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BBEJIEHUE

AKTYaJIbHOCTb MPOOJIEMBI

BecriBeTHbIe cepookucIstole bakTepun cemeiicta Beggiatoaceae, otHocsImecs K
tuny Pseudomonadota, kiiaccy Gammaproteobacteria, sBistoTCs OJHUMH U3 KPYITHEHIITUX
IPOKAPHOT. [TpencraBurenu ceMeiicTBa XapaKTePU3YIOTCS 3HAYUTEITHHBIM
MOP(}OITOTHIECKUM pa3HOOOpa3ueM — OT HHUTYATBIX TPUXOMHBIX (OPM J0 KpPYITHBIX
cepuueckux KIeTOK Thiomargarita namibiensis pa3smepom m0 750 MKM, KOTOpBIC
BBICTPAMBAIOTCSI BHYTPU CIU3UCTHIX YEXJIOB B TPSMbIC HUTH; OCOOCHHO KPYITHBIC pa3Mephl
xapakrepnsl i “Candidatus Thiomargarita magnifica”, minHa oTAeIbHOM KJISTKH KOTOPOWM
B CpeIHeM MpeBbiaeT 9 MM u Moxet gocturath 2 cM (Volland et al., 2022). Hekotopsie
HUTYATBIE TPEACTABUTENNM OOJNIAJAf0T CKONB3SIMIEH TOABIKHOCTBIO W 00pasyioT
OakTepuaabHbIe MaThl B CyJIb(uaHbIX OnoTomnax (Mullmann et al., 2003; Salman et al., 2011;
Hinck et al., 2011; Dubinina et al., 2017; Griunke et al., 2012; Gureeva et al., 2019).
[lpencraButenn  Beggiatoaceae  crmocoOHBI  OCYIISCTBISTH  JIMTOABTOTPOQHBIN,
MUKCOTPO(DHBIH 1 reTepoTpodHbIH THITE MeTabom3Ma (Salman et al., 2011; Dubinina et al.,
2017; Gureeva et al., 2019; Rudenko et al., 2020). Hanbonee xapakTepHOii 0COOCHHOCTBIO
CeMEHCTBa SIBISETCS CIIOCOOHOCTh K OKHCJICHHIO BOCCTAaHOBJICHHBIX COCJIMHEHUH CEphI,
KOTOPOE COTMPOBOKIAETCS HAKOIUICHMEM B WHBAarMHaTaX MUTOIUIA3MAaTHYECKOH MeMOpaHBbI
BHYTPHUKJICTOYHOM 3JIEMEHTHOM cephl B BUE cepHBIX Tio0yn (Strohl, Larkin, 1978; Nelson,
Castenholz, 1981; Larkin, Henk, 1996; Berg et al., 2014; Dubinina et al., 2017; Gureeva et
al., 2019).

Hecmotpst Ha Oosiee yeM TOJIYyTOpaBEKOBYIO HCTOpHIO W3yueHHs Beggiatoaceae,
cBeleHUsI O (U3MONOTMM M MeTaboiu3Me OONBIIMHCTBA MpeACTaBUTENIed ceMelcTBa
OCTAIOTCSl OTPAHUYCHHBIMU BCJICJICTBUE OTCYTCTBUS YHCTHIX KyJIbTyp. Ha ceroausimHuii 1eHb
YHCTBIC KYJBTYPBl TIONyYeHBl TOJBKO Ui Tpex BumoB — Beggiatoa alba,
Beggiatoa leptomitoformis u Thioflexithrix psekupsensis (Dubinina et al., 2017; Gureeva et
al., 2019; Schmidt et al., 1987). Tem He MeHee OTCYTCTBHE YMCTBIX KYJIbTYp B MCHBIICH
CTETICHU BIIMSET HA PAa3BUTHE TAKCOHOMUU Oaroapsi BHEAPESHUIO METOI0B METaT€HOMUKH U
(UIOTeHOMHOTO aHaau3a, CYIIECTBEHHO PACIHIMPUBIIUX TPEJICTABICHUS O Pa3HOOOpa3zuu
Beggiatoaceae. Cornacio GTDB (anri. Genome Taxonomy Database) (penus R09-RS220
ot 24 anpenst 2024 rona), cemeiictBo Beggiatoaceae prirouano yxe 25 poioB U 64 reHOMHbBIC

nocnenosatensHocTH (Parks et al., 2018; Parks et al., 2022). Oanako TOJIBKO MIECTh POJIOB
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uaeHTUGUIIMPOBaHBl KaK paHee omnucaHHble Beggiatoa, Thioploca, Thiomargarita,
Thioflexithrix, “Candidatus Marithrix” u “Candidatus Venteria”. HecmoTps Ha
CYLIECTBEHHOE yBEJIMYEHHE 00beMa F'€HOMHBIX JIaHHBIX U MPEAIoJiaraeMoro pazHooopasus
ceMeiCTBa, 3HAYMTENbHAsI YacTh NpejicTaBuTelnei Beggiatoaceae mo-mpexHeMy ocTaeTcs
TaKCOHOMHUYECKU HEUJACHTU(HUIIUPOBAHHOM.

Takum o00pa3oM, COBpEMEHHOE COCTOsSHHE cucTeMarukd Beggiatoaceae tpebyer
JIOTIOJIHUTENIHOTO YTOYHEHHS U COIOCTABJIEHUS TEHOMHBIX JAHHBIX C PaHEE ONHUCAHHBIMU
TakcoHaMmu. llomydeHuwe YHUCTBIX KYJIbTYp W CEKBEHHPOBAHHE HMX T€HOMOB MOTJIO OBl
CYLIECTBEHHO IPOJBUHYTh CHCTEMATHKy ceMeicTBa. OJHAKO CEpbE3HBIM MNPENSTCTBUEM
OCTAIOTCSl TPYAHOCTH KYJIbTHUBHPOBAHMS WU JaXK€ HEBO3MOXHOCTh KYJIbTUBUPOBAHUS
TIOJIABIISIONIEr0 OOJNBIIMHCTBA TpejcTaBuTeseii Beggiatoaceae. Iloatromy B Hacrosiee
BpeMsl peleHne npo0ieM TAKCOHOMHU CeMENCTBa BO3MOXKHO TJIaBHBIM 00pa3oM Ha OCHOBE
KOMIUIEKCHOTO TOAX0/1a, COYETAIONIETO METareHOMHBIA aHaln3, TOJEBbIe HAOMIOACHUS U
MHUKPOCKOIIMYECKOe U3yueHre Mophosiorun 6akTepuil.

Cpenu npejncraBuTeleii cemelicta Beggiatoaceae pon Beggiatoa siBiisiercst oqHUM U3
Hanbojee W3Y4YEeHHBIX M WCTOPUYECKM 3HaunMbIX. MMeHHo Ha mpumepe Beggiatoa
Cepreii Hukonaesuy Bunorpaackuit B konne XIX Beka chopMmyaupoBand KOHIICTIIIHIO
XEMOCHHTE3a (XeMOJUTOTPO(HM), CTaBIIYK KIOYEBOM Jii NOHMMaHHMS MeTaboiau3ma
MHUKPOOPTaHU3MOB U X POJIH B Orocgepe.

HecMmoTpsi Ha JUIMTENBHYIO HUCTOpUIO uW3ydcHHs Beggiatoa, psa acnekToB ux
JUCCUMWJISILIMOHHOTO ~ CEPHOTO  MeTadoim3Ma [0 HACTOSIIEr0 BpPEMEHH OCTaeTcs
HEIOCTaTOYHO WCCIICIOBAaHHBIM. B YacTHOCTH, J0ONTO€ BpeMsl OCTAaBalUCh HESICHBIMU
MEXaHU3Mbl HAKOIUIEHUS M MOCIEAYIOUIET0 OKHUCIEHUS BHYTPHUKJIETOYHOW 3IIEMEHTHOMN
CepBHl.

OcoObIif UHTEpEC B CBSA3H C ITUM MPEICTABIAIOT mTammbl B. leptomitoformis D-401 u
D-4027. IIpu pocTe B IPUCYTCTBMU BOCCTAHOBIEHHBIX COSAUHEHMH cephl mtaMmbl D-401
D-402 paznuuaroTcst 1o cmocOOHOCTH K HAKOTUICHUIO BHYTPUKIIETOYHOM 3JIEMEHTHOM Cephl.
Y mramma D-402 ¢opmupyroTcst cepHble ToOynel, Torna kak y mramma D-401 ux
obpazoBanne He HaoOmomaercs (Fomenkov et al., 2018). Ilpuuunbl HaOIHOIaEMBIX
(GU3NONOTHYECKUX pa3IUUMi MEXAY MITaMMaMH J0 HACTOSINEro BPEMEHU OCTaBaHCh

HCACHBIMU.



Jlpyroit HepeneHHOH mpobiemoit hu3nonoruu npeacrapureneii Beggiatoa ocraBaics
MEXaHHU3M OKHUCIICHHS BHYTPHKJICTOYHOHM 3JIE€MEHTHOU cepbl. XOTS CHOCOOHOCTH OaKTepHii
3TOTO0 poAa K HAKOIUIGHWIO BHYTPUKJIETOYHON CEphl XOPOLIO HM3BECTHA, MEXAaHH3MBI €e
JanpHEHIero Merabonm3mMa M OKHCICHHS JJIUTEIFHOE BPEMsI OCTABAIHMCh HEJOCTATOYHO
uszyuenuasiMu (Schmidt et al., 1987; Dubinina et al., 2017).

HccrnenoBanne 5STUX TPOLECCOB TMPEICTABISIET OCOOBI HMHTEPEC, TOCKOJBKY
aHAJOTWYHbIE MEXaHW3Mbl MOTYT OBITh XapaKTEepHbI HE TOJNBKO Ul HCCIEIOBAHHBIX
mrammoB B. leptomitoformis, Ho u ans npyrux mpejacraButenel poaa Beggiatoa, Bxirodas
B. alba, a rtarke mis HOBHIX BHIOB ceMmeiicTBa Beggiatoaceae, xoTopbie MOTryT OBITH
BBIJICJICHBI B YUCTYIO KYJIBTYpY B AaJbHEHIIIEM.

Heas u 3aga4n uccjie0BaHNusA

Llenpio paboTHI ABISIIOCH MCCIENOBaHUE (PU3HOIOTO-OMOXUMHUYECKUX U T€HOMHBIX
0COOCHHOCTEH TUCCUMHIIAIIMOHHOTO cepHOro MeTabonm3ma y Beggiatoa leptomitoformis, a
TaKke CpaBHUTEIBHBIN (PMIIOTeHOMHBIN aHAIN3 MTpeCcTaBuTeNeH cemeiicTBa Beggiatoaceae.

JIist JOCTYOKEHUS IeTTH ObLUTH TIOCTAaBJICHBI CICIYIONINE 33 auu:

1. BeigBUTHh reHOMHBIC paznnuus Mexay mrammamu B. leptomitoformis D-401 u D-402,
Pa3IMYAIONIMMUCS TI0 CIOCOOHOCTH K HAKOIUICHHIO BHYTPHKJIETOYHOH 3JIEMEHTHOI
Cephl B MIPUCYTCTBUH BOCCTAHOBIICHHBIX COSAMHEHUH CEPHI.

2. OueHHTH CBS3b BBISBICHHBIX T'€HOMHBIX Pa3jIM4yUil ¢ yTpaTod CHOCOOHOCTH IITaMMa
B. leptomitoformis D-401 k HaKOIUICHUIO BHYTPUKICTOUHON 3JICMEHTHOM CEpBHI.

3. YcTaHOBUTH BO3MOXHBIM MEXaHU3M MTPEBPAILICHUSI BHYTPUKIETOUHOM 2JIEMEHTHOM Cephl
y B. leptomitoformis D-402 u ero cBsi3b C SHEPreTHYECCKUM META0OIU3MOM KIICTKH.

