii HaOmrOmancs B
MOBEPXHOCTHOM cJioe ocaaka — 10 250+£24 teic. KOE/r, BTopoii — Ha riyoune 80 cMm (1o 130+11 ThIc.
KOE/r), rne 6bu1M TOKaTU30BaHbl T'a30Bble TUAPATHI CO clieiaMu HeTH, TpeTuil — Ha riryoune 180
cMm (mo 180+16 teic. KOE/T), rae ocagku Takke cofepkaiu cieabl HeQTH.

JKCHepUMEHT M0 [erpajaluM H-aJIKaHOB He()TH ¢ MPHPOAHBIM MHKPOOHBIM
€0001IeCTBOM, OTOOpPaHHBIM B 30HE€ HE(PTSHOTO IMATHA, MOKa3aj, 4YTO 3a MepBble 15 CyTOK
HKCIIEPUMEHTA, YMEHbBILIEHHE KOHIEHTpAallUU H-aJIKaHOB He MpeBblmano 2—3 Mkr/mia (puc. 83;
[TaBnoBa u np., 2012). B nanpHeiemM HePTEOKHUCIAIONMAS CIIOCOOHOCTh MUKPOOHOTO COO0IIeCTBa
BO3pacraer, u 4depe3 36—60 cyT KoHBepcUs H-adKaHOB jocthrana 84-90%, mpuyeM KOJIWYECTBO
BHECCHHBIX H-aJIKaHOB HE(TH B Hayalle SKCIIEPUMEHTa HE BIHUSUIO Ha CIIOCOOHOCTh MHUKPOOHOTO
cooO11ecTBa 1erpaAupoBaTh HEPTH.

KauecTBeHHBII cOCTaB H-aJIKaHOB B MPOAYKTaxX OMoierpaiaiuy moj00eH ux cocTaBy B HE(TH,
KOTOpasi 100aBIsyiach B KCIEpUMEHTalbHbIe cMecH (puc. 84a), U XapaKTepU3yeTcsi MOHOTOHHBIM
YMEHBIIEHNEM KosindecTBa romosioroB oT Ci3 10 Cs3 B X0/1€ SKCIIepUMeEHTa. B cirydyae MakcuMalbHON

KOHBCPCHUU H-aJIKaHOB Ha XpoMaTtorpaMmax OKCTPAKTOB BKCHepHMeHTaHBHOﬁ CMECHU
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PETUCTPHUPYIOTCS THMKH HW30MPEHOMAOB (TpHcTaH, (UTAaH) ©W HEpa3penieHHbIM HadTeHO-
apoMaTU4YeCKUid Top0O, CBSI3aHHBIN ¢ TsDKENbIME (pakiusiMu HegTH (puc. 840).

Bonee nnutenbHBIN IeprO]] OKUCICHUS HEPTH OTMEUYEH B SKCIIEPUMEHTAX C MCIIOJIb30BaHHEM
BO/JIbl, 0OTOOPAaHHOMU B paiiOHE €CTECTBEHHbBIX HE(TENPOsIBIEHUH, HO 3a IpeeaMu HEPTIHOTO MATHA.
B nocnennem ciyuae, yepe3 15 cyT skcnepuMeHTa KOHBEPCHUS H-aJKaHOB HE(PTH HaOIII0JalIoCh
TOJILKO B KOJI0axX, COAEpXKAIUX WX MAaKCUMallbHbIe KOHIIEHTPAaUUU — 55—72 MKI/MiI U cocTaBisiia
5.4-1.3% cootBercTBeHHO. Yepes 60 cyT kKoHBepcHsi H-adkaHOB He mpeblmana 48%. Camblii
JUINTEJIbHBIN JJATEHTHBIN IEPUOJ OTMEUEH B SKCIIEPUMEHTAX C MUKPOOHBIM COO0I11eCTBOM (POHOBOI'O
paiioHa. 3HaYMMOE YMEHBIIEHHUE KOHLEHTpAIMU H-aJIKaHOB OTMEUYEHO TOJbKO uepe3 36 cyT
IKCIIEPUMEHTA, KOHBEPCHUS H-alKaHOB cocTaBiisiia 19%. Yepes nBa Mecsilia KOHBEPCUS H-aJIKaHOB HE

npesbimana 34% (puc. 83).
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Pucynox  83. Macca  w-aJkaHOB B Pucynoxk 84. XpomarorpaMMbl: a — pacTBOp
IKCIIEPUMEHTANBHBIX ~ CMECAX B XOJze HeTH B XJOpHCTOM MeTHieHe (7.4 mr/mi),

KyJbTUBHPOBAaHUS COOOIIECTBA OalKaaIbCKIX
MUKpPOOPTaHW3MOB B PAa3JIMUHBIX BOJHBIX
cpenax: 1 — u3 paifona m. ['opeBoit yrec (B
HeTSIHOM MsATHE), 2 — U3 pailoHa M. ['opeBoit
yTec (BHE 30HBI HE(TSHOro msATHA), 3 — C
¢doHoBol craHuuu bapry3uHckuil 3anuB.
[utuposano no [lasnosa u ap., 2012.

HCIIOJIL30BAHHON B KadecTBE [40O0OABOK B
MOJIEJIbHBIX IKCIIEPUMEHTaX; 0 — AKCTPAKT
MozAeNbHOM  cMecn  mocine 60  cyT
skcnepumenTta. Jlo6aBka HepTtH 5.5 M,
cTeneHb KOHBepcuu H-ajakaHoB 90%. ITuku:
Cn — n-anikansl, Pr — npucras, Ph — puran, St
—  BHYTPEHHUH  CTaHIapT  CKBaJaH.
Hurtuposano no IlaBnosa u ap., 2012.

211



7.1. PazHooOpa3ue KyJbTUBHPYEMBIX YIJI€BOAOPOAOKHUCIASAOINNX MUKPOOPTAaHU3MOB, HAJTMYH e
T€HOB 23POOHOI0 OKHMCJIEHHSI H-AJIKAHOB M CIIOCOOHOCTH K CHHTE3Y NMOBEPXHOCTHO-AaKTHBHBIX
BelleCTB

B uncryro kynpTypy mnoaydeHo 108 mTaMMOB a’pOOHBIX  YIJIEBOJOPOJIOKUCIISIONINX
MUKpoopranu3mMoB. Ha ocHoBe anammza mocnemoBaTenbHocTH reHa 16S pPHK wuccnemyemsbie
opraHm3Mbl OTHecCeHbl K Oaktepusm poxa: Pseudomonas, Bacillus, Brevibacillus, Paenibacillus,
Micromonospora, Rhodococcus, Sphingomonas, Mycobacterium, Bosea, Micrococcus,
Microbacterium, Arthrobacter, Novosphingobium, Methylobacterium, Curtobacterium, Acidovorax
(JlTomakuna, ITaBmoBa u ap., 2009; Lomakina et al., 2009). JleTekiust TeHOB OKUCIICHHUS H-aJIKaHOB
(alkB) y 4ucTBIX KyJIBTYp a3pOOHBIX YIIIEBOJAOPOJIOKUCIISIONINX MUKPOOPTaHU3MOB MOCPEICTBOM
[TIP-ammuinduxanuu ¢ Tpems rpynmnaMu crieiuUyYHbIX IpaiiMepoB Noka3aia, 4To OoJbllas 4acTh
UCCIIeI0BaHHbIX mTaMMOB (76%) comeprxana alk rerst I rpymmbl, OTBETCTBEHHBIE 3a JErPaIalliio
HIMPOKOTO CrieKTpa H-ankaHoB. Y 10% mrammoB BoisiBieHbI alk-renst I rpymmbt. Alk-rewst 11 rpymimbr
BBISIBJICHBI Y TIpezicTaBuTeneii poaa Acinetobacter sp. (ITasiosa u ap., 2010).

B renome mramma R. erythropolis Ne4—08, m3onmpoBaHHOTO M3 OUTYMHOW MOCTPOWKH 03.
baiikan, moaHOCThIO pacinpoBaHbl U TPAHCIUPOBAHBI B AMUHOKHCIIOTHBIC TTOCIIE0BATEIbHOCTH
cTpykTyphl ueThipex alkB-renos, komupyronmx ankan-1-monookcurenasy (Likhoshvay et al., 2014).
[Tokazano, uyTo, Kak W Yy JApyrux mnpenacraButeneid poma Rhodococcus, y wucciemyemoro
MHUKPOOpPIraHW3Ma HMMEIOTCS CTPOr0 KOHCEPBATHUBHBIC (parMEeHTHl, B OJHOM U3 KOTOPBIX
(EHNEGHH) oOHnapyxeHa HecMHOHEMHYHas 3aMeHa. AHAJIOTHYHAs CTPYKTypa HaiigeHa y R.
erythropolis SK121 (04385381), BbIeieHHOTO M3 TOYBBI, 3arps3HeHHol HedThio U R. erythropolis
PR4 (002768905) — wu3 wmopckoit Bomsl Tuxoro okeana c¢ riyounel 1 kM. [omonorus
AMHHOKHCIIOTHBIX IOCJI€I0BaTeIbHOCTEN —ankaH-1-ruapokcmnas mramMa R.  erythropolis ¢
AQHAJIOTUYHBIMU TIOCJICIOBATEIBHOCTSMU J3THX MHKPOOPTraHu3MoB coctaBisier 94-97%. Taxxke
YCTaHOBJIEHO, YTO B OTJIMYME OT BhIMIEyrmoMsHyToro romosora R. erythropolis PR4, mramm R.
erythropolis Ne4—08 criocobeH jerpaanpoBaTh H-ajdKaHbl 00Jiee HIMPOKOTO TOMOJOTHYECKOTO Psijia
(Ce—Cz0 potuB C12—CogcootBercTBenH0) (Likhoshvay et al., 2013).

Y BCeX NPOTECTUPOBAHHBIX B JAHHOM HCCIICJOBAaHUM IITAMMOB, Pa3JIMYAIONIUXCSA TI0
HYKJICOTUIHBIM mociiefioBaTenbHOCTAM reHa 16S pPHK, crpykrypa alk reHoB onnnakoBa u Haubosee
cxonHa ¢ alk-reramu tna «Rhodococcus». DTo MOXKET CBHUIETEILCTBOBATh O TOM, 4TO alk-reHsr
MOTJI TIOSIBUTHCST B TEHOME pa3lUYHBIX POJOB OakTepuil B pe3yjbTaTe TOPU30HTAIBHOTO
MeXBHUI0BOTO TiepeHoca (van Beilen et al., 2001; Typosa u ap., 2008). Kpome Toro, U3BECTHO, YTO
alk-reHbl SIBJIAIOTCS aaNTUBHBIMH, TO €CTh CBSA3aHHBIC C MPHCIIOCOOJCHHEM K WU3MEHSIOIIUMCS
YCIOBUSIM Cpelibl. AAaNTHBHBIC T'CHbI HE SIBISIOTCS 00sA3aTENBHBIMH UI BCEX MPEICTaBUTEICH

6aKTepI/IaJ'IBHOI\/'I MOomyJisiquy, OHW pacrojararoTCa Ha IIasMHuJax, 4YTO 3HAYUTCIBHO ITOBBIIIACT
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BO3MOXXHOCTh WX IEpPEHOCa MEXAY YIeHaMH MOMYJISIUH, JAaKe€ €CIU STU YICHbl HE SIBISIIOTCS
omm3kopoictBeHHbiMU (Typosa, 2009).

CrnenctBueM ropu3oHTaibHOTo nepeHoca renos (horizontal gene transfer, HGT) moxet ObITh
Hanuuyue alk-reHoB y MUKpPOOPTaHU3MOB Pa3HOOOPA3HBIX TAKCOHOMUYECKHX Py B OaTUIeIaruaim
03. baiikan, rae mpsMble BBIXOJbI HE(PTSHBIX YIJIEBOJAOPOIOB HE 3aduKcupoBaHbl. Tak, TeHBI,
OIOCPEYIOIIME OKHCIEHUE aMMOHMSI M METaHa, Pa3jIoKEHHE apOMaTHYECKUX COEIMHEHUN WU
QJIKaH/METaHCYJIb()OHATMOHOOKCUT€HA3bl, ObUTM OOHApy>KeHbl B OOJBIIEM KOJHYECTBE B
riy6okoBoHO# yactu KOxHoro Baiikasa mo cpaBHEHHUIO ¢ UX OKeaHWYeCKuMH aHanoramu. AlK-reHsr
BoistBIIcHBI B Tenomax Chloroflexota, Ignavibacteria, Bacteroidetes, Limnohabitans, Methyloglobus,
Myxococcales, Acidobacteria, Rhodospirillaceae u neknaccudunupyemsix Proteobacteria (Cabello-
Yeves et al., 2020).

3a mocnennue 20 NeT mMpenCcTaBiEHBI Jqoka3zarenbcTBa, uro HGT wurpaer BaxkHylo poyib B
TOPU30HTAILHOM PACIPOCTPAHEHUHM CYHIECTBYIOIIMX KaTaDOJMYeCKHX IMyTeil, a Takke B
€CTECTBEHHOM ITOCTPOCHUH HOBBIX. DTOT IIEPEHOC MO3BOJISAET OaKTEpUsM OBICTPO alalTHPOBATHCS K
HOBBIM KCEHOOMOTHYECKUM COEIMHEHUSIM, MOCTyHaloIMM B UX cpeay obutanus. B uyactHocTH,
JI0Ka3aH TEepPeHOC IUIa3MHJI, HECYUIUX TI'eHbl OKUCJICHMs alKkaHoB, ¢eHona, coeauHenuii BTEX
(6enzomn, Tonyon, 3Tunbdenson, kcwion) u Hadrtanunaa (Top, Springael, 2003; Boronin, Kosheleva,
2014; Shahi et al., 2017). Takum 0Opa3oM, BEpOSATHO, OAKTEPUU B paiioHAX €CTECTBEHHBIX BBIXOJIOB
He()TU B CpeHEN KOTIOBHUHE SBISIOTCS HE TOJIBKO aKTUBHBIMU OMOAECTPYKTOPAMHU YTJIIEBOIOPOAOB,
HO U JIOHOpPaMHU KaTa0OJIMYECKUX TE€HOB JUIl TOPHU30HTAIBHOIO IEepeHOca MHUKPOOpPraHHU3MaM,
oOuTarIuUX B APYrux pailoHax o3. baiikai, HanpsiMyro He CBA3aHHBIX C Pa3rpy3Koi HedTH.

HN3yuyenne crnocoOHOCTH YIJIeBOJAOPOJAOKHMCIASIOININX MHUKPOOPTaHM3MOB K CHHTe3y
BHekJ1eTOYHbIX [TAB. Ognum u3 BaxkHeWmux kpurepueB oueHku [TAB mpu ux npaktuueckom
UCTOJIb30BAaHUU SIBJISIETCS CHOCOOHOCTh K 3MYJIBIMPOBAaHUIO YIIIeBOA0poa0oB. CrocoOHOCTh
MHUKPOOPIaHU3MOB HCIIOJIb30BaTh BOJOHEPACTBOpHUMBIE THAPO(OOHBIE CyOCTpaThl 00YCIIOBIEHA
nBymst Mexanu3Mamu (Bouchez-Naitali et al., 1999): noromenuem cyocTpata B pe3ysibTaTe MpsSMoro
B3aMMOJEHCTBUS  KJIETOK ¢  KaljisiMu  yrieBojopojna U Ouo-IIAB-omocpenoBaHHBIM
B3aMMOJICIICTBUEM KJIETOK U cyOcTpara. HeoOXoauMbIM YCIOBHEM INPSIMOTO KOHTAKTa KIETOK U
YIJIE€BOAOPOAA SBISETCS BBICOKas THAPOGOOHOCTh KIETOYHOM MOBEPXHOCTH; B ITOM CiIydae
YTJEBOJOPOAbl MPOHUKAIOT B KJIETKY B BHJE CYOMHKPOCKONMYECKHX Kamenb. [Ipu BTOpOM
MEXaHU3ME CHHTE3UpOBaHHBIE KJIETKON [[AB ComoOM3UpPYIOT WM AMYJIBTUPYIOT THAPODOOHBIE
cyOctparbl, oOierdas HuX TOCTYIUIGHHE B KIETKY. MHOTME MUKPOOPTraHM3MBI, CIOCOOHBIE
YTUIIM3UPOBATh YIJIEBOJOPO/bI, PEATM3YIOT 00a MEXaHHU3Ma, T.e. XapaKTEpU3YIOTCSl BBICOKOU
ruapoGOOHOCTHIO KIICTOUHON TTOBEPXHOCTH M 00JIa1al0T criocoOHOCThIO K cuHTe3y [TAB (Bouchez-

Naitali et al., 1999). BonbUIMHCTBO M3BECTHBIX MPOAYIICHTOB, B TOM YHCIIE U MPEACTABUTEIN POa
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Rhodococccus, cunresupyior [TAB mpu pocte Ha ruapodobHbix cybcTpatax (Rapp et al., 1979;
Desai, Banat, 1997; Lang, Philp, 1998; Kuyukina, lvshina, 2010; Ivshina et al., 2017; Kuyukina,
Ivshina, 2019; UBmmuua u ap., 1987, 2021). Cornacuo kinaccudukanuu (Rosenberg, Ron, 1999), [TIAB
JIENATCSl HA HU3KO- U BBICOKOMOJIEKYJISIpHBIE. K HH3KOMOJIEKYJISIPHBIM OTHOCSTCSI TIIMKOJIUITHIBI
(Tperaio30aunuIbl, COGOPOIUIHIBI, PAMHOJIUIIH/IBI), JIUIONENTHIBI (CYppaKTHH, MOJIMMHUKCHH,
rpaMuUIMIuH S) ¢ochonunuasl U HEeWTpanbHble TUNHIBL. Bbicokomonekyinsipubie [TAB — sto
HOJIMCAXOPHIbI, OCJIKU, JUIOMOIMCAXAPHUIbI, JIUIONPOTEHHBI WJIM KOMIUIEKCHl 3THUX BEILIECTB.
Huszkomonekymspasie [IAB criocoOHBI CHIXKATh MOBEPXHOCTHOE HATSDKEHHE HA TPaHUIIE pasjelia
(a3, a BBICOKOMOJICKYJISIPHBIC SIBIISTFOTCSI BBICOKOA()(DEKTUBHBIMU CTa0MIIN3aTOPAMH 3MYJIbCUI THIIA
«MacJio B BoJie», T.€. amyJjibratopamu (Rozenberg, Ron, 1999; Toren et al., 2001; Walzer et al., 2006;
[Tupor u ap., 2009).

Ha mnepBoM 3rame ucCiieOBaHUI, CHOCOOHOCTh CHUHTE3UpOBATh BHEKJIeTOuHbie [IAB
TECTUPOBAIM y 36 MITAMMOB MUKPOOPTIaHM3MOB, OTHECEHHBIX K poaam Rhodococcus, Paenibacillus,
Brevibacillus, Pseudomonas, Micrococcus, Arthrobacter, Novospingobium, Microbacterium,
Micromonospora. CriocoOHOCTh CHHTE3MPOBaTh BHEKJIeTOYHbIe [IAB OleHMBAIM IO CHUKECHHIO
YPOBHSI TIOBEPXHOCTHOT'O HATSDKEHHS (G) HA TPAHMIIC JKUJKAs cpelia — BO3AYX M 10 MPOSBICHUIO
AMYJITUPYIONICH aKTUBHOCTU CYNEPHATAHTOB KyJbTypaibHO# skuakoctu (IlaBmoBa u ap., 2010).
[lpoBefcHHBIC HCCIICAOBAaHUS TIOKA3aJd, 4YTO CYINEPHATaHThl KYyJIbTYPAJIbHOM KUJKOCTH
npejcraButeneit pomos Rhodococcus sp. (9 mrrammoB), Paenibacillus sp. (2), Brevibacillus sp. (1),
Microbacterium sp. (1), Pseudomonas sp. (2) He MpPOSIBIAIOT 3MYJIBIHPYIOIIYIO aKTHBHOCTb.
OMynerupyromias akTuBHocTh 12 mrammos (33%) ciabas, E24 He npesbimaer 10.5%. Haubonpburyio
AaKTUBHOCTh TPOSBII HewaeHTHuuupoBaHHb mTamMM Ne 88-05 (E24 = 22.4%) u mTaMMmsl,
otHeceHHbIe K p. Pseudomonas u Arthrobacter (E2s = 18.4%). B 1iemom npeacTaBuTeN pa3indHbIX
POMOB TPOSBISIOT SMYJIBIHPYIONIYI0 AKTHBHOCTh B Pa3IMYHOM CTeneHd. Tak, cpenu cemMu
HCCIIeIOBaHHBIX MpesicTaBuTeneil poxa Brevibacillus, mects mtaMMoB mokasanu akTHBHOCTb OT 2.6
1o 13.2%; B rpynme Pseudomonas, ams Tpex u3 matu mramMmoB Eos coctaBmsier 10.5-18.4%, uto
MO3BOJISIET MPEANOI0KUTH, YTO CIOCOOHOCTh CTA0MIIN3UPOBATh THIPO(POOHBIE IMYILCUU B OOJIbIIEN
CTENICHHU OIpENeNseTCs WHAWBUAYaTbHBIMA METa0O0JINYECKUMH OCOOCHHOCTSIMUA IITaMMOB, HE
3aBUCAIIMMH OT pOIOBOH npuHamiexxHocTH. Cpenu mnpeacraBurenedl poxa Rhodococcus we
BBISBJICHO IITAMMOB, CYIEpPHATAHThl KYJIBTYPAJIbHBIX IKUIKOCTEH KOTOPBIX TMPOSBISIOT
IMYJIBIUPYIOIIYI0 aKTUBHOCTh. bruocypdakTanTsl, 00pazyemMbie pOTOKOKKAMH, MPEUMYIIECTBEHHO
aCCOLIMUPOBAHBI C KIETKAMH, U TOJILKO He3HAYUTEIbHAS MX YacCTh BBIIEISETCS BO BHEIIHIOK CPEIy
(Lang, Philp, 1998; Rosenberg, Ron, 1999). B nienom, nokasano, uto 58% #cciie10BaHHBIX ITAMMOB

00J1a/1a10T SMYJIbIUPYIOLIEH aKTUBHOCTBIO.
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N3ydenune cmocoOHOCTH MHKPOOPraHU3MOB K CHHTe3y KJeTO4YHO-cBsi3aHHbIX ITAB.
Croco0OHOCTh K CHHTE3Yy KIIETOYHO-CBsI3aHHBIX [IAB m3yuanu y mectu mraMMoB, OTOOpaHHBIX Ha
OCHOBAHMU PE3YJIHTATOB HIKCIIEPUMEHTOB 10 JIerpaialiuil HeTH B 1a00paTopHbIX ycaoBusx. Ltamm
Ne 5-05, ornecennsiit k Pseudomonas fluorescens, 6su1 BeIZeICH M3 BOIHOM ToJU paiiona ['Y. 3a
36 CyTOK 3KCHepHMMEHTa B MPUCYTCTBUU JTAHHOTO IITaMMa, MOKa3aBIIETo MoyioxkurensHyo [1LP-
peakuuto Ha III rpynmy alk-renos, oxucnunocs 35% wu-ankanoB HedT ¢ aauHON 1enu Cio-Cos
(ITaBnoBa u ap., 2011). Ilsate mTamMMOB, OTHECeHHBIE K poay Rhodococcus, ObLiM BBIICICHBI M3
OUTYMHOM TOCTPONKH, TTOJTy4eHHOU ¢ moMotibio ['OA «MUP» co nHa o3. baiikan (Likhoshvay et al.,
2013). Bce mraMMbl OCYHISCTBISUIM OMOJIECTPYKIIMIO H-aJIkaHOB. JIJIsS BceX IITaMMOB, KPOMeE
mramma Ne 2-08, Ob110 XapakTepHO NOTpeOIeHUE JUIMHHOLEOYEUHBIX H-aiKaHoB (0T C21 M nainee),
KOHIICHTPALMU KOTOpBIX yMeHblmnuch Ha 46—100%, npu yBenwueHun B 2—3 pasza coAepKaHUS
KopoTkonenoyeuHbix ankanoB (Ci12-Cao) (JIuxomBaii u ap., 2010). B BOAHBIX IMYIBCUSX IKCTPAKTOB
OromMaccel 0akTepHil ObUIO0 OOHAPYKEHO CHIKEHUE MOBEPXHOCTHOTO HATSKEHUS 10 YPOBHS 35.93—
4471 MH/M wm mposiBiieHHE SMYJIBTUPYIONICH aKTUBHOCTH, paBHOU 23.7-32.4%, mpW UCXOIHBIX

nokasareinsix 73 MH/m u 0% cootBercTBeHHO (Tabdi. 12).

Tabnuya 12. 3HaueHus TMOBEPXHOCTHOTO HATSHKEHHUS W SMYJBIUPYIOUIas aKTUBHOCTh BOJHBIX
9MYJIbCHI SKCTPAKTOB OHoMacchl bakTepuii poga Rhodococcus u poxa Pseudomonas

Pox Gakrepwuit [ToBepxHOCTHOE HATSKEHUE | DOMYJIBIHPYIOIIAs
(HOMep mTamMma) o, MH/Mm aKTUBHOCTb, %0
o Ac
Rhodococcus sp. (Ne 1-08) 47.56 16.83 0
Rhodococcus sp. (Ne 2-08) 55.17 7.26 23.7
Rhodococcus sp. (Ne 3-08) 50.49 13.9 0
Rhodococcus sp. (Ne 4-08) 35.93 27.13 0
Rhodococcus sp. (Ne 5-08) 51.95 11.71 0
Pseudomonas sp. (Ne 5-05) 44.71 18.95 32.4

CraHgapTHBIM TMPU3HAKOM CIOCOOHOCTM MHKpPOOPTraHW3MOB IpoayuupoBath OuollAB
ABJISIETCS] CHUJKEHUE YPOBHsI MoBepxHOCcTHOTO HaTskeHus (ITH) Ha rpanuiie sxukas cpena — Bo3ayx
(Bomuenko, KapaceBa, 2006). Hexotopsie aBTopsl (Cooper, 1986) cumTarOT NmepcrleKTHUBHBIM B
KauecTBe MpoayleHToB OMOoIIAB MuKpoOpraHusMbl, KOTOpbIE BHI3BIBAIOT yMeHblieHue [TH Gonee
yem Ha 40 mH/M, npyrue asroper (Willumsen, Karlson, 1997) nonaranu TakOBBIMH H30JISTHI,
curxarone [1H 6omnee uem va 20 mH/Mm.

Haubosiee akTUBHBIMH OKa3aJlUCh IITaMMBbI, oTHeceHHbIe kK Rhodococcus erythropolis (Ne 4—
08), KOTOpBIN CHIDKACT MOBEPXHOCTHOE HaTshkeHue Ha 27 MH/m u Pseudomonas fluorescens (Ne 5—
05), obOnanaroluii He TOJBKO MOBEPXHOCTHO-aKTHBHBIMU CBOMCTBaMH, HO M AMYJIbIUPYIOIIUMU
(ITaBnoBa u ap., 2011). CpaBuenne BenuuuH [TH 1 IO BOIHBIX AMYJIBCHI SKCTPAKTOB OMOMACCHI

6aKTCpHﬁ U UX CYIICPHATAHTOB CBUACTCIILCTBYCT O TOM, UYTO Yy BCCX HCCICAYCMbIX HU30JIATOB KaK
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MOBEPXHOCTHO-aKTUBHbBIE, TaK U AIMYJIbIUPYIOIINE CBOMCTBA CBA3aHBI C OMOMaccoil OakTepHii, a He ¢
CYIIEpPHATAHTOM  KYJIbTYPaJbHOW KUAKOCTH. TakKe MEpCIEeKTUBHBIM JUIA  JaJbHEUIINX
uccnenoBanuii sBisiercs mramm Rhodococcus globerulus (Ne 2—08), xotopslit obnamaer ciaboi
MMOBEPXHOCTHON aKTUBHOCTHIO (CHM)KAET MOBEPXHOCTHOE HATsDKeHHE Ha 7.26 MH/M) 1 BeIpakeHHOM
SMYJIBIUPYIOLIEH aKTUBHOCTHIO.

OnpenejieHne XMMHYECKOr0 COCTaBa KJETOYHO-CBSI3aHHBIX O0MOIIAB. Ha ocHoBanum
NPOBEICHHBIX HWCCICJOBAaHMM, HANMpPaBICHHBIX HAa TIOMCK MHMKPOOPTaHM3MOB, CIIOCOOHBIX
obpazoBbiBaTh OMOIIAB Obu1 BBIIBIEH HambOoJee aKTUBHBIA IITaMM, OTHECEHHBIM K poay R.
erythropolis (Ne 4-08), crioco6HBIN 00pa30BBIBATH KIETOYHO-CBSI3aHHBIC IIOBEPXHOCTHBIE BEIICCTBA.
[Ipu pocte Ha cpefie ¢ H-TEKCAACKAHOM, TTOKA3aTeNlb G BOAHOW IMYJIBLCHH dKCTpakTa duomacchl R.
erythropolis (Ne 4-08) nocturan 3xHauenus 35.93 mH/M, Takum oOpa3om, 3HaueHHe AG ISl TOTO
mramMma coctapisier 27.13 mH/m.

Jns ananuza CTpykTypel oOpa3yembix OuollAB, Ouomaccy wucciegyeMoro mramma
Hapall¥Bajll HAa MHHEPAJbHOM cpelne C H-TeKcaJekaHoM. B mpomecce KyJIbTHBHPOBaHUS OBLIO
OTMEYEHO, YTO B OJKCIIOHCHIMAIBbHOW (a3e pocra, B KyJIbTYpaJIbHOH >KHIKOCTH HAOIIOHAeTCs
nporuecc GpIokKyIsiimuu — o0pa3zoBaHue XJI0MbeB. HecMoTps Ha TO, 4TO B HACTOSIIIEE BPeMsI U3BECTHO
3HAYUTENIbHOE KOJIUYECTBO MHKPOOPTaHU3MOB, NETPAAMPYIOMIMX YTJIEBOJAOPOJIbI, TEM HE MEHee
TOJILKO HEKOTOPAst YaCTh M3 U3BECTHBIX MHUKPOOPTaHU3MOB, CIIOCOOHA OCYIIECTBIIATH 3TOT MPOIIECC,
COBMeIIas JIBa MeXaHW3Ma: OMoAerpafanuio W (pU3MUECKYI0 Cerapaiuio, K KOTOPOH OTHOCHTCS
nporecc ¢uokkysiuu (Chang et al., 2009). TTporecc 6nohnokKysu 00yCIOBICH BO3ISHCTBHEM
9KOJIOTUYECKUX (PaKTOPOB, TAKUX KaK XUMUUYECKUM HITH (PU3NUYECKUI CTpecc, CyOCTpaTHBINA IpalueHT
WIN SIBISIETCS JKU3HEHHOHM cTpaterneil. Buoduoxymsmus Ba)kHa W WHOT/A OYEHb BBITOIHA IS
pacTymux KIETOK, B TaKUX CIIydasX KaK 3alldTa OT BBIEJAHUS MPOCTEHIINMH, YCTOHYUBOCTH K
TOKCHHAM M JIydIlas YTHIM3alis UCTOYHHUKOB yriepona u sHepruu. B padore (Liu et al., 2009)
MOKa3aHO, YTO JUI YJyYIIEHUS WU3BJICUCHHUs TUAPO(OOHBIX YTIIEBOJOPOJIOB M3 TUAPOPHUILHON
cpesibl, HeKoTophie mTamMMbl Rhodococcus o0pa3yroT (IoKKYIIbIL.

B pesynbrate KynpTHBHpOBaHUs Uccieayemoro mrtamma R. erythropolis (Ne 4-08) B Teuenue
456 4., uepe3 240 4. B KyJbTYpPaJIbHON MXHUAKOCTH, TMOJ CIIOEM H-T€KcaJeKaHa HaOII0AaNoCh

oOpazoBaHue (HIOKKYJ pa3InIHOro pasmepa (puc. 85).

2 L/(:noﬁnrw .n ‘

- Pucynok 85. OOpaszoBanue @¢UIOKKyJ1 mTamMmoM R.
erythropolis (Ne 4-08) ©Ha wMwuHepanbHOU cpele
H-TeKCaJeKaHOM

DIOKKY/IBI
GakTepuit
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[Tpu ocTaHOBKe IIelKepa, CIYCTsS HEKOTOpOe BpeMs, (DJIOKKYJIBI CIUMAINCh APYT C APYToM,
YBENIUYMBAsACH B pazMepe. OnHako, mpu BO30OHOBICHUM PAaOOTHI HIeHKepa, Oonbine (IOKKYIIbI
pa3pymaimck, ocTaBauch Oonee Menkue. [Iporecc oOpasoBanust (HIOKKYI OBUT OTMEUEH TAKKE TIPU
MPOBEJCHUN MHKPOCKONMUYECKMX HUccienoBaHuil. [l aHamuza CTPYKTypbl 0Opa3yeMbIxX
MOBEPXHOCTHO-aKTUBHBIX coeanHenuil mramma R. erythropolis nmorennuansubie 6rnocypdakTaHThi
U3BICKAIN U3 (PIOKKYJ OakTepuid METOAOM >KMIKOCTHOM SKCTpakuuu xiopodopmom. Metogom
TCX mnoxkazano, uro ¢pakuus 3 (Rf=0.38) comepkuT 4 TOMUHAHTHBIX MHKA, COOTBETCTBYIOIIUX

maccam 763.5738, 797.5847, 802.54420 u 1341.9251 (tadmx. 13).

Taéauya 13. Maccel MOJIEKYJIIPHBIX HOHOB, IPUCYTCTBYIOIIKX BO pakiuu 3

MH+ MH+ MH+
391.2921 739.6056 846.4427
492.4096 764.5738 894.5417
579.2950 782.5708 943.9829
654.3329 790.3830 1342.9251
683.5442 798.5847
689.5370 803.5442

W3BectHo, uto mis R. erythropolis npu KyabTHBUPOBaHMM HA H-TEKCAJCKaHE XapaKTEPHO
o0pa3oBaHHe TPEralio30JAUKOPUHOMUKOJIATOB, MPEACTABISAIONIMX COOOH Tperago3y ¢ JByMs
OCTaTKaMH MHKOJIOBBIX KHCIOT. OIWH U3 JOMHUHAHTHBIX THKOB, COOTBETCTBYIOLIMH Macce
1341.9252, xopennupyet ¢ 6pyTrTo-hopmynoit CrgH152015. M0OKHO IpeanoaoKuTh, 4TO 3Ta Macca
COOTBETCTBYET TPETAIOIHINIY, COJIepKalieMy 2 OCTaTKa KUPHBIX KUCIOT, Hanpumep CszsHesO3 u

C34He603, Kax1ast U3 KOTOPBIX UMEET OJIHY ABOMHYIO CBSI3b.

7.2. BausiHue CTHUMYJATOPOB pocTa (NMPOTATPAaHOB) HAa WMITAMMbI MHKPOOPraHU3MOB,
n3o0jupoBanHbie u3 o03. baiikan, o0aagamomme crnocodHOCTHI0O K cuHTe3y O0uOIIAB nu
YIJ1eBOIOPOAOKHCISIOIIEH AKTHBHOCTBIO

CymectByeT O0/bIIOE KOJIWYECTBO METOJOB, IO3BOJIAIONIMX CHU3UTH 3arpsi3HEHHE
oKkpykarwmie cpeasl HepThio U HedTenpoaykramu (Rosa, Triguis, 2007; Couto et al., 2014).
buonorndeckne MeTOIBI CUMTAIOTCS HamOoyiee TEpPCIeKTHBHBIMA M OCHOBaHBl HE TOJBKO Ha
UCTIOJIb30BaHUU OMOIPENapaToB, COACPIKALIMX YIIIEBOIOPOJOKHUCISAIONINE MUKPOOPTaHU3MBI, HO U
Ha aKTUBU3AIlUM MUKPOOHOTO co001IecTBa 3arpsi3HeHHOro oobekta (Boronin et al., 2002; Belyaev et
al., 2003; Filatov et al., 2017; Nazina et al., 2017; Varjani, Upasani, 2017). Kpome 6uomoruueckoro
KOMITOHEHTa B COCTaB MpENapaToB OOBIYHO BXOIST COPOEHTHI, KOHCEPBATOPHI, CTAOMIN3ATOPHI
(caxaposa, OopHast KMCIIOTa, OCH30WHAs KHUCJIOTAa, MaJaXUTOBBIM 3€JIEHBIN, MOJUAITUIICHTIIUKOIIb,
(bakTopsl pocTa (JIPOXIKEBOW SKCTPAKT M OMOTPHH) U a30THO-(POCHOpPHO-KaTHEBbIe KOMIIOHEHTHI,

H606XOHI/IMI)Ie IJId pasBUTUA MUKPOOPraHU3MOB. YBenuuenue 6I/IOJIOCTYHHOCTI/I MaJI0PaCTBOPUMBIX
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B BOJIC U COPOMPOBAHHBIX OPTaHUYECKHUX 3arpsS3HEHUH JIOCTUTAETCS BBEICHHEM MOBEPXHOCTHO-
AKTUBHBIX BEIIECTB, KOTOpBIE JTMOO BHOCATCA HAa YYacTKH 3arps3HEHUs, JHOO MPOXyLHUPYIOTCS
mukpoopranuzmamu in situ (Decesaro et al., 2017). Bmecte ¢ Tem, B cocTaB CO3JaHHBIX U
3allaTCHTOBAHHBIX IPEMNapaToB, MPEIHA3HAYCHHBIX Ui PEMEIUAlMM HE BXOJSAT CHHTCTUYCCKHE
XUMHYECKHE COSAMHEHUS, 00Iaaromume (pu3noIornieckoil akTHBHOCTBIO M BIMSIONIUE HA CKOPOCTh
pOCTa YIIeBOAOPOAOKUCIISIONIUX MUKPOOPTaHU3MOB.

B ecTecTBEeHHBIX YCIOBUSX IPOLECCH OMOJErpasaliyi MPOTEKAI0T B TEYEHUE JUIUTEILHOTO
BPEMEHHU, OCOOCHHO B PETHMOHAX C IMOHMKEHHON TemmnepaTypoi. i akTHUBU3aAIMH MPOIECCOB
KHU3HENICATEIILHOCTH  YTJICBOJOPOJOKHUCIISIFOIINX MUKPOOPTaHU3MOB TPH HHU3KHX TEMIepaTypax
BO3MOKHO MTPUMEHEHHE OMOJIOTUYECKH aKTUBHBIX COSAMHEHUI B Ka4eCTBE CTUMYJISITOPOB pocTa. B
JTAHHOM KOHTEKCTE MEPCHEKTHUBHBI CHHTETHYECKHE XMMUYECKHE COCAMHEHUS, CHHTE3UPOBAHHBIC B
Hpkyrckom urctutyte xumun CO PAH. B wactHOCTH, IMPOKHI PsiJ apHIIXaIbKOTCHHIII-AIIETaTOB
Tpuc-(2-THAPOKCUITHII)aMMOHUS, Ha3BaHHBIX mpoTarpanamu. COeTMHEHHUS, HMEIOIINE «aTPaHOBOE»
CTPOCHHUE TIPE/ICTABIAIOT COOOW OECIBETHBbIE HM3KOILIABKUE IMOPOIIKUA WM BSI3KHE HPOTOHHBIE
ankaHoilaMMoHueBbie noHHbIe xuakoctu (ITAVIK) (Niedermeyer et al., 2013), nerokcuunbie (LDso
= 1300-6000 mr/Kkr), yCTOWYUBBIE IIPU XPAHEHUU U XOPOIIIO PACTBOPUMEBIE B BOJIE, CIIUPTE U JPYTUX
opranndeckux pactBopuresx (Mirskova et al., 2015; Adamovich et al., 2017).

Bricka3zaHO TMpenAronoKeHne, YTO CHHTE3MPOBAHHBIE OMOCTUMYJIISTOPHI MOTYT OKa3bIBAaTh
BIIMSIHAE HAa CKOPOCTH POCTa YTIIEBOAOPOJOKUCISIONINX MHUKPOOPTaHU3MOB M WX aKTUBHOCTH. B
KauecTBe TeCT-00BEKTOB OBLIN UCIIOJIb30BaHBI ITaMMbl p. Rhodococcus (Ne 4-08) u p. Pseudomonas
(Ne 5-05), onucanue yriieBoA0pOIOKUCISIONINX CBOWCTB KOTOPBIX MprBeaeHO Bhiire (Paviova et al.,
2019). B pe3ynbraTe MpOBEACHHBIX HCCIICIOBAHUN BBISIBICHBI PA3JIMYUs BIMSHHS POTaTpaHoB 1-3
Ha POCT JBYX IITAMMOB MHKPOOPTaHW3MOB, KOTOPBIE IO CBOMM (DU3HOJIOTO-OMOXMMUYECKUM
CBOMCTBaM 3HAYMTEIILHO OTJIMYAIOTCS APYT OT APYTa.

B orHomrennn tmramMa R. erythropolis (Ne 4-08) Bce Tpu TeCTHPYEMBIX COEAUHCHHUS
OKa3bpIBAJIM BIHMSHHE HA CKOPOCTb POCTAa MHUKPOOpPraHM3Ma. B  YCIOBHSX NEPUOIUYIECKOTO
KyJIbTUBHUPOBAHUS B MUHEPAJIbHOU cpesie ¢ HepThio 0e3 n1o0aBiIeHus] coeIMHEHNH 1—-3 (KOHTpPOIIb)
BBISIBJICHO HAJIMYHME JOBOJBHO MPOJODKUTEIBHOM (10 24 9) nar-¢as3sl pocTa. DKCIOHESHIINATbHBIH
poct R. erythropolis HaunHaercs mocie 24 yacoB, IpU ATOM yZAEIbHAS CKOPOCTh pOCTa BO3pacTaeT
Ha Tops7ok ¢ 0.002 a ! 10 0.02 u* (puc. 86a).