4. TlpoBecty (GUIOT€HOMHBIN aHAIN3 JUIsl YCTAHOBJICHHUS TAKCOHOMUYECKOTO TOJIOKEHUS
HOBBIX TeHoMOB WS Binl um WS Bin3 ruranTckux HHUTYATBIX CepoOaKTepuH,
COOpaHHBIX M3 METar€HOMOB MPHOPEKHO-MOPCKHIX CEPHBIX MaToOB bemoro mops.

5. OneHuTh TEHETHUYECKUH IOTEHIIMAT OCHOBHBIX METa0OIMYECKHX IyTell Ha OCHOBE
cpaBuutenpHoro aHanmza MAG WS Binl w WS Bin3 u  jpocTynHbIX
BBICOKOKQYECTBEHHBIX T€HOMHBIX COOPOK POJICTBEHHBIX IPEICTaBUTENICH CeMelcTBa
Beggiatoaceae.

Hayuynast HOBU3HA

BnepBeie NpoBeNeH JE€TalbHBIM CPAaBHUTEIBHBIM TE€HOMHBIM aHaIW3 IITAMMOB

B. leptomitoformis  D-401 wu D-402, o6Omagarommx  pe3ko  pa3IHYalON[AMUCS
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dbenorunuueckumMu U (HU3HOJIOTO-OMOXMMHYECKHMMH  CBOWMCTBAMH,  TIOKA3aBIIUN
Ype3BBIYANHO BHICOKHH YPOBEHb F€HOMHOTO cxoiacTBa (>99,5 %). bouio mokasaHo, 4To MpH
UJCHTUYHOM COCTaBE I'€HOB AUCCUMIILIMOHHOTO MeTaboIM3Ma COeIMHEHU cephl Y 000MX
MITAMMOB OTCYTCTBHE HAKOIUICHHSI BHYTPHUKJICTOYHOU AJIIEMEHTHON cepbl y mramma D-401
aCCOLIMMPOBAHO C TPAHCIIO30HHOM BCTaBKOW B TE€H MpeJrnojiaraeMoro Oeinka 00O0JI0YKH
CEPHBIX II100YII.

BrepBbie mnpemsio)keH W IKCHEPUMEHTaIbHO OOOCHOBAaH MEXaHU3M OKHCIICHHUS
BHYTPUKJIICTOYHOU 3JIeMeHTHOHN cepbl y B. leptomitoformis D-402, B xoTopoM KITFOUEBYIO
ponb wurpaetr mnepcynbpumauokcurenaza (PDO). Ilpenckazana B3ammocBsizsb PDO u
Sox-cuctembl B Tpolleccax OKHCIICHUS DHJIOTEHHOW cepbl M MOKa3aHa BO3MOXKHAs CBS3b
JTAHHOTO TPOIecca C IHEPTETHUYECKUM METa0oIM3MOM KJIeTKU. Kpome TOro, BOepBbIie IS
npecTaBUTeNsl OECIIBETHBIX HUTYATHIX cepoOakTepuil Oblia MoJiydeHa W JETIOHMPOBAaHA B
PDB (anrn. Protein Data Bank) xkpucraminueckas CTpyKTypa pPEKOMOWHAHTHOU
nepcynbhuaanokcurenassl u3 mramma D-402 (8ZBD).

Ha ocHoBanuu ananm3a 1ByX HOBbIX MAG (aHri. metagenome-assembled genomes)
U JIOCTYITHBIX T€HOMOB yTOYHEHA TAKCOHOMHYECKas CTPYKTypa ceMelicTBa Beggiatoaceae.
VYcraHoBIeHO cooTBeTcTBUE KaHauaaTHoro poja «UBA10656» B kimaccudukamuu GTDB
panee omucanHoMmy poay “Candidatus Parabeggiatoa”. OmucaHbl HOBBIH PO
“Candidatus Albibeggiatoa” gen. nov., cooTBeTcTBYIOIIMI KaHauaaTHoMy poay «BB20» B
kinaccuduxannu GTDB, u oIt Bug “Candidatus Albibeggiatoa psychrophila” sp. nov. Ha
OCHOBE CPaBHUTEIHHOTO aHAM3a T€HOMOB OXapaKTEPU30BaH META0OIMUYECKHUIA MOTEHITUAT
npeacTaBuTenei AByX ponaoB. [lo cpaBHeHHIO C paHee OMyOJUKOBAHHBIMU JAaHHBIMU IS
npeJCcTaBuTENICH ceMelicTBa Beggiatoaceae moiryueHHBIC pe3yibTaThl MO3BOJSIOT Ooliee
MOJIHO OXapaKTepU30BaTh OCOOEHHOCTH METa0OoJM3Ma HCCIEIOBAHHBIX OPraHU3MOB U

pacHIMpuTh IpecTaBiIeHus: 00 ux pU3N0IOrMYeCKOM NOTEHIIUATIE.

TeopeTnyeckasi 1 NPaKTHYeCKasi 3HAYUMOCTD

[MpencraButenu cemeiicTBa Beggiatoaceae paccmaTpuBaroTCsi Kak BaKHBIC YYaCTHUKU
OMOTEOXMMHUYECKHX IUKIIOB CEPHI U a30Ta B JOHHBIX 0CaIKaX BOIHBIX dkocucTeM (Wasmund
etal., 2017; Flood et al., 2021). D10 cBs3aHO ¢ UX CIIOCOOHOCTHIO OKHCIISITH CEPOBOAOPOI U,
y psza TpeicTaBUTENeH, MCIOIb30BATh HUTPAT B KAYECTBE aIbTEPHATHBHOTO aKIENTOPA
SJIEKTPOHOB TIpU aHa’poOHOM okucieHuu cyinbduaa (Kamp et al., 2006; Flood et al., 2021;

Chuang et al., 2022). B nonnbix ocankax 6akrepuu Beggiatoaceae popmupyroT MUKpOOHBIC



MaThl B 30HaX KOHTAKTa KHUCIOPOJICOIEPKAIINX U CYIb(UIHBIX CIOEB, YIaCTBYS B IIPOLIECcax
OKHCIIeHUS cynbduaa u GOpMUPOBAaHUN XUMHUYECKOTO IPaIUCHTA HA TPAHUIE adPOOHBIX U
aHa’poOHbIX yciosuii (Meller et al., 1985; Flood et al., 2021).

Cunraercs, 4TO TpejicTaBuTeHM Beggiatoaceae urparoT BaxxHyIO poiib B PETyJISIHA U
JIETOKCUKAIIUU TTOTOKOB CYJIb(MHUI0B U3 JOHHBIX OCAKOB B BOJHYIO TOJIILY 33 CUET MPOIECCOB
okucienus: ceposomopona (Flood et al., 2021). MaccoBoe pa3BHUTHE MpeICTaBUTEINCH
ceMeicTBa OOBIYHO CBSI3aHO C TUMOKCHYECKUMHU M CYIb(UIHBIMH YCIOBHSIMH, a TAKKE C
BBICOKOM OpraHWYECKOW HArpy3KoH, IO3TOMY HX HIPHUCYTCTBHE pPACCMATPUBAETCA Kak
NPU3HAK aKTUBHBIX TMPOIIECCOB aHAa’POOHOTO Pa3IOKEHUS OPraHMYECKOTO BEIIeCTBA H
HapYIIEHUI KUCIOPOJIHOTO peKUMa B JOHHBIX ocajkax (Jergensen et al., 2019).

Takum oOpa3om, mpeacTaBuTeNN cemelicTBa Beggiatoaceae MoryT paccMaTpuBaThest
KaK WHAMKATOPHl THUIIOKCHYECKUX W CYJIb(QUIHBIX YCIOBUH M BBICOKOW OPTraHUYECKOU
Harpy3KH B JOHHBIX OCAJIKax, a UX M3YYCHHE MMEET 3HAUYCHUE JIJISl SKOJIOTUIECKON OIEHKU
BOJIHBIX DKOCHCTEM M MHTEPIIPETAIMU MPOIECCOB CEPHOTO M a30THOTO IHMKIOB. [Ipu 3TOM
IpSIMOE MCTIOJIH30BAHHUE TPEACTABUTENCH CEMEHCTBA B MPUKIIAIHBIX TEXHOIOTHAX OCTACTCS
OTPaHWYCHHBIM BCIICJICTBUEC TPYIHOCTEH KyJIbTUBUPOBAHHS MHOTHUX (POPM M HETOCTATOUHOM
U3YYECHHOCTHU MX (PU3MNOJIOTUU B METabO0IM3Ma.

OcHOBHBbIE M0JI0KEHNS], BBIHOCHMbIE HA 3aIIUTY:

1. Haxonnenne BHYTpUKIETOUHON 3JIEMEHTHOM CEPBI B IPUCYTCTBUHA BOCCTAHOBIICHHBIX
coenmuHeHuid cepel 'y B. leptomitoformis 3aBucuT OT (QyHKIMOHUpOBaHUS OeiKa
000JI04KHU CepHBIX I00YyN. TpaHCIO30HHAsI BCTaBKA B OEIOK-KOAUPYIOIIYIO 001acTh
COOTBETCTBYIOIIETO TE€HAa MPHUBOAWT K YyTpaTe CHOCOOHOCTH K HAKOTUICHUIO
BHYTPHUKJICTOYHOH 3JIeMEHTHOM cepbl y mramma B. leptomitoformis D-401.

2. [lepcynbduaarokcurenasa urpaeT KiI04eByIO posib B OKUCICHUN BHYTPUKIETOYHOM
anmeMeHTHOH ceppl  y  B.leptomitoformis D-402. TIlpemiokeHa  Mojeib
(YHKIMOHAIBHOM  B3aMMOCBSI3UM  MEPCYNbQUIINOKCUTEHA3bl U SOX-CHCTEMBI
OKHCIICHHsI THOCYNb(]arTa, COrJIaCHO KOTOPOH BHYTPHKIIETOUHAS 3JEMEHTHas cepa
MOJKET BBICTYNAaTh B KayeCTBE OMOCPEIOBAHHOTO SHIOTCHHOTO JOHOPA 3JIEKTPOHOB
JUISL PHEPTETUYECKOT0 METa0O0IM3Ma KIICTKH.

3. PexomOunanTHas nepcynbpunarnokcurenasa u3z B. leptomitoformis D-402 otHocuTCs
K nepcynbpuaauokcurenazam | Tuma cemeiictBa MeTauo-B-iyakTamas |

KaTaJu3upyeT OKHCICHHWE TJyTaTHOoHMNepcyinbpuaa. BrepBele monydeHa U
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nenonuposana B PDB ee kpucramumueckas CTpyKTypa, BBISIBUBINAS CTPYKTYPHYIO
cnenuduky 6enka.

4. YTouHeHa TaKCOHOMHYECKas CTPyKTypa cemelicTBa Beggiatoaceae. KanaumaTHbrii
pon «UBA10656» B «imaccupukanmu GTDB cemeiictea Beggiatoaceae
coorBercTByeT poay “Candidatus Parabeggiatoa™, Torga kak KaHOUAATHBIA PO
«BB20» mnpexacraBnser HoBbii pon “Candidatus Albibeggiatoa” gen. nov.
CpaBHHTEIBHBINA aHAIN3 T€HOMOB IpeicTaBuTesiei poxoB “Ca. Parabeggiatoa” u
“Ca. Albibeggiatoa”  BbIIBHI ~ CXOAHBIH  HAOOp  TIEHOB,  IMOTCHIHMAIBHO
o0OecreynBarolMX  JIUTOABTOTPOPHBIA  MeTadoM3M  3a  CYET  OKHUCIJICHHUS
BOCCTaHOBJICHHBIX COEJIMHEHHI CEPBI, @ TAK)KE PA3TUUMsI B TEHETHYECKOM TMOTEHITHANE
MeTaboIM3Ma COeIMHEHUI a30Ta U YIJIepoJia.

CreneHb 10CTOBEPHOCTH MOJYYEHHBIX Pe3yJibTATOB
JIOCTOBEPHOCTH MOTYYEHHBIX PE3ylIbTaTOB 00ecredeHa KOPPEKTHOCThIO MOCTAHOBKHU

HKCIIEPUMEHTOB, HCIOIb30BAHUEM COBPEMEHHBIX METOO0B MCCIIEJOBAHUS U 000PYI0BaHUS,

BOCITPOM3BOJIUMOCTBIO DKCIIEPUMEHTAIIBHBIX JTAaHHBIX, @ TAK)KE CTATUCTUUECKON 00paboTKOM

MOJIYYEHHBIX PE3YJIbTATOB.

[Myoaukauuu v anpodanus padoThl
[To Teme nuccepranuu onmyOJUKOBAaHO 8 MEYATHBIX PabOT, B TOM 4YHCIE 3 CTaThU B

MEXITYHAPOIHBIX PEIEH3UPYEMBIX HAYUHBIX JKypHaJlaX, MHACKCUPYEMBIX B 0a3ax JaHHBIX

Scopus u Web of Science, a Taxoke 5 Te3ucoB koHbepeHui. MaTepuaisl 1uccepTanuu ObLTN

Mpe/ICTaBICHBI HA MEXKTYHAPOIHBIX U BCEPOCCUNUCKUX HAYYHBIX KOH(EPEHITUIX, B TOM YHCIIe

Ha FEMS 2020 ONLINE Conference on Microbiology (2020 r., benrpan, Cep6us), 3-m

Poccuiickom wmukpobuonoruueckom konrpecce (2021 r., IlckoB), 4-m Poccuiickom

Mukpobuonoruueckom  konrpecce (2023 r.,, Tomck), XIV  MexnyHapoaHou

MynbTUKOH(pepeHnn «buonHpopmaTika peryasiuuu U CTPYKTYpbl TEHOMOB / CHCTEMHas

ouonorus» BGRS/SB-2024 (2024 r., HoBocubupck), a Taxke Ha MexayHapoIHOW HayqYHOU

KoH(pepeHnn «Pusznko-xumudeckas onoiorus» (2025 r., Mocksa).

O0beM M CTPYKTYpa AMCCEPTAIUOHHON PadoThI
Hucceptaus u3ioxkeHa Ha 147 crpaHunax, coiepxut 33 pucyHka u 12 talmuil.
PaGora BkItouaeT BBeAeHNE, 0030p TUTEPATYPHI, SKCIIEPUMEHTAIBHYIO YacTh C ONMUCAHUEM

0o0BeKTa U MCTOAOB HCCICAOBAHUSA, pa3AC] PC3YyJIbTATOB U UX O6CY>KI[CHI/I$[, 3aKJIIFOYCHHUC,
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BBIBOJIbI, CIIMCOK COKpAILEHUH U CIIHUCOK LIUTHUPYEMOMW JIMTEPATYpPbI, HACUUTHIBAIOIIMKA 199
UCTOYHMKOB, U MPUIIOKEHUE C TaOJIMLel aHHOTAlluK T'€HOB.

MeTo10/10THsI M METOABI HCCICAOBAHUS

Mertononorust  AMCCEpTAlMOHHOM  paboTel  OasWpoBanach Ha  COYETAaHUHU
HKCHEPUMEHTAIBHBIX MCCIEIOBAaHUM M aHalnW3a TeHOMHBIX JaHHBIX. [l BbINOIHEHHSA
paboOThl  KCIIOJIB30BaHbl ~ MUKPOOHMOJOTMYECKHE,  OHOXMMHYECKHE,  MOJIEKYJSIPHO-
IEHETUYECKUE U CTPYKTYPHO-OMOJIOTMYECKHE METO/bl, a TaKxke OHOMH(OpMaTHUYECKUN
aHayu3. BpIOOp METONIOB Ompenessuicss XapakTepoM PEeLIaeMBbIX 3a/71ad U OCOOEHHOCTSIMU
U3y4aeMbIX 0OBEKTOB.

JIM4YHBINA BKJIAJ aBTOpPa

[IpencraBnenHsie B paboTe pe3ysbTaThl MOJYYEHBI aBTOPOM JIMYHO WJIM TMPU €T0
HEMOCPEICTBEHHOM yYacTHH Ha BCEX ATalrax MCCiel0BaHMsl, BKIIOYasi IOCTAaHOBKY Hay4HOU
3alayd, IUIAHHPOBAaHWE OJKCIEPUMEHTOB, aHajJU3 W  CHUCTEMAaTU3alMI0  JIAHHBIX,
UHTEPIPETALNIO PE3YJIbTaTOB, (POPMYTUPOBAHUE OCHOBHBIX BBIBOJOB PA0OTHI U OATOTOBKY
X K IyOnuKauuu. ABTOPOM JIMYHO BBINOJHEHBI pa0OTHI 10 AHHOTUPOBAHUIO T'€HOMOB,
aHaJIN3y SKCIIPECCUU T'€HOB, 00padOTKe W MHTEPIpPETALH JJaHHBIX MPOTEOMHOIO aHalu3a.
[Ipu HemocpeACTBEHHOM Yy4yaCTMM aBTOpa OBUIM BBIIOJIHEHBI PAaOOThI MO IOJYYEHHUIO
pEeKOMOMHAHTHOTO Oenka NepcynbPUAINOKCUTEHa3bl M HCCIEAOBaHUIO €ro (hu3uKo-
XUMHUYECKHX U OMOXUMHUYECKUX CBOUCTB.

MecTo npoBeeHust padoThI U 6J1AT0OIAPHOCTH

PaGora BemonHeHa ©Ha kadenpe Ouoxumuu W (U3HOIOTHH KIETKH MEIUKO-
ouonoruueckoro pakyiabrera PI'BOY BO «BopoHexckuil rocyaapCTBEHHbINH YHUBEPCUTET»
10J1 pyKOBOJCTBOM [1.0.H., ipodeccopa M.IO. ['paGosuu.

ABTOp BhIpaxkaeT npu3HaTenbHOCTh K.0.H. C.B. TapnaukoBy (Tpymnma MOJEKYISIpHOM
ouorexnonoruu, HI[ UBX PAH) 3a nomouis B NpoBeI€HUU CPABHUTEILHOTO T€HOMHOIO
ananm3a mrammoB B. leptomitoformis D-401 u D-402. ABtop OnaromapuT COTPYTHHKOB
LIKTI «IIpoTeom uenoeka» (MBMX, Mocksa) noj pykoBojcTBoM K.0.H. O.B. TuxoHoBoii 3a
BeinotHeHne MALDI-TOF/TOF-MS-ananuza u BOXX-MC/MC, a Takke COTPYIHHKOB
LKIT «IIepenoBoii macc-cnekrpomeTpun» CKOJIKOBCKOIO MHCTUTYTAa HaYKH M TEXHOJIOTHUU
3a BomoiHeHne BOXX-MC/MC. Ocobyio mnpu3HATETbHOCTh aBTOpP  BhIpa)kaeT
k.0.H. JLU. Tpyouumnoii u x.0.1. I.B. TpyOununy (1aboparopusi MUKpOOHOM SH3UMOJIOTHH,

NB®M PAH, ©UI] TTHIIBU PAH), a taxxke k.0.H. B.B. TepenrbeBy (J1abopatopus
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dotocunTeTHUecKoro okucienus Boubl, UDOBIT PAH, ®UI] ITHI[E1 PAH) 3a moMomps B
MOJIYUCHUH PEKOMOMHAHTHON mNepcylbPUAINOKCUTeHa3bl U HWCCIIEIOBaHUU €€ (U3HKO-
XUMHUYECKMX M  OMOXMMHUYECKMX  CBOMCTB. ABTOp  BbIpaxkaeT OJaroJapHOCTh
1.0.H. C.B. Tumenko (1abopatopusi CTpyKTYpHBIX HCCIIEIOBAaHUM ammapaTa TPaHCISILHM,
HNucturyt 6enka PAH) u x.6.H. A.I'. ['abnynxakoBy (rpynma CTpYKTYpPHBIX HCCIICIOBAaHHM
MaKpOMOJIEKYJISIPHbIX KoMmIuiekcoB, MHctutyr Oenka PAH) 3a mpoBeaenue pabor mo
MOJIYUCHUIO U aHAIM3Y KPUCTAUIMYECKOM CTPYKTyphl Oenka. ABTOp Takxke Oiaromgaput
k.0.H. B.B. KeBOpuna (naGoparopusi penuKTOBBIX MHUKpPOOHBIX coobmects, WUHMMU,
®UL] buorexnonorun PAH) 3a mpoBeaeHue aHanm3a MPOIYKTOB OKHCICHUS COCTMHEHUMN
cepsl. ABTop mpu3HarteneH 1.0.H. H.B. PaBuny u A.B. beneukomy (0Taen MONEKYISIPHOM
Oouonoru  MHKpoopraHusmoB, MuHctutyr Ounomnxkenepun uMm. K.I. Ckpsbuna,
®UIL] brnorexnonorun PAH) 3a BemmonHenwe Ojoka paboT IO METareHOMHOMY
cekBeHHMpoBaHMIO u cOopke MAG mnpexacraButeneir cemeiictBa Beggiatoaceae,
k.0.H. M.C. MyHnTsH (1aboparopust CTpYKTYphl U QyHKIuH MutoxoHapuii, HUN duzuxo-
xumuueckon omonoruu um. A.H. benozepckoro MI'Y) 3a momoms B Beienenun JHK mis
METareHOMHOTO aHaJIN3a, a Takxke BogonazaM . OzepoBy, A. Kynpsaskunoii u [1. KapmanoBy
(benomopckas 6monornyeckas cranuus uMm. H.A. Tlepuosa) 3a momoris B oT60pe mpod u
NIPOBEJIEHUH TIOJIBOAHON (DOTOCHEMKH.

['myOokyr0 TPHU3HATENHHOCTh ABTOP BBIPAXKAET HAYYHOMY PYKOBOAMTENIO 1.0.H.,
npodeccopy M.IO. I'paboBuy 3a MOCTOSHHYIO TIOAJIEPAKKY, IIEHHBIE COBETHI M HEOIIEHUMYIO
MOMOII[h Ha BCEX ATanax BBIITOJHEHUS TUCCEPTAIMOHHON PabOTHI.

PaGora BhIMoONHEHa B paMKax MPOEKTOB, MOJJEPKaHHBIX POCCHNCKMM Hay4HbIM
donrmom (Ne 20-14-00137-IT) u Poccuiickum dhoHAOM (PyHIAMEHTATBHBIX HCCIIECIOBAHUMN

(PODU) (Ne 18-04-00556).
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['JIABA 1. OB30P JIMTEPATYPbBI
1.1 PacnpocTpanenue npeacTaBuTesieil cemeiictBa Beggiatoaceae

[MpencraButenu cemelictBa Beggiatoaceae BcTpeuyaroTcss B 30HAX BhIPAKEHHBIX
PEOKC-TPaTUCHTOB, TJI€ BOCCTAHOBJICHHBIC COCOUHEHHS CEPbl  TOCTYMAlOT U3
BOCCTaHOBIICHHOM 30HBI, @ aKIIENTOPHI JCKTPOHOB — U3 O0Jiee OKUCIIeHHOM. Takue ycinoBus
BO3HUKAIOT TMPH PA3I0KEHUH OPTaHUYECKOTO BEMIECTBA B MPOAYKTHUBHBIX INEIH(POBBIX
CHUCTEMaxX, BBIXOJIC BOCCTAHOBJICHHBIX (IIFOMIOB, aHadPOOHOM OKHCJIICHUW MeETaHa, Ha
pasiararomeMcsi pacTUTEIBHOM MaTepuaje M B O0JIaCTSX IMOABOJHON BYIKAHUYECKOU
aktuBHOCcTH (Fossing et al., 1995; Schulz et al., 1999; Griinke et al., 2012; Danovaro et al.,
2017; Volland et al., 2022).