[lpu BHeceHmnm coenuHenus 1 B kommedtpamusax 10%-10° mac. %. ma l-e cyTkm
KyJIbTHBMPOBAHMsS Nar-a3a COKpalaeTcs, CKOpocTh pocTa cocTaBiuger oT 0.007 mo 0.03 ut
COOTBETCTBEHHO. B manbHeiimem, Ha 4 CyTKU KyJIbTUBHPOBAHUS, B TPUCYTCTBHH COEAWHEHUS 1 B
xoruenTparmu 107-10° mac. % npu crkopoctr pocta 0.03 u* (Bpems reneparyu — 20.6 1) BEIABICHO

YBEJIMYEHUE YHCIEHHOCTH MUKPOOPTaHU3MOB B ~7—9 pa3. B To Bpems Kak B KOHTpoJie Ha 4-€ CyTKH
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ckopocTk pocta coctasisier 0.005 ut, Bpems renepanmun — 138 u. BHecenue coemuHenus 1 B Gomee
Hu3kux koHneHrtpanuax (1077, 10 mac. %.) 3HaumMoro BIMAHHMSA HA POCT MHKPOOPTaHM3MA HE

okassiBasio (Pavlova et al., 2019).
a) 6) B)
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Pucynok 86. Biusinue coenuuenus 1 (a), 2 (0), 3 (B) Ha ckopocth pocta R. erythropolis (4-08).
[{utuposano o Pavlova et al., 2019.

Bnusinue coenuHenus 2 Ha ckopocTh pocta R. erythropolis otMedeHo Ha TpeTbu CyTKHU (pHC.
866). B manHOM ciryuae Hanbomnee >(GheKTHBHBIME oKazanuchk KoruenTpamuu 107°-1078 mac. %, npu
KOTOPBIX OTMEYAJIOCh YBEJINYEHHE YUCICHHOCTHU B 2—2.8 pa3a. [Ipu 3ToM cKopocTh pocTa cocTaBisiia
0.06-0.07. 4%, uTO cooTBETCTBYET BpeMeHH TeHepalui paBHOM 10 4, B TO BpeMsi KaK B KOHTPOJIE L
=0.02 41, Bpems renepanuu — 35 4. Bosee Bricokue kKonnenTpamuu 1074107 mac. % npuBoaumm K
TOPMOXKEHHUIO pOCTa B CpaBHEHUHM C KoHTposeM. HaubGonee 3¢pdeKTHBHBIM OHOCTUMYISTOPOM
OKa3aloch coequHenne 3 B KoHueHTpamuu 10 mac. %, npu 106aBaeHrH KOTOPOrO HABIIOAANIOCH
3HaYMMO€ BIIMSHHE HA POCTOBBIE XapakTepucTUKU (puc. 86B). Ha 4-e cyTku skcrepuMeHTa
YICIIEHHOCTh GAKTepHii yBemmuuBaack B 16 pas. IIpu 3ToM ckopocTs pocta coctasisna 0.04 a2,
BpeMs rerepanuu 16 4. B To BpeMst Kak B KOHTPOJIBHBIX 00pa3iiax JaHHbIC TapaMeTPhl COCTABIISLTN
coorserctBenHo 0.01 u! u 38 u. Bonee HU3KME MM BBHICOKHE KOHIIEHTPAIIMH 3TOTO BEIIECTBA
BJIMSIHUS HA POCT MUKPOOPTaHU3MOB HE OKa3bIBAJIH.

s mramma P. fluorescens (Ne 5-05) BHeceHHEe B KyJIbTypalbHYIO Cpely coeauHeHui 1-3
OKa3a/och MeHee 3HaunMbIM. B mpucyTcTBuu coenuHenus 1 B konmentpanuax 10°-10~ mac.%. Ha
1-e CyTKH KyJIbTUBHUPOBAHHS HabIIOaeTCs yBeIudeHre ckopocT pocta 10 0.02 u B cpaBHeHHH ¢
koutponeM (0.004 u!). IToBblIeHHE YMCIEHHOCTH MHKPOOPraHM3MOB OTMEYEHO JHUIIb IIPH
koruenTparmy 107 n 107° mac. % n TobKO Ha cepMBIE CYyTKH KyIbTHBHpOBaHHS (pHc. 87a). BmMecte
C TeM, HECMOTpS Ha IMOBBIIICHWE YHCICHHOCTH 10 HWCTeUeHHIO 168 U KyJIbTHBHPOBAHUS
(xoHnenTpanus coemuaenns 1 104 u 1075 mac. %) ckopocts pocTa 6axTepuii 6bi1a Hu3koi — 0.004—
0.006 u* (Bpems renepanuu 114—171 u) u comocTaBUMOl B KOHTpoIsHOM obpasie (u = 0.004 u?,

Bpems reneparuu — 175 u). Ilpu nob6asnenuu coemunenns 2 B konuenTpanun 104 u 107 mac. %
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yBEIMYCHNE KOJIMYECTBA MUKPOOPTaHU3MOB OTMEUEHO TOJIBKO BIIEpBhIe 24 yaca skcriepumenTa. [Ipn
BHeceHHH 2 B KoHIeHTpamuu 1074 Mac. % CKOpOCTb pocTa yBeIMUHBANACh HA HOPSAI0K M COCTABIIANA
0.04 4! B cpaBrennu ¢ kouTposieM (0.004 ut). [To HCTEUEHHIO CEMHU CYTOK SKCIEPUMEHTA CKOPOCTh
pocTa B IPUCYTCTBUYU COSIMHEHUS 2 B Pa3IMYHBIX KOHIIEHTPANUAX ObLIa COMTOCTABUMA CO CKOPOCTBIO

pocTta B KOHTpoJe (puc. 870).
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Pucynok 87. Bnusuue coemunenus 1 (a), 2 (6), 3 (B) Ha ckopocth pocta P. fluorescens (Ne5-05).
[{utuposano o Pavlova et al., 2019.

Bnusiaue coenunenust 3 Ha xapaktepuctuku mtamma P. fluorescens (Ne 5-05) ormedeHo
TOJIBKO TIPH €r0 HCMONb30BaHuK B KoHnenTpamuu 10~° mac. % (puc. 87B). B KOHTpONBHEIX Mpobax,
HE CO/IepIKAINX TECTUPYEMOE COSMHEHHE, (ha3a YCKOPEHHUS POCTA BBISIBIICHA |-€ CyTKH IPOBEICHHS
skcnepumentTa (L= 0.01 u 1), Uepes 48 u y1eabHas CKOPOCTh POCTa BO3PACTAET B 2 pa3a M COCTABIAET
0.02 ! (Bpems remepamuu 31 u). K 72 wacam HaOmIO/maeTcs yMEHbIIEHHE CKOPOCTH POCTA, UTO
CBHUJICTEIILCTBYET O JIOCTIKCHHM cTranuoHapHoW ¢as3pl. Ilpm BHeceHMHM coequHEHUs 3 B
xoHnenTpanuu 10 mac. % OTMeueHO yBelMUEHHE YHMCIEHHOCTH HA 3-M CYTKHM HpOBEJEHHS
sKcniepuMeHTa. JloOaBieHue B cpely coequHeHus 3 casuraer ¢a3y pocra Ha CyTKH JUIsl TaHHOTO
mramma (puc. 878).

Taxum 00pazom, MPOBECHHBIE CCIIEIOBAHUS TOKA3aIH, YTO CHHTE3UPOBAHHBIC COCTUHECHHUS
1-3 u3 psga mporaTpaHOB A SBISAIOTCA OHMOCTHUMYJATOPAMH POCTa YIIEBOJOPOIOKUCISIOINX
Oakrepuii poga Rhodococcus, n3onupoBanHbIX U3 palioHa HedTenposBieHus B 03. baiikan (Pavlova
et al., 2019). [lo6aBieHue B KyJbTypalbHYIO Cpelly COeAMHEHHH 1-3 mpu HHU3KOH Temreparype
(10°C) B mMukpokortenTparmsax (1074-10" mac. %) mMHOTrOKpaTHO (B 2—16 pa3s, B 3aBUCHMOCTH OT
IPOJIOJDKUTEIBLHOCTH KYJIbTUBUPOBAHMS, KOHLEHTPAIMM U TUIIA aHUOHA) YBEJIMYMBAJIO CKOPOCTh
reHepauu Oaktepuid poxa R. erythropolis. Bmusaue coenunenuii 1-3 Ha poct P. fluorescens
nposiBisieTcs: ciaabee. BeposTHO, MOIOKUTENFHOE BIMSHUE OMOJIOTHYECKH aKTUBHBIX MPOTATPAHOB
1-3 na Rhodococcus onpesenseTcss 0COOEHHOCTAMHU CTPOCHHS KJICTOYHOW CTEHKH ITHX OaKTEpHUH.
Knerounas crenka OakTtepuil JaHHOW TpyNIbl B CHJIy CBOEH JUMO(QMIBHOCTH HMEET BBICOKOE

CPOACTBO K TUAPOPOOHBIM CyOCTpaTaM U MpeACTaBIIsAeT cO00 MOIIHOE TUNo(HIEHOE 00pa3oBaHHeE,
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MoJ00HOTO KOTOpOMY HeET y Apyrux Oaktepuii (Serebryakova et al., 2002; Aranda et al., 2007;
Kuyukina, Ivshina, 2010). [Tomumo nunuaoB kietouHas creHka Rhodococcus sp. BkirouaeT B ceds
MUKOJNOBBIE  KuciaoTel  (Bergey’s Manual, 2012), koropble MalOT MOpPEUMYIECTBa
YTIIEBOIOPOAOKHUCISIONUM OaKTepusiM B Ipoliecce moriomenus cyocrpara. J{ns Oakrepuil pona
Pseudomonas xapaktepHo obpazoBanue 6uosmyiasraropos (Varjani, Upasani, 2017). Beigenss Bo
BHEITHIOIO CcpeAy OWOdIMyNbratop, OaKTEepUM CHIDKAIOT TUAPOPOOHOCTh YIIIEBOAOPOJOB U
CHOCOOCTBYIOT HX conoOmn3anun. Ho Oonee ciokHOE CTpOCHHE KIETOYHON CTEHKH, OTCYTCTBUE
TEHXO0EBbIX U MHKOJIOBBIX KHCJIOT 3aTpPyJIHSET IOCTYIUICHHE HEKOTOPBIX BEIIECTB B KIIETKY.
BeposiTHO, 4TO cTeneHb BIMSHHUS CHHTE3WPOBAHHBIX MPOTAaTpaHOB 1-3 Ha CKOPOCTh pocCTa
OTIPE/ICNIACTCS MMEHHO OCOOCHHOCTSMH CTPOCHHS KIETOYHOW CTCHKH MHUKPOOPTaHHM3MOB JABYX
Pa3IUYHBIX CUCTEMATHYECKUX TPYIIIL.

Kak ormeueHo Beie, mporarpanbl 1-3 MoxHo oTHecTH K ITAMXK (Bicak, 2005; Petkovic et
al., 2011; Pinkert et al., 2011; Stoimenovski et al., 2011, 2012; Niedermeyer et al., 2013). Panee
MIOKa3aHOo, 4TO, 00Jyiafiasi HEOObIYHBIMH (PU3UKO-XMMHUYECKUMU cBoMcTBaMu Hekotopble [TANMK,
COCTOSIIIHNE W3 OMOJIOTHIECKH aKTUBHBIX KATHOHOB aMMOHHS 1 aHUOHOB MPOTOHHBIX KHUCIOT MOTYT
ObICcTpee, YyeM JIpyrue COEIMHEHUs, MPeoJoJieBaTh KieTouHble MeMOpaHbl (Stoimenovski et al.,
2012). IIpennonaraercs, 4ro cToib ycnemHnbiil Tpancnopt [TAVK oOycrnaBnuBaeTcs TeM, YTO OHU
MPOHUKAIOT Yepe3 MeMOpaHy B (hopMe BOJIOPOAOCBI3aHHBIX KOMILIEKCOB. DTO JIeJacT HOHHBIC TTaphI
U UIX arperaTthl «HEeUTpaIbHEE», 00JIeryas MPOHUKHOBEHHE Yepe3 MOICIbHYI0 MeMOpaHy. BeposiTHo,
TPaHCIIOPT OMOCTHUMYIIATOPOB 1-3 BHYTph Oaktepuii p. Rhodococcus mporekaeT aHaIOTHYHO.
Bricokas cnenuduueckas Ouonoruueckas akTUBHOCTh MPOTATpaHOB A, B 4YacTHOCTH 1-3,
00BsICHSIETCS OJArONPUATHBIM COYETAHUEM B MX MOJICKYJIaX HECKOJBKUX (hakTopoB. Bo-TiepBbIX,
nposiBisieTcsi  cuHepruueckuit  apdexkr «doubl action» (Seter, 2012) »sTaHONIAMHHOB U
ApUIXabKOTEHUITYKCYCHBIX ~ KUCIOT.  BoO-BTOpBIX, mpoTarpaHbl  00daNal0T  HEOOBIYHOU
MIPOCTPAHCTBEHHON TPUIIMKINYECKONH CTPYKTYpOM, CoJepsKallel BHYTPUMOJIEKYISPHYIO CBS3b
N—H. Takoe cTpoeHUe MPUBOJHUT K BHICOKOMY JTUIIOJLHOMY MOMEHTY MOJICKYJIBI M ITOBBIIICHHOM
AIIEKTPOOTPHIIATEIIEHOCTH IKBATOPHAIBHBIX aTOMOB KHCJIOPOa MPOTaTpaHoBoro octosa. [Ipu sTom
MOJIOKUTEITHHBIM KOHIIOM JTUTIONS SIBIISIETCS aTOM a30Ta. BeposiTHO, 4TO 3a CueT BOJOPOIHBIX CBSI3EH
U JIUTIOJIb-TUTIOIBHOTO B3aUMOJICHCTBUS C MOJSIPHBIMH TPyHIamMu OETKOB U JUIHIOB TMPOUCXOAUT
XEMOCOpOIMSI TPOTATPAHOB Ha TIMOBEPXHOCTH OHOJIOTHYECKUX MeMOpaH W HX JalbHeHIiee
MPOHUKHOBEHUE B JKHUBYIO KJIETKy. [loiydeHHBIE pe3ysIbTaThl TOKA3bIBAIOT MEPCIIEKTHBHOCTH
WCCJICTIOBAaHUI MPOTATPAHOB psAfa A B KauecTBE d(PPEKTUBHBIX OMOCTUMYIISATOPOB POCTA, PA3BUTHS
¥ aKTUBHOCTH OakTepuii-HedTenecTpykTopoB. [IpenMyIecTBOM CHHTETHYECKIUX OMOCTUMYIIATOPOB

1-3 sBasercss UX HU3Kas CTOMMOCTh, PAaCTBOPUMOCTb B BOJI€, YCTOMUMBOCTbH IpPH XPAHEHUH,
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HETOKCHYHOCTh M 3(dexTuBHOCTs B HM3KUX (1x107~1x1078 mac. %) xonmnenTparusax (ITaBmosa
O.H., Anamosuu C.H., MupckoBa A.H., 3emckas T.U. [larent na uzodperenue 2694593, 2019).

Takum 00pa3oM, NMPOBEICHHBIC WCCIECAOBAHUS MOKA3ajiH, YTO B paiioHe HEPTENpOsSBICHUN
obHuTaeT TMHAMUYHOE MHKPOOHOE COOOINECTBO, C MOBBIIICHHOW 4YuCIeHHOCThIO YBOM B 30Hax,
coJlepKalIiX yriaeBoaopoasl. OOBIYHO 3TO MOBEPXHOCTHBIE U NMPHUIOHHBIE CIOM BOJIBI, a TAKXKE
MOBEPXHOCTHBIE CJIOM JAOHHBIX OTioxkeHud. Kak 1 B MuUpoBOM OkeaHe, B ClydasiX TE€XHOT€HHOTO
pa3nuBa Hedtu (Atlas, Hazen 2011; King et al., 2015), BrepBbie roJibl UCCIEIOBAaHUI O0TMEYATIOCh
YBEJIMYEHUE UHCICHHOCTH KYJbTUBUPYEMBIX YTIJIE€BOJOPOJOKUCISIONIMX MHUKPOOPTaHU3MOB
(YBOM) B BoumHO# TOmmie. B 30He HEDTAHBIX CIMKOB, 00pa3yIOIMUXCsA Ha MOBEPXHOCTH BOIHOM
TOJIIIY, KOJIMYECTBO KylbTHBHpYeMbIXx YBOM B 12 pa3 mpeBbImano 3Ha4eHus B BOjAE (POHOBBIX
pationoB (ITaBioBa u np., 2008a, 6, 2012). Pacnpenenenne YBOM 3aBuceno ot pacnpenencHus
YTIIE€BOIOPOAOB, IJIOTHOCTh KOTOPBIX YBEJIIMYUBAETCS B 30HE pasrpy3ku. HecMoTpst Ha OCTOSTHHYIO
SMUCCHIO HE(TH, HU3KHE TeMIIepaTyphl, a TaKXKe JJIUTENbHbIM MEpPHO MOJHOTO 3aMeIleHUs BOJ
baiikana mputokamu (okoino 400 ner) (Weiss et al., 1991), BeIxoabl HEPTH JIOKAIW30BaHBI Ha
OTPAaHMYEHHBIX ydacTKax B 03. baiikain, 4yTo CBUACTENHCTBYET O MEXaHU3MaX CaMOOYHUIIECHUS OT
HE(TAHOTO «3arps3HEHUS», TJI€ OCHOBHAs POJb MPUHAAJIC)KUT MHUKPOOPraHU3MaM. Y CTaHOBJIEHO,
4TO B yCIIOBUSX HHU3KOH TemmepaTypsl (4°C) o3. Baiikan, nerpagauust ¢pakiuu H-alKkaHOB HePTH
MPUPOTHBIM MUKPOOHBIM coo01iecTBOM 3a 60 cyT. nocturana 90% (Ilasiosa u gp., 2012).

B pesynbpTaTe mpoBeaeHHOTO MOUCKA BBISABICHBI IITAMMBI, CHHTE3UPYIOIINE TIUKOIUITHIHBIC
onocypdakTaHThl 00IagarOIIE TOBEPXHOCTHO-AKTUBHBIMUA U SMYJIBTUPYIOLNIUMHU CBOWCTBAMU MPHU
pocte Ha yrieBojopocoaepxammx cpenax (ITasnosa u ap., 2010a). O6pa3oBanue cyppakTaHTOB,
CITOCOOHBIX 3HAYUTEIBLHO CHHUXATh IMOBEPXHOCTHOE HATSDKEHHE, BBISBICHO Yy JBYX IIITAMMOB
MHUKPOOPranu3MoB, oTHocsmuxcs K R. erythropolis (Ne 4-08) u P. fluorescens (Ne 5-05) (ITaBnoBa
u 1p., 20100).

CnocoOHOCTh  JIeTpagupoBaTh YIIEBOAOPOABI 3aKperieHa B TeHoMaxX OalKalbCKHUX
MukpoopraiusmoB (Jlomakuna u ap., 2014; Likhoshvay et al.,, 2014). Ananu3 HyKJI€OTUIHBIX
nocienoBarenbHocTel  alk-reHoB, Koaupyromux —ankaH-1-MOHOOKCHTEHasy, MOKaszal, 4YTo Y
OOJBIIMHCTBA KYJTbTUBUPYEMBIX YTIIEBOIOPOAOKUCTSIONINX MUKPOOPTaHU3MOB (76%), BBIICIEHHBIX
U3 BOJHOM TONIIM M JOHHBIX OCAJKOB B paliOHaX €CTECTBEHHBIX BBIXOAOB He(TH B 03. baiikai,
coniepkarcs alkB-reHbl, uACHTUYHBIE B OOJIBIIMHCTBE Ci1y4yaeB a/kB-reHaMm, 0OHapyKEHHBIM paHee y
R. erythropolis (Jlomakuna u ap., 2014). B rerome mramma R. erythropolis, u3onupoBanHoro u3
OuTyMHO# mocTpoliku 03. baiikan, oOHapyxeHO deThipe Tuna alkB-reHoB, koaupyromux ankaH-1-
MOHOOKCHUTEHa3y ¢ HecuHOHeMu4HO# 3amenoi (Likhoshvay et al., 2013, 2014). Takas moaudukanus
alk-rena, BeposITHO, OTBeYaeT 3a CHHTE3 CHEHU(PHUYHON ajTKaH-1-MOHOOKCHIEHAa3bl, CIHOCOOHOI

OKHCIISITh TSDKEJIBIE H-aJIKaHbl, U3 KOTOPBIX COCTOUT OmTyMmHast moctpoiika (Cz2-Cas), B yCimoBusX
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Hu3Koi temmepatypsl (4°C) u Beicokoro gasieHust (90 atm.) (Likhoshvay et al., 2013, 2014). C
UCTIOJIB30BAaHUEM JAHHOTO IITaMMa MPEATIOKEHO MPUMEHEHNE apHIXallbKOTeHIIIAETaTOB TpHc(2-
THIPOKCUITHII)aMMOHUSL — «IIpoTarpaHoBy 1-3 obmeii popmynsr ArYCH2CO> -HN'(CH2CH20H)3
(A), tne Ar = apur; Y = O (1), S (2), SO2 (3), B kadecTBe OHOCTUMYJISATOPOB pOCTa
yriaeBogopomokucisomux oakrepuit  Rhodococcus erythropolis. OOnapy:kennsiii  3¢dekr
MOJIOKHUTEIBHOTO BIIMSHUS «IIPOTATPAHOBBIX)» COCJMHEHUH Ha YBEIWYEHHE CKOPOCTH pocCTa
YTIEBOAOPOAOKUCIAIONNX MUKPOOPTaHIU3MOB TPH HU3KHX MOJIOKUTEIBHBIX TEMIIEPAaTypax MOXKET
OBITh UCTIOJIB30BaH MPH pa3pabOTKe IKOJOTHUECKU O€30MACHBIX METOIOB BOCCTAHOBIICHHUS 00BEKTOB

OKPY’KaOIIeH cpesibl rmocie ux 3arpssHeHus Hed oo ([TaBmoBa u ap., 20198).
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3AK/IIOYEHUE

B macrosmieidn  pabore  ObUTIO  IKCHEPUMEHTAIBHO  MOATBEPXKIECHO  TOCTYIUICHUE
MUKpPOOPTraHU3MOB U3 30HbI T€HEPALIUHU YIJIEBOLOPOAOB B [IOANIOBEPXHOCTHBIE OCAKN BMECTE C ra30-
U He(pTeHachIeHHBIMU (uronaaMy. 3 MOBEPXHOCTHBIX OCAJKOB BBIACICHBI U 0XapaKTEPU30BAHbI
YUCTbIE KYJIbTYpbl TEpMOGUIBHBIX (PaKyJIbTaTUBHO-aHAIPOOHBIX MHKPOOPTaHU3MOB  poja
Thermicanus sp. (PB15/Grf7geo) u poma Thermaerobacter sp. PB12/4term (VKM B-3151).
OnTtumanbHasg TeMIlepaTypa pocTa HM30JMPOBAaHHBIX WITaMMOB cocTaBisier 60°C. Merabonusm,
HeXapaKTepHbIA IS TUIOBBIX BUIOB OakTepuit poma Thermaerobacter, 3akpersieH B reHome
Thermaerobacter sp. PBl12/4term u moxer o0ecrnedynBaTh KU3HEAEATEIBHOCTh HAa OCHOBE
XeMOJIUTOTPO(UHU B TIIyOMHHBIX JOHHBIX OCAJKaX C MCIOJIb30BAHUEM HEOPraHWYECKHUX IOHOPOB U
AKIIENITOPOB 3JIEKTPOHOB.

B o03. baiikan, kak 1 B MUpOBOM OKeaHe, JAeWCTBYET MEXaHU3M I'€OJIOTUYECKOH MUKPOOHOI
METJIN )KU3HECTIOCOOHBIX MPOKAPUOT, HUPKYITUPYIOLIUX U3 TITyOUHHON 0Ca0YHON TOJIIM 1 00paTHO
B Hee. [locTynaronue (rouIbl BAUSIOT Ha CTPYKTYPY MUKPOOHBIX COOOIIECTB M OOYCIIABIMBAIOT
3HAYUTENBHYIO JOJI0 MpecTaBuTenel «peakoii onocdeps» (Ca. Hadarchaeota, Ca. Zixibacteria u
Elusimicrobiota) B ocagouHoii Toie.

[Ipu BOCHPOW3BEACHUU YCIOBHM, XapaKTEpHBIX MJIs 30HBI TEHEpPallUu YTJIEBOJOPOJIOB,
YCTAHOBJICHO, YTO BBIABISIEMBbIE B JOHHBIX OTJIOKEHUSX JAMOCH30THO(EHBI, TpU- W
MOHOApPOMaTHYECKHE CTEPOUIbl, PETEH M rammaliepeH o0pa3yroTcsl B pe3ysbTare npeodpa3oBaHus
O6romacchl TMaTOMOBBIX BOAOPOCIIEH MHUKPOOHBIMHM COOOIECTBAMM OCAJOYHOW TOJIIU. YuacTHue
MHUKPOOPIaHU3MOB B OOpa30BaHMM pETEHa MpPEANoiarajoch U paHee, HO SKCHEPUMEHTAIbHO
MOJTBEPKJIEHO BIIEPBBIC. YUHUTHIBAs, YTO PETEH HCIIOJIb3YETCS B KayecTBe OMOMapKepa XBOMHBIX
pacTeHuil IpU PEKOHCTPYKLUMH NaJIEOKIMMaTa, MOJyYeHHbIE JIaHHbIE MO3BOJIAT 00jiee KOPPEKTHO
MHTEPIPETUPOBATH IPOUCXOIUBIIUE B 1aJIEKOM IIPOLIIOM IIPOLIECCHI.

[TpoBeneHHbIE HCCIIEOBAaHUS [TOKA3alIH, YTO B pailoHe HeTenposBIeHui 00uTaeT MUKpOoOHOE
COO0O0I1IECTBO € TOBBIIIEHHON YHUCIEHHOCTHIO YIJIEBOAOPOIOKUCIISIFOIINX MUKPOOPTaHU3MOB B 30HaX,
COZIepIKAIUX YIIIeBOI0PO/Ibl. [1oyueHb! yriieBOJ0pOIOKHCISFONIME TaMMbl pogoB Rhodococcus u
Pseudomonas, cuHTe3upyIOIIUe TIUKOIUITHIHBIE OMOCYP(haKTAHThI C TOBEPXHOCTHO-aKTUBHBIMHU U
OMYJIBTUPYIOIIMMH CBOWCTBaMHU. bonpmmHcTBO mmTamMmmoB obOnaxaer alk remamum Il rpymnmer,
OTBETCTBEHHBIMH 3a JIErpaJallfio IUPOKOr0 CHEKTpa H-aJKaHOB, UJIEHTUYHBIMH B OOJBIIMHCTBE
ciyyaeB alkB-renam, oOHapyxeHnHbM y Rhodococcus erythropolis.

Ha ocHOBE 5KCIIEpMMEHTOB NPEUIOKEHO NPUMEHEHHE apUIIXaIbKOI€HUIIAIETaTOB TpUC(2-
THJIPOKCUATUI)aMMOHUSL ~ —  IPOTaTpaHOB B KayecTBe  OHMOCTUMYJSITOPOB  POCTa
YTIIEBOJOPOJAOKUCIIOMUX ~ OakTepuil. OOHapy)eHHBI A(P(EKT TMONOKUTETHHOTO BIUSHUS

NpOTaTPAHOBBIX COCTMHEHHIT Ha yBeIM4YeHHe ckopocTu pocta Rhodococcus erythropolis npu Huzkux
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MOJIOKUTEIBHBIX TEMIIEpPATypax MOXKeT ObITh HCIHOJIb30BaH MpU pa3pabOTKe HKOJIOTUYECKU
0€30IaCHBIX METOJI0B BOCCTAHOBJICHUSI OOBEKTOB OKPYXKAIOIIEH Cpebl B Clydyae 3arps3HEHHs MX
HE(PTHIO.

BriepBbie moiydeHbl JaHHBIE O POJIM aHAdPOOHBIX MHUKPOOHBIX COOOIECTB B Ipoleccax
ouonerpaganuu HeTH B OCAJOYHOW TOJIIE HMPECHOBOAHON M TIIyOOKOBOAHOHM 3KocHcTeMBbl. B
aHA’POOHBIX TICUXPOQIILHBIX YCIOBHUAX 00Jiee akKTHBHAs KOHBEepCcHUs H-ankaHOB (10 35%) u [TAY
(o 65%) mpoxoauia B SKCIIEPUMEHTE C OCaJKaMH, OTOOPAHHBIMH B JUTUTEIHHO CYIIECTBYIOIIEM
paiione HedrenpossieHus b. 3enenoBckas. B moamnoBepXHOCTHBIX OCaAKaX MPOUCXOAUT JIerpadalius
Kak #H-ankaHoB, Tak u [IAY, B riyOuHHBIX — OHWOJerpajalvyd MOJABEPraloTCsi B OCHOBHOM
MOJIMIIUKITNYECKIE apoMaTtuueckue yriaeBogopoabl. Cozmanue tepModruibHbIX ycinoBuil (60°C),
XapaKTEPHBIX JIsl BEPXHEH IPaHUIIBI 30HBI T€HEPaIH YTIIEBOIOPOIOB, B HAKOMUTEIBHBIX KYJIbTypax
IIPUBEJIO K JOMUHHPOBAHHUIO Oakrepuii CEMENCTB Thermosediminibacteraceae,
Desulfotomaculaceae, Thermoanaerobacteraceae, Moorellaceae, Symbiobacteriaceae,
Caloramatoraceae, oObIYHO 3aHMMAIOIINX, Ha OCHOBE JaHHBIX METa0apKOAWPOBAHUS, MUHOPHOE
MOJIO)KEHWE B COCTaB€ MHKPOOHBIX  COOONIECTB  IMOAIIOBEPXHOCTHBIX  OCQJKOB WU
YTIEBOIOPOAOKHUCISIONIUX aHAYPOOHBIX MCUXPOPHUIIBHBIX HAKOMUTENbHBIX KyIbTYyp. [IpoBeneHHbIC
SKCIIEPUMEHTHI IOKa3alu OoJjiee BBICOKYIO CKOPOCTh TpaHCHOpMAIMU YTIEBOJIOPOAOB HEe(PTH
MUKPOOHBIMH COOOIIECTBAMH JJOHHBIX OCAJIKOB B TEPMODHIHHBIX YCIOBHSIX, YeM B ICUXPO(IIIbHBIX.
3a KOpOTKHil mepuoj BpemeHu (2.5 Mecsna) yObUTb H-aJIKAaHOB B TEPMOQUIBHBIX YCIOBHUSIX
coctaBuia 10 77%, ITAY — no 89%.

Kak u B 1pyrux He(TAHBIX IKOCHCTEMAX, Aerpaaanus HepTu compoBoKaaeTCs 00pa3oBaHUEM
BTOPUYHOT0 MUKPOOHOTO raza (MeTaH, 3TaH). ['eHepanys MeTaHa ¥ 3TaHa Ipu Ouojerpasaunu Hegtu
B OKCIIEPUMEHTATBHBIX YCIOBHIX MOXKET OOBSICHUTh HAXOXKJICHHUE Tra3a B JOHHBIX OCaJKax pailOHOB
He(TEnpOsBICHUH 3a MpeeaMyu TEPMOTEHHOM 30HBI Ha SMITUPUUECKOHN AUarpaMMe Mo U30TOMHBIM
JTaHHBIM yriepoga u Bomopoxa (Hachikubo et al.,, 2023) 3a cuer moGaBieHHsS BTOPHYHOTO
MHUKpPOOHOTO Ta3a K TEPMOTEHHOMY .

DKCIepuMeHTaIbHbIE JaHHBIC 0 JIerpaaliui HeTH B aHAIPOOHBIX YCIOBHIX MTOATBEPKICHBI
T€HOMHBIMH JTaHHBIMH. MeETareHOMHBI aHaan3 MHUKPOOHBIX COOOIIECTB MOAMOBEPXHOCTHBIX H
TIyOMHHBIX JIOHHBIX OCAJIKOB pailoHa ecTeCTBEHHOro HedrenposiBneHus b. 3eneHoBckas mokaszan
HaJM4He T€HOB, OTBETCTBEHHBIX 3a JETPAJAIMI0 YTIEBOJIOPOIOB B aHAYPOOHBIX YCIOBUSX, a TAKKE
TE€HOB, YYaCTBYIOIIUX B CHHTPO(HBIX MPEBPAIICHUSIX YTIEBOIOPOJIOB U METAHOTCHE3E.

Ha ocHOBaHMM T€HOMHBIX M IKCIEPUMEHTAJIbHBIX JaHHBIX, K YHCITY OCHOBHBIX yYaCTHUKOB
JIerpajganud HepTH B JOHHBIX OcaJkax o03. bailkam MOTyT OBITb OTHECEHBI NpPEICTaBUTEIN
Chloroflexota (Dehalococcoidia, Anaerolineae), Desulfobacterota (Syntrophia, Deferrimicrobia,
Syntrophorhabdia),  Bacillota  (Clostridia), = Pseudomonadota  (Gammaproteobacteria),
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Actinomycetota (Thermoleophilia), Bacteroidota (Bacteroidia, cem. VadinHA17), Atribacterota

(JS1), Halobacterota (Methanomicrobia, Methanosarcinia) u Thermoproteota (Bathyarchaeia).
HOJIy‘IGHHBIe PE3YJIbTAaThl CBHUACTCILCTBYIOT O CJIOKHBIX CI/IHTpO(bHBIX B3aI/IMOI[eI\/JICTBI/I$IX

MHUKPOOHBIX COOOIIECTB OCAJ0YHOW TOJIIM B palioOHaX pa3rpy3Kd YIVIEBOJIOPOJOB B IpoIieccax

peoOpa3oBaHus OPraHUUYECKOT0 BEIIECTBA, BKIIIOYAst yriIeBo10po bl (puc. 88).
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Pucynok 88. a) Cxemaruueckoe n3o0paxkeHnue CHHTPO(PHBIX B3aUMOJICHCTBUI MUKPOOHBIX COOOIIECTB 0CAA0YHOM TOJIIM B pailoHaxX pa3rpy3KH yTriIeBOJIOPOIOB;
(6) Pazpe3 ocaiouHBIX YE€XJIOB CpeTHEN KOTIOBUHBI M COBPEMEHHBIE PAa3JIOMbI IIMTUPOBAHBI 1O XJIBICTOB U p., 2007.
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BbIBO/IbI

1. B Hu3koTeMmmepaTrypHbIX OcaJkax o03. balikai, acCOUMMpPOBAHHBIX C BBIXOJAMHU
YTJIEBOIOPOAOB, MOJITBEPXKICHO PUCYTCTBHE KHU3HECITOCOOHBIX TepMO(DUITBHBIX
MukpoopranusmoB. [loctynaromue Qiuroupl BIUSIOT HAa CTPYKTYpPY MHUKPOOHBIX COOOILECTB U
00yCIaBIMBAIOT 3HAYUTEIBHYIO J0JIIO TIpeIcTaBUuTeNCH «peakoit onocheps» (Ca. Hadarchaeota, Ca.
Zixibacteria u Elusimicrobiota) B moHHBIX OcagKax.

2. Mukpo6Hble coob11ecTBa HepTe-MEeTaHOBBIX CUIIOB XapaKTEepU3YyIOTCsl HauOoublel qomeit
METaHOTCHHBIX MHUKPOOPTraHU3MOB B CPaBHEHHU C (DOHOBBIMH OCAJKAMH, OCAJAKaMH TIPA3EBBIX
BYJIKAHOB U METaHOBBIX CUIIOB.

3. Ilpu BocipoM3BEICHUY YCIIOBHH, XapaKTEPHBIX JJISI 30HBI TeHEpalnu yrieBoaopoaos (80°C,
5 Mlla) BnepBble MOKa3aHO MPEOOPa30BaHKE OPraHUYECKOTO BELIECTBA MPU YYaCTUU MHUKPOOHBIX
coobmectB. Cpean MNPOIYKTOB MAECTPYKIMH OHMOMAcChl JMATOMOBBIX BOJOPOCIEH BBISBICHO
oOpa3zoBaHME€  yIJIEBOJOPOAHBIX  KOMIIOHEHTOB  HepTH  (OUOEH30THO(EHBI, TpU- U
MOHOAPOMaTHUYECKHE CTEPOUIbI, PETEH U FraMMalEPEH ).

4. OOHapyXeHHE pEeTeHa B JOHHBIX OCaJKax HE BCErJa CBHUJETEIBCTBYET O €ro
KOHTHHEHTAJIbHOM TMPOUCXOXKICHUHM, TaK KaK OH TaKXE€ MOXET ObITh HPOAYKTOM JECTPYKIUU
ABTOXTOHHOI'O OPraHMYECKOT0 BEILIECTBA, OCYIIECTBIIEMON MUKPOOPTaHU3MaMH.

5. B pailonax pasrpy3ku He(dTH OOUTaeT MHUKpPOOHOE COOOLIECTBO, OCYILECTBISIONIEE
3pPEeKTUBHYIO TpaHC(hHOpPMAIMIO YIJIEBOJOPOIOB. ['€HBl alKaHMOHOOKCHIeHa3 OOHAapy>KEHbl Yy
OOJIBIIMHCTBA YUCTBIX KYJIbTYP a3pOOHBIX OaKTepHil U B METareHOMe U3 MOANOBEPXHOCTHOIO 0CAIKa
paiiona HeTenpOosBIECHUS.

6. PexoncrpyupoBanneie MAGs coaepkaT (QYHKIHOHAJIbHbIE TEHbl  AKTHBAI[UU
yIJIA€BOAOPOAOB IyTEM aHa’dpPOOHOTO0 THAPOKCHIIMPOBAHMS, MpHUCOeAMHEHHs ¢ymapata u
JleapoMaTH3alli1, a TAKXKe TeHbl, KaTaTM3UPYIOIUEe METa00IM3M IPOMEKYTOUHBIX apOMAaTHYECKUX
COEIMHEHUI M y4acTBYIOLIUE B CUHTPO(HBIX MPEBPAILCHUAX YIJIEBOAOPOIOB. ['€Hbl aHa’ pOOHOTO
OKHCJICHHsI YTJIEBOJOPOOB BBIABICHBI B reHOMax, oTHeceHHbIX K Desulfobacterota (Syntrophia,
Deferrimicrobia, Syntrophorhabdia), Chloroflexota (Dehalococcoidia, Anaerolineae), Bacteroidota
(Bacteroidia, cem. VadinHA17), Actinomycetota (Thermoleophilia, Geothermincolia) wu
Bathyarchaeia (Thermoproteota).

7. B aHa’poOHBIX ICUXPOPUIBHBIX YCIOBUAX CTENEHb Ouoaerpananuu HeQTu nocturaet 65%
3a 12 MmecsueB KyJlIbTUBHPOBaHUS, B TepMOGMIBHBIX — 10 89% 3a 2.5 mecsna. boiee Bbicokas
CTENEeHb aHa’pOOHOU Jerpajanuu HepTH BBIABICHA B JKCIIEPUMEHTE C OCagKaMH U3 paiioHa

HedrenposiBnenus b. 3emeHoBckas, PyHKIIMOHUPYIOMIETO B YCIOBUSX JUIUTEIBHOTO BO3JEHCTBUS
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yriaeBoaopoaoB. Jlerpaganus He(TH COMPOBOXKAAIach OOpa30BaHMEM YTIIEBOJOPOIHBIX Ta30B
(mertan, 3TaH).

8. BbiieneHbl W OXapaKTepU30BaHbI IITaMMbl Oaktepuii poma Rhodococcus u pona
Pseudomonas, o6pasyroruue 6uocypdakTantsl. [IpuMeHeHHEe apUIXalbKOr€HUIaeTaToB Tpuc(2-
THJIPOKCUATHII)aMMOHUS (ITPOTATPAHOB) YBEIMYUBAET CKOPOCTh POCTA YIIIEBOAOPOIOKHUCIISIONINX
Oakrepuii Rhodococcus erythropolis B 2-16 pa3, uto jenaer WX TNEPCIECKTUBHBIMH IS

OMOTEXHOJIOTUYECKUX LIEJIEH.

229



CIIMCOK IIUTUPYEMOM JUTEPATYPBI

1. AnamoBny C.H., MupckoBa A.H., MupckoB P.I'. Cnoco6 mnomydenus 1-R-unmon-3-
wicynbdanwianeratoB (2-ruapokcudTUi)amMMoHus. [lateHT Ha wu300perenne Ne 2642778.
27.02.2013.

2. Adponnna T.E., Kapabanos E.b. IcTouHnKM 1 0COOCHHOCTH paclpeeieHUs] OPraHNIeCKOTo
BEIIIECTBA B TUICHCTOIICH-TOJIONICHOBRIX ocankax CeBepHoro baiikana (Ha mpumepe OMOMapKepoOB H-
ankaHoB) //'eonorus u reopusuka. — 2001. — T. 1-2. — C. 241-253.

3. baraesa T.B., 3unypoBa E.E. CpaBHuTenpHasi XapaKkTEepUCTHKA BHYTPH- M BHEKJIETOYHBIX
yraeBogopoaos Clostridium pasteurianum // buoxumus. — 2004. — T. 69, Ned, — C. 527-529.

4. baxenoa O.K. I'eonorus u reoxumust HegTu 1 raza. Mocksa: MI'Y, 2004. 416 c.

5. baiikan. Atnac. / Pen. IN'anasuii I'.1. JlomonocoB N.C. — Mocksa: Pockaprorpadus, 1993. —
160 c.