Cpenu mpencraButeneii cemeiictsa Beggiatoaceae n3BecTHbI MPECHOBOAHBIC (HOPMBI,
oOHaApy)XCHHBIC B JOHHBIX OCaJKaxX 03ep U JIPYIMX BOJOEMOB, a TAaKXKE B CYIb(PHUIHBIX
ucTouyHukax. K  KyJIbTHBHpYEMBIM MPECHOBOJHBIM  IPEACTABUTEISAM  OTHOCHUTCS
Beggiatoa alba, mns xotopoii n3yuensl mrammsl B18LDT u B15LD (Strohl, Larkin, 1978;
Mezzino et al., 1984; Ahmad et al., 2006), u Beggiatoa leptomitoformis, Beinenennas us
3arpsi3HCHHOTO TPECHOBOAHOTO UCTOYHHMKA B MockoBckoit ooactu (Dubinina et al., 2017).
Emte onuH mpecHOBOIHBIN KYJIbTHBUPYEMBIN mpeacTaBuTelb, 1hioflexithrix psekupsensis,
BBIJICTICH U3 cyibduaHoro ucrouynuka B ropoae opsumit Kirou (Gureeva et al., 2019).
[MpencraButenu poma Thioploca oOHapyxeHBI B OcCalkax MPECHOBOIHBIX 03ep EBporbI,
Snonun u baiikana (Kojima et al., 2003; Zemskaya et al., 2009). Bux Thioploca ingrica
UCCIICZIOBaH B JOHHBIX ocajkax o3epa Oxoranmnd B Anonun (Kojima et al., 2015). bauskue
dopmbl BeisiBiIeHBI B OyxTe dponnxa Ha o3epe baiikan (Zemskaya et al., 2009), B paiione
XoJiogHOro MeraHoBoro cuma [loconmbckas Oanka (Chernitsyna et al., 2016) u B Goratbix
OpPraHWYECKHM BEIIECTBOM ocajkax MeiakoBo b Cenenru (Chernitsyna et al., 2026).

B [Tepyano-Uunuiickoi CUCTEME arBeJUIMHTA IIpEACTaBUTEIN
“Candidatus Marithioploca” o0pa3yror oOmmpHBIe cooOmecTBa Ha 1eiabde (Maier,
Gallardo, 1984; Fossing et al., 1995; Salman et al., 2011). Haubosnbiias 6uomacca 3Tux
Oaktepuii oTMeueHa B OOEJHEHHOH KHCIOpPOJIOM dYacTd Iueibda; Ha ydacTKax c Ooiee
BBICOKHM COJICp)KaHHeM KHcaopoaa oHa cHikaeTcs (Gomez et al., 2024). TIpeacraBurenu
ATOH JIMHUYU OOHAPYKEHBI TAKKe B CyNbPHUIHBIX ocagkax Hamubuiickoro menbda u 3anuBa
Koncencron (Flood et al., 2021; Fonseca et al., 2025). Thiomargarita namibiensis oopa3syer

IJIOTHBIC TOMyJsuuM B ocaakax HamuOwuiickoro menbga, pacmoiaokeHHOTO B Mpeienax
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benrenbckoit cuctemsr anBeumnra (Schulz et al., 1999; Flood et al., 2021). B o6eux
CUCTEeMax alrBeJUIMHTa MHTEHCHBHOE Pa3BUTHE (DUTOIIAHKTOHA MPUBOAMT K MOCTYIUICHUIO
OO0JIBIIOr0 KOJMYECTBA OPraHUMYECKOTO BEIIECTBA B JOHHBIE ocaaku (Smith et al., 1983; Flood
et al., 2021). IIpu ero MUKPOOHOM pa3I0KEHUHU PACXOYETCS KUCIOPOJ, a B aHAIPOOHBIX
CIIOsIX Ocajka Cynb(aTpeayKius MpUBOIUT K oOpasoBanuio cynbduaa (Ferdelman et al.,
1997; Flood et al., 2021). “Candidatus Thiomargarita magnifica” oOnapyxeHa Ha
pa3iararomxcs JUCThIX KPacHOTO MaHrpa B ['Bajenyne. DTo OTIMYaeT ee MECTOOOUTaHUE
oT 1meas(GOBBIX 0CAJKOB, XapakTepHbIX s T. namibiensis (Volland et al., 2022).

“Candidatus  Maribeggiatoa” BcTpedaeTcsi B BOCCTAHOBICHHBIX  OCaaKax
MomnTepetickoro kanboHa, ['yaitmacckoro 6acceitna 1 Hamu6wuiickoro menbsda. 9T pailoHb
pa3IMYaroTCs O MPOUCXOXKACHUIO Cylb(uaa, KOTOPBI 00pa3yeTcss B XOJOIHBIX CHIIAX,
THIPOTEPMATBHO H3MEHEHHBIX 0CaIKaX MK MPOYKTHBHBIX MIETb(OBBIX cucTeMax (Ahmad
et al.,, 1999; Salman et al.,, 2011; MacGregor et al., 2013b; Flood et al., 2021).
[Mpukpermennas “Candidatus Marithrix” oOHapykeHa y MEIKOBOJHBIX THAPOTEPMAIbHBIX
BBIXOJIOB Ha moOepexbe KammdopHuu, riae HUTH HA TBEPABIX CyOCTpaTrax MOMEPEMEHHO
KOHTaKTHUPYIOT C CYJIb(UIHON U HACBIIIICHHON KUCIOPO10M MOopckoii Bojoi (Kalanetra et al.,
2004; Salman et al., 2011).

“Candidatus Thiopilula® oOHapyxeHa B JBYX pa3jWYarOIMXCs THIAX CYIbQHUIHBIX
ocankoB: Ha Hamubwuiickom menbde moj mpo yKTUBHBIME BOJIAMU C HU3KUM COJIEp>KaHUEM
kuciopozaa (Salman et al., 2011) u Ha rTyOOKOBOIHBIX XOJOAHBIX cHmax bapbamocckoro
aKKpPEIIMOHHOTO  KOMILJIeKca, TJe oOpa3oBaHue cCylnb(uaa CBS3aHO C  BBIXOJAOM
BoccTaHoBJIeHHBIX (rronmoB (Jones et al., 2015). “Candidatus Thiophysa”, manpoTus, moka
HAJIGKHO HM3BECTHA TOJILKO M3 ocankoB HamwuoOuiickoro menbda (Salman et al., 2011).
“Candidatus Halobeggiatoa” Ttakke cBsizZaHa C XOJOIHBIMU CHIIaMH, HO OOHapyXcHa B
bapeniieBom Mope mpHu TemmepaTypax, OJM3KMX K TOYKE 3aMep3aHusi MOPCKOH BOJBI;
cynbhua 37ech 00pa3yercs MPeUMyIIeCTBEHHO BCIEACTBHE aHAIPOOHOTO OKUCICHHUS METaHa
(Griunke et al., 2012). PoacTBeHHast JIMHUS BBISIBIICHA B CYJIb(QUIHBIX OCAJKAX EHTPATLHOTO
Ywumm (Fonseca et al., 2025). Muoii BapuaHT pacnpoctpanenus xapakrepes i “Candidatus
Thiolava veneris”, oOpa3yroreii 6enbie GakTepraIbHbIC MAaThl HA MOJIO/BIX BYJKaHHUECKUX
OTJIOKEHHUSX TIOJIBOAHOTO ByJIKaHa Taropo, Kyaa BOCCTAaHOBIIGHHBIE COSIUHEHUS TIOCTYTAIIN

BCJICJICTBUE THAPOTEPMAIILHOM aKTUBHOCTH Tociie u3Bepkenus (Danovaro et al., 2017).
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IMpencraButenu “Candidatus Isobeggiatoa” wu “Candidatus Parabeggiatoa”
oOHapy>XEHBI B OPTraHMYECKU 000TaIEHHBIX MPUOPEKHBIX ocaakax Barrosoro mops u Jlnm-
¢ropaa, rae cBOOOTHBIN CYNb(HI MOSBISICTCS HIKE MOBEPXHOCTHOTO OKUCICHHOTO CJOS
(Mufmann et al., 2003; Salman et al., 2011). /lns “Ca. Isobeggiatoa” cBsi3b ¢ OpraHHYECKUM
o0oranieHneM 0CaIKOB IMOATBEPIKICHA TAKKE B F0)KHOM UMITH, OJTHAKO TaM OHO 00YCIIOBIICHO
JeSITENbHOCTRI0  akBakynbTypel (Aranda et al., 2026). IlpeacraButenm pona
“Candidatus Allobeggiatoa” oTnruaroTcss IPUYyPOUECHHOCTBIO K THIIEPCOICHBIM MUKPOOHBIM
MaTaM Mekcuku u Vcrmanun, B KOTOPBIX BBICOKAsI COJIEHOCTh COYETAETCSl C BRIPAKCHHBIMHU
CYTOYHBIMH HM3MEHEHHUSIMHU pacrpeaeicHus kuciopoaa u cyiabduma (Hinck et al., 2007;
Hinck et al., 2011). Bua “Candidatus Venteria ishoeyi” taxke cBs3aH ¢ OpraHHYeCKH
00oTraneHHbPIMI BOCCTAHOBJICHHBIMH OCaJIKaMH, HO OOHApY)XCH B MPOJYKTUBHON CHCTEME
anBeJUIMHTa 3anuBa KoHcenchoH y neHTpanbHoro mooepexns Yuau (Fonseca et al., 2017,

Fonseca et al., 2025).

1.2 MopdoJiorus npeacraBuTesieil cemeiicta Beggiatoaceae

Mopdomnorus npeacTaBuTenei ceMelicTBa Beggiatoaceae OTJINYACTCA
UCKITIOYUTENBHON BapualdenbHOCThI0. CeMeilcTBO OO0BeAMHSIET TOHKUE OIHOPSIHBIC
TPUXOMBI TUAMETPOM OKOJIO 1,5-3 MKM, IIUPOKHE BAKYOJIM3WPOBAHHBIE HUTH AUAMETPOM
6onee 100 MM, cdepuueckne KIETKH pa3MepOM B COTHM MHUKPOMETPOB U THUTAHTCKHE
OJIMHOYHBIC KJIIETKH HUTEBHIHOM (OopMbI, ocTuraromiue 2 cM B yuny (Strohl, Larkin, 1978;
McHatton et al., 1996; Schulz et al., 1999; Schutte et al., 2018; Volland et al., 2022)
(Pucynok 1). Paznuuns Mexay 3TUMH (GopMaMH BaKHBI HE TOJBKO KaK JUATHOCTUYCCKHUE
MPU3HAKU: OHU OTPAXKAIOT pa3Hble CMOCOOBI JOCTYIMa K MPOCTPAHCTBEHHO pa3/CICHHBIM
cyOcTparam U okucHUTENsAM. [10JIBI>KHBIE TPUXOMBI MOTYT MEHSTH IMOJIOKEHHE B OCAJKE,
TOT/Ia Kak YyBETWYEHHE KIETOYHBIX pa3MEpOB U pPa3BUTHE BHYTPEHHUX pPE3EPBYapoOB
MO3BOJISIIOT HAKATUTMBATh BEIIIECTBA, OCTYMAIONINE U3 PA3HBIX 30H WJIH JOCTYITHBIE B pa3HOE

Bpems (Teske, Salman, 2014; Flood et al., 2021).
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5 MKM ” . : 100 Mxm [ 500 Mxm