6. bapam I'.W., Bepemarun A.JI., I'onmo6okora JI.II. MukpokonoHo4Has BbICOKOA(PEeKTUBHAS
KHUJIKOCTHasE Xpomartorpapusi ¢ YD-IeTeKTHPOBaHUEM JUIsl ONpEACTCHHS aHHOHOB B OOBEKTaxX
okpyxarorei cpensl // XKypuan ananut. xumun. — 1999. — T. 54, Ne 9. — C. 962-965.

7. be3pykona E.B., bornanos I0.A., Bunesmc 1.®., ['panuna J1.3., ['paueB M.A., Urnatosa H.B.,
Kapa6anos E.b., Kynmos B.M., Kypsute A.B., Jlerynosa ILIL., Jluxomsaii E.B., Uepnsiena I'.I1.,
Hlumapaea M.K., Sxymmua A.O. I'myObokue m3menenusi skocucrembl CeBepHoro baiikanma B
ronouene // Joxin. AH CCCP. —1991. — T. 321, Ne 5. — C. 1032-1037.

8. benses C.C., bopzenkos U.A., Hasuna T.H., Po3anosa E.I1., 'mymoB U.®., U6arymun P.P.,
HBanoB M.B. Ucnonb30BaHnre MUKPOOPTaHU3MOB B OMOTEXHOJIOTMH MTOBBILICHUS HEPTEU3BICUCHUS
// Mukpoobuomnorus. — 2004. — T. 73, Ne 5. — C. 687-697.

9. bosmpmakoB A.M., Eropor A.B. O0 wucmonp3oBaHUM METOAHUKH (Pa30BO-paBHOBECHOM
Jiera3aliy Mpy ra30MEeTPHUYECKUX HCCIIeIOBaHUAX B akBaTopusix // Okeanonorus. — 1987. —T. 37, Ne
5.—C. 861-862.

10. bopucenko M.M., 3amana JI.B. Munepanbusie Bousl bypsrckoit ACCP. VYman-Ymo:
bypsrckoe kaurounsaarenscTso, 1978. 162 c.

11. Bynnukos I'.K., 3usaraunosa I'.K., I'apmonos C. H0. Xumuyeckuit ananu3 B MEeIUIIUHCKOMN
muarnoctuke /Ilon pen. bynuukos I'.K. — Mocksa: Hayxka, 2010. — 502 c.

12. bykun C.B., [1aBnoBa O.H., Kanmerukos I'.B., BanoB B.I'., [lorogaesa T.B., ['anaubsni
IO.I1., bykun 1O.C., XabyeB A.B., 3emckas T.H. CyOcrpartHas crneuuuyHOCTh METaHOTE€HHBIX
COO00I1IeCTB U3 IOHHBIX OTJIOXKEHUH 03. balikall, acCOIMMpPOBaHHBIX C Pa3TPy3KaMu YIJIEBOAOPOIHBIX
ra3oB // Mukpoouomnorus. — 2018. —T. 87, Ne 4. — C. 409-420.

13. Bep6omnos B.W. Teuenus u BomooOMmeH B baiikarne // Bognasie pecypebr. — 1996. — T. 23. — C.
413-423.

14. Bonoruna E.T'., IlItypm M., BopoGseBa C.C., I'panuna J1.3., Tomakos C.}O. Ocobennoct
ocajikoHaKoIuieHus B o3epe baiikan B ronouene // I'eonorus u reopusuka. — 2003. — T. 44. — C. 407—
421.

15. Bonoruna E.I'., Bopo6seBa C.C., Kanamnukos U.A., ®@uneBa T.C. VcTounuku cHoca u
COCTaB JIOHHBIX OCaJKOB IOKHOM KOTJIOBUHBI 03. bailikanm (mpeaBaputenbHble pe3yibTaThl) //
Nzsectust UT'Y. Cepust «Hayku o 3emien. — 2009. — T. 2. — C. 53-64.

16. Bonoruna E.I'., ®enotoB A.Il. Xmopurona B JOHHBIX Ocajkax AKaaeMHUYECKOro XpeOTa

o3epa baiikaim — mHIMKaTOp Y0710BOTO TIepeHoca // I'eontorus u reopmsuka. — 2013. — T. 54. — C. 72—
82.

230



17. Bonoruna E.I'., lITtypm M. Ilotoku ocagounoro BemectBa B FOxxaom baitkane. Pe3ynbrarh
HKCIEPUMEHTOB C CEIUMEHTAI[MOHHBIMU JIOBYIIKamMu // I'eonorus u reodpusuka. — 2017. — T. 58, Ne
9.-C.1314-1323.

18. Bomuenko H.H., Kapacesa 3.B. CKpUHHHT YTJIEBOJOPOJOKHUCISIONIMX OaKTepHid —
IPOAYIICHTOB MOBEPXHOCTHO-AKTHBHBIX BEIIECTB OMOJIOTHYECKON MPHUPOIBI U MX HMPUMEHEHHE B
OTIBITE 1O peMeauanuu HedTe3arpsi3HeHHON MouBkl U Herenama // buorexnomorus. — 2006. — T.
2.—C. 57-62.

19. Borunnes K.K., MemepsikoBa A.U., ITlonmosckas I'.M1. KpyroBopoT opranndeckoro BemecTa
B o3epe baiikan / AH CCCP. CO. Jlumuon.ua-1. — HoBocubupck: Hayka, 1975. — 189 c.

20. Bexpuctiok JI.A. Opranndeckoe BeIecTBO JOHHBIX ocaakoB baiikana // Tp. JlumHom. nH-Ta
AH CCCP. — HoBocubupck: Hayxka, 1980. — T. 32. — 80 c.

21. T'unzypr-KaparnyeBa T.JI. MuxpoOuonoruueckoe HCCIEIOBAaHUE CEPHO-COJCHBIX BOJ
Ammiepona. Azep6aiimkan / HedrsHoe xo3siicTBo. — 1926. — Ne 6. — C. 30-35.

22. T'unzypr-Kaparuuesa T.JI. MukpoOuonoruueckue ouepku. M.-JL.: T'oc. Hayd.-Tex. HedtsHoe
n3na-so, 1932. — 97 c.

23. T'ony6eB B.A. TennoBoii notok uepe3 Bnaauny o3. baiikan // loxii.AH CCCP. —1979. —T.
245, Ne 6. — C. 1333-1336.

24. T'ony6eB B.A. KonnyKTHBHBII 1 KOHBEKTHBHBIN BEIHOC Te1u1a B baiikanbckoii pudToBoii 30HE
/ Pen. JJomonocoB U.C. — HoBocubupck: M3natensctBo «I'eon, 2007. — 223 c.

25. Topmamze I'.H., TlommbaeBa A.P., T'mpyn M.B., IlepeBanoBa A.A., Komemnes B.H.
OO0pazoBanue yrieBonoponoB Hedptn wu3 Omomaccel mnpokapuoT. OOpa3oBanue HePTIHBIX
yIJIEBOI0POIOB-0HOMapKepoB U3 Ouomaccel apxeir Thermoplasma sp. // Hedrexumus. — 2018. — T.
58, Ne 2. - C. 137-141.

26. T'opmanze I'.H., ITommbaesa A.P., 'upynr M.B., IlepeBanoBa A.A., bonu-Ocmonosckas E.A.,
Kosnosa E.B. K Bonpocy npoucxoxaeHus yrieBoaopoaoB Kanbaepsl ByjikaHa Y30H (Kponoukuit
3anoBenHuK, Kamuarka). B coopuuke: HoBble unen B reonorun Hedtu u raza. COOpHUK Hay4HBIX
tpynoB / OtB. pegaktop A.B. Ctynakosa, 2019. — C. 115-1109.

27. I'panun H.T'., I'pannna JI.3. ['a30BbIe THApATHl M BBIXO/BI Ta30B Ha baiikane // I'eonorus u
reomsuka. — 2002. — T. 43, Ne 7. — C. 629-637.

28. T'panmna J1.3., I'paueB M.A., Kapabanos E.b., Kymmos B.M., lllumapaesa M.K., Buibsmc
J.®. AxkkyMmynsanuss OMOT€HHOTO KpeMHe3eMa B JIOHHBIX OTIoKeHusx baiikana // I'eomorus u
reopusuka. — 1993. — T. 34, Ne 10-11. — C. 149-159.

29. T'panuna J1.3. PanHuii quareHe3 TOHHBIX ocaakoB o3epa baiikan. Akan. uza-so «['EO», 2008.
- 159c.

30. I'paueB M.A., Jluxomsaii E.B., Bopoorera C.C., XmsicroB O.M., be3pykosa E.B. u np.,
Curnainsl najeoKJIMMaToOB BEpXHETO IIIEHCTOlIeHa B 0caakax o3epa baiikain // I'eonorus u reopusuka.
—1997. - T. 38, Ne 5. — C. 957-980.

31. Jlaryposa O.II., Hamcapaes b.b., Ko3sipera JLII., 3emckas T.U., lyno JI.E. BaktepuansHbie
IpoIlecchl IMKJIa METaHa B JIOHHBIX ocajkax o3epa baiikan // Mukpobuonorus. — 2004. — T. 74, Ne
2.—C.248-257.

32. JyuxoB A.Jl., JIeicak C.B., 'omy6eB B.A., lopodees P.I1., Cokonosa JI.C. TemnoBoit moTok
U reoteMnepatypHoe nose baiikaasckoro peruona // I'eonorust u reopusuka. — 1999. — T. 40, Ne 3.
—C. 287-303.

33. Emsxos I'.b., Cronuk B.A. Crepounbsl Mopckux oprann3moB. M. Hayxka, 1988. — 208 c.

34. KamanernunoB A.A. Kombckas CsepxrimyOokoitas ckBakumHa CI-3 — 50 mer //
I'eouznueckue nmporecce u 6mochepa. — 2020. — T. 19, Ne 4. — C. 94-116.

231



35. 3axapora l0.B., Cyxux A.C. Xpomarorpaguieckuii aHaau3 XUPHBIX KHUCIOT KJIETOYHBIX
CTeHOK OuduaodakTepuii ¢ paznuyHoil ruapoodHocTsio // CopOLMOHHBIE U XpoMaTorpaduiyeckue
nporeccel. — 2015, — T. 15, Ne 6. — C. 776-783.

36. 3psrunneBa W.C., CyposueBa D.I'., IlormazoBa M.H., UsoiinoB B.C., bemses C.C.
Jerpananus He(TSHBIX Macel HOKapauomnmogoOHbIMU Oaktepusmu // [lpuknamnas OuMoXuMus U
mukpoouosorus. — 2001, — T.70, Ne 3. — C. 321-328.

37. 3emckas T.U., HamcapaeB b.b., lyneueBa H.M., XanaeBa T.A., T'ono6okosa JLII., dymnos
JLLE. IIpocTpaHcTBeHHOE pacnpezesieHne 0akTepuil pa3inyHbIX (U3HOIOTHUECKUX TPYyNN B pailoHe
MOJBOJTHOTO TEPMAJIBHOTO UCTOYHHKA B OyxTe Pponmxa, CeBepHbiii baiikan // Mukpobuosorus. —
2001. —T. 70, Ne 3. — C. 429-431.

38. 3emckas T.U., XmsictroB O.M., Eropos A.B., [Torogaesa T.B., Kanmbrukos I'.B., Illy6enkoBa
O.B., Uepnuipina C.M., BopooseBa C.C., I'paueB M.A. KoMIuiekcHbI€ HCCII€IOBAHUS MPOSBICHUM
ra3oBBIX THJPATOB B Ocajkax o3epa baiikan // MI3MeHeHUe OKpyXaromiel cpeapl U kaumara. T.4.
[Tpoueccel B Ouocdepe: M3MEHEHHUS MOYBEHHO-PACTUTENILHOTO MOKPOBA U TEPPUTOPUAIBHBIX BOJ
P®, xpyroBopoT BelIecTB MO BIUSHUEM II00ATbHBIX U3MEHEHUN KIUMaTa U KaTacTpopuuecKkux
npoueccoB. pel. 3aBap3uH [.A., Kynespos B.H. — Mocksa: U®X u BIIII PAH, 2008. — T. 4. — C.
125-152.

39. 3emckas T.H., Jlomakuna A.B., Mamaera E.B., 3axapenko A.C., Jluxomsaii E.B., 'anaubsHi
FO.I1., Mumnep b. CoctaB MUKpOOHBIX COOOIIIECTB B OcajKax 0KHOTro baiikaina, conepxamux Fe/Mn
KoHKpeuuu // Mukpoouonorus. — 2018. — T. 87, Ne 3. — C. 291-302.

40. 3emckas T.U., Bykun C.B., Jlomakuna A.B., IlaBmoBa O.H. MukpoopraHu3Mbl JTOHHBIX
otnoxkenuit baiikana — camoro riry6okoro u apeBHero ozepa mupa // Mukpobuonorus. — 2021. — T.
90, Ne 3. — C. 286-303.

41. 3emckas T.U., Jlomakuna A.B., Tloromaesa T.B., bykun C.B., Konecuukor IL.M.,
lyGenkoBa O.B., XaGyer A.B., XubicroB O.M. MukpoOHbIe c000IIeCTBa B 30HE MHIPALUU
(IIIOUIOTIOTOKOB B JIOHHBIX OTJIOXKEHUsiX MeraHoBoro cumna Kpacubiit Sp (FOxubii baitkan) //
Limnology and Freshwater Biology. — 2024. — Ne 4. — C. 1155-1179.

42. 3onenmaiin JL.II., Tomemmrok A.fl., Xatumncon JI. Ctpykrypa Baiikansckoro pudra //
I'eoTexTonmka. — 1992, — Ne 5. — C. 63-78.

43. Wsmmua U.b., [Tmennynos P.A., O6opun A.A. [Iponanokucistonmme pogokokkn. YHI[ AH
CCCP, 1987. - 126 c.

44. Ucaes B.I1., Konosanosa H.I'., Muxees I1.B. Ilpupoansie ra3el baiikana // I'eonorus u
reopusuka. — 2002. — T. 43. — C. 638-643.

45. Ucaes B.II., IlpecnoBa P.H. Baiikanbckas Hed1h // HedTh U ra3 B COBpeMEHHOM MHpE:
['e010r0-3K0HOMHYECKHUE U COLUANTBHO-KYJIBTYpHBbIE acieKThl. pkyTck: M3a-Bo MpkyTckoro yH-Ta,
2003. — C. 44-51.

46. Ucaes B.I1., [Tpumuna C.I1., [Hupudon A.A. [Ipobrema HedTera3oHOCHOCTH 03epa batikan
u Ycre-CeneHrnuckon Bmaaunsl / Marep. Hayd.-mipakT. coBenl. Ynan-Y13: M3n-so BHII CO PAH,
2003. — C. 43-48.

47. Kaguukos B.B., Mapnanos A.B., benenkuii A.B., ®pank FO.A., Kapnauyk O.B., Papun H.B.
[TonHBIE TEHOM HEKyJIbTUBUpyeMoOW Oaktepuu KaHmupaTtHoro ¢wuryma Bipolaricaulota //
Muxkpo6uosnorus. — 2019. — T. 88, Ne 4. — C. 470-478.

48. Kagaukor B.B., ®pank 10.A., MapnanoB A.B., benenkuii A.B., Bacenko JI.A., [TumeHnoB
H.B., Kapnauyk O.B., Pasun H.B. BapuaGensHoCTh cocTaBa MUKPOOHOTO COOOIIECTBA pe3epByapa
MOJI3EMHBIX TepMaTbHBIX BoA B 3anagHoi Cubupu / Mukpobuonorus. — 2017. — T. 86, Ne 6. — C.
739-747.

232



49. KamuukoB B.B., MapmanoB A.B., bemeuxuit A.B., Kapnauyk O.B., Pasun H.B.
MeTareHOMHBI aHadM3 MHUKPOOHOTrO COOOIIecTBa B palioHE MOJ3EMHOTO TOPEHUS YIS B
KEMEPOBCKOI 00J1aCTH BBISIBIJI JOMHHUpPOBaHUE TepMouiIbHBIX OakTepuii purymos Deinococcus-
Thermus, Aquificae u Firmicutes / Mukpoouomnorus. — 2021. — T. 90, Ne 5. — C. 543-552.

50. Kamunosckuii A.U., I'opmikoB A.I'., [Tonomapenko JLIL., Croruk B.A., Imurpenok I1.C.,
I'pauece M.A. Tlomyuenme C-24-mermnxonecra-5,24(28)-nuen-3p-ona  KyJIbTHBHPOBAHUEM
Oaiikanbckoii quatromen Synedra acus B cpeae ¢ NaH13CO3z // U3ectuss PAH. Cep. xumuyeckas. —
2010, Ne 1. —C. 232-235.

51. KammuctoBa A.IO. Mepkens A.}O. Tapnosenkuii M.}O. IlumenoB H.B. O6pazoBanue u
OKHCIICHHE MeTaHa npokapuoramu // Mukpoobuonorus. — 2017. — T. 86, Ne 6. — C. 661-683.

52. Kammerakos I'.B., Eropos A.B., Ky3smua M.U., XneicToB O.M. ['eHeTHYECKHE TUITBI METaHA
o3epa baiikan // JJAH. 2006. — T. 411, Ne 5. — C. 672-675.

53. KammerukoB I'.B., EropoB A.B., Xaunky6o A., XmbictoB O.M. YTIeBoIOpOIHBIE Ta3bl
MOJBOAHOrO HedTerazoBoro mpossieHuss [opeBoit yrec (03. baiikan, Poccus) // T'eonmorus u
reopusuka. — 2019. — T. 60. — C. 1488-1495.

54. Kanmbrukos I".B., Hachikubo A., ITokposckuii b.I'., Minami H., Yamashita S., XneicToB O.M.
MeTaH ¢ aHOMaIbHO BHICOKMMH 3HadeHHsAMH °*C u °D u3 npubpeKHBIX TepMaTbHBIX HCTOYHHKOB
o3epa baiikain // Jlutonorus u mone3nbie uckomaembie. — 2020. — Ne 6. — C. 515-521.

55. Kapnenko E.B., Bunbnanosa-Mapiumus P.U., lllernosa H.C., [Tupor T.I1., Bonommuna U.H.
[lepcriekTHBBI HUCMONB30BaHUS OakTepuit poma Rhodococcus u MHKPOOHBIX TTOBEPXHOCTHO-
AaKTUBHBIX BEUIECTB sl Jerpagauuu HeTsaHbix 3arpssHenuit // Ilpuknagnas Ouoxumust u
mukpobuonorus. — 2006. — T. 43, Ne2. — C. 175-179.

56. Kammpues B.A., Koutoposuu A.J., ®unn P.I1., Yanas O.H., 3yeBa N.H., Memerosa H.IL.
buomapkepsl B He(pTAX BOCTOUHBIX pailoHoB CHOMPCKOM Iu1aThopMbl KaK MHIUKATOPHI yCIOBHUH
dbopmupoBaHus HePTENPOU3BOAUBIINX OTIIOKeHUH // ['eonorus u reopusuka. — 1999. — T.40. — C.
1700-1710.

57. Kammpues B.A., Kontopouu A.D., ®unn P.I1., Yanas O.H., 3yesa W.H., UBanosa 1U.K.,
MewmeroBa H.II. Buonmerpamamusi HACHIIIEHHBIX IUKIWYECKUX xeModoccwmmii // ['eonorus u
reopusuka. — 2001. — T.42, Ne 11-12. — C. 1792-1800.

58. Kammprer B.A., Konroposuu A.D., Mocksun B.U., /lanunosa B.I1., Menenerckuii B.H.
Tepnans! Hedreil o3epa baitkan / Heprexumus. — 2006. — T. 46. — C. 1-9.

59. Kammpues B.A., [Tapdenosa T.M., I'onosko A K., Hukurenko b.JI., 3yesa M.H., Yanas O.H.
buomapkepbl-peHaHTpeHbl B OpPraHMYECKOM BEUIECTBE JOKEMOpHIICKMX U (aHepo30HCcKuX
oTioxeHud u B HepTsx Cubupckoit matgopmsl // I'eonorus u reopusuka. — 2018. — T. 59. — C.
1720-1729.

60. Kammprnes B.A., ®omma A.H., IlleBuenko H.II., Jomkenko K.B. Hossie
MOHOApOMAaTHYECKHE CTEPOUIbl B OPraHUIECKOM BEIEeCTBE 30HKI arokararenesa // JJAH. — 2016. —
T. 469. — C. 465-469.

61. Knepxkce S1., 3emckas T.U., Matseea T.B., XubsictoB O.M., Hamcapaes b.b., Jlaryposa O.I1.
u 1p. ['uaparel MeTaHa B MOBEPXHOCTHOM CJI0€ ITyOOKOBOJHBIX ocaakoB o3epa baiikan // TAH. —
2003. —T. 393. - C. 822-826.

62. KoxxoB M. M. buonorus o3epa baiikan. — M.: U3n-8o AH CCCP, 1962 — 315 c.

63. Komvan C.M., Kymmos B.M., JIxoiiuc I".A., Kaprep C./[x. Pagnoyrinepogroe natupoBanue
Oaiikanbckux ocankos // ['eonorus u reodusuka. — 1993, — T. 34. — C. 68-77.

64. Konbckas cBepxriyOokas. Hayunsie pe3yabTaThl v onbIT HccnenoBanmii / [loxa pex. JlaBeposa
H.IT., Opnosa B.I1. - M: M® Texnonedreras, 1998. — 260 c.

233



65. Kombckas cBepxriyOokas: HaydHbIC pe3yJbTaThl U ONBIT uccaenaoanuii / Pex. Opnos B.I1.,
JlaBepoB H.I1., M.: M® «Texnonedreras», 1998. — 260 c.

66. Komnanuesa E.N., ['opaenko B.M. @oTtorpodHbie coobiiecTBa B HEKOTOPHIX TePMaIbHBIX
UCTOYHUKAX o3epa baiikan / Mukpoobuonorus. — 1988. — T. 57. — C. 841-846.

67. KonropoBuu A.3., CtacoBa O.®. Tunsl HedTell B ocanouHon obonouke 3emu // 'eonorus
u reousuka. — 1978. — T. 8. — C. 3-8.

68. KonropoBuu A.D. OcagouHo-MUTrpalliOHHAas Teopust HahTUOTeHe3a: COCTOSTHUE Ha pyOexe
XX u XXI BB., myTu gaipHemero pa3sutus // ['eonorust HegTu u raza. — 1998. — T. 10. — C. 8-16.

69. KontopoBnu A.D., MeneneBckuii B.H., MBanoBa E.H., ®omun A.H. denaHTpeHbI,
apoMaTHUYeCKHE CTEepaHbl M JUOCH30THO(EHH B IOPCKHUX OTIOXKEHUSIX 3amaaHo-CuOupckoro
HeTera30HOCHOT0 OacceiiHa 1 MX 3HaYeHHUe JUIs1 Opranndeckoil reoxumui // ['eonorus u reopusuka.
—2004. —T.45, Ne 7. - C. 873-883.

70. KonropoBnu A.D., Kammprnes B.A., Mocksun B.U., Bypmreitn JL.M., 3emckas T.W.,
KanmerukoB I'.B., KocteipeBa E.A., XasicroB O.M. HedrerazonocHocts otnokenuit o3. baiikan
//Teonorus u reopusuka. — 2007. — T. 48. — C. 1346-1356.

71. KocteipeBa E.A., Kammpues B.A., IlaBnoBa O.H., Cotanu U.C., Xa0byeB A.B. I'eoxumus
OMTYMOHIOB JOHHBIX 0caakoB B paiione Cpeanero baiikana // Untepakcno ['eo-Cubups. — 2022. —
T.2,Ne 1. - C. 200-203.

72. KpeutoB A.A., XmeictoB O.M., CemenoB IL.b., Carunymma A.K., Mansimes C.A., Bykun
C.B., Bunumesa O.H., ManakoB A.lO., UcmarunoB 3.P. McTouHuku yriaeBoAOpPOAHBIX Ta30B B
IpS3€BOM BYJIKAHE KeIp, IOKHAs KOTJIOBHHA o3epa baiiKkail: pe3yibTaThl SKCIEPUMEHTATBHBIX
ucciaenosanuii // JIutomorus u monesuslie uckonaemele. — 2023. — T. 6. — C. 542-553.

73. Kyssmun M.U., Kapa6anos E.b., KaBau T., Bunbsmc [1.®., beruunckuii B.A., Kep6ep E.B. u
np. I'mybokoBoaHOe Oypenue Ha baiikane — ocHoBHBIE pe3ynbTathl // ['eonorust u reopusuka. — 2001,
—T.42, Ne 1-2. - C. 8-34.

74. Ky3pmun M.M., XypceBuu I'.K., Ilpoxomenko A.A., ®enens C.A., Kapabanor E.b.
[lenTpryeckne IUATOMOBBIE BOJIOPOCIM TMO3JHEro KaifHo304 o3epa baiikan: wmopdonorus,
CHCTEMaTHKa, CTpaTurpauieckoe pacmpoCTpaHeHHE, ATAIMHOCTh pa3BUTHSA (M0 MaTepuaiam
riyookoBoaHoro 6ypenust). — HoBocubupck: Axkagemuueckoe usa-so «leo», 2009. — 374 c.

75. Kyrwokuna M.C. buocypdakrantsl akTuHOOaKTepuii poga Rhodococcus: wHIyIipoBaHHbIH
OuocHHTe3, CBOMCTBA, MpuMeHeHue. Jlucc.... 1okT. 6uon. Hayk. 2006. [Tepmsb. 243 c.

76. Jlebenmuuckuii A.B. Uepnsix H.A., bonu-Ocmonosckas E.A. TI'eHocucremaruka
MHUKPOOPIaHU3MOB T€pMaJIbHBIX MecTooOuTanuii // buoxumus. — 2007. — T. 72, Ne 12. — C. 1594—
1609.

77. Jluxommait An.B., XanaeBa T.A., Jlomakuna A.B., I'opmkoB A.T"., [TaBnoBa O.H., 3emckas
T.U., I'paueB M.A., Cneneruyk M.B. Bakrepuu poga Rhodococcus u3 OUTYMHBIX TIOCTPOEK Ha JTHE
o3epa baiikan, aerpagupyromme HepTh // Te3nuchbl MOKIATOB M CTEHAOBBIX COOOIMIEHUH 5-0it
Bepemarunckoii baiikanbckoii kondepenuuu. Upkytek, 2010. — C. 139-141.

78. JloraueB H.A. Hctopus u reonqunamuka baiikansckoro pudta // I'eonorust u reopusuka. —
2003. -T. 44. — C. 391-406.

79. Jlomakuna A.B., IlaBnoBa O.H., Illy6enkoBa O.B., 3emckas T.U. Pa3znooOpasue
KYyJIbTUBHPYEMBIX a3pOOHBIX MUKPOOPTaHW3MOB B palfOHaX €CTECTBEHHBIX BBIXOJOB HE(TH HA 03.
baiikan // 3B. PAH. Cep. 6uomn. — 2009. — T. 5. — C. 515-522.

80. Jlomakuna A.B., I[Torogaesa T.B., Mopo3os 1.B., 3emckas T.1. MukpoOHbIe cooOmiecTBa
30HBI pa3Tpy3kW razoHedTecomepkamux (QIIOWIOB  yabTpampecHoro o3epa baiikamn //
Muxkpoouonorus. — 2014, — T. 83, Ne 3. — C. 355-365.

234



81. Jlomonoco M.C. I'eoxumuss u ¢GopMHpOBaHHE COBPEMEHHBIX THUIpPOTEepM baikanbckoin
pudroBoii 30Hb. HoBocubupck: Hayka, 1974. 166 c.

82. Jlykuna A.Il, Kapnauyk O.B. HoBas cpema mns kynpruBupoBanus «Desulforudis
audaxviator» // Mukpoouomnorus. — 2021. — T. 90, Ne 3. — C. 367-371.

83. ManakoB A.1O., XueicroB O.M., Carunymnua A.K., Agamosa T.I1., XabyeB A., Pogronosa
T.B., FOnomer A.C. Ctpyktypa, MOPGOJIOTHS U COCTAB MPUPOIHBIX TA30BbIX THAPATOB OTOOPAHHBIX
Ha rps3eBoM Byskane Kenp-1 (o3. baitkan) // XKypuan ctpykrypuoit xumun. — 2021, — T. 62, Ne 6. —
C. 958-965.

84. MuzannponneB M.b. Xumudeckuii coctaB rpyHTOBBIX pacTBopoB baiikana // Kpyrosopor
BemiecTBa U dHepruu B o3epHbiX Bomoemax / AH CCCP.CO. Jlumuaon.uu-T. pen. Nanmaswmii I'.11.,
Borunnes K.K. — HoBocubupck. 1975. — C. 250-253.

85. MuzanaponueB N.b. Ocankoobpazosanue // Tpyast JINUH CO AH CCCP. — HoBocubupck.
1978. - T. 16. — C. 33-46.

86. Moprynosa W.II., CemenoB IL.b., KpsuioB A.A., Kypmesa A.B., JlutBunenko U.B.,
Manbime C.A., Munamu X., Xaunky6o A., 3emckas T.M., XubictoB O.M. YrineBomopoaHbie
MOJIEKYJISIPHbIE MapKepbl B JIOHHBIX OCaJIKax 30H (POKYCHPOBAHHOHN pa3rpy3ku (IIIOHA0B 03epa
baiikan // Hedrerazosas reosorus. Teopus u npaktuka. — 2018. — T. 13:40.

87. Haszuna T.H., BanoBa A.E., Kanuaemu JLII., PozanoBa E.Il. HoBas cmopooOpa3syromias
TepModuiibHas MeTHI0TpoHas cyabbaTpeayiupyomas oakrepus, Desulfotomaculum kuznetsovii
sp. // Muxkpoouomorus. —1988. — T. 57, Ne 5. — C. 823-827.

88. Haszuna T.H., Coxomnosa JI.ILI., I'puropesia A.A., Ciod S.-®., benser C.C., iBano M.B.
OOpazoBaHrue  HEPTEBBITECHSIONIUX  COCIMHEHUH  MHUKpOOpPraHM3MamMu U3  He(TIHOTO
mectopoxaenus Jamun (KHP) // Mukpobuonorus. — 2003. — T. 72, Ne 2. — C. 206-211.

89. Hasuna T.H., HlectrakoBa H.M., I'puropesn A.A., Muxaitnoa E.M., Typosa T.II,
[Tontapayc A.b., @en L., Hu @., bense C.C. ®unorenernyeckoe pasHooOpazue M aKTUBHOCTh
aHA’POOHBIX MHKPOOPTAaHM3MOB BBICOKOTEMIIEPATYPHBIX TOPHU3OHTOB HE(PTSIHOTO MECTOPOKIACHUS
Haran (KHP) // Mukpo6uomnorus. — 2006. — T. 75, Ne 1. — C. 70-81.

90. Ha3una T.H., Cokonosa JI.I11., baouu T.JI., Ceménora E.M., EpmioB A.Il., bumxuera C.X.,
bopsenkoB WM.A., ITlonarapayc A.b., Xucameraunos M.P., Typoa T.Il. Mukpoopranusmsi
HU3KOTEMITEPATYPHBIX MECTOPOXIeHNUN Tsokenon Hedtr (Poccus) 1 BO3MOKHOCTh WX TIPUMEHEHUS
JUis BeITecHeHUs HeTH // MukpoOuomnorus. — 2017. — T. 86, Ne 6. — C. 748—-761.

91. Hawmcapaes b.b., [lynoB JL.E., Jlyoununa I'.A., 3emckas T.U., I'panuna JI.3., Kapa6anos E.b.
VYyactue GakTepuil B mpolieccax CHHTE3a U JAECTPYKIIMH OPraHUYECKOTO BEIIECTBA B MUKPOOHBIX
Mmarax o3epa baiikan / Mukpoouonorus. — 1994, — T. 63, Ne 2. — C. 345-351.

92. Hamcapaer b.b., 3emckas T.M1. MukpoOnolorndecKue mporecchl KpyroBopoTa yriepoja B
JTIOHHBIX ocankax o3epa baiikan /Pexn. I'opnenko B.M. — HoBocubupck: M3a-so CO PAH, «['EOy,
2000. — 160 c.

93. Huxomaer B.I'. O Bpemenu 3anmoxxenus balikanbckoit Baauasl / bron. MOUIIL. Otxa. reoi. —
1998. - T. 73. - C. 13-16.

94. Huxonosa A.A., Iummsaauko C.M., [lunuisaaukosa T.A., Ase3osa T.H., badenko T.A.,
bensix O.U., I'mezuna O.10., O6onkun B.A., [1aBnoBa O.H., CmarynoBa A.H., CyxanoBa E.B.,
TuxonoBa W.B., Xanaesa T.A., Xyrtopsuckuii B.A. Onpeaenenue CBOOOJHBIX U
TepU(UIIMPOBAHHBIX JKUPHBIX KHCIOT B THAPOOMOHTaX C Pa3IMYHBIM  COJIEP)KaHUEM
MOJIMHCHACHIIIIEHHBIX ~ KHUCJIOT  METOJIOM  Ta30XHUAKOCTHOM  xpomarorpadmm //  XKypHan
a"anutadeckor xumun. — 2020. — T. 75, Ne 10. — C. 907-20.

235



95. TIlaBmoBa O.H., 3emckas T.U., T'opmkoB A.I'., KocropuoBa T.f., XmeictoB O.M.,
[TapdenoBa B.B. CpaBHuTenbHas XapakTepUCTHKa MHUKPOOHBIX COOOIIECTB JBYX pailOHOB
€CTeCTBEHHBIX HedTenposBieHuit ozepa baiikan // M3B. PAH. Cep. 6uon. —2008a. —T. 3. — C. 333—
340.

96. IlaBnosa O.H., 3emckas T.W., I'opmkoB A.I'., ITapdenosa B.B., Cycinosa M.}O., XnbicToB
O.M. HccrnenoBanue MUKpoOHOro cooOmiectBa o3epa baiikam B palioHE €CTECTBEHHBIX
HedrenposBnenuit // [puknagnas omoxumus u mukpoouomorus. — 20086. — T. 2, Ne 3. — C. 319—
323.

97. IlaBnoa O.H., ®emoposa I'.A., IlunusaaukoBa T.A., KopueBa E.C., JluxomBaii A.B.,
bykun C.B., Jlomakuna A.B., 3emckas T.U. [lepBbie pe3ynpTaThl NONUCKA YTIIEBOJOPOIOKUCISIOIINX
OakTepuii, U30JIMPOBAHHBIX W3 03. bailkas — MpoayleHTOB MOBEPXHOCTHO-aKTUBHBIX BELIECTB //
Te3ucsl JOKJIATOB U CTEHAOBBIX cOOOmIeHUH 5-0if Bepemaruuckoit baiikanbckoit koHbepeHIHm.
Upkytck, 2010a. — C. 149-150.

98. IlaBnora O.H., Jlomakuna A.B., JIuxomBaii A.B., ®enoposa I'".A., llIunmsaaukosa T.A.,
KopueBa E.C., bykun C.B., 3emckas T.M. MukpoOHble cooOliiecTBa B palloHax €CTECTBEHHBIX
BbIX0/10B HeTH Ha o3epe baiikan // Ycenexu Hayk o xu3Hu. — 20106. — Ne 2. — C. 169-172. 2078-
1520.

99. ITaBmoa O.H., JluxomBaii A.B., ®emopoa I'.A., Ilunuissaaukoa T.A., Bykun C.B.,
Jlomakuna A.B., 3emckas T.W1. CpaBHuTebHAS XapaKTEPUCTHKA MUKpoopranu3mMoB p. Rhodococcus
u p. Pseudomonas, oOpasyromux Ouocypdaktantel // Matepuansl 3-ro  balikaabckoro
MuKpoOHOIOTHYECKOTO CUMITO3UYMa C MEXTyHapOAHbIM ydacTreM. Mpkytck, 2011. — C. 94-96.

100.1TaBnoBa O.H., Jlomakuna A.B., T'opmkoB A.I'., Cycnoa M.1O., JIluxomBaii A.B., 3emckas
T.1. MukpoOHbIe cOo00IIeCTBa U UX CIIOCOOHOCTh OKUCIATh N—aJIKaHbl B pallOHE Pa3rpy3KH ra3zo—
HedTeconepkamux ¢uronoB B cpeaneM baiikane (Mbic ['opesoit Ytec) // U3s. PAH. Cep. Ouomn. —
2012. - T. 5. - C. 540-545.

101.1TaBnoBa O.H., bykun C.B., Jlomakuna A.B., Kanmerukos I'.B., UBanos B.I"., Mopo3zos I1.B.,
[Toronaesa T.B., IlumenoB H.B., 3emckas T.M. OOpa3oBaHue yrieBoJOPOJIHBIX Ia30B MUKPOOHBIM
COO0O0IIIeCTBOM JIOHHBIX 0CaJIKOB 03. baiikan / Mukpoouonorus. — 2014. — T. 83, Ne 6. — C. 694—-702.

102.1TaBnoBa O.H., bykun C.B., KocteipeBa E.A., MockBur B.U., Manako A.lO., Mopo3os
N.B., 'anaupsun FO.I1., Xa0yeB A.B., 3emckas T.U. IIpeobpa3oBaHue OpraHMueCKOro BEIIECTBA
HOPUPOJHBIM MHMKPOOHBIM COOOILECTBOM M3 JIOHHBIX OCaJKOB AKajeMu4eckoro xpedra (03epo
baiikan) B Tepmobapuueckux ycnosusix // I'eonorus u reodpusuxa. —2019a. — T. 60, Ne 8. —C. 1171—
1184.

103. [TaBnoBa O.H., Jlomakuna A.B., HoBukoBa A.C., UepnunpiHa C.M., Xanaea T.A.,
[Toromaesa T.B., XabyeB A.B., 3emckas T.. TepmodunsHbie OakTepun B JOHHBIX OCaJKax 03epa
baiikai, accolMUPOBaHHBIX C pa3rpy3Kkoil yriieBoaopoaos // Mukpoouonorus. —20196. — T. 88, Ne
3. - C. 358-366.

104. ITaBnoBa O.H., Axamosuu C.H., Mupckosa A.H., 3emckas T.1. CTuMyIsTOp pOCTa KICTOK
yrieBogopoaokucistomux Oakrepuir  Rhodococcus erythropolis  (Bapuantsr). [lareHT Ha
u3zobperenue 2694593. 3asska Ne2018130418. Onybnukosano: 16.07.2019. — 2019s.

105. IlaBnosa O.H., M3ocumoa O.H., T'opmikoB A.I'., HoBukoBa A.C., bykun C.B., lIBaHOB
B.I'., XupicroB O.M., 3emckas T.M. CoBpeMEeHHOE COCTOSTHHE TTyOOKOBOJHOIO BBIXO/a HEDTH Y
mbica ['opeBoit Yrec (Cpennuii Baiikan) // I'eomorust u reopusuka. — 2020. — T. 61, Ne 9. — C. 1231-
1240.

106. ITaBnoBa O.H., Bykun C.B., M3ocumoBa O.H., Yepuunwsina C.M., MeanoB B.I'., Xa0yes
A.B., ITorogaesa T.B., Enosckas U.C., I'opmkoB A.I'., 3emckas T.M. AnaspoOHOE OKHcTIeHne HePTH

236



MUKpPOOHBIMH COOOIIECTBAMHM JOHHBIX OCAJKOB M3 pailoHa €CTECTBEHHOIO He(TernposBlIeHUs
(Cpenuuit baiikan, bonbimas 3enenoBckas) / Mukpoouonorus. — 2024a. — T. 93, Ne 5. — C. 548-561.

107. MaBnoBa O.H., Yepuuinpina C.M., bykun C.B., Jlomakuna A.B., Illyb6enkoa O.B.,
CwmupnoBa JI.K., 3emckass T.HM. ucTo4yHUK TepMOPHUIBHBIX OAKTEpPHil B XOJOAHBIX OCAJIKax 03epa
Baiikain — ruipoTepmbl Ha moOepesxbe o3epa uin riryounHbie (uarouasi? // Mukpoouonorus. — 20246.
—T.93, Ne 3. — C. 323-320.

108. TIlamosa O.H., M3ocumora O.H., MBanoB B.I'., Uepaumpina C.M., bykun C.B., Xa0OyeB
A.B., ITorogaesa T.B., CmupHnoBa JI.K., 3emckas T.1. CpaBHHUTENbHASA XapaKTEPUCTHUKA MTPOIIECCOB
aHa’pOOHOTO OKHCIIEHUS HEPTH MHUKPOOHBIMU COOOIIECTBAMH B JIOHHBIX OCaJKaxX pailoHOB
ectecTBeHHbIX HedrenposiBienuit 03. baiikan (I'opeBoii Yrec, bonbias 3enenosckast) / Limnology
and Freshwater Biology. — 2024B. — Ne 4. — P. 1035-1049.

109. Ilerpoma B.U., MamonTtoBa JI.M. M3MeHeHNnEe YUCIEHHOCTH OAaKTEpHUl B AKCIIEPUMEHTAX C
nobaBkamu HeGTH / MHKPOOPTaHU3MBI B SKOCUCTEMAaX 03ep U Bojoxpanuauil. HoBocubupck, 1985,
c. 144-150.

110. ITumenor H.B., 3axaposa E.E., bproxanoB A.JI., Kopueesa B.A., Ky3neuos b.b., Typosa
T.I1., ITorogaesa T.B., KanmsrukoB I'.B., 3emckas T.M. AKTHBHOCTH U CTPYKTypa COOOIIECTBa
cynbharpe1yupyonux 6akTepuil B 0cagkax 10XHONH KOTJIOBUHBI 03. baiikan / Mukpobuonorus. —
2014. - T. 83, Ne 2. — C. 180-190.

111. IMupor T.II., Anrontok C.M., Kapnenko E.B., HleBuyx T.A. BausHue ycnoBwuii
KyJbTUBUpOBaHus mrtamma Acinetobacter calkoaceticus K-4 na cuHTE3 MOBEpXHOCTHO-aKTHBHBIX
Bemiects // [Ipuknagnas onoxumus u mukpoouonorus. — 2009. — T. 45, Ne 3. — C. 304 — 310.

112. Thmocaun A.M., 3amana JI.B, IlIBapue C.JI., Tokapenko O.I'., Yepussckuii M.K.
['unporeoxumMuueckue OCOOCHHOCTH COCTaBa a30THBIX TepMm baiikanbckoit pudToBON 30HBI //
['eonorus u reopusuka. —2013. — T. 54, Ne 5. — C. 647-664.

113. Iloromaesa T.B., 3emckas T.U., 'ono6okosa JI.II., XaeicToB O.M., Munamu X., Cakaramu
X. Oco0eHHOCTH XMMHYECKOI0 COCTaBa MOPOBBIX BOJ JOHHBIX OTJIOKEHMH Pa3IMUHBIX paiioHOB
o3epa baiikai // I'eonorust u reodpmsuka. — 2007. — T. 48, Ne 11. — C. 1144-1160.

114. TlommbaeBa A.P. buomacca 6aktepuii Kak ICTOYHHK YTJIEBOI0pO10B HedTu. [ucc.... KaH/I.
xuM. Hayk. 2015. Mocksa. 124 c.

115. IIpaxtukym no mukpobuonoruu / Ilox pen. HerpycoBa A.M. M.: U3natenbckuil LeHTp
«Axagemust», 2005. — 608 c.

116. PssanoB B.Jl. Mectopoxxaenust o3okeputa 1 HedTH B [Ipubaiikanse / MaTtepuaiisl o reod.
U ToJIe3HbIM MckomnaembiM JlaneHero Boctoka. Brnagusoctok: M31-Bo JlanbHEBOCTOUHOTO YH-Ta,
1928. - T. 19. - C. 24-32.

117. Psab6yxun I'.E. K uzyuenuro baitkansckoro mectopoxaenus Hedru. JI.; M.: ['oc. Hayd.-TexH.
ropHo-reoi. HedT. u3a-so, 1934. — 26 c.

118. CepeopennukoBa O.B., CrpenpaukoBa E.B., Ilpeiic FHO.U., Jlyuko M.A. Bnwmsawue
UCTOYHWKA W YCJIOBUA TOP(POHAKOIUIEHUS Ha WHIUBUAYAIBHBIH COCTaB OMTYMHHO3HBIX
KOMIIOHEHTOB Topda Ha MmpHUMepe ABYX HHU3MHHBIX Oojor 3amaaHoit Cubupu // UsBectus Towm.
MONUTEX. YH-Ta. XuMHusl U Xxumuueckue Texnonorun. — 2014. — T. 325, Ne 3. — C. 80-91.

119. Curnukosa T.A., 3emckas T.U., Uepnunpsa C.M., JluxomBaii A.B., Knumenkos U.B.,
Haymoga T.B. CtpykTypa OHO1I€HO30B OUTYMHBIX MOCTPOEK ITyOOKOBOJIHOM 30HBI 03. baiikan //
Okonorus. 2015, Ne 3. — C. 229-236.

120. Cnobonkur A.M., Cnobonkmaa I'.b. TepmoduibHBIE TPOKAPHOTHI W3 TITYOMHHBIX
No3eMHBIX MecTooOuTannit // Mukpoouonorus. — 2014, — T. 83, Ne 3. — C. 255-270.

237



121. CnoGoxakun AN, CnoboakuHa I'.b. PaznooOpasue MHUKPOOPTaHHU3MOB,
JUCTIPIIOPIUOHUPYIOLIHMX coequHeHus cepbl / Mukpobuomnorus. —2019. — T. 88, Ne 5. — C. 503-518.

122. Crpoesa A.P., I'mpyu M.B., Komene B.H., 'opnaaze I'.H. MonenupoBanue mpoueccos
oOpa3oBaHUs HEPTAHBIX YTIIEBOJAOPOJOB-OMOMAPKEPOB IyTEM TEpMOJIM3a M TEpPMOKaTalu3a
ouomaccer Oakrepwii / Hedrexumus. — 2014. — T. 54, Ne 5. — C. 352-359.

123. Tamues C.JI., KoxoBa O.M., Momnoxaas O.A. VYrieBogOpOIOKHUCISIONTNE
MUKpPOOPTraHU3MbI B OMOIIEHO33aX HEKOTOPHIX paifoHax baiikana // MUKpOOpraHU3MBbl B 9KOCHCTEMAaX
o3ep u Bogoxpanuauil. HoBocubupck, 1985, ¢. 64—74.

124. Typosa T.II., Hazuna T.H., Muxaiinosa E.M., Poguonora T.A., ExkumoB A.H., MamykoBa
A.B., Tlontapayc A.b. T'omomoru rena alk tepmoduiabHbix Oaktepuit poma Geobacillus //
Mounekymnsipraas 6uonorus. — 2008. — T. 42, Ne 2. — C. 247-257.

125. Typosa T.I1. [IpuMmeHEeHHE METOI0B T€HOCUCTEMATHKH JUISI PEIICHHS BOIIPOCOB TAKCOHOMHH
U U3y4YeHus1 OMopasHooOpasus npokapuort. Jucc.... 1okT. 6uoi. Hayk. 2009. Mockaa.

126. VYrneBoIOpOAOKHUCISIONINE POJIOKOKKH: OCOOEHHOCTH OHOJIOTMYECKONW OpraHu3aly IOJ
BO3/ICIICTBIEM IKOMOJLTIOTaHTOB. ATiiac-moHorpacdus / [Tox pea. M.b. Bmunoit. — YpO PAH, 2021.
— 140 c.

127. ®unato [.A., Kpusnos E.b., Ceupugenxo H.H., T'omoBko A.K., Antynuna JLK.
bHOoreHHOe OKHCJICHHE BBICOKOBS3KOM He(TH AINAThbUYMHCKOTO MECTOPOXKICHUS U e
rerepoopranndeckux coenunennii / Heprexumus. — 2017. — T. 57, Ne 4. — C. 386-393.

128. ®omuun TI'.C. Bopma. KoHTponb XuUMHYECKOH, OakTEepHaTbHOW W  pPagUaIlOHHON
0C30MacHOCTH 10 MEXAYHApOIHBIM CTAaHIAPTAM: OJIUKJIONEI. CIOpaB. — 3-¢ H3/AaHHE,
nepepadoTanHoe u fonojgHeHHoe. — M.: [IpotekTop, 2000. — 848 c.

129. XabyeB A.B., Uenckuii [I.A., ConoBseBa M.A., benoycos O.B., Kononos E.E., XnbicToB
O.M. OmeHka pecypcoB Ta30BBIX THIPATOB TeOo(PU3NYECKUMH METOJAaMH B 30HE MOJBOIHOMN
pas3rpy3ku ra3a Ha cune «KpacHslii sip» o3epa baiikan. // U3Bectus Cubupckoro otaenenus: Cekuuu
Hayk o 3emne PAEH. —2016. — Ne 1. — C. 67-74.

130. XanmaeBa T.A., 3emckas T.W., bempkoBa H.JI., XmsicroB O.M., Hamcapaes Bb.b.
Pa3Hoo0Opazne KyabTUBUpPYEMBIX IPOKAPUOT B TIOHHBIX OcaJikax AkajgemMuueckoro xpedra 03. baiikan
// buonorus BHyTpeHHHX Boa. 2010. — Ne 1. — C. 42-48.

131. Xatuwmnucos /I.P., F'omemmrok A.S., 3onenmaita JLIT., Myp T.K., lonsir K.A., Kitutropa
K.[I. OcoGeHHocTr cTpoeHHUs OcafoyHOW Tommu 03. baiikan mo pe3ynbraTaM MHOTOKaHaJIbHON
ceiicMuueckoit ceemku (1989r.) // T'eonorus u reodpusuxa. 1993. — T. 34, Ne 10-11. — C. 25-36.

132. XneictoB O.M., T'opmikoB A.I'., EropoB A.B., 3emckas T.W., I'panun H.I'., Kanmbrukos
I'.B., Bopo6seBa C.C., [TapnoBa O.H., Axyn M.A., MakapoB M.M., Mockeun B.U., I'paueB M. A.
Hed1s B 03epe mupoBoro nHacnenus // JJAH. — 2007. — T. 414, Ne 5. — C. 656-659.

133. XumeictoB O.M., 3emckas T.U., CuraukoBa T.5., MexanukoBa W.B., Kaiiropogosa 1.A.,
I'opmkoB A.I'. u np. [loHHBIE OWUTyMHBIE TOCTPOHMKH M HacCeNSIomas WX OWOTa MO JaHHBIM
obcnenoBanus o3epa batikan // JIAH. — 2009. — T. 428, Ne 5. — C. 682-685.

134. XneictoB O.M., Hummo III., ManakoB A.1O., Cyrusma X., Xabyes A.B., bernoycos O.B.,
['paueB M.A. OmBIT KapTUPOBAHUS KPOBIU MPUIIOBEPXHOCTHBIX Fa30BBIX THIPATOB 03epa baiikan u
u3BJIeueHMe ra3a u3 Hux // I'eonorus u reopusuka. — 2014. — T. 55, Ne 9. — C. 1415-1425.

135. XmeictoB O.M., Munamu X., Xauuky6o A., SImammuta C., ne baruct M., Haync JI., XaOyes
A.B., Yenckuit A.I'., I'youn H.A., Bopo6sesa C.C. Bo3pacT rpsi3eBoil Opexunu rps3eBbIX ByJIKaHOB
Axanemmuueckoro xpe0Ta o3epa baiikan / 'eonnnamuka u tekronopusuka. — 2017. — T. 8, Ne 4. — C.
923-932.

238



136. XumeictoB O.M., KanmperukoB I'.B. balikanbckue ra3oBble THAPATHI: UCTOPHUSI OTKPBITHS U
ocHoBHBIE pe3ynbraThl // 30 ner mporpamme «baiikan-Oypenue» / OtB. pen. Kyssmun M.U.,
bespykosa E.B. HoBocubupck: Akagemudeckoe usn-Bo «I'eon, 2020. — C 278-294.

137. XasictoB O.M., Baitnep-KporoB A.B., Kurtaes A.B., Iloromaesa T.B. Haxonku yriei
Tanxoiickoro monsi B JOHHBIX ominoxkeHusx HxkHoro baiikana // Hayku o 3emne wu
Heapononb3oBanue. — 2021, — T. 44, Ne 3. — C. 285-292.

138. XumeictoB O.M., U3ocumosa O.H., Hachikubo A., Minami H., Makapos M.M., ["'opmikoB
A.T". HoBblli He(TerazoBbiii cumt o3epa Oaiikan // Hedprexumus. — 2022. — T. 62, Ne 3. — C. 328-335.

139. Yepnwmnwina C.M., 3emckas T.H., Bopobsea C.C., Illy6enkoBa O.B., Xmbeictop O.M.,
Kocroprosa T.5. CpaBHUTENBHBIN MOJEKYJISIPHBIA aHATH3 MUKPOOHBIX COOOIIECTB B TOIOIEHOBBIX
U TUICHCTOILICHOBBIX ocaakax u3 paiiona Iloconbckoii 6anku (o3epo baiikan) / MukpoOuomorus. —
2007.—T. 76, Ne 6. — C. 116-125.

140. Yepuummpiaa C.M., MamaeBa E.B., Jlomakuna A.B., Ilorogaesa T.B., 'amaubsun FO.IT.,
bykun C.B., IlumenoB H.B., XubictoB O.M., 3emckas T.U. dunorenerndeckoe pazHooOpazue
MHUKPOOHBIX COOOIIECTB B IOHHBIX OTIIOKEeHUAX [Tocosbekoit 6anku, 03. batikan // MukpoOuosorus.
—2016.—T. 85, Ne 6. — P. 652-662.

141. Yyneukwuit M.IO. baktepuu B HeTAHBIX 3a1ekax, XeMO()OCCHINU U TEOXUMHUECKHUE TUIIBI
HedTel / YrineBonopoaHbie popManuu B reojorudeckoi ucropuu. IlerpozaBoack, 1998. — C. 62—
63.

142, Yypeukunit M.FO. MuxpoOuanbHBI TE€HE3UC HW3ONMPEHOUAHBIX XeMO(GOCCHINN — KIIOY
Kpacim(poBKe MOJIMTeHHOCTH U BepTUKaIbHOU 30HanbHOcTHHETEH // CO. UTTHI" PAH «/lera3amus
3eMiu U TeHE3HC YTIeBOJOPOAHBIX(PIIoUI0B U MecTopoxkaeHuit». — M.: « CEOCy, 2002. — C.152—
170.

143. Hly6enkosa O.B., 3emckas T.U., Yepuunsina C.M., XasicroB O.M., Tpuboii T.U. [TepBbie
pe3yNnbTaThl HMCCIEAOBAaHUA (PHIOTEHETHYECKOTO Pa3HO0Opas3us MHKPOOPTaHM3MOB OCaJIKOB
FOxHoro baiikana B paiioHe MPUIIOBEPXHOCTHOTO 3aJIeTaHus THAPATOB MeTaHa // MukpoOuonorus.
—2005. - T. 74, Ne 3. - C. 370-377.

144. ¥OcynoBa A.A. OO0pa3oBaHue YTrJIEBOJAOPOIOB-OMOMAPKEPOB U3 MPOKAPHUOTOB B CBETE
po0JIeMBI porcxoxaeHus Hedtr. uce.... kaHa. ouon. Hayk. 2021. Mocksa.

145. Abbasian F., Lockington R., Mallavarapu M., Naidu R. A comprehensive review of aliphatic
hydrocarbon biodegradation by bacteria // Appl. Biochem. Biotechnol. — 2015. — V. 176. — P. 670-
699.

146. Abrams M.A. Evaluation of near-surface gases in marine sediments to assess subsurface
petroleum gas generation and gntrapment // Geosciences. — 2017. — V. 7:35.

147. Abu Laban N., Selesi D., Jobelius C., Meckenstock R.U. Anaerobic benzene degradation by
Gram-positive sulfate-reducing bacteria // FEMS Microbiol. Ecol. — 2009. — V. 68. — P. 300-311.

148. Abu Laban N., Selesi D., Rattei T., Tischler P., Meckenstock R.U. Identification of enzymes
involved in anaerobic benzene degradation by a strictly anaerobic iron-reducing enrichment culture
I/l Environ. Microbiol. — 2010. — V. 12. — P. 2783-2796.

149. Adamovich S.N., Ushakov I.A., Vashchenko A.V. Novel guanidinium salts of biologically
active (het)arylchalcogenylacetic acids // Mendeleev. Comm. — 2017. — V.27. — P. 88-89.

150. Aeckersberg F., Bak F., Widdel F. Anaerobic oxidation of saturated hydrocarbons to CO>
by a new type of sulfate-reducing bacterium // Arch. Microbiol. — 1991. — V. 156. — P. 5-14.

151. Aeckersberg F., Rainey F.A., Widdel F. Growth, natural relationships, cellular fatty acids
and metabolic adaptation of sulfate-reducing bacteria that utilize long-chain alkanes under anoxic
conditions // Arch. Microbiol. — 1998. — V. 170. — P. 361-369.

239



152. Ahmed R.Z., Ahmed N., Gadd G.M. Isolation of two Kocuria species capable to growing
on various polycyclic aromatic hydrocarbons // African Journal of Biotechnology. — 2015. - V. 9. —
P. 3611-3617.

153. Albrecht A.G., Peuckert F., Landmann H., Miethke M., Seubert A., Marahiel M.A.
Mechanistic characterization of sulfur transfer from cysteine desulfurase SufS to the iron-sulfur
scaffold SufU in Bacillus subtilis // FEBS Lett. — 2011. — V. 585. — P. 465-470.

154. Alneberg J., Bjarnason B., de Bruijn I., Schirmer M., Quick J., ljaz U.Z. et al. Binning
metagenomic contigs by coverage and composition // Nat. Methods. — 2014. - V. 11. — P. 1144-1146.

155. Aloisi G., Pogodaeva T.V., Poort J., Khabuev A.V., Kazakov A.V., Akhmanov G.G.,
Khlystov O.M. Biogeochemical processes at the Krasniy Yar seepage area (Lake Baikal) and a
comparison with oceanic seeps // Geo-Marine Letters. — 2019. — V. 39. — P. 59-75.

156. Angiuoli S.V., Gussman A., Klimke W., Cochrane G., Field D., Garrity G.M. et al. Toward
an online repository of standard operating procedures (SOPs) for (Meta)genomic annotation //
OMICS. —2008. — V. 12. — P. 137-141.

157. Apps J.A., van de Kamp P.C. Energy gases of abiogenic origin in the Earth’s crust // US
Geol. Surv. Prof. Paper. —1993. — V. 1570. — P. 81-132.

158. Aranda F.J., Teruel J.A., Espuny M.J., Marqués A., Manresa A., Palacios-Lidon E., Ortiz A.
Domain formation by a Rhodococcus sp. biosurfactant trehalose lipid incorporated into
phosphatidylcholine membranes // Biochem. Biophys. Acta. — 2007. — V. 1768. — P. 2596-2604.

159. Asimakoula S., Marinakos O., Tsagogiannis E., Koukkou A.-l. Phenol degradation by
Pseudarthrobacter phenanthrenivorans Sphe3 // Microorganisms. — 2023. — V. 11:524.

160. Assié A., Leisch N., Meier D.V., Gruber-Vodicka H., Tegetmeyer H.E., Meyerdierks A. et
al. Horizontal acquisition of a patchwork Calvin cycle by symbiotic and free-living Campylobacterota
(formerly Epsilonproteobacteria) // ISME J. — 2020. — V. 14. — P. 104-122.

161. Atlas R.M., Hazen T.C. Oil biodegradation and bioremediation: A tale of the two worst spills
in U.S. History // Environ. Sci. Technol. — 2011. — V. 45. — P. 6709-6715.

162. Baker B.J., Saw J.H., Lind A.E., Lazar C.S., Hinrichs K.-U., Teske A.P. et al. Genomic
inference of the metabolism of cosmopolitan subsurface Archaea, Hadesarchaea // Nat. Microbiol. —
2016.-V.1.—P. 1-9.

163. Balch W.E., Wolfe R.S. Specificity and biological distribution of coenzyme M (2-
mercaptoethanesulfonic acid) // J. Bacteriol. — 1979. — V. 137. — P. 256-263.

164. Balkwill D.L., Drake G.R., Reeves R.H., Fredricson J.K., White D.C., Ringelberg D.B. et
al. Taxonomic study of aromaticdegrading bacteria from deep-terrestrial-subsurface sediments and
description of Sphingomonas aromaticivorans sp. nov., Sphingomonas subterranea sp. nov., and
Sphingomonas stygia sp. nov. // Int. J. Syst. Evol. Microbiol. — 1997. — V. 47. — P. 191-201.

165. Banks D., Frank Y.A., Kadnikov V.V., Karnachuk O.V., Watts M., Boyce A. et al.
Hydrochemical data report from sampling of two deep abandoned hydrocarbon exploration wells:
Byelii Yar and Parabel’, Tomsk Oblast’, Western Siberia, Russian Federation. In: NGU Report, 2014.
— Trondheim, Geological Survey of Norway, 2014.

166. Barnes S.P., Bradbrook S.D., Cragg B.A., Marchesi J.R., Weightman A.J., Fry J.C., Parkes
R.J. Isolation of sulfate-reducing bacteria from deep sediment layers of the Pacific Ocean //
Geomicrobiol. J. — 1998. — V. 15. — P. 67-83.

167. Bar-On Y.M.,, Phillips R., Milo R. The biomass distribution on Earth // Proc. Natl. Acad.
Sci. USA. - 2018. — V. 15. — P. 6505-6511.

240



168. Barth T. Organic-acids and inorganic-ions in waters from petroleum reservoirs, Norwegian
continental-shelf: a multivariate statistical-analysis and comparison with American reservoir
formation waters //Appl Geochem. —1991. — V. 6. — P. 1-15.

169. Bassham J.A., Calvin M. The path of carbon in photosynthesis. In: Encyclopedia of Plant
Physiology / Ed. Pirson A. — Springer, Berlin, Heidelberg, 1960.

170. Baturina O.A., Pavlova O.N., Novikova A.S, Kabilov M.R., Zemskaya T.l. Draft genome
sequence of Thermaerobacter sp. strain PB12/4term, a thermophilic facultative anaerobic bacterium
from bottom sediments of Lake Baikal // Microbiol. Resour. Announc. — 2018. — V. 20:e01178-18.

171. Batzke A., Engelen B., Sass H., Cypionka H. Phylogenetic and physiological diversity of
cultured deep-biosphere bacteria from equatorial Pacific Ocean and Peru Margin sediments //
Geomicrobiol. J. —2007. — V. 24. — P. 261-273.

172. Belay N., Daniels L. Ethane production by Methanosarcina barkeri during growth in ethanol
supplemented medium // Antonie Van Leeuwenhoek. —1988. — V. 54. — P. 113-125.

173. Bell E., Blake L.I., Sherry A., Head I.M., Hubert C.R.J. Distribution of thermophilic
endospores in a temperate estuary indicate that dispersal history structures sediment microbial
communities // Environ. Microbiol. —2018. — V. 20. — P. 1134-1147.

174. Bell E.M., Heuer V.B. The Deep Biosphere: deep subterranean and subseafloor habitats. In:
Life at Extremes: environments, organisms and strategies for survival /Ed. Bell E.M. — CAB Intern.,
2012. — P. 554,

175. Bell E., Rattray J.E., Sloan K., Sherry A., Pilloni G., Hubert C.R.J. Hyperthermophilic
endospores germinate and metabolize organic carbon in sediments heated to 80°C // Environ.
Microbiol. — 2022a. — V. 24. — P. 55345545,

176. Bell E., Lamminmaki T., Alneberg J., Qian C., Xiong W., Hettich R.L., Frutschi M., Bernier-
Latmani R. Active anaerobic methane oxidation and sulfur disproportionation in the deep terrestrial
subsurface // ISME J. — 20226. — V. 16. — P. 1583-1593.

177. Beller H.R., Reinhard M., Grbi¢-Gali¢ D. Metabolic by-products of anaerobic toluene
degradation by sulfate-reducing enrichment cultures // Appl Environ Microbiol. — 1992. — V. 58. —P.
3192-3195.

178. Beller H.R., Spormann A.M. Analysis of the novel benzylsuccinate synthase reaction for
anaerobic toluene activation based on structural studies of the product // J. Bacteriol. — 1998. — V.
180. — P. 5454-5457.

179. Beller H.R., Spormann A.M. Substrate range of benzylsuccinate synthase from Azoarcus sp.
strain T // FEMS Microbiol. Lett. — 1999. — V. 178. — P. 147-153.

180. Berg H.C. The rotary motor of bacterial flagella // Annu. Rev. Biochem. —2003. - V. 72. -
P. 19-54.

181. Berg I.A., Kockelkorn D., Ramos-Vera W.H., Say R.F., Zarzycki J., Hiigler M., Alber B.E.,
Fuchs G. Autotrophic carbon fixation in archaea // Nature Rev.Microbiol. — 2010. - V. 8. — P. 447—
460.

182. Bergey's Manual of Systematic Bacteriology. The Actinobacteria. In: Whitman, W.,
Goodfellow, M., Kampfer, P., Busse, H.-J., Trujillo, M., Ludwig, W., Suzuki, K., Parte A. (Eds.),
Springer-Verlag, New York, 2012. — 2083 p.

183. Berghuis B.A., Yu F.B., Schulz F., Blainey P.C., Woyke T., Quake S.R. Hydrogenotrophic
methanogenesis in archaeal phylum Verstraetearchaeota reveals the shared ancestry of all
methanogens // Proc. Natl. Acad. Sci. USA. — 2019. — V. 116. — P. 5037-5044.

184. Bernard B.B., Brooks J.M., Sackett W.M. Light hydrocarbons in recent Texas continental
shelf and slope sediments // J. Geophys. Res. Oceans. — 1978. — V. 83. — P. 4053-4061.

241



185. Bernard B.B., Brooks J.M., Sackett W.M. Natural gas seepage in the Gulf of Mexico // Earth
Planet. Sci. Lett. — 1976. — V. 3. — P. 48-54.

186. Berner R.A. Burial of organic carbon and pyrite sulfur in the modern ocean // American J.
Sci. —1982. — V. 282. — P. 451-473.

187. Beulig F., Roy H., Glombitza C., Jorgensen B.B. Control on rate and pathway of anaerobic
organic carbon degradation in the seabed // Proc. Natl. Acad. Sci. USA. —2018. — V. 115. — P. 367-
372.

188. Bezrukova E., Bukharov A., Bychinsky V., Fedenya S., Gelety V., Goreglyad A. et al. A
new quaternary record of regional tectonic, sedimentation and paleoclimate changes from drill core
BDP-99 at Posolskaya Bank, Lake Baikal // Quat. Int. — 2005. — V. 136. — P. 105-121.

189. Bicak N. A new ionic liquid: 2-hydroxyethylammonium formate // J. Mol. Liquids. — 2005.
—-V.116. —P. 15-18.

190. Biddle J.F. Prospects for the study of evolution in the deep biosphere // Front. Microbiol. —
2012. — V. 2:285.

191. Biegert T., Fuchs G., Heider J. Evidence that anaerobic oxidation of toluene in the
denitrifying bacterium Thauera aromatica is initiated by formation of benzylsuccinate from toluene
and fumarate // Eur. J. Biochem. — 1996. — V. 238. — P. 661-668.

192. Blochl E., Rachel R., Burggraf S., Hafenbradl D., Jannasch H.W., Stetter K.O. Pyrolobus
fumarii, gen. and sp. nov., represents a novel group of archaea, extending the upper temperature limit
for life to 113 degrees C // Extremophiles. — 1997. — V. 1. — P. 14-21.

193. Blumenberg M., Oppermann B., Guyoneaud R. Michaelis W. Hopanoid-production by
Desulfovibrio bastinii isolated from oilfield formation water /FEMS Microbiol. Lett. — 2009. — V.
293. —P. 73-78.

194. Boetius A.K., Ravenschlag C.J., Schubert C.J., Rickert D., Widdel F., Gieseke A. et al. A
marine microbial consortium apparently mediating anaerobic oxidation of methane // Nature. — 2000.
—V.407. - P. 623-626.

195. Bolger A.M., Lohse M., Usadel B. Trimmomatic: a flexible trimmer for lllumina sequence
data // Bioinformatics. — 2014. — V. 30. — P. 2114-2120.

196. Boll M., Einsle O., Ermler U., Kroneck P.M., Ullmann G.M. Structure and function of the
unusual tungsten enzymes acetylene hydratase and class Il benzoyl-coenzyme A reductase // J. Mol.
Microbiol. Biotechnol. — 2016. — V. 26. — P. 119-137.

197. Boll M., Estelmann S., Heider J. Anaerobic degradation of hydrocarbons: mechanisms of
hdrocarbon activation in the absence of oxygen. In: Anaerobic utilization of hydrocarbons, oils, and
lipids / Ed. Boll M. — Switzerland: Springer Nature, 2020. — P. 3-29.

198. Boll M., Fuchs G. Benzoyl-Coenzyme A Reductase (Dearomatizing), a Key Enzyme of
Anaerobic Aromatic Metabolism. European Journal of Biochemistry. — 1995. — V. 234. — P. 921-
933.

199. Bonch-Osmolovskaya E.A., Miroshnichenko M.L., Lebedinsky A.V., Chernyh N.A., Nazina
T.N., lvoilov V.S., Belyaev S.S., Boulygina E.S., Lysov Yu. P., Perov A. N., Mirzabekov A.D., Hippe
H., Stackebrandt E., L’Haridon S., Jeanthon C. Radioisotopic, culture-based, and oligonucleotide
microchip analyses of thermophilic microbial communities in a continental high-temperature
petroleum reservoir // Appl. Environ. Microbiol. — 2003. — V. 69. — P. 6143-6151.

200. Bonis B.M., Gralnick J.A. Marinobacter subterrani, a genetically tractable neutrophilic
Fe(I)-oxidizing strain isolated from the Soudan Iron Mine // Front. Microbiol. — 2015. — V. 6:719.

201. Boopathy R. Anaerobic biodegradation of no. 2 diesel fuel in soil: a soil column study //
Bioresour. Technol. — 2004. — V. 94. — P. 143-151.

242



202. Boronin A.M., Filonov A.E., Kosheleva I.A., Shkidchenko A.N., Gafarov A.B., Sokolov
S.L., Puntus I.F., Grishchenkov V.G., Dmitriev V.V., Arinbasarov M.U. Bioremediation of land oil
spills: diversity of microorganisms degrading oil hydrocarbons. In: Brebbia, C.A. (Ed.), WIT Press,
Boston, 2002. — P. 169-177.

203. Boronin A.M., Kosheleva I.A. The role of catabolic plasmids in biodegradation of petroleum
hydrocarbons. In: G. Cao & R. Orru (Eds.), Current Environmental Issues and Challenges. Springer,
Dordrecht, 2014.

204. Borrel G., Adam P.S., Gribaldo S. Methanogenesis and the Wood-Ljungdahl pathway: An
ancient, versatile, and fragile association // Genome Biol. Evol. — 2016. - V. 8. — P. 1706-1711.

205. Borrel G., O’Toole P.W., Harris H.M., Peyret P., Brugere J.F., Gribaldo S. Phylogenomic
data support a seventh order of methylotrophic methanogens and provide insights into the evolution
of methanogenesis // Genome Biol. Evol. — 2013. - V. 5. — P. 1769-1780.

206. Borrel G., Adam P.S., McKay L.J., Chen L.-X., Sierra-Garcia I.N., Sieber C.M.K. et al.
Wide diversity of methane and short-chain alkane metabolisms in uncultured archaea // Nat.
Microbiol. —2019. — V. 4. — P. 603-613.

207. Bouchez-Naitali M., Rakatozafy H., Marchal R., Leveau J.-Y., Vandecasteele J.-P. Diversity
of bacterial strains degrading hexadecane in relation to the mode of substrate uptake // J. Appl.
Microbiol. —1999. — V. 86. — P. 421-428.

208. Boyd E.S., Schut G.J., Shepard E.M., Broderick J.B., Adams M.W.W., Peters J.W. Origin
and evolution of Fe-S proteins and enzymes. In: Iron-sulfur clusters in chemistry and biology / Ed.
Rouault T. — Berlin: De Gruyter, 2014. — P. 619-636.

209. Boyd J.A., Jungbluth S.P., Leu A.O., Evans P.N., Woodcroft B.J., Chadwick G.L. et al.
Divergent methyl-coenzyme M reductase genes in a deep-subseafloor Archaeoglobi // ISME J. —
2019. — V. 13:1269.

210. Bradley J.A., Amend J.P., LaRowe D.E. Survival of the fewest: microbial dormancy and
maintenance in marine sediments through deep time // Geobiology. — 2019. — V. 17. — P. 43-509.

211. Bradley P. History and ecology of chloroethene biodegradation: A review // Bioremediat. J.
—2003.-V.7.-P.81-109.

212. Brannen-Donnelly K., Engel A.S. Bacterial diversity differences along an epigenic cave
stream reveal evidence of community dynamics, succession, and stability // Front. Microbiol. — 2015.
- V. 6:729.

213. Breuker A., Koweker G., Blazejak A., Schippers A. The deep biosphere in terrestrial
sediments in the chesapeake Bay area, Virginia, USA // Front. Microbiol. — 2011. — V. 2:156.

214. Brodkorb D., Gottschall M., Marmulla R., Liiddeke F., Harder J. Linalool dehydratase-
isomerase, a bifunctional enzyme in the anaerobic degradation of monoterpenes // J. Biol. Chem. —
2010. — V. 285. — P. 30436-30442.

215. Buchfink B., Xie C., Huson D. Fast and sensitive protein alignment using DIAMOND // Nat.
Methods. — 2015. — V. 12. — P. 59-60.

216. Bueche M., Wunderlin T., Roussel-Delif L., Junier T., Sauvain L., Jeanneret N. et al.
Quantification of endospore-forming Firmicutes by quantitative PCR with the functional gene spoOA
Il Appl. Environ. Microbiol. —2013. — V. 79. — P. 5302-5312.

217. Bukin S.V., Pavlova O.N., Manakov A.Y., Kostyreva E.A., Chernitsyna S.M., Mamaeva
E.V., Pogodaeva T.V., Zemskaya T.I. The ability of microbial community of Lake Baikal bottom
sediments associated with gas discharge to carry out the transformation of organic matter under
thermobaric conditions // Front. Microbiol. — 2016. — V. 7. — P. 1-18.

243



218. Bukin S.V., Pavlova O.N., Kalmychkov G.V., Ivanov V.G., Zemskaya T.l. Methylotrophic
methanogens in bottom sediments of Lake Baikal // Limnology and Freshwater Biology. — 2020. —
Ne 4, — P. 973-975.

219. Bukin S.V., Lomakina A.V., Rusanov I.1., lvanov V.G., Pogodaeva T.V., Kolesnikov P.M.,
Shubenkova O.V., Zakharenko A.S., Bukin Yu.S., Rodriguez-Valera F., Zemskaya T.I. Structure and
metabolic potential of the microbiome of Lake Baikal upper sediment layers determined by
metagenome analysis // Microbiology. — 2023. — V. 96. — Ne Suppl.1. — P. 56-62.

220. Bushnell L.D., Haas H.F. The utilization of certain hydrocarbons by microorganisms // J.
Bateriol. —1941. — V. 41. — P. 653-673.

221. Cabello-Yeves P.J., Zemskaya T.l., Zakharenko A.S., Sakirko M.V., lvanov V.G., Ghai R.,
Rodriguez-Valera F. Microbiome of the deep Lake Baikal, a unique oxic bathypelagic habitat //
Limnology and Oceanography. — 2020. — V. 65, Ne 7. — P. 1471-1488.

222. CaiC., Leu A. O, Xie G.-J., Guo J., Feng Y., Zhao J.-X., et al. A methanotrophic archaeon
couples anaerobic oxidation of methane to Fe(lll) reduction // ISME J. — 2018. — V. 12. — P. 1929
1939.

223. Cai M., Liu Y., Yin X., Zhou Z., Friedrich M.W., Richter-Heitmann T. et al. Diverse Asgard
archaea including the novel phylum Gerdarchaeota participate in organic matter degradation // Sci.
China Life Sci. — 2020a. — V. 63. — P. 886-897.

224. Cai M., Richter-Heitmann T., Yin X., Huang W.-C., Yang Y., Zhang C. et al. Ecological
features and global distribution of Asgard archaea // Sci. Total. Environ. — 20206:143581.

225. Caldwell E.C., Suflita J.M. Detection of phenol and benzoate as intermediates of anaerobic
benzene biodegradation under different terminal electron-accepting conditions // Environ. Sci.
Technol. — 2000. — V. 34. — P. 1216-1220.

226. Callaghan A.V., Gieg L.M., Kropp K.G., Suflita J.M., Young L.Y. Comparison of
mechanisms of alkane metabolism under sulfate-reducing conditions among two bacterial isolates
and a bacterial consortium // Appl. Environ. Microbiol. — 2006. — V. 72. — P. 4274-4282.

227. Callaghan A.V., Warwik B., Chadain S.M.N., Young L.Y., Zylstra G.J. Anaerobic alkane-
degrading strain AK-01 contains two alkylsuccinate synthase genes // Biochem. Bioph. Res.
Commun. — 2008. — V. 366. — P. 142-148.

228. Carothers W.W., Kharaka Y.K. Aliphatic acid anions in oil-feld waters—implications for the
origin of natural gas // Amer. Assoc. Pet. Geol. Bull. — 1978. — V. 62. — P. 2441-2453.

229. Cesar J., Mayer B., Humez P. A novel isotopic approach to distinguish primary microbial
and thermogenic gases in shallow subsurface environments // Appl. Geochem. — 2021a. — V.
131:105048.

230. Cesar J., Mayer B., Deblonde C., Mort A., Ardakani O.H. Alternative indicators to assess
the distribution characteristics of methane, ethane, and propane derived from petroleum in the
montney formation, Western Canada // Fuel. — 20216. — V. 294:120524.

231. Chakraborty A., Ellefson E., Li C., Gittins D., Brooks J.M., Bernard B.B., Hubert C.R.J.
Thermophilic endospores associated with migrated thermogenic hydrocarbons in deep Gulf of
Mexico marine sediments // ISME J. — 2018. — V. 12. — P. 1895-1906.

232. Chakraborty A., Ruff S.E., Dong X., Ellefson E.D., Li C., Brooks J.M. et al. Hydrocarbon
seepage in the deep seabed links subsurface and seafloor biospheres // Proc. Natl. Acad. Sci. USA. —
2020. - V. 117. - P. 11029-11037.

233. Chaney A.L., Marbach E.P. Modified reagents for determination of urea and ammonium //
Clin. Chem. - 1962. — V. 8. — P. 130-132.

244



234. Chang H.W., Bae JW., Nam Y.D., Kwon H.Y., Park J.R., Shin K.S. et al. Arthrobacter
subterraneus sp. nov., isolated from deep subsurface water of the South Coast of Korea // J.
Microbiol. Biotechnol. — 2007. — V. 17. — P. 1875-1879.

235. Chang W.-N., Liu C.-W., Liu H.-S. Hydrophobic cell surface and bioflocculation behavior
of Rhodococcus erythropolis // Process Biochemistry. — 2009. — V. 44. — P. 955-962.

236. Chaumeil P.A., Mussig A.J., Hugenholtz P., Parks D.H. GTDB-TKk: a toolkit to classify
genomes with the Genome Taxonomy Database // Bioinformatics. — 2019. — V. 36. — P. 1925-1927.

237. Chen S.C., Musat N., Lechtenfeld O.J., Paschke H., Schmidt M., Said N. et al. Anaerobic
oxidation of ethane by archaea from a marine hydrocarbon seep // Nature. — 2019. — V. 568. — P. 108—
111.

238. Chernitsyna S., Elovskaya |., Pogodaeva T., Bukin S., Zakharenko A., Zemskaya T.
Bacterial communities in a gradient of abiotic factors near a sulfide thermal spring in Northern Baikal
/I Diversity. — 2023. — V. 15, Ne 298. — P. 1-15.

239. Chi X., Zhao Z., Han Q., Yan H., Ji B., Chai Y., Li S., Liu K. Insights into autotrophic
carbon fixation strategies through metagonomics in the sediments of seagrass beds // Mar. Environ.
Res. —2023. — V. 188:106002.

240. Chivian D., Brodie E.L., Alm E.J.,, Culley D.E., Dehal P.S, DeSantis T.Z. et al.
Environmental genomics revealed single-species ecosystem deep within Earth // Science. — 2008. —
V. 322. - P. 275-278.

241. Chklovski A., Parks D.H., Woodcroft B.J., Tyson G.W. CheckM2: a rapid, scalable and
accurate tool for assessing microbial genome quality using machine learning // Nat. Methods. — 2023.
—V.20.-P. 1203-1212.

242. Choi K.K., Park C.W., Kim S.Y., Lyoo W.S., Lee S. H., Lee JW. Polyvinyl alcohol
degradation by Microbacterium barkeri KCCM 10507 and Paeniblacillus amylolyticus KCCM
10508 in dyeing wastewater // J. Microbiol. Biotechnol. — 2004. — V. 14. — P. 1009-1013.

243. Choi Y.J., Lee S.Y. Microbial production of short-chain alkanes // Nature. — 2013. — V. 502.
—P.571-574.

244. Chuvochina M., Mussig A.J., Chaumeil P.-A., Skarshewski A., Rinke C., Parks D.H.,
Hugenholtz P. Proposal of names for 329 higher rank taxa defined in the Genome Taxonomy
Database under two prokaryotic codes // FEMS Microbiol. Let. — 2023. — V. 370: fnad071.

245. Ciobanu M.-C., Burgaud G., Dufresne A., Breuker A., Rédou V., Ben Maamar S. et al.
Microorganisms persist at record depths in the subseafloor of the Canterbury Basin // ISME J. — 2014.
- V.8, Ne 7. —P. 2352-2352.

246. Cipollone R., Ascenzi P., Tomao P., Imperi F., Visca P. Enzymatic detoxification of cyanide:
clues from Pseudomonas aeruginosa Rhodanese // J. Mol. Microbiol. Biotechnol. — 2008. — V. 15. —
P. 199-211.

247. Claassens N.J., Satanowski A., Bysani V.R., Dronsella B., Orsi E., Rainaldi V., Yilmaz S.,
Wenk S., Lindner S.N. Engineering the reductive glycine pathway: a promising synthetic metabolism
approach for Cy-assimilation. In: Zeng AP, Claassens NJ (eds). One-carbon feedstocks for sustainable
bioproduction. Advances in Biochemical Engineering / Biotechnology. Springer, 2022. Berlin,
Heidelberg. P. 299-350.

248. Claypool G.E. Biogenic ethane-where does it come from? In: American Association of
Petroleum Geologists Hedberg Research Conference: Natural Gas Formation and Occurrence,
Durango, CO, 1999. — P. 27-29.

249. Cline J.D. Spectrophotometric determination of hydrogen sulfide in natural waters // Limnol.
Oceanogr. — 1969. — V. 14. — P. 454-458.

245



250. Coates J.D., Woodward J., Allen J., Philp P., Lovley D.R. Anaerobic degradation of
polycyclic aromatic hydrocarbons and alkanes in petroleum-contaminated marine harbor sediments
I/ Appl. Environ. Microbiol. — 1997. — V. 63. — P. 3589-3593.

251. Cole J.K., Gieler B.A., Heisler D.L., Palisoc M.M., Williams A.J., Dohnalkova A.C. et al.
Kallotenue papyrolyticum gen. nov., sp. nov., a cellulolytic and filamentous thermophile that
represents a novel lineage (Kallotenuales ord. nov., Kallotenuaceae fam. nov.) within the class
Chloroflexia // Int. J. Syst. Evol. Microbiol. — 2013. — V. 63. — P. 4675-4682.

252. Cooper D.G., Goldenberg B.G. Surface-active agents from two Bacillus species // Appl.
Environment. Microbiol. — 1986. — V. 53. — P. 224-229.