Pucynok 1 — OcHoBHbIe MOP(OTHIIBI, MPEICTABIIEHHBIE B ceMelicTBe Beggiatoaceae
A — T. psekupsensis D3T u3 ceproro ucrounuka ['opsunit Kirtou, Poccust — cB0o0O01HBIC TOHKHE
HuTU. Knetku o0beannensl B TpuxoMel. @a3oBo-KoHTpacTHast MUKpockonus (uuT. mo Gureeva,
Grabovich, 2021). B — Thioploca u3 o3epa busa, SInoHust — my4ku TPUXOM B OOIIEM CIH3HCTOM
yexsie. TpUXOMBI coJiep>KaT MHOTOUMCIICHHBIE BKIFOUCHHS CEPBl; CTPEIKAMU OTMEUYECHO CYKECHHUE
ciu3uctoro yexia. ®a3oBo-KoHTpacTHas Mukpockomnus (1ut. mo Kojima et al., 2003). B —
[Iupokue Genbie Beggiatoaceae u3s 6acceiina ['yaiimac, Mekcuka — CBOOO/IHBIC ITUPOKHE
BaKyOJIU3UpOBaHHbIC HUTH. [lepudeprdeckn pacronokKeHbl IUTOIIIa3Ma U JIMITUIHBIC CTPYKTYPHI,
KpYITHasi HEOKpAIlleHHas! IIEHTpaJIbHast 00JIaCTh COOTBETCTBYET BOJAHOM BaKyOJIH, 3aHUMAIOIIEH
Oo0JTBIIIYIO YacTh 00BbeMa KIETKH. DiryopeciieHTHAs: MUKPOCKOIIHS ITOCIe KOMOMHUPOBAHHOTO
okparuBanus ¢uryopeciienausoruormadarom u Nile Red (mt. mo Schutte et al., 2018). I' —
“Ca. Thiomargarita magnifica” u3 manrpoBbIx MecTooOUTaHHi [ Bajeyrbl — rHUraHTCKas
OJIMHOYHAsI HUTEBUIHAS KJIeTKa. [[oka3aHa HeMpephIBHASI TUTAHTCKAs KJIeTKa OT 0a3ajIbHOTOo
TIOJTFOCA JIO0 CYKEHUS B alMKaJIbHOW yacTH. KoH(okaapHas na3zepHas CKaHUPYIOIasi MUKPOCKOITUS
nocie (GayopecieHTHOro okpariuBanus memopan FM 1-43X (uut. mo Volland et al., 2022). T —
“Candidatus Marithrix” sp. u3 paiiona Green Canyon 246, MeKCHKaHCKHI 3aJIMB — KPYITHAsI
NPUKPEIUICHHAss MHOTOKIICTOYHAsI HUTh. HUTh 00pa3oBaHa KPYMHBIMU JTUCKOBUIHBIMU KIETKAMH;
i depeHIIMPOBaHHO CerMEHTHPOBAHHBIN KOHEIl PACCMATPUBAETCS] aBTOPAMHU KaK BO3MOYKHAS
NpUKpEnUTeIbHas cTpykTypa. CBeToBas Mukpockomnus (ut. o Salman-Carvalho et al., 2016). E
— “Candidatus Thiopilula” spp. u3 xonoanoro cuna Manon (Bap6agocckast akkpeIrMoOHHAs
npu3Ma) — MeJIkue chepudeckue KIeTKH. B KiieTkax BUIHBI BHYTPUKICTOYHBIC BKIFOUCHHS
AJIEMEHTHOM cepbl. DPa30BO-KOHTpAcTHass MUKpockomust (1ut. 1o Jones et al., 2015). K —T.
namibiensis u3 meaboBbIX 0caaKOB y modepexbs Hamnbun — kpymnHbie chepruuecKie KIeTKH,
oOpa3yromiue 1enoyku. [{uromnasma okpamiena GryopecienHH30THOIIMAHATOM B 3€JICHBIH I[BET,
OeJIbIM 0TOOpaKAETCSI pACCETHHBIN CBET CEPHBIX TJIO0YI; OOJIbINAs YacTh 00beMa KIETKH 3aHATa

KPYITHOH IIeHTpajibHOHN BakyoJibio. KoH(oKagbHas a3epHast CKaHUPYIOIas MUKPOCKOMNUS (LIUT. 110
Schulz et al., 1999).

K TOHKMM KyJIbTHBHPYEMBIM HHTYaThiM Qopmam oTHocarcs B. alba,
B. leptomitoformis u T. psekupsensis (Strohl, Larkin, 1978; Dubinina et al., 2017; Gureeva et

al., 2019). V B. alba u B. leptomitoformis tTpuxombl He 3aKIO4YEHbI B OOIIMIA CIU3UCTHIN
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4eX0JI ¥ CIIOCOOHBI K CKOJIb3sIeMy aBmkeHuto (Strohl, Larkin, 1978; Dubinina et al., 2017).
B osKkcmepuMeHTanbHO CO3[MaHHBIX TpaaueHTax Beggiatoa Spp. MeHsUIM TOJOoKEHHUE
OTHOCHTEIBHO pacmpeaeicHus kuciopona u cyiabpuga (Nelson et al., 1986). Takas
MOJIBIDKHOCTh ~ TTO3BOJISIET  COXPAHATh OJIATOTMPUSATHOE TIOJIOKCHHE TIPU  CMEIIECHUU
XUMHUYECKUX 30H, XOTSI KOHKPETHBIC MEXaHU3MbI OPHCHTAIIUN MOTYT Pa3JInYaThCsl Y pa3HbIX
npencrasureicit (Teske, Salman, 2014). T. psekupsensis taxxe 00pa3yeT OXHOPSIHBIC
TPUXOMBI, CIIOCOOHBIC K CKOJIB3SIIIEMY TBMKCHHIO. [IpH KyTbTUBUPOBAHUN OHU BBIJICIISIOT
cm3b 1 00pasyroT cimu3ucThie ckoruienus (Gureeva et al., 2019).

VY npencraBuresneii poaa Thioploca MHOTOYHCIEHHBIE TPUXOMBI 00BETHHEHBI B ITYUYKH,
OKpY)XEHHBIC OOILIMM CIU3UCTBIM 4YexJIoM. OTIeNbHbIE TPUXOMBI MOTYT HE3aBUCHUMO
MePEeMEIIAThCS BHYTPU HETO, a CaM CIU3UCTBIN Y€XO0JI 9YaCTO OPUCHTUPOBAH BEPTUKAIHHO B
ocagke. OTa OpraHM3amnMs MOXKET O00eCleYrBaTh IEPEMEIICHHE TPUXOMOB MEKIY
MTOBEPXHOCTHBIMU CJIOSIMH, COJIECPKAITUMHU KHCIIOPO/I WJIH HUTPAT, U PACTIOIOKEHHOM TITy0Ke
CyabGUIHON 30HOH. BepTHkanbHas MUTpanUs TO3BOJSET TPHUXOMaM JOCTUTATh
MIPOCTPAHCTBEHHO PA3HECEHHBIX 30H, COJACPKAIIUX OKHCIUTEIH U CYIb(HI, ¥ CHUKACT UX
3aBUCUMOCTB oT auddy3un 31X coequaennii (Huettel et al., 1996).

WNHo#i BapmaHT MOpPQOJIOTHIYECKON aganTalui K MPOCTPAaHCTBEHHOM M BPEMEHHOMU
W3MCHUYUBOCTH YCIIOBUW TMPEJCTABJICH PSJIOM KPYIHBIX BaKyOJIM3UPOBAHHBIX (OPM,
CIIOCOOHBIX HAKAIUIMBATh HUTPAT BO BHYTPUKIIETOYHON BaKyoNu. Y IIUPOKHX MOPCKHX
HUTYATHIX (opM u T. namibiensis nenTpanbHas Bakyosb 3aHUMAET OOJBINIYIO YacTh 00beMa
KJIETKHA, OCTaBJIsisl METAa0OJIMYEeCKHM AaKTUBHYIO IHMTOIUIA3My B BHUAE  TOHKOTO
nepudepudeckoro ciost. Takas opraHu3aIys MO3BOJISCT 3HAUNTEITHHO YBETUIHBATH Pa3MeEPhl
KJIeTKH 0e3 MpONOPIHOHAIIBHOTO YBEIWYEHUs OObeMa MHTOIIa3Mbl W (OpPMHUpPYET
BMECTHTEIBHBIN pe3epByap st Hutpata (McHatton et al., 1996; Schulz et al., 1999; Schutte
et al., 2018). ¥ mopckux mpencraButeneit poaa Thioploca oOHapykeHa KpyrHas BaKyoJlb,
3anumMaromas 6osee 80 % obwvema kieTku u copepxkamias 10 500 MM HuTpara. J{ns aTux
OakTepuii TakXe TIIOKa3aHbl TIEPEHOC 3alMaceHHOr0 HUTpaTa TMpPH BEPTUKAIBLHOM
MEPEMEIIIEHUU TPUXOMOB U €T0 TIOCIIEYIOIIee BOCCTAHOBICHHUE B CYIb(OUTHON 30HE OCaIKa
(Fossing et al., 1995).

BakyonusupoBaHHash OpraHu3alys HE OTPAHMYUBACTCS KPYIMHBIMH HUTUYATBIMH U
TUTAaHTCKUMHU chepruueckuMu popMamMu. Y CpaBHUTEIHHO HEOOMBIINX CPEPUIECKIX KIETOK

kauaumatHoro poaa “Candidatus Thiopilula” Takxe onucana reHTpaibHas Bakyosb (Jones
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et al., 2015). OxgHako comepKMMOE 3TOH BaKyOJM HEMOCPEACTBEHHO HE HCCIICIOBAJIH.
[TosTOMy cuuTaTh €€ HUTPATHBIM PE3EpPBYapOM TOJILKO Ha OCHOBAHHUU MOP(OIOTUICCKOTO
CXOJICTBA C IPYTMMH BaKyOJIM3UPOBAHHBIMHU TIpejicTaBUTEIsIMEU Beggiatoaceae Heb3sl.

Kpaitauii BapyaHT KJIE€TOYHOIO TUTAHTU3MA U YCJIOKHEHNS BHYTPEHHEN OPraHU3alnun
npeacrasieH “Ca. Thiomargarita magnifica”. Ee oauHouHble HUTEBHIHBIE KJIETKH MOTYT
JOCTUTATh 2 CM B JITMHY W BUJIMMBI HEBOOPY)KCHHBIM TJIa30M. | €eHETHUECKHI MaTepuan u
pPUOOCOMBI Y 3TOTO BH/Ia 3aKTFOYCHBI B MHOTOUYUCIICHHBIC MEMOpPaHHBIE KOMITAPTMEHTHI. JTO
ommyaer “Ca. Thiomargarita magnifica” ot OonbIIMHCTBA HW3BECTHBIX OakTepuil u
MOKa3bIBACT, HACKOJBKO JAJCKO B TIpeesiaX CEMEHCTBAa MOXET 3aXOJHUTh CTPYKTypHas
nepectpoiika ruranTckoit kinetku (Volland et al., 2022).

Muorue mpencraButenu Beggiatoaceae Taxke 00pa3yrOT BHYTPUKICTOYHBIC
BKITIOYCHHS JJICMCHTHOW CEphbl, KOJMYECTBO KOTOPBIX HM3MEHICTCS B 3aBUCUMOCTH OT
JIOCTYITHOCTA BOCCTAHOBJICHHBIX COCAMHEHUN cephl u okuciuteneit (Winogradsky, 1887;
Nelson, Castenholz, 1981; Schutte et al., 2018; Flood et al., 2021). x cocras, JoKaau3amms

H ITOCIICAYIOICC OKHUCICHUC PACCMATPHUBAIOTCA OTACIIBHO.

1.3 Takconomus cemeiicTBa Beggiatoaceae

Cucrematuka Beggiatoaceae uCTOpHYECKH  OCIIOKHSUIACH  HECOOTBETCTBUEM
Mopdonoruueckoro u  (pumoreHeTHYecKoro pasHooOpaszus. CeMeHCcTBO 00bEeIUHSET
cBOOOIHBIE M cOOpaHHBIE B MYYKH HUTHU, KpyHHbIe cepuueckue (HOpMbl U THTAHTCKUE
OJIMHOYHBIE KJIETKH. Pa3meprl KIETOK, CTpPOEHHE TPHUXOMOB, CKOJB3AIIEe JIBUKCHHE,
BaKyOJHM3allsl W HaJWMYUe BKIIOYCHHWHA DJIEMEHTHOW Cepbl yAOOHBI Il OMHCAHUS
MOp(}OTUIIOB, HO HE BCErjJa OTPaKalT HSBOJIOLMOHHOE PpOACTBO. B coBpemeHHOMN
dopmanbHOM Kiaccudukanuu Beggiatoaceae otHocutcs k mopsaaky Beggiatoales kiacca
Gammaproteobacteria; cocraB ceMmeiicTBa M HOMEHKJIATYpHBIH CTAaTyC €ro TaKCOHOB
orpaxxensl B 6aze LPSN (anru. List of Prokaryotic Names with Standing in Nomenclature)
(https://lpsn.dsmz.de/family/Beggiatoaceae, nata obpamienus: 19.06.2026).