253. Corliss J.B., Dymond J., Gordon L.I., Edmond J.M., von Herzen R.P., Ballard R.D. et al.
Submarine thermal springs on the Galapagos Rift // Science. — 1979. — V. 203. — P. 1073-1083.

254. Coursolle D., Lian J., Shanklin J., Zhao H. Production of long chain alcohols and alkanes
upon coexpression of an acyl-ACP reductase and aldehyde-deformylating oxygenase with a bacterial
type-1 fatty acid synthase in E. coli // Mol. BioSyst. — 2015. — V.11. — P.2464-2472.

255. Couto N., Fritt-Rasmussen J., Jensen P.E., Hgjrup M., Rodrigo A.P., Ribeiro A.B. Suitability
of oil bioremediation in an Artic soil using surplus heating from an incineration facility //Environ.
Sci. Pollut. Res. —2014. — V. 21. — P. 6221-6227.

256. Cragg B.A., Parkes R.J., Fry J.C., Herbert R.A., Wimpenny J.W., Getliff J.M. Bacterial
biomass and activity profiles within deep sediment layers // Proceedings of the Ocean Drilling
Program, Scientific Results. — 1990. — V. 112. — P. 607-619.

257. Crocker F.H., Fredrickson J.K., White D.C., Ringelberg D.B., Balkwill D.L. Phylogenetic
and physiological diversity of Arthrobacter strains isolated from unconsolidated subsurface
sediments // Microbiology. — 2000. — V. 146. — P. 1295-1310.

258. Cui M., Ma A., Qi H., Zhuang X., Zhuang G. Anaerobic oxidation of methane: an “active”
microbial process // Microbiology. — 2015. - V. 4. — P. 1-11.

259. Cuylaerts M., Naudts L., Casier R., De Batist M., Khabuev A.V., Belousov O.V., Kononov
E.E., Khlystov O.M. Distribution and morphology of mud volcanoes and other fluid flow-related
lake-bed structures in Lake Baikal, Russia // Geo-Marine Letters. — 2012. — V.32. — P.383—-394.

260. D’Angelo T., Goordial J., Lindsay M.R., McGonigle J., Booker A., Moser D., Stepanauskus
R., Orcutt B.N. Replicated life-history patterns and subsurface origins of the bacterial sister phyla
Nitrospirota and Nitrospinota // ISME J. — 2023. — V. 17. — P. 891-902.

261. D’Hondt S., Inagaki F., Zarikian C., Lewis J.A., Dubois N., Engelhardt T. et al. Presence of
oxygen and aerobic communities from sea floor to basement in deep-sea sediments // Nature Geosci.
—2015. - V. 8. - P. 299-304.

262. D’Hondt S., Rutherford S., Spivack A.J. Metabolic activity of subsurface life in deep-sea
sediments // Science. — 2002. — V. 295. — P. 2067-2070.

263. D’Hondt S., Wang G., Spivack A.J. The underground economy (energetic constraints of
subseafloor life). In: Earth and life processes discovered from subseafloor environments / Eds. Stein
R., Blackman D.K., Inagaki F., Larsen M.G. — Elsevier, New York, 2014. — V. 7. — P. 127-148.

264. D’Hondt S., Jergensen B.B., Miller D.J., Batzke A., Blake R.,Cragg B.A., Acosta
J.L.S. Distributions of microbial activities in deep subseafloor sediments. Science. — 2004. — V. 306.
—P. 2216-2221.

265. D’Hondt S., Pockalny R., Fulfer V.M., Spivack A.J. Subseafloor life and its biogeochemical
impacts // Nat. Commun. — 2019. — V. 10. — P. 1-13.

266. Daane L.L., Harjono I., Barns S.M., Launen L.A., Palleron N.J., Higgblom M. M. PAH-
degradation by Paenibacillus spp. and description of Paenibacillus naphthalenovorans sp. nov., a

246



naphthalene-degrading bacterium from the rhizosphere of salt marsh plants // Int. J. Syst. Evol.
Microbiol. — 2002. — V. 52. — P. 131-139.

267. Dahle H., Garshol F., Madsen M., Birkeland N.-K. Microbial community structure analysis
of produced water from a high-temperature North Sea oil-field / Antonie van Leeuwenhoek. — 2007.
—V.93. - P. 37-49.

268. Davidova I.A., Gieg L.M., Nanny M., Kropp K.G., Suflita J. M. Stable isotopic studies of
n-alkane metabolism by a sulfate-reducing bacterial enrichment culture // Appl. Environ. Microbiol.
—2005.-V.71.—P.8174-8182.

269. Davis J.B., Squires R.M. Detection of microbially produced gaseous hydrocarbons other
than methane // Science. -1954. V. 119. — P. 381-382.

270. De Anda V., Chen L.-X., Dombrowski N., Hua Z.-S., Jiang H.-C., Banfield J.F., Li W.-J.,
Baker B.J. Brockarchaeota, a novel archaeal phylum with unique and versatile carbon cycling
pathways // Nature Communications. — 2021. — V. 12:2404.

271. de Rezende J.R., Kjeldsen K.U., Hubert C.R.J., Finster K., Loy A., Jorgensen B.B. Dispersal
of thermophilic Desulfotomaculum endospores into Baltic Sea sediments over thousands of years //
ISME J. —2013. - V. 7. — P. 72-84.

272. Decesaro A., Machado T.S., Cappellaro A.C., Reinehr C.O., Thomé A., Colla L.M.
Biosurfactants during in situ bioremediation: factors that influence the production and challenges in
evaluation // Environ. Sci. Pollut. Res. — 2017. — V. 24. — P. 20831-20843.

273. Dedysh S.N., Knief C. Diversity and phylogeny of described aerobic methanotrophs. In:
Methane biocatalysis: paving the way to sustainability / Eds. Kalyuzhnaya M.G., Xing X.-H. — Cham,
Switzerland, Springer, 2018. — P. 17-42.

274. Dedysh S.N., Yilmaz P. Refining the taxonomic structure of the phylum Acidobacteria //
Int. J. Syst. Evol. Microbiol. — 2018. — V. 68. — P. 3796-3806.

275. Deep Carbon Observatory. Life in deep Earth totals 15 to 23 billion tons of carbon -- hundreds
of times more than humansy. 2018. https://deepcarbon.science

276. Dehmer J. Petrological and organic geochemical investigation of recent peats with known
environments of deposition // Int. J. Coal Geol. —1995. — V. 28. — P. 111-138.

277. DelLong E.F. Archaea in coastal marine environments // Proc. Natl. Acad. Sci. USA. —1992.
—V. 89. — P. 5685-5689.

278. Dellagnezze B.M., de Vasconcellos S.P., de Melo I.S., de Santos Neto E.V., de Oliveira
V.M. Evaluation of bacterial diversity recovered from petroleum samples using different physical
matrices // Braz. J. Microbiol. — 2016. — V. 47. — P. 712-723.

279. Dembitsky V.M., Rezanka T. Metabolites by nitrogen-fixing Nostoc sp. // Folia Microbiol.
—2004. -V.50.-P. 363-391.

280. Denkmann K., Grein F., Zigann R., Siemen A., Bergmann J., van Helmont S., Nicolai A.,
Pereira 1.A.C., Dahl C. Thiosulfate dehydrogenase: a widespread unusual acidophilic c-type
cytochrome // Environ. Microbiol. — 2012. — V. 14. — P. 2673-2688.

281. Desai J.D., Banat I.M. Microbial production of surfactants and their commercial potential //
Microbiol. Mol. Biol. Rev. — 1997. — V. 61. — P. 47-64.

282. Ding J., Ding ZW., Fu L., Lu Y.Z., Cheng S.H., Zeng R.J. New primers for detecting and
quantifying denitrifying anaerobic methane oxidation archaea in different ecological niches // Appl.
Microbiol. Biotechnol. — 2015. — V. 99. — P. 9805-9812.

283. Dolfing J., Larter S.R., Head I.M. Thermodynamic constraints on methanogenic crude oil
biodegradation // ISME J. — 2008. — V. 2. — P. 442452,

247


https://deepcarbon.science/

284. Dong X., Droge J., von Toerne C., Marozava S., McHardy A.C., Meckenstock R.U.
Reconstructing metabolic pathways of a member of the genus Pelotomaculum suggesting its potential
to oxidize benzene to carbon dioxide with direct reduction of sulfate / FEMS Microbiol. Ecol. —
2016. — V. 62:fiw254.

285. Dong X.Y., Greening C., Rattray J.E., Chakraborty A., Chuvochina M., Mayumi D. et al.
Metabolic potential of uncultured bacteria and archaea associated with petroleum seepage in deep-
sea sediments // Nat. Commun. — 2019. — V. 10:1816.

286. dos Santos Neto E., Hayes J.M., Takaki T. Isotopic biogeochemistry of the Neocomian
lacustrine and Upper Aptian marine-evaporitic sediments of the Potiguar Basin, Northeastern Brazil
// Org. Geochem. —1998. — V. 28. — P. 361-381.

287. Douglas G.M., Maffei V.J., Zaneveld J.R., Yurgel S.N., Brown J.R., Taylor C.M.,,
Huttenhower C., Langille M.G.I. PICRUSt2 for prediction of metagenome functions // Nat.
Biotechnol. — 2020. — V. 38. — P. 685-688.

288. Dow W. Kerogen studies and geological interpretations // J. Geochem. Explor. —1997. — V.
7.—P.79-99.

289. Dowell F., Cardman Z., Dasarathy S., Kellermann M.Y ., Lipp J.S., Ruff S.E. et al. Microbial
communities in methane- and short chain alkane-rich hydrothermal sediments of Guaymas Basin //
Front. Microbiol. — 2016. — V. 7:17.

290. Drake H., lvarsson M., Bengtson S., Heim C., Siljestrom S., Whitehouse M.J., Broman C.,
Belivanova V., Astrom M.E. Anaerobic consortia of fungi and sulfate reducing bacteria in deep
granite fractures // Nature Commun. — 2017. — V. 8:55.

291. Drake H., Roberts N.M.W., Heim C., Whitehouse M.J., Siljestrom S., Kooijman E. et al.
Timing and origin of natural gas accumulation in the Siljan impact structure, Sweden // Nat. Commun.
—2019. - V. 10:4736.

292. DuR.,Gao D., Wang Y., Liu L., Cheng J., LiuJ., Zhang X.-H., Yu M. Heterotrophic sulfur
oxidation of Halomonas titanicae SOB56 and its habitat adaptation to the hydrothermal environment
// Front Microbiol. — 2022. — V. 13:888833.

293. Edgar R.C., Haas B.J., Clemente J.C., Quince C., Knight R. UCHIME improves sensitivity
and speed of chimera detection // Bioinformatics. — 2011. — V. 27. — P. 2194-2200.

294. Edwards K.J., Becker K., Colwell F. The deep, dark energy biosphere: intraterrestrial life on
Earth // Annu. Rev. Earth PI. Sci. — 2012. — V. 40. — P. 551-568.

295. Edwards K.J., Bond P.L., Gihring T.M., Banfield J.F. An archaeal iron-oxidizing extreme
acidophile important in acid mine drainage // Science. — 2000. — V. 287. — P. 1796-1799.

296. Eiler A. Evidence for the ubiquity of mixotrophic bacteria in the upper ocean: implications
and consequences // Appl. Environ. Microbiol. — 2006. — V. 72. — P. 7431-7437.

297. El-Naggar M.Y., Wanger G., Leung K.M., Yuzvinsky T.D., Southam G., Yang J. et al.
Electrical transport along bacterial nanowires from Shewanella oneidensis MR-1 // Proc. Natl. Acad.
Sci. USA. - 2010. — V. 107. - P. 18127-18131.

298. Eschbach M., Mdbitz H., Rompf A., Jahn D. Members of the genus Arthrobacter grow
anaerobically using nitrate ammonification and fermentative processes: anaerobic adaptation of
aerobic bacteria abundant in soil // FEMS Microbiol. Lett. — 2003. — V. 223. — P. 227-230.

299. Escudero C., Amils R. Hard rock dark biosphere and habitability // Front. Astron. Space Sci.
—2023. - V. 10:1203845.

300. Escudero C., Oggerin M., Amils R. The deep continental subsurface: the dark biosphere //
Internat. Microbiol. — 2018. — V. 21. — P. 3-14.

248



301. Etiope G. Natural emissions of methane from geological seepage in Europe // Atmos.
Environ. — 2009. — V. 43. — P. 1430-1443.

302. Etiope G., Schoell M. Abiotic gas: atypical, but not rare // Elements. — 2014. — V. 10. — P.
291-296.

303. Ettwig K.F., Butler M.K., Le Paslier D., Pelletier E., Mangenot S., Kuypers M.M., Schreiber
F., Dutilh B.E. et al. Nitrite-driven anaerobic methane oxidation by oxygenic bacteria // Nature. —
2010. — V. 464. — P. 543-548.

304. Ettwig K.F., Shima S., van de Pas-Schoonen K.T., Kahnt J., Medema M.H., op den Camp
H.J.M., Jetten M.S.M., Strous M. Denitrifying bacteria anaerobically oxidize methane in the absence
of Archaea // Environ. Microbiol. — 2008. — V. 10. — P. 3164-3173.

305. Evans P.J., Ling W., Goldschmidt B., Ritter E.R., Young L.Y. Metabolites formed during
anaerobic transformation of toluene and o-xylene and their proposed relationship to the initial steps
of toluene mineralization // Appl. Environ. Microbiol. — 1992. — V. 58. — P. 496-501.

306. Evans P.N., Parks D.H., Chadwick G.L., Robbins S.J., Orphan V.J., Golding S.D., Tyson
G.W. Methane metabolism in the archaeal phylum Bathyarchaeota revealed by genome-centric
metagenomics // Science. — 2015. — V. 350. — P. 434-438.

307. Evans P.N., Boyd J.A., Leu A.O., Woodcroft B.J., Parks D.H., Hugenholtz P., Tyson G.W.
An evolving view of methane metabolism in the Archaea // Nat. Rev. Microbiol. — 2019. — V. 17. —
P. 219-232.

308. Falkner K.K., Measures C.I., Herbelin S.E., Edmond J.M., Weiss R.F. The major and minor
element geochemistry of Lake Baikal // Limnol. Oceanogr. — 1991. — V. 36. — P. 413-423.

309. FanQ.,Fan X., FuP.,Sun Y., LiY., LongS., Guo T., Zheng L., Yang K., Hua D. (2022).
Microbial community evolution, interaction, and functional genes prediction during anaerobic
digestion in the presence of refractory organics // J. Environ. Chem. Eng. — 2022. — V. 10:107789.

310. FangJ., Kato C., Runko G.M., Nogi Y., Hori T., Li J., Morono Y., Inagaki F. Predominance
of viable spore-forming piezophilic bacteria in high-pressure enrichment cultures from ~1.5 to 2.4
km-deep coal-bearing sediments below the ocean floor // Front. Microbiol. — 2017. — V. 8:137.

311. Farag I.F., Biddle J.F., Zhao R., Martino A.J., House C.H., Leon-Zayas R.l. Metabolic
potentials of archaeal lineages resolved from metagenomes of deep Costa Rica sediments // ISME J.
—2020.-V. 14. — P. 1345-1358.

312. Fardeau M.-L., Barsotti V., Cayol J.-L., Guasco S., Michotey V., Joseph M., Bonin P.,
Ollivier B. Caldinitratiruptor microaerophilus, gen. nov., sp. nov. isolated from a French hot spring
(Chaudes-Aigues, Massif Central): a novel cultivated facultative microaerophilic anaerobic
thermophile pertaining to the Symbiobacterium branch within the Firmicutes // Extremophiles. —
2010. - V. 14. - P. 241-247.

313. Fenchel T. Motility of bacteria in sediments // Aquat. Microb. Ecol. — 2008. — V. 51. — P.
23-30.

314. Fincker M., Huber J.A., Orphan V.J., Rappé M.S., Teske A., Spormann A.M. Metabolic
strategies of marine subseafloor Chloroflexi inferred from genome reconstructions // Environ.
Microbiol. — 2020. — V. 32. — P. 3188-3204.

315. Finn R.D., Coggill P., Eberhardt R.Y., Eddy S.R., Mistry J., Mitchell A.L. et al. The Pfam
protein families database: Towards a more sustainable future // Nucleic Acids Res. — 2016. V. 44. —
P. D279-D285.

316. Fitch W.M. Toward defining the course of evolution: minimum change for a specific tree
topology // Syst. Zool. — 1971. — V. 20. — P. 406-416.

249



317. Florentino A.P., Pereira I.LA.C., Boeren S., van den Born M., Stams A.J.M., Sanchez-Andrea
I. Insight into the sulfur metabolism of Desulfurella amilsii by differential proteomics // Environ.
Microbiol. — 2019. — V. 21. — P. 209-225.

318. Forschner S.R., Sheffer R., Rowley D.C., Smith D.C. Microbial diversity in Cenozoic
sediments recovered from the Lomonosov Ridge in the Central Arctic Basin // Environ. Microbiol. —
2009. — V. 11, Ne 3. — P. 630-639.

319. Frank Y.A., Kadnikov V.V., Gavrilov S.N., Banks D., Gerasimchuk A.L., Podosokorskaya
O.A. et al. Stable and variable parts of microbial community in siberian deep subsurface thermal
aquifer system revealed in a long-term monitoring study //Front. Microbiol. — 2016. — V. 7:2101.

320. Fredrickson J.K., McKinley J.P., Nierzwicki-Baue S.A., White D.C., Ringelberg D.B.,
Rawson S.A. et al. Microbial community structure and biogeochemistry of Miocene subsurface
sediments: implications for long-term microbial survival // Mol. Ecol. — 1995. — V. 4. — P. 619-626.

321. Fredrickson J.K., Onstott T.C. Microbes deep inside the Earth // Sci. Am. — 1996. — V. 275.
—P. 68-73.

322. Fredrickson J.K., McKinley J.P., Bjornstad B.N., Long P.E., Ringelberg D.B., White D.C.
et al. Pore-size constraints on the activity and survival of subsurface bacteria in a late cretaceous
shale-sandstone sequence, northwestern New Mexico // Geomicrobiol. J. —1997. — V. 14. — P. 183-
202.

323. Frias J.A., Richman J.E., Wackett L.P. C29 olefinic hydrocarbons biosynthesized by
arthrobacter species // Appl. Environ. Microbiol. —2009. — V.75, Ne 6. — P.1774.

324. Froelich P.N., Klinkhammer G.P., Bender M.L., Luedtke N.A., Heath G.R. et al. Early
oxidation of organic matter in pelagic sediments of the eastern equatorial Atlantic: suboxic diagenesis
/I Geochim. Cosmochim. Acta. — 1979. — V. 43, Ne 7. — P. 1075-1090.

325. FryJ.C., Parkes R.J., Cragg B.A., Weightman A.J., Webster G. Prokaryotic biodiversity and
activity in the deep subseafloor biosphere // FEMS Microbiol. Ecol. —2008. — V. 66, Ne 2. — P. 181—
196.

326. Fuchs G., Boll M., Heider J. Microbial degradation of aromatic compounds - from one
strategy to four //Nat. Rev. Microbiol. — 2011. — V. 9. — P. 803-816.

327. FukudaH., Ogawa T., Tranase S. Ethylene production by microorganisms // Adv. Microbial
Physiology. — 1993. — V. 35. — P. 275-306.

328. Fukuda E., Wakagi T. Substrate recognition by 2-oxoacid:ferredoxin oxidoreductase from
Sulfolobus sp. strain 7 // Biochim. Biophys. Acta. — 2002. — V. 1597. — P. 74-80.

329. Fulton P.M., Brodsky E.E., Kano Y., Mori J., Chester F., Ishikawa T. et al. Expedition 343,
343T, and KR13-08 Scientists. Low coseismic friction on the Tohoku-Oki fault determined from
temperature measurements // Science. — 2013. — V. 342. — P. 1214-1217.

330. Funk M.A., Marsh E.N., Drennan C.L. Substrate-bound structures of benzylsuccinate
synthase reveal how toluene is activated in anaerobic hydrocarbon degradation // J. Biol. Chem. —
2015. — V. 290. — P. 22398-22408.

331. Galushko A., Kuever J. Desulfobacca. In: Bergey's Manual of Systematics of Archaea and
Bacteria. Eds.: Trujillo M.E., Dedysh S., DeVos P., Hedlund B., Kampfer P., Rainey F.A., Whitman
W.B. 2019.

332. Gavrilov S., Podosokorskaya O., Alexeev D., Merkel A., Khomyakova M., Muntyan M. et
al. Respiratory pathways reconstructed by multi-omics analysis in Melioribacter roseus, residing in
a deep thermal aquifer of the West-Siberian Megabasin // Front. Microbiol. — 2017. — V. 8:1228.

250



333. Giovannelli D., Sievert S.M., Hiigler M., Dorte S.M., Schweder B.T., Vetriani C. Insight
into the evolution of microbial metabolism from the deep-branching bacterium, Thermovibrio
ammonificans // eLife. — 2017.

334. Gittel A., Serensen K.B., Skovhus T.L., Ingvorsen K., Schramm A. Prokaryotic community
structure and sulfate reducer activity in water from high-temperature oil reservoirs with and without
nitrate treatment // Appl. Environ. Microbiol. — 2009. — V. 75. — P.7086—7096.

335. Gittins D.A., Desiage P. A., Morrison N., Rattray J.E., Bhatnagar S., Chakraborty A., Zorz
J., Li C., Horanszky O., Cramm M.A., Bisiach F., Bennett R., Webb J., MacDonald A., Fowler M.,
Campbell D.C., Hubert C.R.J. Geological processes mediate a microbial dispersal loop in the deep
biosphere // Sci. Adv. — 2022. — V. 8:3485.

336. Gittins D.A., Bhatnagar S., Huber, C.R.J. Environmental selection and biogeography shape
the microbiome of subsurface petroleum reservoirs // MSystems. — 2023. — V. 8:00884-22.

337. GoBner A.S., Devereux R., Ohnemiiller N., Acker G., Stackebrandt E., Drake H.L.
Thermicanus aegyptius gen. nov., sp. nov., isolated from oxic soil, a fermentative microaerophile that
grows commensally with the thermophilic acetogen Moorella thermoacetica // Appl. Environ.
Microbiol. — 1999. — V. 65. — P. 5124-5133.

338. Gold T. The deep, hot biosphere // Proc. Natl. Acad. Sci. USA. —1992. — V. 89. — P. 6045—
6049.

339. Goldblatt C., Zahnle K.J. Faint young Sun paradox remains // Nature. — 2011. — V. 474:E1.

340. Golubev V.A. Conductive and convective heat flow in the bottom of Lake Baikal and in the
surrounding mountains // Bulletin des Centres de Recherches Exploration Production EIf Aquitaine.
—1998. — P. 323-340.

341. Gonnella G., Béhnke S., Indenbirken D., Garbe-Schonberg D., Seifert R., Mertens C., Kurtz
S., Perner M. Endemic hydrothermal vent species identified in the open ocean seed bank // Nature
Microbiol. —2016. — V. 1:8.

342. Goris J., Konstantinidis K.T., Klappenbach J.A., Coenye T., Vandamme P., Tiedje J.M.
DNA-DNA hybridization values and their relationship to whole-genome sequence similarities // Int
J. Syst. Evol. Microbiol. — 2007. — V. 57. — P. 81-91.

343. Gorshkov A.G., Grachev M.A., Zemskaya T.I., Khlystov O.M., Moskvin V.I. Qil in Lake
Bakal, paradox or regularity? // International Congress on Analytical Science. — 2006. — V. 1. — P.
375-376.

344. Gorshkov A., Pavlova O., Khlystov O., Zemskaya T. Fractioning of petroleum hydrocarbons
from seeped oil as a factor of purity preservation of water in Lake Baikal (Russia) // J. Great Lakes
Res. —2020. — V. 46. — P. 115-122.

345. Gorshkov A.G., Izosimova O.N., Pavlova O.N., Khlystov O.M., Zemskaya T.I. Assessment
of water pollution near the deep oil seep in Lake Baikal // Limnology and Freshwater Biology. —
2020. — Ne 2. — P. 397-404.

346. Gottschalk G., Thauer R.K. The Na*-translocating methyltransferase complex from
methanogenic archaea // BBA-Bioenergetics. — 2001. — V. 1505. — P. 28-36.

347. Govil T., Rathinam N.K., Salem D.R., Sani R.K. Taxonomical diversity of extremophiles in
the deep biosphere. In: Microbial diversity in the genomic era / Eds. Das S., Dash H.R. — Academic
Press, 2019. — P. 631-656.

348. Grachev M.A., Vorobyova S.S., Likhoshway E.V., Goldberg E.L., Ziborova G.A., Levina
0.V., Khlystov O.M. A high-resolution diatom record of the palaeoclimates of East Siberia for the
last 2.5 my from Lake Baikal // Quaternary Sci. Rev. — 1998. — Ne 17. — P. 1101-1106.

251



349. Granin N.G., Makarov M.M., Kucher K.M., Gnatovsky R.Y. Gas seeps in Lake Baikal —
detection, distribution, and implications for water column mixing // Geo-Mar. Lett. — 2010. — V. 30.
—P. 399-4009.

350. Granina L.Z. Ferromanganese formation in Lake Baikal: formation conditions, composition,
distribution // International Project on Paleolimnology and Late Cenozoic Climate. IPPCCE
Newsletter. — 1992. — V. 6. — P. 39-47.

351. Granina L.Z., Karabanov E.B., Shimaraeva M.K., Williams D.F., Kuptsov V.M. Biogenic
silica of Baikal bottom sediments used for paleoreconstructions // International Project on
Paleolimnology and Late Cenozoic Climate. IPPCCE Newsletter. —1992. — V. 6. — P. 52-59.

352. Gray N.D., Sherry A., Grant R.J., Rowan A.K., Hubert C.R.J, Callbeck C.M. The
quantitative significance of Syntrophaceae and syntrophic partnerships in methanogenic degradation
of crude oil alkanes // Environ. Microbiol. — 2011. — V. 13. — P. 2957-2975.

353. Grundmann O., Behrends A., Rabus R., Amann J., Halder T., Heider J., Widdel F. Genes
encoding the candidate enzyme for anaerobic activation of n-alkanes in the denitrifying bacterium,
strain HxN1 // Environ. Microbiol. — 2008. — V. 10. — P. 376-385.

354. Gunsalus R.P., Romesser J.A., Wolfe R.S. Preparation of coenzyme M analogues and their
activity in the methyl coenzyme M reductase system of Methanobacterium thermoautotrophicum //
Biochemistry. — 1978. — V. 17. — P. 2374-2377.

355. Gurevich A., Saveliev V., Vyahhi N., Tesler G. QUAST: Quality assessment tool for
genome assemblies // Bioinformatics. — 2013. — V. 29. — P. 1072-1075.

356. Hachikubo A., Minami H., Yamashita S., Khabuev A., Krylov A., Kalmychkov G., Poort J.,
De Batist M., Chenskiy A., Manakov A., Khlystov O. Characteristics of hydrate-bound gas retrieved
at the Kedr mud volcano (southern Lake Baikal) // Sci. Rep. —2020. - V. 10. - P. 1-2.

357. Hachikubo A., Minami H., Sakagami H., Yamashita S., Krylov A., Kalmychkov G., Poort
J., Batist M., Manakov A., Khlystov O. Characteristics and varieties of gases enclathrated in natural
gas hydrates retrieved at Lake Baikal // Sci. Rep. — 2023. — V. 13:4440.

358. Hahn C.J., Laso-Pérez R., Vulcano F., Vaziourakis K.M., Stokke R., Steen I.H. et al.
Candidatus Ethanoperedens, a thermophilic genus of Archaea mediating the anaerobic oxidation of
ethane // mBio. — 2020. — V. 11:e00600-20.

359. Hallbeck L., Pedersen K. Characterization of microbial processes in deep aquifers of the
Fennoscandian Shield // Appl. Geochem. — 2008. — V. 23. — P. 1796-1819.

360. Hamada Y., Hirose T., ljiri A., Yamada Y., Sanada Y., Saito S. et al. In-situ mechanical
weakness of subducting sediments beneath a plate boundary décollement in the Nankai Trough //
Prog. Earth Planet. Sci. — 2018. — V. 5:70.

361. Hamdan L.J., Sikaroodi M., Gillevet P.M. Bacterial community composition and diversity
in methane charged sediments revealed by multitag pyrosequencing // Geomicrobiol. J. — 2012. — V.
29. — P. 340-351.

362. Han C., GuW., Zhang X., Lapidus A., Nolan M., Copeland A., Lucas S., Del Rio T.G. et al.
Complete genome sequence of Thermaerobacter marianensis type strain (7p75a) // Stand. Genom.
Sci. —2010. — V. 3. — P. 337-345.

363. Harayama S., Kok M., Neidle E.L. Functional and evolutionary relationships among diverse
oxygenases // Annu. Rev. Microbiol. — 1992. — V. 46. — P. 565-601.

364. Harger M., Zheng L., Moon A., Ager C., An J.H., Choe C. et al. Expanding the product
profile of a microbial alkanebiosyntheticpathway // ACSSynthBiol. — 2013. — V.2. — P. 59-62.

252



365. Haro Moreno J.M., Cabello Yeves P.J., Garcillan Barcia M.P., Zakharenko A., Zemskaya
T.1., Rodriguez Valera F. A novel and diverse group of Candidatus Patescibacteria from bathypelagic
Lake Baikal revealed through long-read metagenomics // Environ. Microbiome. — 2023. — V. 18:12.

366. Haroon M.F., Hu S., Shi Y., Imelfort M., Keller J., Hugenholtz P., Yuan Z., Tyson G.W.
Anaerobic oxidation of methane coupled to nitrate reduction in a novel archaeal lineage // Nature. —
2013. - V. 500. — P. 567-570.

367. Harris J.K., Kelley S.T., Pace N.R. New perspective on uncultured bacterial phylogenetic
division OP11 // Appl. Environ. Microbiol. — 2004. — V. 70. — P. 845-849.

368. Harwood C.S., Burchhardt G., Herrmann H., Fuchs G. Anaerobic metabolism of aromatic
compounds via the benzoyl-CoA pathway // FEMS Microbiol Rev. — 1998. — V. 22. — P. 439-458.

369. Hautevelle Y., Michels R., Malartre F., Trouiller A. Vascular plant biomarkers as proxies
for palaeoflora and palaeoclimatic changes at the Dogger/Malm transition of the Paris Basin (France)
I/ Org. Geochem. — 2006. — V. 37. — P. 610-625.

370. Head 1.M., Jones D.M., Larter S.R. Biological activity in the deep subsurface and the origin
of heavy oil // Nature. — 2003. — V. 426. — P. 344-352.

371. Head .M., Larter S.R., Gray N.D., Sherry A., Adams J.J., Aitken C.M., Jones D.M., Rowan
A.K., Huang H., Roling W.F.M. Hydrocarbon degradation in petroleum reservoirs. In: Handbook of
hydrocarbon and lipid microbiology / Ed. Timmis K.N. — Springer, Berlin, Heidelberg, 2010. — P.
3097-3109.

372. Hedges J.I., Keil R.G. Sedimentary organic matter preservation: an assessment and
speculative synthesis // Mar. Chem. — 1995. — V. 49. — P. 81-115.

373. Heidelberg J., Seshadri R., Haveman S., Hemme C.L., Paulsen I.T., Kolonay J.F. et al. The
genome sequence of the anaerobic, sulfate-reducing bacterium Desulfovibrio vulgaris Hildenborough
/I Nat. Biotechnol. — 2004. — V. 22. — P. 554-559.

374. Heider J. Adding handles to unhandy substrates: anaerobic hydrocarbon activation
mechanisms // Curr. Opin. Chem. Biol. —2007. — V. 11. — P. 188-194.

375. Heider J., Schiihle K. Anaerobic biodegradation of hydrocarbons including methane. In: The
prokaryotes: prokaryotic physiology and biochemistry / Eds. Rosenberg E., Delong E., Lory S.,
Stackebrandt E., Thompson F. — Springer, Heidelberg, 2013. — P. 601-630.

376. Heider J., Szaleniec M., Siinwoldt K., Boll M. Ethylbenzene dehydrogenase and related
molybdenum enzymes involved in oxygen-independent alkyl chain hydroxylation //J. Mol.
Microbiol. — 2016a. — V. 26. — P. 45-62.

377. Heider J., Szaleniec M., Martins B.M., Seyhan D., Buckel W., Golding B.T. Structure and
function of benzylsuccinate synthase and related fumarate-adding glycyl radical enzymes // J. Mol.
Microbiol. Biotechnol. — 20166. — V. 26. — P. 29-44.

378. Helz G.R., Miller C.V., Charnock J.M., Mosselmans J.F.W., Pattrick R.A.D., Garner C.D.,
Vaughan D.J. Mechanism of molybdenum removal from the sea and its concentration in black shales:
EXAFS evidence // Geochim. Cosmochim. Acta. — 1996. — V. 60. — P. 3631-3642.

379. Hentati D., Cheffi M., Hadrich F., Makhloufi N., Rabanal F., Manresa A., Sayadi S.,
Chamkha M. Investigation of halotolerant marine Staphylococcus sp. CO100, as a promising
hydrocarbon-degrading and biosurfactant-producing bacterium, under saline conditions // J. Environ.
Management. — 2021. — V. 277:111480.

380. Herath A., Wawrik B., Qin Y., Zhou J., Callaghan A.V. Transcriptional response of
Desulfatibacillum alkenivorans AK-01 to growth on alkanes: insights from RT-gPCR and microarray
analyses // FEMS Microbiol. Ecol. — 2016. — V. 92:fiw062.

253



381. Heuer V.B., Pohlman J.W., Torres M.E., Elvert M., Hinrichs K.-U. The stable carbon isotope
biogeochemistry of acetate and other dissolved carbon species in deep subseafloor sediments at the
northern Cascadia Margin // Geochim. Cosmochim. Acta. — 2009. — V. 73. — P. 3323-3336.

382. Heuer V.B., Inagaki F., Morono Y., Kubo Y., Spivack A.J., Viehweger B., Treude T. et al.
Temperature limits to deep subseafloor life in the Nankai Trough subduction zone // Science. — 2020.
—V. 370, Ne. 6512. — P. 1230-1234.

383. Hidalgo K.J., Sierra-Garcia I.N., Zafra G., de Oliveira V.M. Genome-resolved meta-analysis
of the microbiome in oil reservoirs worldwide // Microorganisms. — 2021. — V. 9:1812.

384. Hilberg M., Pierik A.J., Bill E., Friedrich T., Lippert M., Heider J. Identification of FeS
clusters in the glycyl-radical enzyme benzylsuccinate synthase via EPR and Mossbauer spectroscopy
/1 J. Biol. Inorg. Chem. — 2012. — V. 17. — P. 49-56.

385. Hinrichs K.-U., Hayes J.M., Sylva S.P., Brewer P.G., DeLong E.F. Methane-consuming
archaebacteria in marine sediments // Nature. — 1999. — V. 398. — P. 802-805.

386. Hinrichs K.-U., Hayes J.M., Bach W., Spivack A.J., Hmelo L.R., Holms N.G., Johnson C.G.,
Sylva S.P. Biological formation of ethane and propane in the deep marine subsurface // Proc. Natl.
Acad. Sci. Unit. States Am. — 2006. — V. 103. — P. 14684-14689.

387. Hodges C.F., Campbell D.A. Gaseous hydrocarbons associated with black layer induced by
the interaction of cyanobacteria and Desulfovibrio desulfuricans // Plant and Soil. — 1998. — V. 205.
—P.77-83.

388. Hoehler T.M. Biological energy requirements as quantitative boundary conditions for life in
the subsurface // Geobiology. — 2004. — V. 2. — P. 205-215.

389. Hoehler T.M., Alperin M.J., Albert D.B., Martens C.S. Thermodynamic control on
hydrogen concentrations in anoxic sediments // Geochim Cosmochim Acta. — 1998. — V. 62. — P.
1745-1756.

390. Hoehler T.M., Jorgensen B.B. Microbial life under extreme energy limitation // Nat. Rev.
Microbiol. —2013. - V. 11, Ne 2. — P. 83-94.

391. Holler T., Widdel F., Knittel K., Amann R., Kellermann M.Y., Hinrichs K.-U., Teske A.,
Boetius A., Wegener G. Thermophilic anaerobic oxidation of methane by marine microbial consortia
I N\SME J. — 2011. — V. 5. — P. 1946-1956.

392. Hong H., Kim S.J., Min U.G., Lee Y.J., Kim S.G., Roh S.W., Kim J.G., Na J.G., Rhee S.K.
Anaerosolibacter carboniphilus gen. nov., sp. nov., a strictly anaerobic iron-reducing bacterium
isolated from coal-contaminated soil // Int. J. Syst. Evol. Microbiol. — 2015. — V. 65. — P. 1480-1485.

393. Horsfield B., Schenk H., Zink K., Ondrak R., Dieckman V.N, Kallmeyer J. et al. Living
microbial ecosystems within the active zone of catagenesis: implications for feeding the deep
biosphere // Earth Planet. Sci. Lett. — 2006. — V. 246, 1-2. — P. 55-69.

394. Hoshino T., Inagaki F. Abundance and distribution of Archaea in the subseafloor
sedimentary biosphere // ISME J. — 2019. — V. 13. — P. 227-231.

395. Hoshino T., Morono Y., Terada T., Imachi H., Ferdelman T.G., Inagaki F. Comparative
study of subseafloor microbial community structures in deeply buried coral fossils and sediment
matrices from the Challenger Mound in the Porcupine Seabight // Front. Microbiol. — 2011. — V.
2:160.

396. Hoshino T., Toki T., ljiri A., Morono Y., Machiyama H., Ashi J., Okamura K., Inagaki F.
Atribacteria from the subseafloor sedimentary biosphere disperse to the hydrosphere through
submarine mud volcanoes // Front. Microbiol. — 2017. — V. 8:1135.

254



397. Hoshino T., Doi H., Uramoto G.-l., Wormer L., Adhikari R.R., Xiao N. et al. Global
diversity of microbial communities in marine sediment // Proc. Natl. Acad. Sci. USA. — 2020. — V.
117, Ne 44, — P. 27587-27597.

398. Hou J.,, Wang Y., Zhu P., Yang N., Liang L., Yu T., Niu M., Konhauser K., Woodcroft B.
J., Wang, F. Taxonomic and carbon metabolic diversification of Bathyarchaeia during its coevolution
history with early Earth surface environment // Sci. Adv. — 2023. — V. 9:eadf50609.

399. Howard T.P., Middelhaufe S., Moore K., Edner C., Kolak D.M., Taylor G.N. Synthesis of
customized petroleum-replica fuel molecules by targeted modification of free fatty acid pools in
Escherichia coli // Proc. Natl. Acad. Sci. —2013. — V.110. — P.7636-7641.

400. Hu P., Tom L., Singh A., Thomas B.C., Baker B.J., Piceno Y.M. et al. Genome-resolved
metagenomic analysis reveals roles for candidate phyla and other microbial community members in
biogeochemical transformations in oil reservoirs //mBio. — 2016. — V.7:01669-15.

401. HuaZ.S., QuY.N., ZhuQ., Zhou EM., Qi Y.L., YinY.R.,,Rao Y.Z., Tian Y., Li Y.X,, Liu
L., Castelle C.J., Hedlund B.P., Shu W.S., Knight R., Li W.J. Genomic inference of the metabolism
and evolution of the archaeal phylum Aigarchaeota // Nat. Commun. — 2018. V. 9: 2832.

402. Hua Z.S., Wang Y.L., Evans P.N., Qu Y.N., Goh K.M., Rao Y.Z. et al. Insights into the
ecological roles and evolution of methyl-coenzyme M reductase-containing hot spring Archaea //
Nat. Commun. — 2019. — V.10. — P. 4574.

403.Huang W.C., Liu Y., Zhang X., Zhang C.J., Zou D., Zheng S., Xu W., Luo Z., Liu F., Li M.
Comparative genomic analysis reveals metabolic flexibility of Woesearchaeota // Nat. Commun. —
2021. - V. 6:5281.

404. Huber R., Stetter K.O. The Procaryotes: an evolving electronic resource for the
microbiological community. Springer-Verlag New York. 2004.

405. Hubert C., Loy A., Nickel M., Arnosti C., Baranyi C., Briichert V. et al. A constant flux of
diverse thermophilic bacteria into the cold Arctic seabed // Science. — 2009. — V. 325. — P. 1541
1544,

406. Hubert C., Arnosti C., Briichert V., Loy A., Vandieken V., Jargensen B.B. Thermophilic
anaerobes in Arctic marine sediments induced to mineralize complex organic matter at high
temperature. Environ Microbiol. — 2010. — V. 12. — P. 1089-10104.

407. Hugenholtz P., Pitulle C., Hershberger K.L., Pace N.R. Novel division level bacterial
diversity in a Yellowstone hot spring // J. Bacteriol. — 1998. — V. 180. — P. 366-376.

408. Hungate R.E. A roll tube method for the cultivation of strict anaerobes // Methods in
Microbiology / Eds. Norris J.L., Ribbons D.W. — New York, Academic Press, 1969. —-V. 3b. — P.
117-132.

409. Hunt J.M., Freeman W.H. Petroleum geochemistry and geology. — New York, W.H.
Freeman and Company, 1996. — 743 pp.

410. Hutchinson D.R., Golmshtok A.J., Scholz C.A., Moore T.C., Lee M.W., Kuzmin M.I.
Bottom simulating reflector in Lake Baikal // Eos Trans. AGU: Spring Meeting. — 1991. — V.
72(17.42C-10.1600h). — P. 307.

411. Hutchinson D., Golmshtok A., Zonenshain L., Moore T., Scholz C., Klitgord K.
Depositional and tectonic framework of the rift basin of Lake Baikal from multichannel seismic data
Il Geology. —1992. — V. 20:589.

412. Hyatt D., Chen G.L., LoCascio P.F., Land M.L., Larimer F.W., Hauser L.J. Prodigal:
Prokaryotic gene recognition and translation initiation site identification // BMC Bioinform. — 2010.
-V. 11:1109.

255



413. ljiri A., Inagaki F., Kubo Y., Adhikari R.R., Hattori S., Hoshino T., Imachi H. et al. Deep-
biosphere methane production stimulated by geofluids in the Nankai accretionary complex // Sci.
Adv. —2018. — V. 4:eaa04631.

414. Illades-Aguiar B., Setlow P. Studies of the processing of the protease which initiates
degradation of small, acid-soluble proteins during germination of spores of Bacillus species // J.
Bacteriol. — 1994. — V. 176. — P. 2788-2795.

415. Imachi H., Sakai S., Lipp J.S., Miyazaki M., Satio Y., Yamanaka Y., Hinrichs K.U., Inagaki
F., Takai K. Pelolinea submarina gen. nov., sp. nov., an anaerobic, filamentous bacterium of the
phylum Chloroflexi isolated from subseafloor sediment // Int. J. Syst. Evol. Microbiol. — 2014. — V.
64. — P. 812-818.

416. Inagaki F., Suzuki M., Takai K., Oida H., Sakamoto T., Aoki K., Nealson K.H., Horikoshi
K. Microbial communities associated with geological horizons in coastal subseafloor sediments from
the Sea of Okhotsk // Appl. Environ. Microbiol. — 2003. — V. 69, Ne 12. — P. 7224-7235.

417. Inagaki F., Nunoura T., Nakagawa S., Teske A., Lever M., Lauer A. et al. Biogeographical
distribution and diversity of microbes in methane hydrate-bearing deep marine sediments on the
Pacific Ocean Margin // Proc. Natl. Acad. Sci. U.S.A. —2006. — V. 103, Ne 8. — P. 2815-2820.

418. Inagaki F., Hinrichs K.-U., Kubo Y., Bowles M.W., Heuer V.B., Hong W.-L. et al. Exploring
deep microbial life in coal-bearing sediment down to 2.5 km below the ocean floor // Science. — 2015.
—V. 349. - P. 420-424.

419. Inan K., Belduz A.O., Canakci S. Anoxybacillus kaynarcensis sp. nov., a moderately
thermophilic, xylanase producing bacterium. J. Bas. Microbiol. — 2012. — V. 52, — P. 1-10.

420. Isaksen M.F., Bak F., Jargensen B.B. Thermophilic sulfate-reducing bacteria in cold marine
sediments // FEMS Microbiol. Ecol. — 1994. - V. 14. — P. 1-8.

421. lvshina 1.B., Kuyukina M.S., Krivoruchko A.V. Hydrocarbon-oxidizing bacteria and their
potential in eco-biotechnology and bioremediation. In: Microbial Resources: From Functional
Existence in Nature to Industrial Applications / Ed. Kurtboke I. Elsevier, New York. — 2017. — P.
121-148.

422. Jaekel U., Musat N., Adam B., Kuypers M., Grundmann O., Musat F. Anaerobic degradation
of propane and butane by sulfate-reducing bacteria enriched from marine hydrocarbon cold seeps //
ISME J. —2013. - V. 7. — P. 885-895.

423. Jaenicke R., Bohm G. The stability of proteins in extreme environments // Curr. Opin. Struct.
Biol. —1998. — V. 8, Ne 6. — P. 738-748.

424. Jakobsen R. Redox microniches in groundwater: a model study on the geometric and Kinetic
conditions required for concomitant Fe oxide reduction, sulfate reduction, and methanogenesis //
Water Res. — 2007. — V. 43.

425. Jannasch H.W., Eimhjellen K., Farmanfarmalan A. Microbial degradation of organic matter
in the deep sea // Science. — 1971. — V. 171. — P. 672-675.

426. Jansen S., Walpersdorf E., Werner U. et al. Functioning of intertidal flats inferred from
temporal and spatial dynamics of O, H.S and pH in their surface sediment // Ocean Dynamics. —
2009. — V. 59. — P. 317-332.

427. Jiao J.Y., Liu L., Hua Z.S., Fang B.Z., Zhou E.M., Salam N., Hedlund B.P., Li W.J.
Microbial dark matter coming to light: challenges and opportunities // Natl. Sci. Rev. — 2021. — V.
8:nwaa280.

428. Jones A.A., Bennett P.C. Mineral ecology: surface specific colonization and geochemical
drivers of biofilm accumulation, composition, and phylogeny// Front. Microbiol. — 2017. — V. 8.

256



429. Jones D.M., Head .M., Gray N.D., Adams J.J., Rowan A.K., Aitken C.M., Bennett B.,
Huang H., Brown A., Bowler B.F.J., Oldenburg T., Erdmann M., Larter S.R. Crude-oil
biodegradation via methanogenesis in subsurface petroleum reservoirs // Nature. — 2008. — V. 451. —
P. 176-180.

430. Jorgensen B.B. Bacteria and Marine Biogeochemistry. In: Marine Geochemistry / Eds.
Schulz H.D., Zabel M. — Springer, Berlin, Heidelberg, 2000. — P. 173-207.

431. Jorgensen B.B., Boetius A. Feast and famine — microbial life in the deep-sea bed // Nat. Rev.
Microbiol. —2007. — V. 5. — P. 770-783.

432. Jorgensen B.B., Marshall I.P. Slow microbial life in the seabed // Annu. Rev. Mar. Sci. —
2016. - V. 8. - P. 311-332.

433. Jorgensen S.L., Hannisdal B., Lanzen A., Baumberger T., Flesland K., Fonseca R. et al.
Correlating microbial community profiles with geochemical data in highly stratified sediments from
the Arctic Mid-Ocean Ridge // Proc. Natl. Acad. Sci. USA. — 2012. — V. 109. — P. 2846-2855.

434. Joye S.B. The geology and biogeochemistry of hydrocarbon seeps // Annu. Rev. Mar. Sci. —
2020. — V. 48. — P. 205-231.

435. Kadnikov V.V., Mardanov A.V., Beletsky A.V., Shubenkova O.V., Pogodaeva T.V.,
Zemskaya T.l., Ravin N.V., Skryabin K.G. Microbial community structure in methane hydrate-
bearing sediments of freshwater Lake Baikal // FEMS Microbiol. Ecol. — 2012. — V. 79. — P. 348-
358.

436. Kadnikov V.V., Lomakina A.V., Likhoshvai A.V., Gorshkov A.G., Pogodaeva T.V.,
Beletsky A.V., Mardanov A.V., Zemskaya T.l., Ravin N.V. Composition of the microbial
communities of bituminous constructions at natural oil seeps at the bottom of Lake Baikal //
Microbiology. — 2013. — V. 82. — P. 373-382.

437. Kadnikov V.V, Frank Y.A., Mardanov A.V., Beletsky A.V., Karnachuk O.V., Ravin N.V.
Metagenome of the Siberian underground water reservoir// Genome Announc. —2017. - V. 5:e01317-
17.

438. Kadnikov V.V., Mardanov A.V., Beletsky A.V., Karnachuk O.V., Ravin N.V. Genome of
the candidate phylum Aminicenantes bacterium from a deep subsurface thermal aquifer revealed its
fermentative saccharolytic lifestyle // Extremophiles. — 2019. — V. 23. — P. 189-200.

439. Kadnikov V.V., Mardanov A.V., Beletsky A.V., Banks D., Pimenov N.V., Frank Y.A,,
Karnachuk O.V., Ravin N.V. A metagenomic window into the 2-km-deep terrestrial subsurface
aquifer revealed multiple pathways of organic matter decomposition // FEMS Microbiol. Ecol. —
2018. -V. 94.

440. Kadnikov V.V., Mardanov A.V., Beletsky A.V., Karnachuk O.V., Ravin N.V. Prokaryotic
life associated with coal-fire gas vents revealed by metagenomics // Biology (Basel). — 2023. — V. 12
12:723.

441. Kadnikov V.V., Mardanov A.V., Beletsky A.V., Karnachuk O.V., Ravin N.V. Microbial life
in the deep subsurface aquifer illuminated by metagenomics // Front. Microbiol. — 2020a. — V. 11.

442. Kadnikov VV, Mardanov AV, Beletsky AV, Karnachuk OV, Ravin NV. Complete genome
of a member of a new bacterial lineage in the Microgenomates group reveals an unusual nucleotide
composition disparity between two strands of DNA and limited metabolic potential //
Microorganisms. — 20206. — V. 8:320.

443. Kageyama H., Waditee-Sirisattha R., Sirisattha S., Tanaka Y., Mahakhant A., Takabe T.
Improved alkane production in nitrogen-fixing and halotolerant cyanobacteria via abiotic stresses and
genetic manipulation of alkane synthetic genes // Curr. Microbiol. — 2015. — V.71. — P.115-120.

257



444, Kallmeyer J., Pockalny R., Adhikari R.R., Smith D.C., D’Hondt S. Global distribution of
microbial abundance and biomass in subseafloor sediment // Proc. Natl. Acad. Sci. USA. — 2012. —
V. 109. - P. 16213-16216.

445. Kampmann K., Ratering S., Kramer 1., Schmidt M., Zerr W., Schnell S. Unexpected stability
of Bacteroidetes and Firmicutes communities in laboratory biogas reactors fed with different defined
dubstrates // Appl. Environ. Microbiol. — 2012. — V. 78. — P. 2106-2119.

446. Kanehisa M., Goto S. KEGG: Kyoto Encyclopedia of Genes and Genomes // Nucleic Acids
Res. 2000. — V. 28. — P. 27-30.

447. Kanehisa M., Sato Y., Morishima K. BlastKOALA and GhostKOALA: KEGG tools for
functional characterization of genome and metagenome sequences // J. Mol. Biol. — 2016. — V. 428.
—P. 726-731.

448. Kang D.D., Li F., Kirton E., Thomas A., Egan R., An H., Wang Z. MetaBAT 2: An adaptive
binning algorithm for robust and efficient genome reconstruction from metagenome assemblies //
Peer J. — 2019. — V.7:e7359.

449. Karnachuk O.V., Frank Y.A., Lukina A.P., Kadnikov V.V., Beletsky A.V., Mardanov A.V.,
Ravin N.V. Domestication of previously uncultivated Candidatus Desulforudis audaxviator from a
deep aquifer in Siberia sheds light on its physiology and evolution // ISME J. — 2019. — V. 13. — P.
1947-1959.

450. Karnachuk O., Lukina A., Kadnikov V., Sherbakova V., Beletsky A., Mardanov A., Ravin
N. Targeted isolation based on metagenome-assembled genomes reveals a phylogenetically distinct
group of thermophilic spirochetes from deep biosphere // Environ. Microbiol. — 2021. — V. 23.

451. Karnachuk O.V., Rusanov L.1., Panova I.A., Kadnikov V.V., Avakyan M.R., Ikkert O.P.,
Lukina A.P., Beletsky A.V., Mardanov A.V., Knyazev Y.V., Volochaev M.N., Pimenov N.V., Ravin
N.V. The low-temperature germinating spores of the thermophilic Desulfofundulus contribute to an
extremely high sulfate reduction in burning coal seams // Front. Microbiol. — 2023. — V.14:1204102.

452. Karnachuk O.V., Lukina A.P., Avakyan M.R., Kadnikov V.V., Begmatov S., Beletsky A.V.,
Vlasova K.G., Novikov A.A., Shcherbakova V.A., Mardanov A.V., Ravin N.V. Novel thermophilic
genera Geochorda gen. nov. and Carboxydochorda gen. nov. from the deep terrestrial subsurface
reveal the ecophysiological diversity in the class Limnochordia // Front Microbiol. — 2024. — V.
15:1441865.

453. Kasting J.F., Siefert J.L. Life and the evolution of Earth’s atmosphere // Science. — 2002. —
V. 296. — P. 1066-1068.

454, Kelly D.P., Rainey F.A., Wood A.P. The Genus Paracoccus. In: The Prokaryotes / Eds.
Dworkin M., Falkow S., Rosenberg E., Schleifer K.H., Stackebrandt E. — NY: Springer, New York,
2006.

455. Kendall M.M. Methanococcus aeolicus sp. nov., a mesophilic, methanogenic archaeon from
shallow and deep marine sediments // Int. J. Syst. Evol. Microbiol. — 2006. — V. 56, Ne 7. — P. 1525—
1529.

456. Khlystov O., De Batist M., Shoji H., Hachikubo A., Nishio S., Naudts L., Poort J., Khabuev
A., Belousov O., Manakov A., Kalmychkov G. Gas hydrate of Lake Baikal: discovery and varieties
/1'J. Asian Earth Sci. —2013. — V. 62, Ne 1. — P. 162-166.

457. Khlystov O.M., Khabuev A.V., Minami H., Hachikubo A., Krylov A.A. Gas hydrates in
Lake Baikal // Limnology and Freshwater Biology. — 2018. — V.1. — P. 66-70.

458. Khlystov O.M., Poort J., Mazzini A., Akhmanov G.G., Minami H., Hachikubo A., Khabuev
A.B., Kazakov A.V., De Batist M., Naudts L., Chenskiy A.G., Vorobeva S.S. Shallow-rooted mud
volcanism in Lake Baikal // Mar. Pet Geol. — 2019. — V. 102. — P. 580-589.

258



459. Khlystov O.M., Batist M., Minami H., Hachikubo A., Khabuev A.V., Kazakov A.V. The
position of gas hydrates in the sedimentary strata and in the geological structure of Lake Baikal //
World atlas of submarine gas hydrates in continental margins / Eds. Mienert J., Berndt C., Tréhu
A.M., Camerlenghi A., Liu C.S. Cham: Springer, 2022. P. 465-515.

460. Khomyakova M.A., Merkel A.Y., Mamiy D.D., Klyukina A.A., Slobodkin A.l. Phenotypic
and genomic characterization of Bathyarchaeum tardum gen. nov., sp. nov., a cultivated
representative of the archaeal class Bathyarchaeia // Front. Microbiol. — 2023. — V. 14. Art. 1214631.

461. Khomyakova M.A., Zavarzina D.G., Merkel A.Y., Klyukina A.A., Pikhtereva V.A.,
Gavrilov S.N., Slobodkin A.l. The first cultivated representatives of the actinobacterial lineage
OPBA41 isolated from subsurface environments constitute a novel order Anaerosomatales // Front.
Microbiol. — 2022. — V. 13:1047580.

462. Khot V., Zorz J., Gittins D.A., Chakraborty A., Bell E., Bautista M.A. et al. CANT-HYD: a
curated database of phylogeny-derived hidden Markov models for annotation of marker genes
involved in hydrocarbon degradation // Front. Microbiol. — 2022. — V. 12.

463. Kieft T.L. Microbiology of the deep continental biosphere. In: Their world: a diversity of
microbial environments. Advances in environmental microbiology / Ed. Hurst C. — Springer, Cham,
2016. — P. 225-249.

464. Kieft T.L., Fredrickson J.K., McKinley J.P., Bjornstad B.N., Rawson S.A., Phelps T.J. et al.
Microbiological comparisons within and across contiguous lacustrine, paleosol, and fluvial
subsurface sediments // Appl. Environ. Microbiol. — 1995. — V. 61. — P. 749-757.

465. Kim M., Oh H.-S., Park S.-C., Chun J. Towards a taxonomic coherence between average
nucleotide identity and 16S rRNA gene sequence similarity for species demarcation of prokaryotes //
Internat. J. Syst. Evol. Microbiol. — 2014. — V. 64. — P. 1825-1825.

466. King G.M., Kostka J.E., Hazen T.C., Sobecky P. Microbial responses to the Deepwater
Horizon Oil Spill: from coastal wetlands to the deep sSea // Annu. Rev. Mar. Sci. — 2015. - V. 7. —
P. 377-401.

467. Kirkpatrick J.B., Walsh E.A., D’Hondt S. Microbial selection and survival in subseafloor
sediment // Front. Microbiol. — 2019. — V. 10. — P. 956.

468. Klerkx J., De Batist M., Poort J., Hus R., Van Rensbergen P., Khlystov O.M. et al.
Tectonically controlled methane escape in Lake Baikal. Advances in the geological storage of carbon
dioxide // NATO Sci. Ser., IV. Earth and Environ. Sci. — 2006. — V. 65. — P. 203-219.

469. Klotz F., Kitzinger K., Ngugi D.K., Biising P., Littmann S., Kuypers M.M.M., Schink B.,
Pester M. Quantification of archaea-driven freshwater nitrification from single cell to ecosystem
levels // The ISME Journal. — 2022. — V. 16. — P. 1647-1656.

470. Knack D., Hagel C., Szaleniec M., Dudzik A., Salwinski A., Heider J. Substrate and inhibitor
spectra of ethylbenzene dehydrogenase: perspectives on application potential and catalytic
mechanism // Appl. Environ. Microbiol. — 2012. — V. 78. — P. 6475-6482.

471. Kniemeyer O., Heider J. Ethylbenzene dehydrogenase, a novel hydrocarbon-oxidizing
molybdenum/iron-sulfur/heme enzyme // J. Biol. Chem. — 2001. — V. 276. — P. 21381-21386.

472. Kniemeyer O., Musat F., Sievert S.M., Knittel K., Wilkes H., Blumenberg M. et al.
Anaerobic oxidation of short-chain hydrocarbons by marine sulphate-reducing bacteria //Nature. —
2007. — V. 449. — P. 898-901.

473. Kbnittel K., Boetius A. Anaerobic oxidation of methane: progress with an unknown process
// Annu. Rev. Microbiol. — 2009. — V. 63. — P. 311-334.

259



474. Kobayashi T., Koide O., Mori K., Shimamura S., Matsuura T., Miura T. et al. Phylogenetic
and enzymatic diversity of deep subseafloor aerobic microorganisms in organics- and methane-rich
sediments off Shimokita Peninsula //Extremophiles. — 2008. — V. 12. — P. 519-527.

475. Kodner R.B., Pearson A., Summons R.E., Knoll A.H. Sterols in red and green algae:
quantification, phylogeny, and relevance for the interpretation of geologic steranes // Geobiology. —
2008. — V. 6. —P. 411-420.

476. Koene-Cottaar F.H.M., Schraa G. Anaerobic reduction of ethane to ethane in an enrichment
culture // FEMS Microbiol. Ecol. — 1998. — V. 25. — P. 251-256.

477. Kohler J.M., Ehrhardt L., Giinther P.M. Archaeal and extremophilic bacteria from different
archaeological excavation sites // Int. J. Mol. Sci. — 2023. — V. 24:55109.

478. Kojima H., Fukui M. Sulfuricella denitrificans gen. nov., sp. nov., a sulfur-oxidizing
autotroph isolated from a freshwater lake // Int. J. Syst. Evol. Microbiol. — 2010. — V. 60. — P. 2862—
2866.

479. Konstantinidis K.T., Rossello-Mora R., Amann R. Uncultivated microbes in need of their
own taxonomy // ISME J. — 2017. — V. 11. — P. 2399-2406.

480. Koren S., Walenz B.P., Berlin K., Miller J.R., Bergman N.H., Phillippy A.M. Canu: scalable
and accurate long-read assembly via adaptive k-mer weighting and repeat separation // Genome Res.
—2017.-V. 27. - P. 722-736.

481. Kostenko V., John Martinuzzi R., Hareland G. Impact of oil-based drilling fluids
emulsification on tolerance and hydrocarbon-degrading potential of Ralstonia pickettii and
Alcaligenes piechandii // J. Pet. Environ. Biotechnol. — 2013. - V. 4:2.

482. Kozich J.J., Westcott S.L., Baxter N.T., Highlander S.K., Schloss P.D. Development of a
dual-index sequencing strategy and curation pipeline for analyzing amplicon sequence data on the
MiSeq Illumina sequencing platform // Appl.Environ. Microb. — 2013. — V. 79. — P. 5112-5120.

483. Kretschmer A., Bock H., Wagner F. Chemical and physical characterization of interfacial-
active lipids from Rhodococcus erythropolis grown on n-alkanes// Appl. Environ. Microbiol. — 1982.
—V. 44, Ne 4, — P. 864-870.

484. Krukenberg V., Harding K., Richter M., Glockner F.O., Gruber-Vodicka H.R., Adam B. et
al. Desulfofervidus auxilii, a hydrogenotrophic sulfate-reducing bacterium involved in the
thermophilic anaerobic oxidation of methane // Environ. Microbiol. —2016. — V. 18. — P. 3073- 3091.

485. Kumar S., Stecher G., Li M., Knyaz C., Tamura K. MEGA X: Molecular Evolutionary
Genetics Analysis across computing platforms // Mol. Biol. Evol. — 2018. — V. 35. — P. 1547-1549.

486. Kummel S., Kuntze K., Vogt C., Boll M., Heider J., Richnow H.H. Evidence for
benzylsuccinate synthase subtypes obtained by using stable isotope tools // J. Bacteriol. — 2013. - V.
195. — P. 4660-4667.

487. Kunapuli U., Griebler C., Beller H.R., Meckenstock R.U. Identification of intermediates
formed during anaerobic benzene degradation by an iron-reducing enrichment culture // Environ.
Microbiol. —2008. — V. 10. — P. 1703-1712.

488. Kurr M. Huber R., Konig H., Jannasch H.W., Fricke H., Trincone A., Kristjansson J.K.,
Stetter K.O. Methanopyrus kandleri, gen. and sp. nov. represents a novel group of hyperthermophilic
methanogens, growing at 110°C // Arch. Microbiol. — 1991. — V. 156. — P. 239-247.

489. Kutvonen H., Rajala P., Carpen L., Bomberg M. Nitrate and ammonia as nitrogen sources
for deep subsurface microorganisms // Front. Microbiol. — 2015. — V. 6:1079.

490. Kuyukina M.S., Ivshina I.B. Production of trehalolipid biosurfactants by Rhodococcus. In:
Biology of Rhodococcus. Microbiology Monographs /Ed. Alvarez H.M. Springer Nature.
Switzerland, 2019. — P. 271-298.

260



491. Kuyukina M.S., Ivshina I.B., Philp J.C., Christofi N., Dunbar S.A., Ritchkova M.I. Recovery
of Rhodococcus biosurfactants using methyl tertiary-butyl ether extraction // J. Microbiol. Methods.
—2001. - V. 46. - P. 149-156.

492. Kuyukina M.S., Ivshina 1.B., Rhodococcus biosurfactants: biosynthesis, properties and
potential applications. In: Alvarez H. (Ed.), Biology of Rhodococcus. Microbiology Monographs,
Springer, Berlin, Heidelberg, 2010. — P. 291-313.

493. Kuz'min M.I, Kalmychkov G.V, Duchkov A.D, Geletii V.F, Golmshtok A.Y, Karabanov
E.B. et al. Methane hydrate in sediments of Lake Baikal // Geology of ore Deposits. — 2000. — V. 42,
Ne 1. - P. 20-32.

494. Kvenvolden K A., Redden G.D. Hydrocarbon gas in sediment from the shelf, slope, and
basin of the Bering Sea // Geochimica et Cosmochimica Acta. — 1980. — V. 44. — P. 1145-1150.

495. Kvenvolden K.A., Lorenson T.D. Methane and other hydrocarbon gases in sediment from
the southeastern North American continental margin // Proceedings of the Ocean Drilling Program,
Scientific Results. — 2000. — V. 164. — P. 29-36.

496. Labonté J.M., Field E.K., Lau M., Chivian D., Van Heerden E., Wommack K.E. et al. Single
cell genomics indicates horizontal gene transfer and viral infections in a deep subsurface Firmicutes
population // Front. Microbiol. — 2015. — V. 6:349.

497. Lack A., Fuchs G. Evidence that phenol phosphorylation to phenylphosphate is the first step
in anaerobic phenol metabolism in a denitrifying Pseudomonas sp. // Arch. Microbiol. — 1994, —V.
161. - P.132-139.

498. Laczi K., Kis A.E., Szilagyi A., Bounedjoum N., Bodor A., Vincze G.E. et al. New frontiers
of anaerobic hydrocarbon biodegradation in the multi-omics era // Front. Microbiol. — 2020. — V.
11:590049.

499. Ladygina N., Dedyukhina E.G., Vainshtein M.B. A review on microbial synthesis of
hydrocarbons // Process Biochem. —2016. — V. 41. Ne 5. — P. 1001-1014.

500. LangsS., Philp J.C. Surface-active lipids in rhodococci // Antonie van Leeuwenhoek. — 1998.
—V.74.-P.59-70.

501. Langmead B., Salzberg S. Fast gapped-read alignment with Bowtie 2 // Nat. Methods. —
2012. -V. 9. - P. 357-359.

502. LaRowe D.E., Amend J.P. Power limits for microbial life // Front. Microbiol. — 2015. — V.
6. —P. 718.

503. LaRowe D.E., Burwicz E., Arndt S., Dale A.W., Amend J.P. Temperature and volume of
global marine sediments // Geology. — 2017. — V. 45. — P. 275-278.

504. Larter S., Head I., Huang H., Bennett B., Jones M., Aplin A. et al. Biodegradation, gas
destruction and methane generation in deep subsurface petroleum reservoirs: an overview // Geol.
Soc. Lond. Petrol. Geol. Conf. Ser. — 2005. — V. 6. — P. 633-6309.

505. Larter S., Nigel M. Phase-controlled molecular fractionations in migrating petroleum
charges // Geol. Soc. Lond. Petrol. Geol. Conf. Ser. —1991. — V. 59. — P. 137-147.

506. Laso-Perez R., Hahn C., van Vliet D.M., Tegetmeyer H.E., Schubotz F., Smit N.T. et al.
Anaerobic degradation of nonmethane alkanes by “Candidatus Methanoliparia” in hydrocarbon seeps
of the Gulf of Mexico // mBio. — 2019. — V. 10:e01814-19.

507. Laso-Pérez R., Wegener G., Knittel K., Widdel F., Harding K.J., Krukenberg V. et al.
Thermophilic archaea activate butane via alkyl-coenzyme M formation // Nature. — 2016. — V.
539:396.

261



508. Lee J.-W., Kwon K.K., Azizi A., Oh H.-M., Kim W., Bahk J.-J., Lee D.-H., Lee J.-H.
Microbial community structures of methane hydrate-bearing sediments in the Ulleung Basin, East
Sea of Korea // Mar. Pet. Geol. — 2013. — V. 47. — P. 136-146.

509. Lee Y.J., Wagner I.D., Brice M.E., Kevbrin V.V., Mills G.L., Romanek C.S., Wiegel J.
Thermosediminibacter oceani gen. nov., sp. nov. and Thermosediminibacter litoriperuensis sp. nov.,
new anaerobic thermophilic bacteria isolated from Peru Margin // Extremophiles. — 2005. — V. 9. —
P. 375-383.

510. Leng H., Wang Y., Zhao W., Sievert S.M., Xiao X. Identification of a deep-branching
thermophilic clade sheds light on early bacterial evolution // Nat. Commun. — 2023. — V. 14:4354.

511. Lennon J.T., Jones S.E. Microbial seed banks: the ecological and evolutionary implications
of dormancy // Nat. Rev. Microbiol. —2011. —V. 9. —P. 119-130.

512. Letunic ., Bork P. Interactive tree of life (iTOL): An online tool for phylogenetic tree display
and annotation // Bioinformatics. — 2007. — V. 23. — P. 127-128.

513. Leu A.O., Cai C., Mcllroy S.J., Southam G., Orphan V.J., Yuan Z., Hu S., Tyson G.W.
Anaerobic methane oxidation coupled to manganese reduction by members of the
Methanoperedenaceae // ISME J. — 2020. — V. 14. — P. 1030-1041.

514. Leuthner B., Leutwein C., Schulz H., Horth P., Haehnel W., Schiltz E., Schagger H., Heider
J. Biochemical and genetic characterization of benzylsuccinate synthase from Thauera aromatica: a
new glycyl radical enzyme catalysing the first step in anaerobic toluene metabolism // Mol. Microbiol.
—1998. - V. 28. - P. 615-628.

515. Leutwein C., Heider J. Anaerobic toluene-catabolic pathway in denitrifying Thauera
aromatica: activation and p-oxidation of the first intermediate, (R)-(+)-benzylsuccinate //
Microbiology. — 1999. — V. 145, — P. 3265-3271.

516. Lever M.A. Acetogenesis in the energy-starved deep biosphere—a paradox? // Front
Microbiol. —2011. — V. 2:284.

517. L'Haridon S., Miroshnichenko M.L., Kostrikina N.A., Tindall B.J., Spring S., Schumann P.,
Stackebrandt E., Bonch-Osmolovskaya E.A., Jeanthon C. Vulcanibacillus modesticaldus gen. nov.,
sp. nov., a strictly anaerobic, nitrate-reducing bacterium from deep-sea hydrothermal vents // Int. J.
Syst. Evol. Microbiol. — 2006. V. 56. — P. 1047-1053.

518. Li D., Liu C.-M,, Luo R., Sadakane K., Lam T.-W. MEGAHIT: An ultra-fast single-node
solution for large and complex metagenomics assembly via succinct de Bruijn graph //
Bioinformatics. — 2015. — V. 31. — P. 1674-1676.

519. Liang B., Wang L.-Y., Mbadinga S M., Liu J.-F., Yang S.-Z., Gu J.-D., Mu B.-Z.
Anaerolineaceae and Methanosaeta turned to be the dominant microorganisms in alkanes-dependent
methanogenic culture after long-term of incubation // AMB Express. — 2015. — V. 5:37.

520. Liesack W., Bak F., Kreft J.U., Stackebrandt E. Holophaga foetida gen. nov., sp. nov., a
new, homoacetogenic bacterium degrading methoxylated aromatic compounds // Arch. Microbiol. —
1994. - V. 162. — P. 85-90.

521. Likhoshvay A., Khanaeva T., Gorshkov A., Zemskaya T., Grachev M. Do oil-degrading
Rhodococci contribute to the genesis of deep-water bitumen mounds in Lake Baikal? // Geomicrobiol.
J.—2013. - V. 30. - P. 209-213.

522. Likhoshvay A., Lomakina A., Grachev M. The complete alk sequences of Rhodococcus
erythropolis from Lake Baikal //Springer Open J. — 2014. — V. 621. — P. 1-5.

523. LinY.S., Heuer V.B., Goldhammer T., Kellermann M.Y ., Zabel M., Hinrichs K.-U. Towards
constraining Hz concentration in subseafloor sediment: a proposal for combined analysis by two
distinct approaches // Geochimica et Cosmochimica Acta. —2012. —V. 77. — P. 186-201.

262



524. Lindberg T. Granhall U., Berg B. Ethylene formation in some coniferous forest soils // Soil
Biology and Biochemistry. — 1979. — V. 11. — P. 637-643.

525. Lipman C.B. Living microorganisms in ancient rocks // J. Bacteriol. — 1931. — V. 122. — P.
183-198.

526. Liu C.W., Chang W.N., Liu H.S. Bioremediation of n-alkanes and the formation of
biofloccules by Rhodococcus erythropolis NTU-1 under various saline conditions and sea water //
Biochem. Eng. J. — 2009. — V. 45. — P. 69-75.

527. Liu L., Schubert D.M., Konneke M., Berg I.A. (S)-3-Hydroxybutyryl-CoA Dehydrogenase
from the autotrophic 3-Hydroxypropionate/4-Hydroxybutyrate cycle in Nitrosopumilus maritimus //
Front. Microbiol. — 2021. — V. 5:712030.

528. LiuY.F.,QiZ.Z,ShouL.B. LiuJ.F., YangS.Z.,, GuJ.D., Mu B.Z. Anaerobic hydrocarbon
degradation in candidate phylum ‘Atribacteria’ (JS1) inferred from genomics // ISME J. — 2019. — V.
13. — P. 2377-2390.

529. Liu X., Wang Y., Gu J.-D. Ecological distribution and potential roles of Woesearchaeota in
anaerobic biogeochemical cycling unveiled by genomic analysis // CSBJ. — 2021. — V. 19. — P. 794—
800.

530. Lloyd K.G., Lapham L., Teske A. An anaerobic methane-oxidizing community of ANME-
1b archaea in hypersaline Gulf of Mexico sediments // Appl. Environ. Microbiol. — 2006. — V. 72. —
P. 7218-7230.

531. Locey K.J., Lennon J.T. Scaling laws predict global microbial diversity // Proc. Natl. Acad.
Sci. USA. — 2016. — V. 24. — P. 5970-5975.

532. Loffler C., Kuntze K., Vazquez J.R., Rugor A., Kung J.W., Béttcher A., Boll M. Occurrence,
genes and expression of the W/Se-containing class Il benzoyl-coenzyme A reductases in anaerobic
bacteria // Environ. Microbiol. — 2011. — V. 13. — P. 696-709.

533. Loffler F.E., Yan J., Ritalahti K.M., Adrian L., Edwards E.A., Konstantinidis K.T., Miiller,
J.A., Fullerton H., Zinder S.H., Spormann A.M. Dehalococcoides mccartyi gen. nov., sp. nov.,
obligately organohalide-respiring anaerobic bacteria relevant to halogen cycling and bioremediation,
belong to a novel bacterial class, Dehalococcoidia classis nov., order Dehalococcoidales ord. nov.
and family Dehalococcoidaceae fam. nov., within the phylum Chloroflexi // Int. J. Syst. Evol.
Microbiol. — 2015. — V. 65:6.

534. Logan N.A., Berge O., Bishop A.H., Busse H.-J., De Vos P., Fritze D., Heyndrickx M.,
Kémpfer P., Rabinovitch L., Salkinoja-Salonen M.S., Seldin L. Ventosa A. Proposed minimal
standards for describing new taxa of aerobic, endospore-forming bacteria // IJSEM. — 2009. — V. 59.
—P.2114-2121.

535. Lomakina A., Bukin S., Shubenkova O., Pogodaeva, T., Ivanov V., Bukin Y., Zemskaya T.
Microbial communities in ferromanganese sediments from the Northern Basin of Lake Baikal
(Russia) // Microorganisms. — 2023. — V. 11:1865.

536. Lomakina A., Pogodaeva T., Kalmychkov G., Chernitsyna S., Zemskaya T. Diversity of
NC10 Bacteria and ANME-2d Archaea in sediments of fault zones at Lake Baikal // Diversity. —
2020. - V.12, Ne 1. —P. 1-19.

537. Lomakina A.V., Bukin S.V., Pogodaeva T.V., Turchyn A.V., Khlystov O.M., Khabuev A.V.,
Ivanov V.G., Krylov A.A., Zemskaya T.l. Microbial diversity and authigenic siderite mediation in
sediments surrounding the Kedr-1 mud volcano, Lake Baikal // Geobiology. — 2023. — P. 1-21.

538. Lomakina A.V., Pavlova O.N., Gorshkov A.G., Zemskaya T.l. Hydrocarbon oxidizing
microorganisms and their ability to degrade oil and its derivatives et natural oil seepage sites (Central
Baikal) // Geochimica et Cosmochimica Acta. — 2009. — V. 73, Ne 13. P:A789.

263



539. Lorenson T.D., Collett T.S., Hunter R.B. Gas geochemistry of the Mount Elbert gas hydrate
stratigraphic test well, Alaska North Slope: implications for gas hydrate exploration in the Arctic //
Mar. Pet. Geol. — 2011. — V. 28. — P. 343-360.

540. Luddeke F., Dikfidan A., Harder J. Physiology of deletion mutants in the anaerobic f-
myrcene degradation pathway in Castellaniella defragrans // BMC Microbiol. — 2012. — V. 12:192,

541. Luddeke F., Harder J. Enantiospecific (S)-(+)-linalool formation from -myrcene by linalool
dehydratase-isomerase // Z. Naturforsch. — 2011. — V. 66. — P.409-412.

542. LuoF., Devine C.E., Edwards E.A. Cultivating microbial dark matter in benzene-degrading
methanogenic consortia // Environ. Microbiol. — 2015. — V. 18:2923.

543. Lynch M.D., Neufeld J.D. Ecology and exploration of the rare biosphere // Nat. Rev.
Microbiol. —2015. — V. 13. — P. 217-229.

544. MaT.T., LiuL.Y., Rui J.P.,, Yuan Q., Feng D.S., Zhou Z., Dai L.R., Zeng W.Q., Zhang H.,
Cheng L. Coexistence and competition of sulfate-reducing and methanogenic populations in an
anaerobic hexadecane-degrading culture // Biotechnol. Biofuels. — 2017. — V. 10:207.

545. MacDonald I.R., Bohrmann G., Escobar E., Abegg F., Blanchon P., Blinova V. et al. Asphalt
volcanism and chemosynthetic life in the Campeche Knolls, Gulf of Mexico // Science. — 2004. — V.
304:999.

546. MacDonald I.R., Reilly Jr J.F., Best S.E., Venkataramaiah R., Sassen R., Guinasso N.L. et
al. Remote sensing inventory of active oil seeps and chemosynthetic communities in the Northern
Gulf of Mexico. In: Schumacher D, Abrams MA, editors. Hydrocarbon migration and its near-surface
expression: AAPG memoir 66. Tulsa, Oklahoma, USA: The American Association of Petroleum
Geologists, 1996. — P. 27-37.

547. Magnabosco C., Lin L.H., Dong H., Bomberg M., Ghiorse W., Stan-Lotter H., Pedersen K.,
Kieft T.L., van Heerden E., Onstott T.C. The biomass and biodiversity of the continental subsurface
// Nat. Geosci. —2018. — V. 11. — P. 707-717.

548. Magoon L.B., Dow W.G. The petroleum system — from source to trap // Am. Assoc.
Petroleum Geologists, Tulsa, Mem. —1994. — V. 60.

549. Mall A., Sobotta J., Huber C., Tschirner C., Kowarschik S., Bacnik K., Mergelsberg M.,
Boll M., Hugler M., Eisenreich W., Berg I.A. Reversibility of citrate synthase allows autotrophic
growth of a thermophilic bacterium // Science. — 2018. — V. 359. — P.563-567.

550. Manakov A.Yu., Pavlova O.N., Bukin S.V., Kostyreva E.A., Moskvin V.l., Morozov I.V.,
Rodionova T.V., Zemskaya T.l. Experimental equipment for Lake Baikal deep biosphere
microorganism’s exploration and some results obtained using this equipment // Limnology and
Freshwater Biology. — 2019. — Ne 3. — P. 253-259.

551. MaraP., Geller-McGrath D., Edgcomb V., Beaudoin D., Morono Y., Teske A. Metagenomic
profiles of archaea and bacteria within thermal and geochemical gradients of the Guaymas Basin deep
subsurface // Nat. Commun. — 2023. — V.14:1.

552. Mardanov A.V., Beletsky A.V., Kadnikov V.V., Slobodkin A.l., Ravin N.V. Genome
Analysis of Thermosulfurimonas dismutans, the first thermophilic sulfur-disproportionating
bacterium of the phylum Thermodesulfobacteria // Front. Microbiol. — 2015. — V. 17:950.

553. Mardanov A.V., Kadnikov V.V., Beletsky A.V., Ravin N.V. Sulfur and methane-oxidizing
microbial community in a terrestrial mud volcano revealed by metagenomics // Microorganisms. —
2020. - V. 8:1333.

554. Marmulla R., Cala E.P., Markert S., Schweder T., Harder J. The anaerobic linalool
metabolism in Thauera linaloolentis 47 Lol // BMC Microbiol. — 2016a. — V. 16:76.

264



555. Marmulla R., Safaric B., Markert S., Schweder T., Harder J. Linalool isomerase, a
membrane-anchored enzyme in the anaerobic monoterpene degradation in Thauera linaloolentis 47
Lol // BMC Biochem — 20166. — 17:6.

556. Martin V.J.J., Yu Z., Mohn W.W. Recent advances in understanding resin acid biodegration:
microbial diversity and metabolism // Arch. Microbiol. —1999. - V. 172. — P. 131-138.

557. Martin W.F., Sousa F.L. Early microbial evolution: the age of anaerobes // Cold Spring Harb.
Perspect. Biol. — 2016. — V. 8:a018127.

558. Mason O.U., Nakagawa T., Rosner M., Van Nostrand J.D., Zhou J., Maruyama A. et al. First
investigation of the microbiology of the deepest layer of ocean crust // PLoS ONE. — 2010. — V.
5:15399.

559. MassanaR., Murray A.E., Preston C.M., DeLong E.F. Vertical distribution and phylogenetic
characterization of marine planktonic Archaea in the Santa Barbara Channel // Appl. Environ.
Microbiol. — 1997. — V. 63. — P. 50-56.

560. McCollom T.M., Seewald J.S. A reassessment of the potential for reduction of dissolved
CO:- to hydrocarbons during serpentinization of olivine // Geochim. Cosmochim. Acta. — 2001. — V.
65. — P. 3769-3778.

561. McLeod M.P., Eltis L.D. Genomic insights into the aerobic pathways for degradation of
organic pollutants. In: Microbial Biodegradation: Genomics and Molecular Biology / Ed. Eduardo
Diaz. — Caister Academic Press, Norfolk, 2008.

562. Meckenstock R.U., Boll M., Mouttaki H., Kolschbach J.S., Cunha Tarouco P., Weyrauch P.,
Dong X., Himmelberg A.M. Anaerobic degradation of benzene and polycyclic aromatic
hydrocarbons // J. Mol. Microbiol. Biotechnol. — 2016. — V. 26. — P. 92-118.

563. Meckenstock R.U., Mouttaki H. Anaerobic degradation of non-substituted aromatic
hydrocarbons // Curr. Opin. Biotechnol. — 2011. — V. 22, Ne 3. — P. 406-414.

564. Mehrshad M., Salcher M.M., Okazaki Y., Nakano S., Simek K., Andrei A.-S., Ghai R.
Hidden in plain sight — highly abundant and diverse planktonic freshwater Chloroflexi // Microbiome.
—-2018.-V.6:1.

565. Meier-Kolthoff J.P., Carbasse J.S., Peinado-Olarte R.L., Goker M. TYGS and LPSN: a
database tandem for fast and reliable genome-based classification and nomenclature of prokaryotes
// Nucleic Acids Research. — 2021. — V. 11:gkab902.