JIOTIOTHUTENBHYIO TPYIHOCTh CO3/1a€T HEOJUWHAKOBAsi 00ECIIEYEHHOCTh Pa3IMYHBIX
JWHUA TaKCOHOMHYECKUMHU JaHHBIMU. [IJIs OMHUX TpEeACTaBHTENCH IOCTYIHBI YHCTHIC
KYJIBTYPBI U TTOJTHOTEHOMHBIE MTOCIIEA0BATEIBHOCTH, TOT/Ia KaK APYTUe U3BECTHBI TOIBKO 110
NpPUPOJHOMY MaTepuaiy, mnocienoBarenbHOCTsM reHa 16S pPHK, reHomMHBIM [1aHHBIM
OTICTBHBIX KJICTOK WJIU HUTCH JuOO0 reHomaM, coOopaHHbiM U3 MetareHoMoB (MAG; aHri.

metagenome-assembled genomes). B pe3ynbraTe 3HauMTEIbHAS YaCTh pPa3sHOOOpa3us
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CeMEeICTBa OCTAeTCs MPEACTABICHHON MPEUMYIIECTBEHHO MOJIEKYJISPHBIMA U TCHOMHBIMHU
JAHHBIMH, a MCTOpUYecKre Ha3BaHus Beggiatoa u Thioploca, mmpoko nmpuMeHsBIIHECS K
OpraHu3MaM OIpPEIeICEHHOr0 MOp(OTHIA, HE BCEraa COOTBETCTBYIOT COBPEMCHHBIM
¢dutoreHeTrUecKkUM rpanuiiaM poaos (Salman et al., 2011; Salman et al., 2013).

PaHHsIs cucTeMaTHKa onupaiach Ha HEMOCPEICTBEHHO HaOF01aeMble TpU3HaKku. Poj
Beggiatoa, Bocxomsmuii k omucanHoii kak Oscillatoria alba wutuatoit dopme, ObLI
ycraHoBieH Trevisan B 1842 r.; mosmHee B. alba crama tumoBsiM BHIOM poja, a poi
Beggiatoa — TumoBbkIM pojoM cemeiicTBa Beggiatoaceae, npemioxkennoro Migula B 1894 r.
(Trevisan, 1842; Migula, 1894). BecuBeTHbIE CKOIB3SIINE TPUXOMBI KIACCHDUITUPOBAIIH I10
dopMe W auMaMETpy KJICTOK, XapaKTepy IBMIKCHHS M CIIOCOOHOCTH HAaKaIlUIMBaTh Cepy,
Mo3TOMY Ha3BaHue Beggiatoa NpuUMEHSJIOCh K IIMPOKOMY KPYTy BHEIIHE CXOJHBIX
OpraHK3MOB.

OrpanuyeHust MOP(OJOTHUIECKOr0 IOIX0Aa MPOSBHINCh W TPU pasrpaHUUYCHUU
Beggiatoa u Thioploca. Pox Thioploca Beimensiii mo my4kam IOABHXKHBIX TPUXOMOB B
00IIIeM CITM3MCTOM YeXJie, a BUbI pa3jindaid MPEUMYIIECTBEHHO 110 JUaMETPy TPUXOMOB. B
cempbMOM u3fAaHuMU Bergey's Manual camoctositensHOCTh pona Thioploca cuwnTanmachk
COMHHTEIBHOM, MOCKOJIBKY OTICNbHBIE TPUXOMBI ONMMcaHHbIX Thioploca cooTBeTcTBOBAIH
Mopdororuu  pasHeix BHIOB Beggiatoa (Buchanan, 1957). Bunmer T. ingrica,
Thioploca araucae u Thioploca chileae mo3nuee ObuM OmMKMCaHbI U3 MPUPOTHOTO MaTepUalia
0e3 monyudeHHs 4UCTBIX KynbTyp (Maier, 1984; Maier, Gallardo, 1984). Mcropuyeckoe
BKioueHue Thiothrix B Beggiatoaceae cimyxuT eiie OJHUM TPUMEPOM OTPaHUYCHUN
Mopdonornueckon kinaccupukanuu (Garrity et al., 2005).

[lepexoq K MOJCKYJISIPHOH CHUCTEMAaTHKE HW3MEHHJ MPEJACTABICHUS O TPaHUIAX
cemerictBa. Ananmu3 5S pPHK moxkasan, 4to MOp(]oIorudecku CXOTHBIE CEPOOKHCIISIONINE
OakTepuu He 00pa3yrT enuHON ectecTBeHHOM rpymmsl (Stahl et al., 1987). UccnenoBanus
16S pPHK ycranoBunu poactBo Thioploca ¢ B. alba m poacTBeHHBIMH HUTYATBIMH
CepOOaKTEePUSIMH, OJHOBPEMEHHO BBIIBHB HECOOTBETCTBHE MEKIY TPATAUIHOHHBIMU
pPOMOBBIMU TIpH3HaKamMu U MolekyisipHoil ¢unorenunerd (Teske et al., 1995). lupoxas
BaKyOJIM3UPOBAaHHAs MOpCKash HHTbh, OIpelesieHHas o Mmopdosorun kak Beggiatoa,
okazanach Onm3ka k Thioploca (Ahmad et al., 1999), Torna kak pe3ko OTIMYAKOIIASCS
chepuyeckumu KieTkamu 1. namibiensis takxe Borwia B Oym3Kyr0 kK MopckuMm Thioploca

muanio  (Schulz et al., 1999). HwurpaT-akkymMynupyroIMe MOPCKHE OpraHU3MBbI,
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obOo3HauaBIMecs kak Beggiatoa, BkIOYanmM HECKOJIBKO (DHIOTEHETHYSCKUX JIMHUN
(MuBmann et al., 2003), a KyIsTHBHpYEMbIe HEBaKyoJIM3HpOBaHHBIC Beggiatoa sansin
0azanmpHOE MOJIOKEHUE OTHOCHTEJIHHO pa3zHo00pa3HbIX HEKYJIbTUBUPYEMBIX
BakyoJu3upoBaHHbIX opM (Ahmad et al., 2006). ®unorenus no reny 16S pPHK HarnsaHo
JEMOHCTPUPYET  HECOOTBETCTBHUE  MEXKAY  UCTOPHUECKUMH  MOPQOJOTUICCKUMHU
0003HAYCHUSIMU W (PHIIOTEGHETUYECKUM  TTOJIOKEHHUEM  OTJACIBHBIX IpEACTaBUTEIICH

Beggiatoaceae (Pucynok 2).

100

‘Candidatus Thiomargarita nelsonii” x3 (FR690926, -42, -67)
Thioploca x3 (L40998, AY115530, AF452892)
“Candidatus Parabeggiatoa” x7 (AF532770, AF532772-4, KP994464, -497, -512)

00 “Candidatus Maribeggiatoa” x2 (AY580013, AF064543)
6~ “Candidatus Marithioploca” (AF035956)
100 Guaymas orange mat

100

Guaymas white mat x2 (JN793554, -57)
“Candidatus Thiomargarita joergensenii” x2 (FR690922, -25)

“Candidatus Thiomargarita namibiensis” x3 (FR690893, -914, -918)
“Candidatus Thiopilula” x3 (FR847876, FN811660, FR690979)
100 || 90 “Candidatus Thiophysa” x3 (FR690984-6)

100
r “Candidatus Halobeggiatoa” x10 (FR847864-73)
50 “Candidatus Marithrix” (KU942607)

L 100 e “Candidatus Isobeggiatoa’ x6 (AF532769, 75, KF892059, KP994500, FN561862, AB108786
100 “Candidatus Allobeggiatoa” x2 (EF428583, EU919200)

544

Beggiatoa sp. LPN (EU015402)
Beggiatoa sp. AA5 (AF110275)
100 -1 Beggiatoa leptomitoformis x2 (AY583995-6) Y
100 42 100 Beggiatoa alba x3 (AF110274, L40994, FR690999) Y

Beggiatoa sp. 1401-13 (L40997)
100 | Thioflexithrix psekupsensis D3T (KP056307) *
L Thioflexithrix psekupsensis KB-A (FJ799356)

64 Beggiatoa sp. Clone HMW-S2139 (FR847884)
100 [ Beggiatoa sp. Arauama | (GU117706)
—Beggiatoa sp. Arauama Il (GU117707)

70 -Beggiatoa sp. MS-81-6 (AF110277) )
L —Beggiatoa sp. 35Flor (FR717278) Beggiatoaceae
100 ocleimonas flava KMM 3898T (NR_112909)
100 Leucothrix x2 (NR_136768, EU025026) Leucotrichaceae
700 84 100 Thiofilum x2 (NR_024757, NR_114501) Thiofilaceae
100 58 Thiolinea x2 (NR_024755, -58) Thiolineaceae
100 m—88 Thiothrix x5 (NR_044655, NR_118036, EU642572-3, NR_104845,) Thiotrichaceae
Halothiobacillus neapolitanus Parker strain X (NR_104929)
.
0.050

Pucynok 2 — ®uiioreHeTuveckoe noJoxKeHue npejacTaBuresiei cemeicrpa
Beggiatoaceae na ocHoBaHuH mocJjienaoBarejbHocTeil rena 16S pPHK
JlepeBo IOCTPOSHO METOIOM MaKCUMAIIbHOTO TIPABOIIOI00MST; 3HAUEHUS Y Y3JI0B COOTBETCTBYIOT
bootstrap-noanepxke (1000 perunk). B kauecTBe BHENIHEH rPyIITBI HCIIOIb30BaH
Halothiobacillus neapolitanus. 3Be3noukamu oTMedeHsl BUIbl Beggiatoaceae, s KOTOpbIX
MOJIy4YEHbI YHCThIE KYJIbTYpHhl. J[epeBO OTpaXkaeT COCTaB MOCIIEA0BATENbHOCTEH, BKIIIOYSHHBIX B
UCXOIHBIN aHamu3. BrigeneHubie Ha nepeBe cemeiictBa Leucotrichaceae, Thiofilaceae,
Thiolineaceae u Thiotrichaceae B knaccudpukanuun GTDB 00berHEHBI B CEMENUCTBO
Thiotrichaceae (penu3 R11-RS232; https://gtdb.ecogenomic.org/tree?r=f__Thiotrichaceae, nata
obpamenus: 29.07.2026). B coBpeMeHHOI TAKCOHOMHH CEMEICTBA TOTTOTHUTEILHO YYUTHIBACTCS
“Candidatus Venteria”, He mpeacTaBIcHHBIN Ha JaHHOM jaepeBe. Macmitab coorBercTByeT 0,05
3aMeHbl Ha mo3utuio (1ut. mo Gureeva et al., 2019).
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AHanu3 OJIHOro (PUJIOr€HETHYECKOrO0 MapKepa HeE O0ecreyuBall HAJEHKHOTO
pasrpaHUYeHUs] YacTh OJM3KUX pOJOB W BHUJOB M HE BCErJa TIO3BOJSUT  CBS3aTh
MOCJICIOBATEILHOCTh C KOHKPETHBIM MOPQGOTHIIOM. ['€HOMHBI MaTepuall OTIEIBbHBIX
MHUKPOMaHUITYJIUPOBAHHBIX HHUTEH BIEPBBIC CIENAI TAaKUE OPTaHU3MBI JTOCTYIHBIMHU JUIS
TeHOMHOI'O aHaim3a 0e3 moiydeHus 9ucToil KyiabTypel (Muflmann et al.,, 2007).
CormocraBieHue MOPQOJIOTHH HWHAWBHAIAYAIBHO OTOOpaHHBIX KJIETOK W HUTEH C
nocienoBarenbHOCTAMUA 16S pPHK BBISBHIO HECOTJIACOBAHHOCTH psiia TPaJUIIMOHHBIX
Ha3BaHHU C (PHUIIOTEHUEH 1 MTO3BOJIUIIO MTPEUIOKUTH HECKOIBKO pooB B cratyce Candidatus
(Salman etal., 2011). B uccnemoBanuu Salman et al. (2011) 6b1710 mosrydeHo 6oJiee cTa MOYTH
MOJTHOPa3MEPHBIX MociieaoBaTeibHocTel reHa 16S pPHK u3 BpyuHyr0 0TOOpaHHBIX KJIETOK
¥ HUATEH. JIJ71s1 OJTHOTO | TOTO K€ 00BEKTa COMOCTABIISIINCH Pa3Mephl M OpraHu3aIus KIETOK,
BaKyOJIM3aIlHs, XapaKkTep 0ObCMHCHUS HUTCH U TIOJIOKCHHUE Ha (PHIIOTEHETHYECKOM JIEPEBeE.
Takoli TOAXOJ TMO3BOJMJI OTAEIUTH O00O03HAUEHUST MOP(POTHUIOB OT TAKCOHOMHUYECKHX
Ha3BaHUH M CBA3aTh MPEIOKEHHBIC POJa ¢ KOHKPETHBIMH MPUPOAHBIMEU GopMmamu (Salman
etal., 2011).