566. Merkel A.Y., Huber J.A., Chernyh N.A., Bonch-Osmolovskaya E.A., Lebedinsky A.V.
Detection of putatively thermophilic anaerobic methanotrophs in diffuse hydrothermal vent fluids //
Appl. Environ. Microbiol. — 2013. - V. 79. — P. 915-923.

567. Metzger P., Allard B., Casadevall E., Berkaloff C., Coute A. Structure and chemistry of a
new chemical race of Botryococcus braunii (Chlorophyceae) that produces lycopadiene, a
tetraterpenoid hydrocarbon // J. Phycol. — 1990. — V. 26. — P. 258-266.

568. Meyers P.A. Organic geochemical proxies. In: Gornitz V, editors. Encyclopedia of
paleoclimatology and ancient environments. New York: Springer Science Press, 2009. — P. 659-652.

569. Miettinen H., Kietavainen R., Sohlberg E., Numminen M., Ahonen L., Itivaara M.
Microbiome composition and geochemical characteristics of deep subsurface high-pressure
environment, Pyhasalmi mine Finland // Front. Microbiol. — 2015. — V. 6:1203.

570. Milkov A.V. Methanogenic biodegradation of petroleum in the West Siberian basin
(Russia): significance for formation of giant Cenomanian gas pools // AAPG Bulletin. — 2010. — V.
94. — P. 1485-1541.

265



571. Milkov A.V. Worldwide distribution and significance of secondary microbial methane
formed during petroleum biodegradation in conventional reservoirs // Org. Geochem. — 2011. — V.
42. —P. 184-207.

572. Milkov A.V., Claypool G.E., Lee Y.-J., Torres M.E., Borowski W.S., Tomaru H., Sassen R.,
Long P.E. ODP Leg 204 Scientific Party Ethane enrichment and propane depletion in subsurface
gases indicate gas hydrate occurrence in marine sediments at southern Hydrate Ridge offshore Oregon
// Organic Geochemistry. — 2004. — V. 35. — P. 1067-1080.

573. Milkov A.V., Etiope G. Revised genetic diagrams for natural gases based on a global dataset
of & 20,000 samples // Org. Geochem. —2018. — V. 125. — P. 109-120.

574. Milkov A.V., Faiz M., Etiope G. Geochemistry of shale gases from around the world:
Composition, origins, isotope reversals and rollovers, and implications for the exploration of shale
plays // Org. Geochem. — 2020. — V. 143:103997.

575. Miroshnichenko M.L., Bonch-Osmolovskaya E.A. Recent developments in the thermophilic
microbiology of deep-sea hydrothermal vents // Extremophiles. — 2006. — V. 10. — P. 85-96.

576. Miroshnichenko M.L., Hippe H., Stackebrandt E., Kostrikina N.A., Chernyh N.A., Jeanthon
C. et al. Isolation and characterization of Thermococcus sibiricus sp. nov. from a Western Siberia
high-temperature oil reservoir // Extremophiles. — 2001. — V. 5. — P. 85-91.

577. Miroshnichenko M.L., Kostrikina N.A., L'Haridon S., Jeanthon C., Hippe H., Stackebrandt
E., Bonch-Osmolovskaya E.A. Nautilia lithotrophica gen. nov., sp. nov., a thermophilic sulfur-
reducing epsilon-proteobacterium isolated from a deep-sea hydrothermal vent // Int. J. Syst. Evol.
Microbiol. —2002. — V. 52. — P. 1299-1304.

578. Mirskova A.N., Adamovich S.N., Mirskov R.G., Kolesnikova O.P., Schilde U.
Immunoactive ionic liquids based on 2-hydroxyethylamines and 1-R-indol-3-ylsulfanylacetic acids.
Crystal and molecular structure of immunodepressant tris-(2-hydroxyethyl)ammonium indol-3-yl-
sulfanylacetate // Open. Chem. — 2015. — V. 13. — P. 149-155.

579. Mnif S., Chamkha M., Sayadi S. Isolation and characterization of Halomonas sp. strain
C2SS100, a hydrocarbon-degrading bacterium under hypersaline conditions // J. Appl. Microbiol. —
2009. - V. 107. — P. 785-794.

580. Momper L., Jungbluth S.P., Lee M.D., Amend J.P. Energy and carbon metabolisms in a deep
terrestrial subsurface fluid microbial community // ISME J. — 2017. — V. 11. — P. 2319-2333.

581. Mondal N., Roy C., Chatterjee S., Sarkar J., Dutta S., Bhattacharya S., Chakraborty R.,
Ghosh W. Thermal endurance by a hot-spring-dwelling phylogenetic relative of the mesophilic
Paracoccus // Microbiol Spectr. — 2022. — 10(6):e0160622.

582. Morgunova l., Semenov P., Kursheva A., Litvinenko I., Malyshev S., Bukin Yu.S., Khlystov
O.M., Pavlova O.N., Zemskaya T.I., Krylov A.A. Molecular indicators of sources and biodegradation
of organic matter in sediments of fluid discharge zones of Lake Baikal // Geosciences. — 2022. — V.
12. - P. 72,

583. Mori K. Caldiserica. In: Bergey's manual of systematics of Archaea and Bacteria. Eds
Trujillo M.E., Dedysh S., DeVos P., Hedlund B., Kdmpfer P., Rainey F.A., Whitman W.B. 2018.

584. Mori K., Yamaguchi K., Sakiyama Y., Urabe T., Suzuki K. Caldisericum exile gen. nov.,
sp. nov., an anaerobic, thermophilic, filamentous bacterium of a novel bacterial phylum, Caldiserica
phyl. nov., originally called the candidate phylum OP5, and description of Caldisericaceae fam. nov.,
Caldisericales ord. nov. and Caldisericia classis nov. // Int. J. Syst. Evol. Microbiol. — 2009. — V. 59.
—P. 2894-2898.

266



585. Morono Y., Ito M., Hoshino T., Terada T., Hori T., Ikehara M., D’Hondt S., Inagaki F. et al.
Aerobic microbial life persists in oxic marine sediment as old as 101.5 million years // Nat. Commun.
—2020.-V.11. - P. 3626.

586. Morono Y., Terada T., Kallmeyer J., Inagaki F. An improved cell separation technique for
marine subsurface sediments: applications for high-throughput analysis using flow cytometry and cell
sorting // Environ. Microbiol. — 2013. — V. 15. — P. 2841-2849.

587. Mukhopadhyay P.K., Hagemann H.W., Hollerbach A., Welte D.H. The relation between
organic geochemical and petrological parameters of coal in Indian coal basins // Energ. Source. —
1979.-V. 4. - P. 313-328.

588. Muller A.L., de Rezende J.R., Hubert C.R.J., Kjeldsen K.U., Lagkouvardos I., Berry D.,
Jorgensen B.B., Loy A. Endospores of thermophilic bacteria as tracers of microbial dispersal by ocean
currents // ISME J. — 2014. — V. 8. — P.1153-1165.

589. Musat F., Widdel F. Anaerobic degradation of benzene by a marine sulfate-reducing
enrichment culture, and cell hybridization of the dominant phylotype // Environ. Microbiol. — 2008.
—V.10.-P. 10-19.

590. Nagahama K., Ogawa T., Fujii T., Fukuda H. Classification of ethylene-producing bacteria
in terms of biosynthetic pathways to ethylene // J. Ferment. Bioeng. — 1992. — V. 73. — P. 1-5.

591. Nakahara N., Nobu M.K., Takaki Y., Miyazaki M., Tasumi E., Sakai S. et al. Aggregatilinea
lenta gen. nov., sp. nov., a slow-growing, facultatively anaerobic bacterium isolated from subseafloor
sediment, and proposal of the new order Aggregatilineales ord. nov. within the class Anaerolineae of
the phylum Chloroflexi // Int. J. Syst. Evol. Microbiol. —2019. — V. 69. — P. 1185-1194.

592. Nam J.-H., Kim T.-U., Lee D.-H. Complete genome sequence of Thermaerobacter sp.
FW80, an aerobic extremely thermophilic bacterium isolated from a food waste compost // Korean J.
Microbiol. —2019. — V. 55. — P. 462-464.

593. Naudts L., Khlystov O., Granin N., Chensky A., Poort J., De Batist M. Stratigraphic and
structural control on the distribution of gas hydrates and active gas seeps on the Posolsky Bank, Lake
Baikal // Geo-Mar. Lett. — 2012. — V. 32. — P. 395-406.

594. Nazina T.N., Abukova L.A., Tourova T.P., Babich T.L., Bidzhieva S.K., Loiko N.G.,
Filippova D.S. Safarova E.A. Biodiversity and potential activity of microorganisms in underground
gas storage horizons // Sustainability. — 2023. — V. 15:9945.

595. Nazina T.N., Tourova T.P., Grouzdev D.S., Bidzhieva S.K., Poltaraus A.B. A Novel view
on the taxonomy of sulfate-reducing bacterium ‘Desulfotomaculum salinum’ and a description of a
new species Desulfofundulus salinus sp. nov. // Microorganisms. — 2024, — V. 12:1115.

596. Nealson K.H. Sediment bacteria: who's there, what are they doing, and what's new? // Annu.
Rev. Earth Planet. Sci. —1997. — V. 25. — P. 403-434.

597. Nealson K.H., Inagaki F., Takai K. Hydrogen-driven subsurface lithoautotrophic microbial
ecosystems (SLIMESs): do they exist and why should we care? // Trends Microbiol. — 2005. — V. 13.
—P. 405-410.

598. Neifar M., Chouchane H., Najjari A., El Hidri D., Mahjoubi M., Ghedira K., Naili F., Soufi
L., Raddadi N., Sghaier H., Ouzari H.1., Masmoudi A.S., Cherif A. Genome analysis provides insights
into crude oil degradation and biosurfactant production by extremely halotolerant Halomonas desertis
G11 isolated from Chott EI-Djerid salt-lake in Tunisian desert // Genomics. — 2019. — V. 111. — P.
1802-1814.

599. Ni Y., Dai J. Geochemical characteristics of abiogenic alkane gases // Petroleum Science. —
2009. - V. 6. —P. 327-338.

267



600. Niedermeyer H., Ashworth C., Brandt A., Welton T., Hunt P.A. A step towards the a priori
design of ionic liquids // Phys. Chem. Chem. Phys. — 2013. — V. 15. — P. 11566-11578.

601. Nobu M.K., Dodsworth J.A., Murugapiran S.K., Rinke C., Gies E.A., Webster G. et al.
Phylogeny and physiology of candidate phylum ‘Atribacteria’ (OP9/JS1) inferred from cultivation-
independent genomics // ISME J. — 2016. — V. 10, Ne 2. — P. 273-286.

602. Nobu M.K., Narihiro T., Kuroda K., Mei R., Liu W.T. Chasing the elusive Euryarchaeota
class WSA2: Genomes reveal a uniquely fastidious methyl-reducing methanogen // ISME J. — 2016.
—V. 10. — P. 2478-2487.

603. Nordin K., Unell M., Jansson J.K. Novel 4-Chlorophenol degradation gene cluster and
degradation route via hydroxyquinol in Arthrobacter chlorophenolicus A6 // Appl. Environ.
Microbiol. — 2015. — V. 71. — P. 6538-6544.

604. Nunoura T., Chikaraishi Y., lzaki R., Suwa T., Sato T., Harada T., Mori K. et al. A
primordial and reversible TCA cycle in a facultatively chemolithoautotrophic thermophile // Science.
—2018. - V. 359. — P. 559-563.

605. Nyyssonen M., Bomberg M., Kapanen A., Nousiainen A., Pitkdnen P., Itivaara M.
Methanogenic and sulphate-reducing microbial communities in deep groundwater of crystalline rock
fractures in Olkiluoto, Finland // Geomicrobiol. J. — 2012. — V. 29. — P. 863-878.

606. Och L.M., Muller B., Voegelin A., Ulrich A., Gottlicher J., Steiniger R. et al. New insights
into the formation and burial of Fe/Mn accumulations in Lake Baikal sediments // Chemical Geology.
—2012. - V. 330-331. - P. 244-259.

607. Ohtomo Y., ljiri A., lIkegaw, Y., Inagaki F. Biological CO2 conversion to acetate in
subsurface coal-sand formation using a high-pressure reactor system // Front. Microbiol. — 2013. —
V. 34:361.

608. Ollivier B., Fardeau M.L., Cayol J.L., Magot M., Patel B.K., Prensier G., Garcia
J.L. Methanocalculus halotolerans gen. nov., sp. nov., isolated from an oil-producing well // Int. J.
Syst. Bacteriol. — 1998. — V. 48. — P. 821-828.

609. Oppo D., Hurst A. Seepage rate of hydrothermally generated petroleum in East African Rift
lakes: An example from Lake Tanganyika // Mar. Petr. Geol. — 2018. — V. 92. — P. 149-1509.

610. Orcutt B.N., Joye S.B., Kleindienst S., Knittel K., Ramette A., Reitz A., Samarkin V., Treude
T., Boetius A. Impact of natural oil and higher hydrocarbons on microbial diversity, distribution, and
activity in Gulf of Mexico cold-seep sediments // Deep Sea Res. Part. 2 Top. Stud. Oceanogr. — 2010.
—V.57.—P. 2008-2021.

611. Orcutt B.N., Sylvan J.B., Knab N.J., Edwards K.J. Microbial ecology of the dark ocean
above, at, and below the seafloor // Microbiol. Mol. Biol. Rev. — 2011. — V. 75. — P. 361-422.

612. Oremland R.S., Culbertson C., Simoneit B. Methanogenic activity in sediment from Leg 64,
Gulf of California. In: Initial Reports of the Deep Sea Drilling Projec / Eds Curray J., Moore, D.G. et
al. — US Government Printing, 1982. — P. 759-762.

613. Oremland R.S., M.J. Whiticar, F.E. Strohmaier, R.P. Kiene Bacterial ethane formation from
reduced, ethylated sulfur compounds in anoxic sediments // Geochimica et Cosmochimica Acta. —
1988. — V. 52. — P. 1895-1904.

614. Oren A., Garrity G.M. Valid publication of the names of forty-two phyla of prokaryotes //Int.
J. Syst. Evol. Microbiol. — 2021. — V. 71. Ne 10.

615. Oren A., Goker M. Candidatus List. Lists of names of prokaryotic Candidatus phyla //Int. J.
Syst. Evol. Microbiol. —2023. — V. 73. Ne 5.

616. Oren A., Goker M. Validation list no. 215. List of new names and new combinations
previously effectively, but not validly, published //Int. J. Syst. Evol. Microbiol. —2024. - V. 74:6173.

268



617. Orsi W., Biddle J.F., Edgcomb V. Deep sequencing of subseafloor eukaryotic rRNA reveals
active fungi across marine subsurface provinces // PLoS ONE. — 2013. — V. 8:e56335.

618. Otto A., Simoneit B.R.D. Chemosystematics and diagenesis of terpenoids in fossil conifers
species and sediment from the Eocene Zeitz Formation, Saxony, Germany // Geochem. Cosmochim.
Acta. — 2001. — V. 65. — P. 3505-3527.

619. Otto A., Walther H., Puttmann W. Sesqui- and diterpenoid biomarkers preserved in
Taxodum-rich Oligocene oxbow lake clays, Weisselster basin, Germany // Org. Geochem. — 1997. —
V. 26.—P. 105-115.

620. Pale-Grosdemange C., Merkofer T., Rohmer M., Poralla K. Production of bicyclic and
tricyclic triterpenes by mutated squalene-hopene cyclase // Tetrahedron Letters. — 1999. —V. 40. — P.
6009-6012.

621. Pallerla S.R., Knebel S., Polen T., Klauth P., Hollender J., Wendisch V.F., Schoberth S.M.
Formation of volutin granules in Corynebacterium glutamicum // FEMS Microbiol. Lett. — 2005. —
V. 243. - P. 133-140.

622. Parkes R.J., Cragg B., Roussel E., Webster G., Weightman A., Sass H. A review of
prokaryotic populations and processes in sub-seafloor sediments, including biosphere: geosphere
interactions // Mar. Geol. — 2014. — V. 352. — P. 409-425.

623. Parkes R.J., Cragg B.A., Bale S.J., Getliff J.M., Goodman K., Rochelle P.A., Fry J.C.,
Weightman A.J., Harvey S.M. Deep bacterial biosphere in Pacific Ocean sediments // Nature. —1994.
—V.371. - P. 410-413.

624. Parkes R.J., Cragg B.A., Fry J.C., Herbert R.A., Wimpenny J.W.T. Bacterial biomass and
activity in deep sediment layers from the Peru margin // Philos. Trans. R. Soc. of London. Series A,
Mathematical and Physical Sciences. — 1990. — V. 331. — P. 139-153.

625. Parkes R.J., Cragg B.A., Wellsbury P. Recent studies on bacterial populations and processes
in subseafloor sediments: A review // Hydrogeol. J. — 2000. — V. 8. — P. 11-28.

626. Parkes R.J., Linnane C.D., Webster G., Sass H., Weightman A.J., Hornibrook E.R.C. et al.
Prokaryotes stimulate mineral H> formation for the deep biosphere and subsequent thermogenic
activity // Geology. — 2011. — V. 39. — P. 219-222.

627. Parkes R.J., Sellek G., Webster G., Martin D., Anders E., Weightman A.J., Sass H.
Culturable prokaryotic diversity of deep, gas hydrate sediments: first use of a continuous high-
pressure, anaerobic, enrichment and isolation system for subseafloor sediments (DeeplsoBUG). //
Environ. Microbiol. — 2009. — V. 11, Ne 12. — P. 3140-3153.

628. Parkes R.J., Wellsbury P., Mather 1.D., Cobb S.J., Cragg B.A., Hornibrook E.R.C. et al.
Temperature activation of organic matter and minerals during burial has the potential to sustain the
deep biosphere over geological timescales. Org. Geochem. — 2007. — V. 38. — P. 845-852.

629. Parks D., Chuvochina M., Waite D.W., Rinke C., Skarshewski A., Chaumeil P.-A.,
Hugenholtz P. A standardized bacterial taxonomy based on genome phylogeny substantially revises
the tree of life // Nat. Biotechnol. — 2018. — V. 36. — P. 996-1004.

630. Pascoal F., Costa R., Magalhaes C. The microbial rare biosphere: current concepts, methods
and ecological principles // FEMS Microbiol. Ecol. — 2021. — V. 97:fiaa227.

631. Pavlova O.N., Adamovich S.N., Novikova A.S., Gorshkov A.G., 1zosimova O.N., Ushakov
I.A., Oborina E.N., Mirskova A.N., Zemskaya T.l. Protatranes, effective growth biostimulants of
hydrocarbon-oxidizing bacteria from Lake Baikal, Russia // Biotechnol. Rep. —2019. — V. 24:e00371.

632. Pavlova O.N., Izosimova O.N., Chernitsyna S.M., Ivanov V.G., Pogodaeva T.V., Gorchkov
A.G. Process of anaerobic oxidation of oil in bottom sediments of Lake Baikal // Limnology and
Freshwater Biology. — 2020. — Ne 3. — P. 1006-1007.

269



633. Pavlova O.N., Izosimova O.N., Chernitsyna S.M., lvanov V.G., Pogodaeva T.V., Khabuev
A.V., Gorshkov A.G., Zemskaya T.I. Anaerobic oxidation of petroleum hydrocarbons in enrichment
cultures from sediments of the Gorevoy Utes natural oil seep under methanogenic and sulfate-
reducing conditions // Microb. Ecol. — 2022. — V. 83. — P. 899-915.

634. Pavlova O.N., Tupikin A.E., Chernitsyna S.M., Bukin Yu.S., Lomakina A.V., Pogodaeva
T.V., Nikonova A.A., Bukin S.V., Zemskaya T.I., Kabilov M.R. Description and genomic analysis
of the first facultatively lithoautotrophic, thermophilic bacteria of the genus Thermaerobacter isolated
from low-temperature sediments of Lake Baikal // Microb. Ecol. — 2023. — V. 86. — P. 1604-1619.

635. Pavlova O.N., Zemskaya T.l., Lomakina A.V., Shubenkova O.V., Manakov A.Y., Moskvin
V.1., Morozov I.V., Bukin S.V., Khlystov O.M. Transformation of organic matter by a microbial
community in sediments of Lake Baikal under experimental thermobaric conditions of
protocatagenesis // Geomicrobiol. J. — 2016. — V. 33. — P. 599-606.

636. Pedersen K. Exploration of deep intraterrestrial microbial life: current perspectives // FEMS
Microbiol Lett. — 2000. — V. 185, Ne 1. — P. 9-16.

637. Peng M., Zi X., Wang Q. Bacterial community diversity of oil-contaminated soils assessed
by high throughput sequencing of 16S rRNA genes // Int. J. Environ. Res. — 2015. — V. 12, — P.
12002-12015.

638. Petasch J., Disch E., Markert S., Becher D., Schweder T., Hiittel B., Reinhardt R., Harder J.
The oxygen-independent metabolism of cyclic monoterpenes in Castellaniella defragrans 65Phen
//BMC Microbiol. — 2014. — V. 14:164.

639. Peters F., Heintz D., Johannes J., van Dorsselaer A., Boll M. Genes, enzymes, and regulation
of para-cresol metabolism in Geobacter metallireducens // J. Bacteriol. — 2007. — V. 189. — P. 4729—
4738.

640. Peters J.W., Schut G.J., Boyd E.S., Mulder D.W., Shepard E.M., Broderick J.B., King P.W.,
Adams M.W.W. [FeFe]- and [NiFe]-hydrogenase diversity, mechanism, and maturation // Biochim.
Biophys. Acta, Mol. Cell Res. — 2015. — V. 1853. — P. 1350-1369.

641. Peters K.E., Walters C.C., Moldowan J.M. The biomarker guide. — Cambridge University
Press, 2005. — 1155 p.

642. Petkovic M., Seddon K.R., Rebelo L.P.N., Pereira C.S. lonic liquids: a pathway to
environmental acceptability / Chem. Soc. Rev. — 2011. — V. 40. — P. 1383-1403.

643. Pilson M.E.Q. Introduction to Chemistry of the Sea. — Cambridge University Press, 1998. —
67 p.

644. Pinkert A., Ang K.L., Marsh K.N., Pang S. Density, viscosity and electrical conductivity of
protic alkanolammonium ionic liquids // Phys. Chem. Chem. Phys. —2011. - V. 13. — P. 5136-5143.

645. Pitluck S., Yasawong M., Munk C., Nolan M., Lapidus A., Lucas S., Glavina Del Rio T.,
Tice H. et al. Complete genome sequence of Thermosediminibacter oceani type strain (JW/IW-
1228PT) // Stand in Genomic Sci. — 2010. — V. 3. — P. 108-116.

646. Podosokorskaya O.A., Bonch-Osmolovskaya E.A., Godfroy A., Gavrilov S.N.,
Beskorovaynaya D.A., Sokolova T.G. Thermosipho activus sp. nov., a thermophilic, anaerobic,
hydrolytic bacterium isolated from a deep-sea sample // Int. J. Syst. Evol. Microbiol. — 2014. — V. 64.
—P. 3307-3313.

647. Podosokorskaya O.A., Kadnikov V.V., Gavrilov S.N., Mardanov A.V., Merkel A.Y.,
Karnachuk O.V., Ravin N.V., Bonch-Osmolovskaya E.A., Kublanov 1.V. Characterization of
Melioribacter roseus gen. nov., sp. nov., a novel facultatively anaerobic thermophilic cellulolytic
bacterium from the class Ignavibacteria, and a proposal of a novel bacterial phylum Ignavibacteriae
/l Environ. Microbiol. — 2013. — V. 15. — P. 1759-1771.

270



648. Pogodaeva T.V., Lopatina I.N., Khlystov O.M., Egorov A.V., Zemskaya T.l. Background
composition of pore waters in Lake Baikal bottom sediments // J. Great Lakes Res. — 2017. — V. 43.
—Ne 6. — P. 1030-1043.

649. Pogodaeva T.V., Poort J., Aloisi G., Bataillard L., Makarov M.M., Khabuev A.V., Kazakov
A.V., Chensky A.G., Khlystov O.M. Fluid migrations at the Krasny Yar methane seep of Lake Baikal
according to geochemical data // J. Great Lakes Res. — 2020. — V. 46. — P. 123-131.

650. Ponomarenko L.P., Stonik LV., Aizdaicher N.A., Orlova T.Yu., Popovskaya G.I.,
Pomazkina G.V., Stonik V.A. Sterols of marine microalgae Pyramimonas cf. cordata (Prasinophyta),
Attheya ussurensis sp. nov. (Bacillariophyta) and a spring diatom bloom from Lake Baikal / Comp.
Biochem. Physiol. — 2004. — V. 138. — P. 65-70.

651. Poort J., Khlystov O.M., Naudts L., Duchkov A.D., Shoji H., Nishio S. et al. Thermal
anomalies associated with shallow gas hydrates in the K-2 mud volcano, Lake Baikal // Geo-Mar.
Lett. — 2012. — V. 32. — P. 407-417.

652. PoortJ., Klerkx J. Absence of a regional surface thermal high in the Baikal Rift, new insights
from detailed contouring of heat flow anomalies // Tectonophysics. — 2004. — V. 383. — P. 217-241.

653. Pop Ristova P., Wenzhofer F., Ramette A., Felden J., Boetius A. Spatial scales of bacterial
community diversity at cold seeps (Eastern Mediterranean Sea) // ISME J. — 2015. - V. 9. — P. 1306-
1318.

654. Poser A., Lohmayer R., Vogt C., Knoeller K., Planer-Friedrich B., SorokinD., Richnow, H.-
H., Finster K. Disproportionation of elemental sulfur by haloalkaliphilic bacteria from soda lakes //
Extremophiles. — 2013. — V. 17. — P. 1003-1012.

655. Prokofeva M.I., Kublanov 1.V., Nercessian O., Tourova T.P., Kolganova T.V., Lebedinsky
AV., Bonch-Osmolovskaya E.A., Spring S., Jeanthon C. Cultivated anaerobic
acidophilic/acidotolerant thermophiles from terrestrial and deep-sea hydrothermal habitats //
Extremophiles. — 2005. — V. 9. — P. 437-448.

656. Prokopenko A.A., Khursevich G.K., Bezrukova E.V., Kuzmin M.I., Boes, X., Williams
D.F., Fedenya S.A., Kulagina N.V., Letunova P.P., Abzaeva A.A. Paleoenvironmental proxy records
from Lake Hovsgol, Mongolia, and a synthesis of Holocene climate change in the Lake Baikal
watershed // Quat. Res. — 2007. — V. 68. — P. 2-17.

657. Purkamo L., Bomberg M., Kietavainen R., Salavirta H., Nyyssonen M., Nuppunen-Pupultti
M., Ahonen L., Kukkonen I., Itdvaara M. Microbial co-occurrence patterns in deep Precambrian
bedrock fracture fluids // Biogeosciences. — 2016. — V. 13. — P. 3091-3108.

658. Purkamo L., Bomberg M., Nyyssonen M., Kukkonen I., Ahonen L., Itivaara M.
Heterotrophic communities supplied by ancient organic carbon predominate in deep fennoscandian
bedrock fluids // Microb. Ecol. — 2015. — V. 69. — P. 319-332.

659. Purkamo, L., Bomberg, M., Nyyssonen, M., Kukkonen, 1., Ahonen, L., Kietdvdinen, R. et
al. Dissecting the deep biosphere: retrieving authentic microbial communities from packer-isolated
deep crystalline bedrock fracture zones // FEMS Microbiol. Ecol. — 2013. — V. 85. — P. 324-337.

660. Qin S.J., Sun Y.Z., Tang Y.G. Early hydrocarbon generation of algae and influences of
inorganic environments during low temperature simulation // Energy Explor. Exploit. — 2008. — V.
26. — P. 377-396.

661. Qin S.J., SunY.Z., Zhao C.L. Long-term, low-temperature simulation of early diagenesis of
organic matter from algae: significance for immature oil // Petrol. Sci. Technol. — 2013. - V. 31. — P.
1439-1446.

271



662. Qiu L., Williams D.F., Gvorzdkov A., Karabanov E., Shimaraeva M. Biogenic silica
accumulation and paleoproductivity in the northern basin of Lake Baikal during the Holocene //
Geology. — 1993. — V. 21:25.

663. Quince C., Lanzen A., Davenport R. J., Turnbaugh P. J. Removing noise from
pyrosequenced amplicons / BMC Bioinf. — 2011. — V. 12:38.

664. Rabus R., Boll M., Golding B., Wilkes H. Anaerobic degradation of p-alkylated benzoates
and toluenes // J. Mol. Microbiol. Biotechnol. — 20168. — V. 26. — P. 63-75.

665. Rabus R., Boll M., Heider J., Meckenstock R.U., Buckel W., Einsle O. et al. Anaerobic
microbial degradation of hydrocarbons: from enzymatic reactions to the environment // J. Mol.
Microbiol. Biotechnol. — 2016a. — V. 26. — P. 5-28.

666. Rabus R., Boll M., Heider J., Meckenstock R.U., Buckel W., Einsle O. Anaerobic microbial
degradation of hydrocarbons: from enzymatic reactions to the environment // J. Mol. Microbiol.
Biotechnol. — 20166. — V. 26. — P. 5-28.

667. Rabus R., Wilkes H., Behrends A., Armstroff A., Fischer T., Pierik A.J., Widdel F.
Anaerobic initial reaction of n-alkanes in a denitrifying bacterium: evidence for (1-
methylpentyl)succinate as initial product and for involvement of an organic radical in n-hexane
metabolism // J. Bacteriol. — 2001. — V. 183. — P. 1707-1715.

668. Raghoebarsing A.A., Pol A., van de Pas-Schoonen K.T., Smolders A.J., Ettwig K.F.,
Rijpstra W.I., Schouten S., Damsté J. S., Op den Camp H.J., Jetten M.S., Strous M. A microbial
consortium couples anaerobic methane oxidation to denitrification // Nature. — 2006. — V. 440. — P.
918-921.

669. Rajala P., Carpen L., Vepsalainen M., Raulio M., Sohlberg E., Bomberg M. Microbially
induced corrosion of carbon steel in deep groundwater environment // Front. Microbiol. — 2015. - V.
6:647.

670. RappP., Bock H., Wray V., Wagner F. Formation, isolation and characterization of trehalose
dimycolates from Rhodococcus erythropolis grown on n-alkanes // J. Gen. Microbiol. 1979. — V. 115.
—P. 491-503.

671. Raymond R.L. Microbial oxidation of n-paraffinic hydrocarbons // Develop. Industry.
Microbiol. —1961. - V. 2. — P. 23-32.

672. Rempfert K.R., Miller H.M., Bompard N., Nothaft D., Matter J.M., Kelemen P., Fierer N.,
Templeton A.S. Geological and geochemical controls on subsurface microbial life in the Samail
Ophiolite, Oman // Front. Microbiol. — 2017. — V. 8:56.

673. Reyes-Sosa M.B., Apodaca-Hernandez J.E., Arena-Ortiz M.L. Bioprospecting for microbes
with potential hydrocarbon remediation activity on the northwest coast of the Yucatan Peninsula,
Mexico, using DNA sequencing // Sci. Total Environ. — 2018. — V. 642. — P. 1060-1074.

674. Richter M., Rossello-Mora R. Shifting the genomic gold standard for the prokaryotic species
definition // Proc. Natl. Acad. Sci. USA. —2009. — V. 106. — P. 19126-19131.

675. Rinke C., Chuvochina M., Mussig A.J., Chaumeil P.-A., Davin A.A., Waite D.W., Whitman
W.B., Parks D.H., Hugenholtz P. A standardized archaeal taxonomy for the Genome Taxonomy
Database // Nature Microbiol. — 2021. — V. 6. — P. 946-959.

676. Rinke C., Schwientek P., Sczyrba A., lvanova N.N., Anderson 1.J., Cheng J.F., Darling A.,
Malfatti S., Swan B.K., Gies E.A,, et al. Insights into the phylogeny and coding potential of microbial
dark matter // Nature. — 2013. — V. 499. — P. 431-437.

677. Rissanen A.J., Peura S., Mpamah P.A., Taipale S., Tiirola M., Biasi C., Mdki A., Nykénen
H. Vertical stratification of bacteria and archaea in sediments of a small boreal humic lake // FEMS
Microbiol. Lett. — 2019. — V. 366:fnz044.

272



678. Roadifer R.E. Size distribution of the World’s largest known oil and tar accumulations. In
Exploration of heavy crude oil and natural bitumen. Studies in geology / Ed. Meyer R.F. — Tulsa:
American Association of Petroleum Geologists, 1987. — P. 3-23.

679. Robador A. The subseafloor crustal biosphere: Ocean’s hidden biogeochemical reactor //
Front Microbiol. — 2024. — V.15:1495895.

680. Robbins S.J., Evans P.N., Parks D.H., Golding S.D., Tyson G.W. Genome-centric analysis
of microbial populations enriched by hydraulic fracture fluid additives in a coal bed methane
production well // Front. Microbiol. — 2016. — V. 7:731.

681. Robertson L.A., Kuenen J.G. The Genus Thiobacillus. The Prokaryotes / Eds. Dworkin M.,
Falkow S., Rosenberg E., Schleifer K.H., Stackebrandt E. N.Y.: Springer, 2006. P. 812—-827.

682. Rochelle P. DNA extraction for 16S rRNA gene analysis to determine genetic diversity in
deep sediment communities //FEMS Microbiol. Lett. — 1992. — V. 100. — P. 59-65.

683. Rogers J., Bennett P., Choi W. Feldspars as a source of nutrients for microorganisms // Am.
Mineral. —1998. — V. 83. — P. 1532-1540.

684. Rohmer M., Bouvier P., Ourisson G. Non-specific lanosterol and hopanoid biosynthesis by
a cell-free system from the bacterium Methylococcus cupsulatus // Eur. J. Biochem. — 1980.-V. 112.
—557-560.

685. Romero-Sarmiento M.F., Riboulleau A., Vecoli M., Versteegh G.J/M. Occurrence of retene
in upper Silurian-lower Devonian sediments from North Africa: Origin and implications // Org.
Geochem. —2010. — V. 41. — P. 302-306.

686. Rosa A., Triguis J.A. Bioremediation process on Brazil Shoreline // Environ. Sci. Pollut.
Res. —2007. — V. 14. — P. 470-476.

687. Rosenberg E., Ron E.Z. High- and low-molecular-mass microbial surfactants // Appl.
Microbiol. Biotechnol. — 1999. — V. 52. — P. 154-162.

688. Rossmassler K., Snow C.D., Taggart D., Brown C., De Long S.K. Advancing biomarkers
for anaerobic o-xylene biodegradation via metagenomic analysis of a methanogenic consortium.
Appl. Microbiol. Biotechnol. — 2019. — V. 103. — P. 4177-4192.

689. Roussel E.G., Bonavita M.-A.C., Querellou J., Cragg B.A., Webster G., Prieur D. et al.
Extending the sub-sea-floor biosphere // Science. — 2008. — V. 320. — P. 1046-1046.

690. Roy H., Kallmeyer J., Adhikari R.R., Pockalny R., Jorgensen B.B., D'Hondt S. Aerobic
microbial respiration in 86-million-year-old deep-sea red clay // Science. —2012. — V. 336. — P. 922—
925.

691. Ruff S.E., Felden J., Gruber-Vodicka H.R., Marcon Y., Knittel K., Ramette A., Boetius A.
In situ development of a methanotrophic microbiome in deep-sea sediments // ISME J. — 2019. — V.
13. - P. 197-213.

692. Russell M.J., Hall A.J., Martin W. Serpentinization as a source of energy at the origin of life
I/ Geobiology. — 2010. — V. 8. — P. 355-371.

693. Russell M.J., Martin W. The rocky roots of the acetyl-CoA pathway // Trends Biochem. Sci.
—2004. -V. 29. — P. 358-363.

694. Sahu L., Shrivastava R. Hydrocarbon biodegradation efficiency by four indigenous bacterial
strains isolated from contaminated soils // JSEM. — 2022. — V. 9. — P. 47-53.

695. Saitou N., Nei, M. The neighbour-joining method: a new method for reconstructing
phylogenetic trees // Mol. Bio. Evol. —1987. — V. 4. — P. 406-425.

696. Sakai N., Kurisu F., Yagi O., Nakajima F., Yamamoto K. Identification of putative benzene-
degrading bacteria in methanogenic enrichment cultures // J. Biosci. Bioeng. — 2009. — V. 108. — P.
501-507.

273



697. Sambrook J., Fritsch E.F. Maniatis T. Molecular Cloning. A Laboratory Manual / 2nd
Edition. New York: Cold Spring Harbor, 1989.

698. Sanchez-Andrea I., Guedes I.A., Hornung B., Boeren S., Lawson C.E., Sousa D.Z., Bar-
Even A., Claassens N.J., Stams A.J.M. The reductive glycine pathway allows autotrophic growth of
Desulfovibrio desulfuricans // Nat. Commun. — 2020. — V. 11:5090.

699. Sar P., Dutta A., Bose H., Mandal S., Kazy S.K. Deep Biosphere: Microbiome of the deep
terrestrial subsurface. In: Microbial diversity in ecosystem sustainability and biotechnological
applications / Eds Satyanarayana T., Johri B., Das S. — Springer, Singapore, 2019.

700. Schink B. Fermentation of acetylene by an obligate anaerobe, Pelobacter acetylenicus sp.
nov. // Arch. Microbiol. — 1985. — V. 142, — P. 295-301.

701. Schippers A. Deep Biosphere. In: Encyclopedia of marine geosciences. Encyclopedia of
Earth Sciences Series / Eds. Harff J., Meschede M., Petersen S., Thiede J. — Springer, Dordrecht,
2016.

702. Schirmer A., Rude M.A., Li X., Popova E., del Cardayre S.B. Microbial biosynthesis of
alkanes // Science. — 2010. — V. 329. — P. 559-562.

703. Schloss P.D., Gevers D., Westcott S.L. Reducing the effects of PCR amplification and
sequencing artifacts on 16S rRNA-based studies // PloS ONE. — 2011. — V. 6:e27310.

704. Schloss P.D., Westcott S.L., Ryabin T., Hall J.R., Hartmann M., Hollister E.B. Introducing
Mothur: open-source, platform-independent, community-supported software for describing and
comparing microbial communities // Appl. Environ. Microbiol. — 2009. — V. 75. — P. 7537-7541.

705. Schmid G., Auerbach H., Pierik A.J., Schiinemann V., Boll M. ATP-dependent electron
activation module of benzoyl-coenzyme A reductase from the hyperthermophilic archaeon
Ferroglobus placidus // Biochemistry. — 2016. — V. 55. — P. 5578-5586.

706. Scholz C.A., Hutchinson D.R. Stratigraphic and structural evolution of the Selenga Delta
accommodation zone, Lake Baikal Rift, Siberia // Int. J. Earth. Sci. —2000. — V. 89. — P. 212-228.

707. Schrenk M., Huber J., Edwards K. Microbial provinces in the seafloor // Ann. Rev. Mar. Sci.
—2010. - V. 2. - P. 279-304.

708. Schuhle K., Fuchs G. Phenylphosphate carboxylase: a new C-C lyase involved in anaerobic
phenol metabolism in Thauera aromatic // J. Bacteriol. — 2004. — V. 186. — V. 4556-4567.

709. Schulz H.D. Quantification of early diagenesis: dissolved constituents in marine pore water.
In: Marine Geochemistry / Eds. Schulz H.D., Zabel M. — Berlin, Heidelberg: Springer, 2000. — P. 85—
128.

710. Schut G.J., Bridger S.L., Adams M.W. Insights into the metabolism of elemental sulfur by
the hyperthermophilic archaeon Pyrococcus furiosus: characterization of a coenzyme A-dependent
NAD(P)H sulfur oxidoreductase //J. Bacteriol. — 2007. — V. 189. — P.4431-4441.

711. Scoma A., Yakimov M.M., Boon N. Challenging oil bioremediation at deep-sea hydrostatic
pressure // Front. Microbiol. — 2016. — V.7:1203.

712. Seemann T. Prokka: rapid prokaryotic genome annotation // Bioinformatics. — 2014. — V.
30. — P. 2068-2069.

713. Sei K., Mori K., Kohno T., Maki H. Development and application of PCR primers for
monitoring alkane-degrading bacteria in seawater microcosm during crude oil degradation process //
J. Chem. Engineer. Japan. — 2003. — V. 36. — P. 1185-1193.

714. Seitz K.W., Dombrowski N., Eme L., Spang A., Lombard J., Sieber J.R. et al. Asgard
archaea capable of anaerobic hydrocarbon cycling // Nat. Commun. —2019. — V. 10:1822.

274



715. Seitz K.W., Lazar C.S., Hinrichs K.-U., Teske A.P., Baker B.J. Genomic reconstruction of
a novel, deeply branched sediment archaeal phylum with pathways for acetogenesis and sulfur
reduction // ISME J. — 2016. — V. 10. — P. 1696-1705.

716. Selesi D., Jehmlich N., von Bergen M., Schmid, F., Rattei T., Tischler P., Lueders T.,
Meckenstock R.U. Combined genomic and proteomic approaches identify gene clusters involved in
anaerobic 2-methylnaphthalene degradation in the sulfate-reducing enrichment culture N47 // J.
Bacteriol. — 2009. — V. 192. — P. 295-306.

717. Selesi D., Meckenstock R.U. Anaerobic degradation of the aromatic hydrocarbon biphenyl
by a sulfate-reducing enrichment culture // FEMS Microbiol. Ecol. — 2009. — V. 68. — P. 86-93.

718. Senftle J.T., Landis C.R. Vitrinite reflectance as a tool to assess thermal maturity. In: Source
migration processes and evaluation techniques, AAPG treatise of petroleum geology / Merrill R.K. —
AAPG, Tulsa, OK, 1991. — P. 119-126.