JlanmpHeiiee pacimpeHre BBIOOPKU OOCCIICUWIN aMIUTU(DUIIMPOBAHHBIC TCHOMBI
oTnenbHbIX  KIeTok (SAG; anrm single-amplified genome), momydenHbie moce
NoJHOTeHOMHOW amruinukammu, ¥ MAG. T'emom T. ingrica ObUl BOCCTAHOBJICH W3
NPUPOTHOTO MaTepHalia U COMOCTABIICH C MPOTCOMHBIMHU JTAHHBIMHU, XOTS YUCTasl KYJIbTypa
storo opranm3ma otrcyrctBoBasna (Kojima et al., 2015). SAG mnpencraButeneii pona
Thiomargarita u MAG u3 TpPECHOBOIHBIX XEMOCHHTCTHUYECKUX MATOB BBISBHIIN
JIOTIOJTHUTENIbHBIC JIMHUM W 3HAYHUTEIBHYI0 TCHOMHYIO BapuaOelIbHOCTH KPYITHBIX
cepobakrtepuii (Winkel et al., 2016; Sharrar et al., 2017).

Paznuune wmexny reHomHOW kinaccudukanueid u GopMaIbHOM HOMEHKIATYpPOi
HauOosiee sicHO mposiBisgercss npu comnocraBieHnn GTDB (anrnm. Genome Taxonomy
Database) u LPSN. ITo nanueim LPSN, cemeiictBo Beggiatoaceae BxmrouaeT 21 pooByro
3amuch, B ToM 4mcie HasBanus Candidatus, ucropuyeckre HaMMEHOBAHHS U CHUHOHHMBI.
Bamuaao omyOnmkoBaHHBIE TO MEXIyHApOJIHOMY KOJIEKCY HOMEHKIATYPhl HPOKapUOT
(ICNP; anrn. International Code of Nomenclature of Prokaryotes) u mpuHsATBHIE Kak
NpaBUJIbHBIC Ha3BaHMWS MMEIOT 4YeThipe poia — Beggiatoa, Thioploca, Thiomargarita u
Thioflexithrix. B ux cocraBe 4nMcIHUTCS BOCEMb BHIOB C OIyOJIMKOBAHHBIMH HAa3BaHUSIMHU.

OcranbHbIe npeacTaBUTCIN CeMeﬁCTBa, BKJIIOYass OOJBIIMHCTBO OITMCAHHBIX MOPCKHX
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JMHUHM, TPEICTaBICHB KaHAMJATHBIMH WJIH HE WMEIOIIMMH HOMEHKIATYPHOTO CTaTyca
nasBanusmu  (LPSN;  https://Ipsn.dsmz.de/family/Beggiatoaceae, mara oOpalieHus:
19.06.2026). GTDB pemraet apyryio 3amady: pacrupeaeiiseT J0CTYIHbIE T€HOMbI H30JISTOB,
SAG u MAG 1o ¢uiaoreHoMHBIM KjacTepaMm, OOJIBIIMHCTBO KOTOPBIX O0O3HAYEHO
cinyxe0HpIMU Ha3BanusMu (Parks et al., 2026). B penuze R11-RS232 ot 15 anpens 2026 rona
GTDB cemeiicTBO mpeAcTaBiIeHO 78 TEHOMHBIMU 3alUCAMHU, 00pa3yrOmUMU 27 POJOBBIX U
55 sBumoBeix kimactepoB  (https://gtdb.ecogenomic.org/tree?r=f _Beggiatoaceae, nmara
obpamienust: 19.06.2026). DT moka3aTenn HEb3s1 COMOCTABIATh KaK JBa BapHaHTa YUCIIa
pomoB mwiu BunoB: LPSN oTpakaeT craryc Ha3BaHMI ¥ HOMEHKJIATYPHBIX THUIIOB, TOTJa KaK
GTDB xapaktepu3yeT CTPYKTYpy IOCTYITHOTO T€HOMHOTO pa3HooOpasusi. Pa3pbiB Mexmy
HUMH TTOKa3bIBaeT, HACKOJIbKO TEHOMHAs BBIOOpKaA MpeBhImIaeT (HopMaibHO 0(GOPMIICHHYIO
qacTh cemeiictBa. CiyxxeOHOe pomoBoe win BuaoBoe obo3naueHne B GTDB dukcupyer
MIOJIOKEHHE TeHOMa B JJAHHON BEpCHH KIacCH(UKAIMU, HO HE CO3/aeT HOMEHKIATYPHOTO
Ha3BaHus. HanpoTus, npucyrcteue nmenn B LPSN camo 1o cebe He 03HayuaeT, 4To 3a HUM
CTOUT OCTYIHAsI KyJIbTYpa WIH PETpe3eHTaTHBHASI TEHOMHAs BBIOOPKA.

Henoctatok KyabTyp OCTaeTCsl OMHUM U3 TJABHBIX OrpaHWYCHHN monHda3zHON
CUCTeMaTUKH. J{oCTyIHbIC YHUCThIC KYJIbTYphl U ACTIOHUPOBAHHBIE IITAMMbI TPECTABICHBI
TOJILKO TIpecHOBOIHBIMU Bugamu — B. alba, B. leptomitoformis u T. psekupsensis (Strohl,
Larkin, 1978; Dubinina et al., 2017; Gureeva et al., 2019). Mopckue npeacTaBUTEIN
ceMeiicTBa HE BBIICTICHHl B UHUCTBIE KYJIBTYphl M TPEUMYIIECTBEHHO OIMCAaHBI Kak
KaH/IWJAaTHBIC TAKCOHBI HA OCHOBAHUY MCCIIEJIOBAHUS IPUPOIHBIX KIETOK M HUTEH, TCHOMOB
otaenbHbIX KieTok wm MAG (MuBBmann et al., 2007; Salman et al., 2011; MacGregor et al.,
2013a; Winkel et al., 2016). OtcyrcTBHe 4YHCTOH KyJBTYyphl 3aTPYIHSET MOBTOPHOC
ucciie0oBaHue (PU3MOJIOTHUH, COTIOCTABIIEHHE TeHOMAa ¢ (PEHOTUIIOM M CO3JaHHEe TOCTYITHOT'O
turnoBoro Marepuana. “Ca. Thiomargarita magnifica” mnoka3piBacT, 4YTO JETaTbHOEC
Mop(OoJIOTHYecKOe W TeHOMHOE OIMCaHhe caMo Mo cebe He obOecredynBaeT BaJUTHOU
nyonukaru HaszBanus o ICNP (Volland et al., 2022).

OpraHu3Mbl, W3BECTHBIC MPEUMYIIECTBEHHO IO T€HOMHBIM JaHHBIM, HaXOJISATCS B
craryce Candidatus, a SeqCode nonyckaeT UCTIOIb30BaHHE TEHOMHOM TIOCIICA0BATEILHOCTH
B Ka4eCTBE HOMEHKJIATYpHOI'O THUIIA, CO3/1aBas JAOIOJHUTEIbHBIN 10 oTHOUmEHUO K ICNP
nyTh opopmiienus HazBanuit (Hedlund et al., 2022). “Ca. Venteria ishoeyi” nepBoHauanbsHO

obuta ipeuioskena Fonseca et al. (2017) B coctaBe cemeiicTa Thiotrichaceae. ITo3anee s
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ee tunudpukammun 1o SeqCode Oplia wucmonp3oBaHa Oojiee TONHAS TEHOMHAs
nocienoBarensbHocTh m3oisTa G18 (Fonseca et al.,, 2017; Fonseca et al.,, 2025). B
COBpPEMEHHOH KJIacCH(HKAIMHU 3TOT POJI OTHOCAT K ceMelicTBy Beggiatoaceae.
MonekyaspHble U TEHOMHBIE METOJbI TMOKa3aJH, YTO MOPQOJIOTUUECKUA CXOJHBIC
npejacraButean Beggiatoaceae Moryr npuHAATICKATh Pa3HBIM  JIMHHSM, a PE3KO
paznuyatomuecss (GopMbl — HMETh ONM3Koe mpoucxoxaeHue. OJHAKO CTaOWUIU3aALMS
CUCTEMAaTHKHU TpeOyeT COBMECTHOTO aHAJIM3a BHICOKOKAUYECTBECHHBIX TEHOMOB, MOp(oIoTHH,
(U3HOIOTHH, YKOJIOTUH W HAJIC)KHO CBSI3AHHBIX C HUMHU THUIIOBBIX MaTepHAIOB. | eHOMHBIC
MOJIXO/BI HE 3aBEPIIMIN KIaCCU(PUKAIIUIO CEMEICTBA, a BBIIBWIM MacIITad pasHOOOpasus,

KOTOPOE €I1Ie PEJICTOUT COTIacoBaTh ¢ (popManbHONH HOMEHKIATYPOH.

1.4 MeTa00s113M coeIMHEHUH cepbl

Hcnonp30BaHre BOCCTaHOBJICHHBIX COEIMHEHUN CEpBI SIBJSIETCS OAHOW U3 Hambosee
XapaKTepHBIX (PU3MOJIOTHUECKHX ocoOeHHOocTel Beggiatoaceae. Hambosiee moapoOHO y
IpeCcTaBUTENe ceMelCcTBa HCCIEAOBAHO OKHUCIEHUE cyinbduaa u THocylbdpaTa. OTH
cyOcTpaThl MpeBpallaroTcss pa3sHbIMU (EPMEHTATUBHBIMU CHUCTEMAaMH, OJHAKO Yy MHOTHMX
nmpelncTaBuTeneil  0b6a mpoliecca  COMPOBOXKIAIOTCA 00pa3oBaHUEM MPOMEKYTOYHOU
AIIEMEHTHOHN cepbl, KOTOpas MOXET HaKaIlJMBaThbCi BHYTPUKIETOYHO U BIIOCIIEJICTBUU
MoJIBepraThes JanbHeimeMy okucienuto. [Ipu sTtom obpaszyercst cynb(UT, KOTOPBINA 3aTeM
npeBpaiiaetcs B cynbdar. KoHkpeTHbIi HA00p (hepMEHTAaTUBHBIX CUCTEM, 00ECIIEUNBAIOIIINX

9THU CTaAuH, PA3JIUIACTCA MCKAY OTACIbHBIMU IIPCACTABUTCIIAMUA ceMeMcTBa.