719. Senftle J.T., Landis C.R. Vitrinite reflectance as a tool to assess thermal maturity. In: Source
migration processes and evaluation techniques, AAPG treatise of petroleum geology / Eds. Merrill
R.K. — AAPG, Tulsa, OK, 1991. — P. 119-126.

720. Serebryakova E.V., Darmov I.V., Medvedev N.P., Alekseev S.M., Rybak S.I. Evaluation of
the hydrophobicity of bacterial cells by measuring their adherence to chloroform drops //
Microbiology. — 2002. — V. 71. — P. 202-204.

721. Seter M., Thomson M.J., Stoimenovski J., MacFarlane D.R., Forsyth M. Dual active ionic
liquids and organic salts for inhibition of microbially influenced corrosion // Chem. Commun. —
2012. — V. 48. — P. 5983-5985.

722. Shahi A., Ince B., Aydin S., Ince O. Assessment of the horizontal transfer of functional genes
as a suitable approach for evaluation of the bioremediation potential of petroleum-contaminated sites:
a mini-review // Appl. Microbiol. Biotechnol. — 2017. — V. 101 — P. 4341-4348.

723. Shelobolina E., Xu H., Konishi H., Kukkadapu R., Wu T., Bléthe M., Roden E. Microbial
lithotrophic oxidation of structural Fe (I1) in biotite // Appl. Environ. Microbiol. —2012. — V. 78. — P.
5746-5752.

724. Sheppard M.J., Kunjapur A.M., Prather K.L. Modular and selective biosynthesis of gasoline-
range alkanes // Metab. Eng. — 2016. — V .33. — P.28-40.

725. Shishlyannikov S.M., ZakharovaY.R., Volokitina N.A., Mikhailov 1.S., Petrova D.P.,
Likhoshway Y.V. A procedure for establishing an axenic culture of the diatom Synedra acus subsp.
radians (Kiitz.) Skabibitsch. from Lake Baikal // Limnol. Oceanogr. Methods. — 2011. — V. 9. — P,
478-484.

726. Sieber C.M.K., Probst A.J., Sharrar A., Thomas B.C., Hess M., Tringe S.G., Banfield J.F.
Recovery of genomes from metagenomes via a dereplication, aggregation and scoring strategy // Nat.
Microbiol. —2018. - V. 3. —P. 836-843.

727. Sierra-Garcia I.N., Belgini D.R.B., Torres-Ballesteros A., Paez-Espino D., Capilla R.,
Santos Neto E.V., Gray N., de Oliveira V.M. In depth metagenomic analysis in contrasting oil wells
reveals syntrophic bacterial and archaeal associations for oil biodegradation in petroleum reservoirs
Il Sci. Total Environ. — 2020. — V. 715:136646.

728. Sim M.S., Wang D.T., Zane G.M., Wall J.D., Bosak T., Ono S. Fractionation of sulfur
isotopes by Desulfovibrio vulgaris mutants lacking hydrogenases or type I tetraheme cytochrome Cs
// Front. Microbiol. — 2013. - V. 4:171.

729. Simoneit B.R.T. Organic matter alteration and petroleum generation: Hydrotermal aspect //
Ceochimiya. — 1986. — V.11. — P. 236-254.

275



730. Simoneit B.R.T., Aboul-Kassim T.A.T., Tiercelin J.J. Hydrothermal petroleum from
lacustrine sedimentary organic matter in the East African Rift // Appl. Geochem. — 2000. — V. 15. —
P. 355-368.

731. Slesarev A.l.,, Mezhevaya K.V., Makarova K.S., Polushin N.N., Shcherbinina O.V.,
Shakhova V.V. et al. The complete genome of hyperthermophile Methanopyrus kandleri AV19 and
monophyly of archaeal methanogens // PNAS. — 2002. — V. 99. — P. 4644-4649.

732. Slobodkin A., Wiegel J. Fe(lll) as an electron acceptor for Hz oxidation in thermophilic
anaerobic enrichment cultures from geothermal areas // Extremophiles. — 1997. — V. 1. — P. 106-1009.

733. Slobodkin A.l., Reysenbach A.-L., Slobodkina G.B., Kolganova T.V., Kostrikina N.A.,
Bonch-Osmolovskaya E.A. Dissulfuribacter thermophilus gen. nov., sp. nov., a thermophilic,
autotrophic, sulfur-disproportionating, deeply branching deltaproteobacterium from a deep-sea
hydrothermal vent // Int. J. Syst. Evol. Microbiol. — 2013. — V. 62. — P. 1976-1971.

734. Slobodkina G.B., Kolganova T.V., Chernyh N.A., Querellou J., Bonch-Osmolovskaya E.A.,
Slobodkin A.l. Deferribacter autotrophicus sp. nov., an iron(l11)-reducing bacterium from a deep-sea
hydrothermal vent // Int. J. Syst. Evol. Microbiol. — 2009. — V. 59. — P. 1508-1512.

735. Slobodkina G.B., Kolganova T.V., Querellou J., Bonch-Osmolovskaya E.A., Slobodkin A.l.
Geoglobus acetivorans sp. nov., an iron(l11)-reducing archaeon from a deep-sea hydrothermal vent //
Int. J. Syst. Evol. Microbiol. — 2009. — V. 59. — P. 2880-2883.

736. Slobodkina G.B., Mardanov A.V., Ravin N.V., Frolova A.A., Chernyh N.A. Bonch-
Osmolovskaya E.A., Slobodkin A.l. Respiratory ammonification of nitrate coupled to anaerobic
oxidation of elemental sulfur in deep-sea autotrophic thermophilic bacteria // Front. Microbiol. —
2017. - V. 8:87.

737. Slobodkina G.B., Reysenbach A.L., Panteleeva A.N., Kostrikina N.A., Wagner 1.D., Bonch-
Osmolovskaya E.A., Slobodkin A.l. Deferrisoma camini gen. nov., sp. nov., a moderately
thermophilic, dissimilatory iron(l11)-reducing bacterium from a deep-sea hydrothermal vent that
forms a distinct phylogenetic branch in the Deltaproteobacteria // Int. J. Syst. Evol. Microbiol. —
2012. - V. 62. — P. 2463-2468.

738. So C.M., Phelps C.D., Young L.Y. Anaerobic transformation of alkanes to fatty acids by a
sulfate-reducing bacterium, strain Hxd3 // Appl. Environ. Microbiol. — 2003. — V. 69. — P. 3892—
3900.

739. Sogin M.L., Morrison H.G., Huber J.A., Mark Welch D., Huse S.M., Neal P.R., Arrieta J.M.,
Herndl G.J. Microbial diversity in the deep sea and the underexplored "rare biosphere™ // Proc. Natl.
Acad. Sci. USA. —2006. — V. 103. — P. 12115-12120.

740. Sohlberg E., Bomberg M., Miettinen H., Nyyssonen M., Salavirta H., Vikman M. et al.
Evealing the unexplored fungal communities in deep groundwater of crystalline bedrock fracture
zones in Olkiluoto, Finland // Front. Microbiol. — 2015. — V. 6:573.

741. Song Y., Jiang C.Y., Liang Z.L., Wang B.J., Jiang Y., Yin Y., Zhu H.Z., Qin Y.L., Cheng
R.X., Liu Z.P. et al. Casimicrobium huifangae gen. nov., sp. nov., a ubiquitous "Most-Wanted" core
bacterial taxon from municipal wastewater treatment plants // Appl. Environ. Microbiol. — 2020. — P.
86:0.

742. Spanevello M.D., Patel B.K.C. Thermaerobacter. In: Whitman WB (ed) Bergey’s manual
of systematics of archaea and bacteria. Chichester, John Wiley; Sons Ltd, 2015. — P. 1-6.

743. Spanevello M.D., Yamamoto H., Patel B.K.C. Thermaerobacter subterraneus sp. nov., a
novel aerobic bacterium from the Great Artesian Basin of Australia, and emendation of the genus
Thermaerobacter // Int. J. Syst. Evol. Microbiol. — 2002. — V. 52. — P. 795-800.

276



744. Spring S., Rosenzweig F. The genera Desulfitobacterium and Desulfosporosinus: Taxonomy
/I The Prokaryotes / Eds. Dworkin M., Falkow S., Rosenberg E., Schleifer K.H., Stackebrandt E.
N.Y.: Springer, 2006. P. 771-786.

745. Stevens T.0., McKinley J.P. Lithoautotrophic microbial ecosystems in deep basalt aquifers
I/ Science. — 1995. — V. 270. — P. 450-455.

746. Stoimenovski J., Dean P.M., Izgorodina E.l., MacFarlane D.R. Protic pharmaceutical ionic
liquids and solids: Aspects of protonics // Faraday Discuss. — 2012. — V. 154, — P. 335-352.

747. Stoimenovski J., MacFarlane D.R. Enhanced membrane transport of pharmaceutically active
protic ionic liquids // Chem. Commun. — 2011. — V. 47. — P. 11429-11431.

748. Stolper D.A., Lawson M., Davis C.L., Ferreira A.A., Neto E.S., Ellis G.S. et al. Formation
temperatures of thermogenic and biogenic methane // Science. — 2014. — V. 344. — P. 1500-1503.

749. Story S.P., Kline E.L., Hughes T.A., Riley M.B., Hayasaka S.S. Degradation of aromatic
hydrocarbons by Sphingomonas paucimobilis strain EPA505 // Arch. Environ. Con. Tox. — 2004. —
V. 47.—P. 168-176.

750. Stothard P., Wishart D.S. Circular genome visualization and exploration using CGView //
Bioinformatics. — 2005. — V. 21. — P. 537-539.

751. Strijkstra A., Trautwein K., Jarling R., Wohlbrand L., Dorries M., Reinhardt R., Anaerobic
activation of p-cymene in denitrifying betaproteobacteria: methyl group hydroxylation versus
addition to fumarate // Appl. Environ. Microbiol. — 2014. — V. 80. — P. 7592—7603.

752. Studier M.H., Hayatsu R., Anders E. Origin of organic matter in early solar system — 1.
Hydrocarbons // Geochim. Cosmochim. Acta. — 1968. — V. 32. — P.175-190.

753. Sunagawa S., Coelho L.P., Chaffron S., Kultima J.R., Labadie K., Salazar G. Structure and
function of the global ocean microbiome // Science. — 2015. — V. 348:6237.

754. Szaleniec M., Hagel C., Menke M., Nowak P., Witko M., Heider J. Kinetics and mechanism
of oxygen-independent hydrocarbon hydroxylation by ethylbenzene dehydrogenase // Biochemistry.
—2007.—-V. 46.—P. 7637-7646.

755. Takai K., Inoue A., Horikoshi K. Thermaerobacter marianensis gen. nov., sp. nov., an
aerobic extremely thermophilic marine bacterium from the 11000 m deep Mariana Trench // Int. J.
Syst. Bacteriol. — 1999. — V. 49. — P. 619-628.

756. Takai K., Moyer C.L., Miyazaki M., Nogi Y., Hirayama H., Nealson K.H., Horikoshi K.
Marinobacter alkaliphilus sp. nov., a novel alkaliphilic bacterium isolated from subseafloor alkaline
serpentine mud from Ocean Drilling Program Site 1200 at South Chamorro Seamount, Mariana
Forearc // Extremophiles. —2004. — V. 9, Ne 1. — P. 17-27.

757. Takai K., Nakamura K., Toki T., Tsunogai U., Miyazaki M., Miyazaki J. et al. Cell
proliferation at 122°C and isotopically heavy CH4 production by a hyperthermophilic methanogen
under high-pressure cultivation // Proc. Natl. Acad. Sci. USA. — 2008. — V. 105. — P. 10949-10954.

758. Takai K., Suzuki M., Nakagawa S., Miyazaki M., Suzuki Y., Inagaki F., Horikoshi K.
Sulfurimonas paralvinellae sp. nov., a novel mesophilic, hydrogen- and sulfur-oxidizing
chemolithoautotroph within the Epsilonproteobacteria isolated from a deep-sea hydrothermal vent
polychaete nest, reclassification of Thiomicrospira denitrificans as Sulfurimonas denitrificans comb.
nov. and emended description of the genus Sulfurimonas // Int. J. Syst. Evol. Microbiol. — 2006. — V.
56, Ne 8. — P. 1725-1733.

759. Tamura K., Stecher G., Peterson D., Filipski A., Kumar S. MEGAG6: Molecular Evolutionary
Genetics Analysis version 6.0. // Mol. Biol. Evol. — 2013. — V. 30. — P. 2725 — 2729.

277



760. Tan B., Nesbe C., Foght J. Re-analysis of omics data indicates Smithella may degrade
alkanes by addition to fumarate under methanogenic conditions // ISME J. — 2014. — V. 887. — P.
2353-2356.

761. Tan B.F., Semple K., Foght J. Anaerobic alkane biodegradation by cultures enriched from
oil sands tailings ponds involves multiple species capable of fumarate addition // FEMS Microbiol.
Ecol. — 2015. — V. 91:fiv042.

762. Tenbrink F., Schink B., Kroneck P.M.H. Exploring the active site of the tungsten, iron-sulfur
enzyme acetylene hydratase // J. Bacteriol. — 2011. — V. 193. — P. 1229-1236.

763. Teske A., Callaghan A.V., LaRowe D.E. Biosphere frontiers of subsurface life in the
sedimented hydrothermal system of Guaymas Basin // Front. Microbiol. — 2014. — V. 5:362.

764. Thauer R.K. Anaerobic oxidation of methane with sulfate: on the reversibility of the
reactions that are catalyzed by enzymes also involved in methanogenesis from CO: // Curr. Opin.
Microbiol. 2011. — V. 14, Ne 3. — P. 292-299.

765. Thauer R.K. Methyl (alkyl)-coenzyme M reductases: Nickel F-430-containing enzymes
involved in anaerobic methane formation and in anaerobic oxidation of methane or of short chain
alkanes // Biochemistry. — 2019. — V. 58. — P. 5198-5220.

766. Thauer R.K., Kaster A.K., Seedorf H., Buckel W., Hedderich R. Methanogenic archaea:
ecologically relevant differences in energy conservation // Nat. Rev. Microbiol. — 2008. — V. 6. — P.
579-5509.

767. Thiagarajan N., Xie H., Ponton C., Kitchen N., Peterson B., Lawson M. et al. Isotopic
evidence for quasi-equilibrium chemistry in thermally mature natural gases // Proc. Natl. Acad. Sci.
USA. —2020. - V. 117. — P. 3989-3995.

768. Thomé R., Gust A., Toci R., Mendel R., Bittner F., Magalon A., Walburger A. A
sulfurtransferase is essential for activity of formate dehydrogenases in Escherichia coli // J. Biol.
Chem. —2012. — V. 287. — P. 4671-4678.

769. Thompson K.F.M. Classification and thermal history of petroleum based on light
hydrocarbons // Geochim. Cosmochim. Acta. — 1983. — V. 47. — P. 303-316.

770. Tiedt O., Mergelsberg M., Boll K., Miiller M., Adrian L., Jehmlich N., von Bergen M., Boll
M. ATP-dependent C—F bond cleavage allows the complete degradation of 4-fluoroaromatics without
oxygen // mBio. — 2016. - V 7:10.1128/mbio.00990-16.

771. Timmers P.H.A., Widjaja-Greefkes H.C.A., Ramiro-Garcia J., Plugge C.M., Stams A.J.M.
Growth and activity of ANME clades with different sulfate and sulfide concentrations in the presence
of methane // Front. Microbiol. — 2015. — V. 6:988.

772. Tippelt A., Jahnke L., Poralla K. Squalene-hopene cyclase from Methylococcus capsulatus:
a bacterium producing hopanoids and steroids // Biochim. Biophys. Acta. — 1997. —-V.1391. — P. —
223-232.

773. Tissot B.P., Welte D.H. Petroleum formation and occurrence. — Springer-Verlag, Berlin,
1984.

774. Toffin L., Webster G., Weightman A.J., Fry J.C., Prieur D. Molecular monitoring of
culturable bacteria from deep-sea sediment of the Nankai Trough, Leg 190 Ocean Drilling Program
/I FEMS Microbiol. Ecol. —2004. — V. 48, Ne 3. — P. 357-367.

775. Top E.M., Springael D. The role of mobile genetic elements in bacterial adaptation to
xenobiotic organic compounds //Current Opinion Biotechnol. — 2003. — V. 14. — P. 262-2609.

776. Topcuoglu B.D., Stewart L.C., Morrison H.G., Butterfield D.A., Huber J.A., Holden J.F.
Hydrogen limitation and syntrophic growth among natural assemblages of thermophilic methanogens
at deep-sea hydrothermal vents // Front. Microbiol. — 2016. — V. 7:1240.

278



777. Toren A., Navon-Venezia S., Ron E.Z., Rozenberg E. Emulsifying activities of purified
alasan proteins from Acinetobacter radioresistens KAS3. // Appl. Environ. Microbiol. — 2001. — V.
67, Ne 3. — P. 1102-1106.

778. Torres M.E., Cox T., Hong W.-L., McManus J., Sample J.C., Destrigneville C., Gan H.M.,
Gan H.Y., Moreau J.W. Crustal fluid and ash alteration impacts on the biosphere of Shikoku Basin
sediments, Nankai Trough, Japan // Geobiology. — 2015. — V. 13. — P. 562-580.

779. Tran P.Q., Bachand S.C., Mcintyre P.B., Kraemer B.M., Vadeboncoeur Y., Kimirei |.A. et
al. Depth-discrete metagenomics reveals the roles of microbes in biogeochemical cycling in the
tropical freshwater Lake Tanganyika // ISME J. — 2021. — V. 15. — P. 1971-1986.

780. Trembath-Reichert E., Morono Y., ljiri A., Hoshino T., Dawson K.S., Inagaki F., Orphan
V.J. Methyl-compound use and slow growth characterize microbial life in 2-km-deep subseafloor
coal and shale beds // Proc. Natl. Acad. Sci. U.S.A. —2017. — V. 114. — P. E9206-E9215.

781. Tsang M.-Y., Bowden S.A., Wang Z., Mohammed A., Tonai S., Muirhead D. et al. Hot
fluids, burial metamorphism and thermal histories in the underthrust sediments at IODP 370 Site
C0023, Nankai Accretionary Complex // Mar. Pet. Geol. — 2020. — V. 112. — P. 104080.

782. Ueno Y., Yamada K., Yoshida N., Maruyama S., Isozaki Y. Evidence from fluid inclusions
for microbial methanogenesis in the early Archaean era // Nature. — 2006. — V. 440. — P. 516-519.

783. Ulrich A.C., Beller H.R., Edwards E.A. Metabolites detected during biodegradation of
13C6-benzene in nitrate-reducing and methanogenic enrichment cultures // Environ. Sci. Technol. —
2005. — V. 39. — P. 6681-6691.

784. Umezawa K., Kojima H., Kato Y., Fukui M. Dissulfurispira thermophila gen. nov., sp. nov.,
a thermophilic chemolithoautotroph growing by sulfur disproportionation, and proposal of novel taxa
in the phylum Nitrospirota to reclassify the genus Thermodesulfovibrio // Syst. Appl. Microbiol. —
2021. -V. 44:126184.

785. Uzun M., Koziaeva V., Dziuba M., Alekseeva L., Krutkina M., Sukhacheva M., Baslerov
R., Grouzdev D. Recovery and genome reconstruction of novel magnetotactic Elusimicrobiota from
bog soil // ISME J. —2023. - V. 17. — P. 204-214.

786. Valentine D.L. Emerging topics in marine methane biogeochemistry // Ann. Rev. Mar. Sci.
—2011.-V.3.-P. 147-171.

787. van Aarssen B., Alexander R., Kagi R. Higher plant biomarkers reflect palaeovegetation
changes during Jurassic times // Geochimica et Cosmochimica Acta. — 2000. — V. 64. — P. 1417-
1424,

788. van Beilen J.B., Panke S., Lucchini S., Franchini A.G., Rothlisberger M., Witholt B.
Analysis of Pseudomonas putida alkane degradation gene clusters and flanking insertion sequences:
evolution and regulation of the alk-genes // Microbiology. — 2001. — V. 147. — P. 1621-1630.

789. van Rensbergen P., De Batist M., Klerkx J., Hus R., Poort J., Vanneste M., Granin N.,
Khlystov O., Krinitsky P. Sublacustrine mud volcanoes and methane seeps caused by dissociation of
gas hydrates in Lake Baikal // Geology. — 2002. — V. 30. — P. 631-634.

790. Van Verseveld H.W., Stouthamer A.H. The genus Paracoccus / Eds Balows A., Triiper
H.G., Dworkin M., Harder W., Schleifer K.-H. — NY: Springer-Verlag New York, 1991. — P. 2321
2334.

791. Vanneste M., Poort J., De Batist M., Klerkx J. Atypical heat-flow near gas hydrate
irregularities and cold seeps in the Baikal Rift Zone // Mar. Petrol. Geol. — 2002. — V. 19. — P. 1257—
1274.

279



792. Vanwonterghem I., Evans P.N., Parks D.H., Jensen P.D., Woodcroft B.J., Hugenholtz P.,
Tyson G.W. Methylotrophic methanogenesis discovered in the archaeal phylum Verstraetearchaeota
// Nat. Microbiol. — 2016. - V. 1:16170

793. Varghese N.J., Mukherjee S., Ivanova N., Konstantinidis K.T., Mavrommatis K., Kyrpides
N.C., Pati A. Microbial species delineation using whole genome sequences // Nucleic Acids Res. —
2015. - V. 43. - P. 6761-6771.

794. Varjani S.J., Upasani V.N. Critical review on biosurfactant analysis, purification and
characterization using rhamnolipid as a model biosurfactant // Biores. Tecnol. —2017. — V. 232. —P.
389-397.

795. Vera M., Schippers A., Sand W. Progress in bioleaching: fundamentals and mechanisms of
bacterial metal sulfide oxidation // Appl Microbiol Biotechnol. — 2013. — V. 97. — P. 7529-7541.

796. Vigneron A., Alsop E.B., Cruaud P., Philibert G., King B., Baksmaty L. et al. Comparative
metagenomics of hydrocarbon and methane seeps of the Gulf of Mexico // Sci. Rep. — 2017. — V.
7:16015.

797. Vigneron A., Vincent W.F., Lovejoy C. Discovery of a novel bacterial class with the
capacity to drive sulfur cycling and microbiome structure in a paleo-ocean analog // ISME Commun.
—2023.-V. 18:82.

798. Vogel T.M., Oremland R.S., Kvenvolden K.A. Low-temperature formation of hydrocarbon
gases in San Francisco Bay sediments (California, USA) // Chem. Geol. — 1982. — V. 37. — P. 289—
298.

799. Vogt C., Richnow H.H. Bioremediation via in situ microbial degradation of organic
pollutants // Adv. Biochem. Eng. Biotechnol. — 2014. — V. 142. — P. 123-146.

800. Volkman J.K. A review of sterol markers for marine and terrigenous organic matter // Org.
Geochem. —1986. — V. 9. — P. 83-99.

801. Volkman J.K., Banks M.R., Denwer K., Aquino Neto F.R. Biomarkers composition and
deposition setting of Tasmanite oil shale from northern Meeting on Organic Geochemistry // Organic
Geochemistry. —1989. — V.9. — P.198.

802. Vologina E.G., Sturm M., Vorobyova S.S., Granina L.Z. New results of high resolution
studies of surface sediments of Lake Baikal // Terra Nostra. — 2000. — Ne 9. — C. 115-131.

803. Volpi M., Lomstein B. A., Sichert A., Roy H., Jorgensen B.B., Kjeldsen K.U. Identity,
abundance, and reactivation kinetics of thermophilic fermentative endospores in cold varine sediment
and seawater //Front. Microbiol. — 2017. — V. 8:131.

804. Walsh E.A., Kirkpatrick J.B., Rutherford S.D., Smith D.C., Sogin M., D'Hondt S. Bacterial
diversity and community composition from seasurface to subseafloor // ISME J. — 2016. — V. 10. -
P. 979-989.

805. Walzer G., Rozenberg E., Ron E.Z. The Acinetobacter outer membrane protein A (OmpA)
is a secreted emulsifier // Environ. Microbiol. — 2006. — V. 8. — P. 1026 1032.

806. Wang B., Kuang S., Shao H., Wang L., Wang H. Anaerobic-petroleum degrading bacteria:
Diversity and biotechnological applications for improving coastal soil // Ecotoxicol. Environ. Saf.
2021. — V. 224: 112646.

807. WangJ., Guo X., LiH., Qi H., QianJ., Yan S., Shi J., Niu W. Hydrogen sulfde from cysteine
desulfurase, not 3-mercaptopyruvate sulfurtransferase, contributes to sustaining cell growth and
bioenergetics in E. coli under anaerobic conditions // Front. Microbiol. — 2019. — V. 10:2357.

808. Wang L., Li X., Lai Q., Shao Z. Kiloniella litopenaei sp. nov., isolated from the gut
microflora of Pacific white shrimp, Litopenaeus vannamei // Antonie Van Leeuwenhoek. — 2015. —
V. 108, Ne 25. — P.1293-1299.

280



809. Wang T.G. Biomarkers in bitumen sandstone of Longtangou — a study of Proterozoic
reservoir bitumen. Approach to Biomarker Geochemistry (in Chinese). Wuhan: China Univ Geosci
Press, 1990. — 146-154.

810. Wang V.C.C., Maji S., Chen P.P.Y., Lee H.K., Yu S.S.F., Chan S.I. Alkane oxidation:
methane monooxygenases, related enzymes, and their biomimetics // Chem. Rev. — 2017. — V. 117.
—P. 8574-8621.

811. Wang Y., Wegener G., Hou J., Wang F., Xiao X. Expanding anaerobic alkane metabolism
in the domain of Archaea // Nat. Microbiol. — 2019. — V. 4. — P. 595-602.

812. Wang Y., Wegener G., Ruff S.E., Wang F. Methyl/alkyl-coenzyme M reductase-based
anaerobic alkane oxidation in archaea // Environ. Microbiol. — 2021. — V. 23. — P. 530-541.

813. Wang Z., You R., Han H., Liu W., Sun F., Zhu S. Effective binning of metagenomic contigs
using contrastive multi-view representation learning // Nat. Commun. — 2024. — V. 15:1.

814. Ward L.M., McGlynn S.E., Fischer W.W. Draft genome sequences of two basal members
of the Anaerolineae class of Chloroflexi from a sulfidic hot spring // Genome Announc. — 2018. — V.
6:25.

815. Webster G., Blazejak A., Cragg B.A., Schippers A., Sass H., Rinna J. Subsurface
microbiology and biogeochemistry of a deep, cold-water carbonate mound from the Porcupine
Seabight (IODP Expedition 307) // Environ. Microbiol. —2009. — V. 11, Ne 1. — P, 239-257.

816. Webster G., Parkes R.J., Cragg B.A., Newberry C.J., Weightman A.J., Fry J.C. Prokaryotic
community composition and biogeochemical processes in deep subseafloor sediments from the Peru
Margin // FEMS Microbiol. Ecol. — 2006. — V. 58. — P. 65-85.

817. Wehrmann L.M., Riedinger N. The sedimentary deep subseafloor biosphere. In:
Encyclopedia of Ocean Sciences / Eds. Cochran J.K., Bokuniewicz H.J., Yager P.L. Academic Press,
2016. — P. 258-274.

818. Weiss R.F., Carmack E.C., Koropalov V.M. Deep-water renewal and biological production
in Lake Baikal // Nature. —1991. — V. 349. — P. 665-6609.

819. Wellsbury P., Goodman K., Barth T., Cragg B.A., Barnes S.P., Parkes R.J. Deep marine
biosphere fuelled by increasing organic matter availability during burial and heating // Nature. — 1997.
—V. 388. - P. 573-576.

820. Welte C.U., Rasigraf O., Vaksmaa A., Versantvoort W., Arshad A., Op den Camp H.J.,
Jetten M.S., Liike C., Reimann J. Nitrate- and nitrite-dependent anaerobic oxidation of methane //
Environ. Microbiol Rep. — 2016. — V. 8. — P. 941-955.

821. Wen Z., Ruiyong W., Radke M., Qingyu W., Guoying S., Zhili L. Retene in pyrolysates of
algal and bacterial organic matter // Org. Geochem. —2000. — V. 31. — P. 757-762.

822. Westall F., Hickman-Lewis K., Hinman N., Gautret P., Campbell K.A., Bréhéret J.G. A
hydrothermal-sedimentary context for the origin of life // Astrobiology. — 2018. — V. 18. — P. 259-
293.

823. Whelan J., Oremland R., Tarafa M., Smith R., Howarth R., Lee C. Evidence for sulfate-
reducing and methane-producing microorganisms in sediments from sites 618, 619, and 622. In:
Initial reports of the deep sea drilling project, 96. Washington, US Govt Printing Office. — 1986. — V.
98. - P. 767-775.

824. Whelan J.K., Blanchette M.A., Hunt J.M. Volatile C1-C7 organic compounds in an anoxic
sediment core from the Pettaquammscutt River (Rhode Island, USA) // Org. Geochim. — 1983. — V.
5.—P.29-33.

825. Whiticar M.J. Carbon and hydrogen isotope systematics of bacterial formation and oxidation
of methane // Chem. Geol. — 1999. — V. 161. — P. 291-314.

281



826. Whitman W.B., Coleman D.C., Wiebe W.J. Prokaryotes: the unseen majority // Proc. Natl.
Acad. Sci. USA. —1998. — V. 95. — P. 6578-6583.

827. Widdel F., Back F. The Prokaryotes. Ecophysiology and Biogeochemistry. — US: Springer,
1992.

828. Widdel F., Pfennig N. Studies on dissimilatory sulfate-reducing bacteria that decompose
fatty acids Il. Incomplete oxidation of propionate by Desulfobulbus propionicus gen. nov., sp. nov //
Arch. Microbiol. —1982. — V. 131. — P. 360-365.

829. Wilhelms A., Larter S.R., Head I., Farrimond P., di-Primio R., Zwach C. Biodegradation of
oil in uplifted basins prevented by deep-burial sterilization // Nature. — 2001. — V. 411. — P. 1034-
1037.

830. Willumsen P.A., Karlson U. Screening of bacteria, isolated from PAH-contaminated soils,
for production of biosurfactants and bioemulsifiers // Biodegradation. — 1989. — V. 7. — P. 415-423.

831. Wischgoll S., Heintz D., Peters F., Erxleben A., Sarnighausen E., Reski R., Dorsselaer A.,
Boll M. Gene clusters involved in anaerobic benzoate degradation of Geobacter metallireducens //
Mol. Microbiol. — 2006. — V. 58. — P. 1238-1252.

832. Wohlbrand L., Wilkes H., Halder T., Rabus R. Anaerobic degradation of p-ethylphenol by
“Aromatoleum aromaticum” strain EbN1: pathway, regulation, and involved proteins // J. Bacteriol.
—2008. — V. 190. — P. 5699-5709.

833. Wolfe J.M., Fournier G.P. Horizontal gene transfer constrains the timing of methanogen
evolution // Nat. Ecol. Evol. — 2018. — V. 2. — P. 897-903.

834. Wormer L., Hoshino T., Bowles M.W., Viehweger B., Adhikari R.R., Xiao N. et al.
Microbial dormancy in the marine subsurface: Global endospore abundance and response to burial //
Sci. Adv. — 2019. — V. 5:eaav1024.

835. Wrighton K.C., Agbo P., Warnecke F., Weber K.A., Brodie E.L., DeSantis T.Z., Hugenholtz
P., Andersen G.L., Coates J.D. A novel ecological role of the Firmicutes identified in thermophilic
microbial fuel cells // ISME J. — 2008. — V. 2. — P. 1146-1156.

836. Wu Y., Tan L., Liu W., Wang B., Wang J., Cai Y. et al. Profiling bacterial diversity in a
limestone cave of the western Loess Plateau of China // Front. Microbiol. — 2015. — V. 6:244.

837. Wu Y.W., Simmons B.A., Singer S.W. MaxBin 2.0: An automated binning algorithm to
recover genomes from multiple metagenomic datasets // Bioinformatics. — 2016. — V. 32. — P. 605—
607.

838. Wunderlin T., Junier T., Paul C., Jeanneret N., Junier P. Physical isolation of endospores
from environmental samples by targeted lysis of vegetative cells // J. Vis. Exp. — 2016. — V.
21:e53411.

839. Xie S., Lazar C., Lin Y.-S., Teske A., Hinrichs K.-U. Ethane- and propane-producing
potential and molecular characterization of an ethanogenic enrichment in an anoxic estuarine
sediment // Org. Geochem. — 2013. — V. 59. — P. 37-48.

840. Xu S., Cai C., Guo J.,, Lu W,, Yuan Z., Hu S. Different clusters of Candidatus
‘Methanoperedens nitroreducens’-like archaea as revealed by high-throughput sequencing with new
primers // Sci. Rep. — 2018. — V. 8:7695.

841. Yanagawa K., Kouduka M., Nakamura Y., Hachikubo A., Tomaru H., Suzuki Y. Distinct
microbial communities thriving in gas hydrate-associated sediments from the eastern Japan Sea // J.
Asian Earth Sci. — 2014. — V. 90. — P. 243-249.

842. Yoon S.H., Ha S.M., Kwon S., Lim J., Kim Y., Seo H., Chun J. Introducing EzBioCloud: a
taxonomically united database of 16S rRNA and whole genome assemblies // Int. J. Syst. Evol.
Microbiol. — 2017. — V. 67. — P. 1613-1617.

282



843. Yu T., Wu W., Liang W., Lever M.A., Hinrichs K.-U., Wang F. Growth of sedimentary
Bathyarchaeota on lignin as an energy source // Proc. Natl. Acad. Sci. USA. — 2018. — V. 115. — P.
6022-6027.

844. Yu Y., Lee C., Kim J., Hwang S. Group-specific primer and probe sets to detect
methanogenic communities using quantitative real-time polymerase chain reaction // Biotechnol.
Bioeng. — 2005. — V. 89. — P. 670-679.

845. Yu Z., Wu C., Yang G.Q., Zhou S.G. Planifilum caeni sp. nov., a novel member of
Thermoactinomycete isolated from sludge compost // Curr. Microbiol. — 2015. — V. 70. — P. 135-140.

846. Zakharova Y.R., Petrova D.P., Galachyants Y.P., Bashenkhaeva M.Y., Kurilkina M.I.,
Likhoshway Y.V. Bacterial and archaeal community structure in the surface diatom sediments of
deep freshwater Lake Baikal (Eastern Siberia) // Geomicrobiol. J. — 2018. — V. 35. — P. 635-647.

847. Zarate-del Valle P.F., Rushdi A.l., Simoneit B.R.T. Hydrothermal petroleum of Lake
Chapala, Citala Rift, western Mexico: Bitumen compositions from source sediments and application
of hydrous pyrolysis // Appl. Geochem. — 2006. — V. 21. — P. 701-712.

848. Zaremba-Niedzwiedzka K., Caceres E.F., Saw J.H., Backstrom D., Juzokaite L., Vancaester
E. et al. Asgard archaea illuminate the origin of eukaryotic cellular complexity // Nature. — 2017. —
V.541. - P. 353-358.

849. Zemskaya T.l., Bukin S.V., Chernitsyna S.M., Lomakina A.V., Pavlova O.N. Microbial
communities in the sediments if rift Lake Baikal and their role in diagenesis processes. In: Urban
Watershed Microbiology - Biodiversity Composition, Ecological Function, and Technological
Advances, edited by S.M. Tiquia-Arashiro, G. Medema, E. Ubomba-Jaswa, H. Urakawa, V. Ella, N.
Libardi. — 2025.

850. Zemskaya T.I., Cabello-Yeves P.J., Pavlova O.N., Rodriguez-Valera F. Microorganisms of
Lake Baikal — the deepest and most ancient lake on Earth // Appl. Microbiol. Biotechnol. — 2020. —
V. 104. — P. 6079-6090.

851. Zemskaya T.l., Lomakina A.V., Mamaeva E.V., Zakharenko A.S., Pogodaeva T.V., Petrova
D.P., Galachyants Yu.P. Bacterial communities in sediments of Lake Baikal from areas with oil and
gas discharge // Aquatic. Microb. Ecol. — 2015. — V. 76. — P. 95-109.

852. Zemskaya T.l., Pogodaeva T.V., Shubenkova O.V., Chernitsina S.M., Dagurova O.P.,
Buryukhaev S.P. Geochemical and microbiological characteristics of sediments near the Malenky
mud volcano (Lake Baikal, Russia), with evidence of Archaea intermediate between the marine
anaerobic methanotrophs ANME-2 and ANME-3 // Geo Mar. Lett. — 2010. — V. 30. — P. 411-425.

853. Zemskaya T.l., Sitnikova T.Y., Kiyashko S.I., Kalmychkov G.V., Pogodaeva T.V.,
Mekhanikova 1.V., Naumova T.V., Shubenkova O.V., Chernitsina S.M., Kotsar O.V., Chernyaev
E.S., Khlystov O.M. Faunal communities at sites of gas- and oil-bearing fluids in Lake Baikal // Geo-
Marine Letters. — 2012. — V. 32. — C. 437-451.

854. Zhang C., Meckenstock R.U., Weng S., Wei G., Hubert C.R.J., Wang J.H., Dong X. Marine
sediments harbor diverse archaea and bacteria with potential for anaerobic hydrocarbon degradation
via fumarate addition // FEMS Microbiol. Ecol. — 2021. — V. 97:fiab045.

855. Zhang J., Liu R., Xi S., Cai R., Zhang X., Sun C. A novel bacterial thiosulfate oxidation
pathway provides a new clue about the formation of zero-valent sulfur in deep sea // ISME J. — 2020.
- V.14, - P. 2261-2274.

856. Zhang J.W., Dong H.P., Hou L.J., Liu Y., Ou Y.-F., Zheng Y.-L. et al. Newly discovered
Asgard archaea Hermodarchaeota potentially degrade alkanes and aromatics via alkyl/benzyl-
succinate synthase and benzoyl-CoA pathway // ISME J. — 2021. — V. 15. — P. 1826-1843.

283



857. Zhang K., Hu Z., Zeng F.F., Yang X.Y., Wang J.J., Jing R., Zhang H.N., Li Y.T., Zhang Z.
Biodegradation of petroleum hydrocarbons and changes in microbial community structure in
sediment under nitrate-, ferric-, sulfate-reducing and methanogenic conditions // J. Environ. Manage.
—2019. - V. 249:109425.

858. Zhang L., Huang D., Liao Z. High concentration retene and methylretene in Silurian
carbonate of Michigan Basin // Chin. Sci. Bull. —1999. — V. 44. — P. 2083-2086.

859. Zhang T., Bain T.S., Nevin K.P., Barlett M.A., Lovley D.R. Anaerobic benzene oxidation
by Geobacter species // Appl. Environ. Microbiol. — 2012. — V. 78. — P. 8304-8310.

860. Zhang T., Tremblay P., Chaurasia A.K., Smith J.A., Bain T.S., Lovley D.R. Anaerobic
benzene oxidation via phenol in Geobacter metallireducens // Appl. Environ. Microbiol. — 2013. - V.
79. — P. 7800-7806.

861. Zhang X., Sullivan E.R., Young L.Y. Evidence for aromatic ring reduction in the
biodegradation pathway of carboxylated naphthalene by a sulfate-reducing consortium //
Biodegradation. — 2000. — V. 11. — P. 117-124.

862. Zhang X., Young L.Y. Carboxylation as an initial reaction in the anaerobic metabolism of
naphthalene and phenanthrene by sulfidogenic consortia // Appl. Environ. Microbiol. — 1997. — V.
63. — P. 4759-4764.

863. Zhang Y., Yao P., Sun C., Li S., Shi X., Zhang X., Liu J. Vertical diversity and association
pattern of total, abundant and rare microbial communities in deep-sea sediments // Molec. Ecol. —
2021. - V. 30. - P. 2800-2816.

864. Zhang Y., Yao P., Sun C,, Li S., Shi X., Zhang X.-H., Liu J. Vertical diversity and
association pattern of total, abundant and rare microbial communities in deep-sea sediments // Mol.
Ecol. —2021. - V. 30. — P. 2800-2816.

865. Zhou Z., Liu Y., Lloyd K.G., Pan J., Yang Y., Gu J.-D., Li M. Genomic and transcriptomic
insights into the ecology and metabolism of benthic archaeal cosmopolitan, Thermoprofundales
(MBG-D archaea) // ISME J. —2019. — V. 13. — P. 885-901.

866. Zhou Z., Pan J., Wang F., Gu J.-D., Li M. Bathyarchaeota: globally distributed metabolic
generalists in anoxic environments // FEMS Microbiology Reviews. —2018. — V. 42. — P. 639-655.

867. Zinger L., Amaral-Zettler L.A., Fuhrman J.A., Horner-Devine M.C., Huse S.M., Welch D.
et al. Global patterns of bacterial beta-diversity in seafloor and seawater ecosystems // PLoS One. —
2011. - V.- P. 1-11.

868. Zobell C.E. Studies on the bacterial flora of marine bottom sediments // J. Sediment Res. —
1938.-V.8.-P.10-18.

869. ZoBell C.E., Anderson D.Q. Vertical distribution of bacteria in marine sediments // AAPG
Bull. — 1936. — V. 20. — P. 258-269.

870. Zolitschka B., Anselmetti F., Ariztegui D., Corbella H., Francus P., Liicke A., Maidan, N.I.,
Ohlendorf C., Schibitz F., Wastegédrd S. Environment and climate of the last 51,000 years — new
insights from the Potrok Aike maar lake Sediment Archive Drilling prOject (PASADO) // Quat. Sci.
Rev.-2013.-V.71. - P. 1-12.

871. Zumberge J., Ferworn K., Brown S. Isotopic reversal (‘rollover’) in shale gases produced
from the mississippian barnett and fayetteville formations // Mar. Petrol. Geol. — 2012. — V. 31. — P.
43-52.

284