1.4.1 InccumMuasiiuOHHOE OKHMCJIEHUE COeTUHEHUI cepbl
1.4.1.1 Oxucnenue cynbduaa

HavanbHyio peakinuio OKHCIEHUs Ccyiabpuaa y CEpOOKUCISAIOMUX OakTepHii
OCYIIECTBIISIFOT TIPEXK/Ie Bcero cynbdum:xuHonokcunopenykraza (SQR) u dprnaBoruroxpom-
c-cynepuaneruaporenaza (FCSD). SQR mepenaer snekTpoHbl OT cynbhuaa Ha XUHOHBI
npixatenbHOM 1enu, Toraa kak FCSD Bkimiowaer (hi1aBONMpOTEMHOBYIO M LIUTOXPOM-C-
COJIEPIKAIIYIO CYOBEMHHIIBI U 00ECTIEYUBACT MEPEHOC AEKTPOHOB C yUYACTHEM IIUTOXPOMOB
c. Takum oOpa3oM, Be CHUCTEMBbI CBS3BIBAIOT OKHCJIEHHE OJHOIO M TOTO K€ cyOcTpara ¢
pa3sHBIMU YYaCTKaMM OBIJIEKTPOH-TPAHCHOPTHOM wnemnu. J[ms KpymHBIX CepHBIX OakTepuii
npenmnonaranock, uto FCSD Moxer umeTs Oosnbliiee 3HaUE€HUE NMPU HU3KOW KOHIICHTpALUU

H2S, Torna kak SQR — mpu 6osee BBICOKOM MOCTYIUIEHUU Cynb(HIa; 3Ta runoreza Obuia



24

Ope/UIOKeHa TPH HWHTEPIPETAlMd TEHOMHBIX M JKOJOTHYECKHX JAHHBIX KPYIHBIX
Beggiatoaceae (Mulmann et al., 2007).

CpaBHUTENbHBIN aHANIM3 CEMH TEHOMOB MpeacTaBuTeneii Beggiatoaceae moxasan
OPUCYTCTBUE TEHOB SOI, KOIUPYIOUMX CYyIb(UI:XHHOHOKCHAOPEIYKTa3bl, BO BCEX
uccie1oBaHHbIX reHoMax. ['enbl fCCA u fcCB, komupyrolire cOOTBETCTBEHHO TUTOXPOMHYIO
1 (hIaBONPOTEMHOBYIO CYOBEAMHUIIBI (PIIABOIUTOXPOM-C-cynbduaneruaporenassl FccAB,
ObLIH BBISABIICHBI B IiecTh 13 cemu reHoMoB (Winkel et al., 2016). B renome T. ingrica raxke
BeisiBNIcHBI SQr u fCCAB. Ilporeomublii ananm3 ¢uiramentoB T. ingrica, coOpaHHBIX H3
IPUPOHBIX TOHHBIX 0CAIKOB, TAK)KE BBISIBHJI OCJIKH, YYaCTBYIOIIME B OKUCIICHUH CYJIbduIa
(Kojima et al., 2015).

OuU3NoIOTHYECKHNE WCCICIOBaHMS IMOKA3bIBAIOT, YTO OKHWCICHHWE Cynbpuma y
Beggiatoaceae wacTo CcOMpPOBOXKIACTCS HAKOIUICHHEM OJJIEMEHTHOW Cepbl. Y ITamma
Beggiatoa sp. OH-75-B nipu ucnions3oBanuy cynbhuaa 00pa3oBbIBAIACH BHYTPUKICTOUHBIC
BKITIOUCHHS DJIEMEHTHOH Cepbl, KOTOPBIC TOCJIE MPEKpAIICHUs IMOCTYIUICHUS CYibduia
Mmoryu pacxoaoBatbes fanee (Nelson, Castenholz, 1981).

VY B. alba B18LD B a’poOHBIX YCIOBHSX CYIb(QHUI OKUCISICSI ¢ 0Opa3oBaHHEM
BHYTPHUKJICTOYHBIX BKIFOUCHHIA SJIEMEHTHOU CEPhl, KOTOpasi HaKaIUIMBaJlach B KieTkax. [Ipu
nocieayoiien aapoOHON HHKYOAlMU HUTEH, MPeABAPUTEIBLHO BbIPAILIEHHBIX B IPUCYTCTBUU
cynbpuaa, MEYEHHOro °°S, OCHOBHAs YaCTh PaJMOAKTHMBHOM METKH COXPaHSIach BO
BHYTPHUKJIETOYHOW cepe. Ha OCHOBaHMM MHKPOCKONMYECKHX, PECHTHPOMETPHUECKUX U
U30TOMHBIX JTAHHBIX aBTOPHI 3aKIIOUYMIIN, YTO B @9POOHBIX YCIOBHIX BHYTPUKIETOUHAs cepa
HE OKHCJISUIACh JI0 Cyib(aTa U HE BBICBOOOXKIANACh U3 KIETOK B KYJIbTYPAJIbHYIO CPENY B
BHUJIC PACTBOPHMBIX coequHeHui cephl (Schmidt et al., 1987).

Jlns Mopckux mTamMMoB Beggiatoa mokazaHo mMoiHOE OKHCIeHHWe cynbdumaa mo
cynabdaTa IpHU pOCTE€ B TPATUEHTHBIX KYJIbTypaX; CTEIEHb MPOMEKYTOYHOTO HAKOIUICHUS
cepbl paznuyaiach MKy HITaMMaMHU W 3aBHCeNia OT ycloBHi KynpTuBupoBaHus (Hagen,
Nelson, 1997). Dtu ucciaeqoBaHus TaKXKe BBIIBUIIN pas3inyusi B QEPMEHTATUBHBIX CUCTEMaX
OKHCJICHUS CEpHBIX COSIMHEHNI y MOPCKUX M MPECHOBOAHKIX mTamMMoB Beggiatoa (Hagen,
Nelson, 1997).

VY mpupoansix Thioploca cymehua Taxke npeBpamaeTcs depes3 MPOMEKYTOYHYIO
AIIEMEHTHYIO cepy. B WHKYyOallMOHHBIX JKCHEPUMEHTAaX Cynb(ar SBISUICS KOHEUHBIM

MMPOAYKTOM, IPUYEM CKOPOCTH €To0 O6p&30BaHI/I$I CYmMCCTBCHHO HC YBCIMYHBAJIACh IIPpH
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n00aBNeHUN CynbQuaa, 4TO COrJacyeTcs C pasJelieHHeM Ipolecca Ha o0Opa3oBaHHE

SIIEMEHTHOM cephl U ee mocieayromiee okucienue (Otte et al., 1999).

1.4.1.2 Oxucnenne Tnocynbdara

Ucnonb3oBanne TUOCynb(daTra TOKa3aHO y HECKOIBKUX  KYJIbTUBUPYEMBIX
Beggiatoaceae. Y Beggiatoa sp. OH-75-B npu npeBpaiieHuu THOCYIb(aTa 00pa30BBIBATHCH
npuOIU3UTENBHO SKBUMOJIIPHBIE KOJMYECTBA Cylb(aTa M 3JIEMEHTHON Cepbl; aBTOPHI
MHTEPIPETUPOBATIN 3TOT MPOLECC KaK BEPOSATHOE TUCIPONOPLMOHUPOBAHNE THOCYb(daTa,
IPUYEM YacTh HAKOIUJIEHHOW cepbl BIIOCIEACTBUM OKHUCHsuach a0 cyiabdara (Nelson,
Castenholz, 1981). B. leptomitoformis D-402 crocobeH K XeMOJIHUTOABTOTPO(GHOMY POCTY B
NPUCYTCTBUU THOCYJIb(aTa B KayecTBE JOHOpa »JJIEKTPOHOB JJsi SHEPreTUYECKOIO
MeTaboIM3Ma; €ro OKHCIIEHHE COMPOBOXKIACTCS HAKOIJICHUEM BHYTPHUKJIETOYHBIX CEPHBIX
o0y (Dubinina et al., 2017). B otimnune ot D-402, 6niuskopoactBeHHbIi mtamm D-401 He
CIOCOOEH K XEMOJIUTOABTOTPOGHOMY POCTY B MPUCYTCTBUU THOCYIb(haTa U HE HAKAILJTUBAET
BHYTPHKJIETOUHYIO dnemenTHyio cepy (Fomenkov et al., 2018). V T. psekupsensis D37
THOCYJIb(AT TAKXKE CIYXKWJI JOHOPOM 3JIEKTPOHOB IPH XEMOJUTOABTOTPO(PHOM pocTe U
OKHUCIISIICA ¢ 00pa30BaHUEM SKBUMOJISPHBIX KOJIUYECTB FJIEMEHTHON cephl U cylbdarta; ass
mraMmMma Obliia u3MepeHa aktuBHOCTh SoxB (Gureeva et al., 2019).

OcHoBHOIW  OakTepuagbHOW CHCTEMOW OKHUCIEHUS TUOCylIb(dara  sBISETCS
SOX-KOMILIEKC, B COCTaB KOTOpPOro BXoaaT 0enku SoxAX, SoxYZ u SoxB; B 3aBHCUMOCTH
OT BapHaHTa CHCTEMBI JOTOJTHUTEILHO MOTYT MpHUCyTcTBOBaTh Oeiku SOXCD. Beimenstor
MOJIHYI0, WJIM HEPA3BETBJIEHHYIO, SOX-CUCTEMY, BKIodaromyro SoxAX, SoxYZ, SoxB u
SoxCD, u pa3BeTBieHHYIO Sox-cuctemy, B koTopoil SoxCD otcyrctByer. Tuocynndar
COJICPKUT JBa aromMa Cepbl B pPa3HBIX CTEMEHSX OKUCIEHUS — CYJIb(QOHATHBIN U
cynbdanoBbeiii. B momHo#t Sox-cucteme SoxCD oOecreunBaeT OKHCICHUE CBSI3aHHOU C
SoxYZ cynbdaHoBOii cepsl, BCIEACTBUE Yero o0a aromMa cepbl THOCYIb(aTa B KOHEUHOM
UTOre MpeBpallalTcs B cynbdpaT 0e3 HaKOIMJICHHUS MPOMEKYTOUYHOM 3JIEMEHTHOM cepbl
(Friedrich et al., 2001; Grabarczyk, Berks, 2017).

B passerBnennoit Sox-cucteme SoxCD otcyrcrBytor. [locne obpa3oBanus nepBoro
cynbara cBszaHHass ¢ SoxYZ cyinbpaHOBas cepa He MOJABEpraeTcs JaibHeileMy
OKHUCJICHUIO BHYTpU SOX-IIUKJIA. Y CEPOHAKAIUIMBAIOIINX OaKTepUil OHA Jajiee MepeXouT B
IPOMEXYTOUHYIO  DJIEMEHTHYKO  Cepy, KOTopas  3aTeM  OKHCIseTCs  JIpyruMu

¢depmenTaTuBHBIME cucTemMamu. Haunbonee moapoOHO pa3BeTBICHHAs SoX-CHCTEMa
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uccinenosana y Allochromatium vinosum: SoxAX, SoxYZ u SoxB HeoOXomumbl s
OKHUCJICHHSI ~ TUOCYJbh(para,  CONPOBOXKAAIOMIETOCS  00s3aTelIbHBIM  00pa3oBaHUEM
MPOMEXYTOYHON 3IIEMEHTHOM Cepbl U MOCIEAYIOIINM €€ OKUcIeHueM 1o cynbdata (Hensen
et al., 2006). Takum 0Opa3om, MPH HEPA3BETBICHHON SOX-CHUCTEME THOCYJIb(AT MOJTHOCTHIO
OKHCIISIETCSI 10 cyib(ara, TOr/1a Kak IpH pa3BETBICHHON cucTteMe oOpa3yroTcs cyinbdar u
IPOMEKYTOYHAS JIIEMEHTHAsI cepa, KOTOpast 3aTeM MOABepraeTcs JalbHEHIIIeMY OKUCICHUIO
(Hensen et al., 2006; Grabarczyk, Berks, 2017).

Pa3BeTBneHHass Sox-cucTeMa omnucaHa y psija mpejacraButenel Beggiatoaceae. V
KPYIHBIX BaKyOJM3HPOBAHHBIX (HIAMEHTOB, HcCieAoBaHHBIX Mullmann et al., ObuH
BbIsIBJICHBI TeHBI SOXABXYZ, Torma kak SOXCD orcyrcrBoBanmm (Muflmann et al., 2007). B
noxHOM reHome T. ingrica renst SOXCD Taroke otcyrerByroT (Kojima et al., 2015). Cxonnbie
HaOopbl  SoX-KOMIIOHEHTOB onucanbl y Beggiatoa sp. 35Flor, “Candidatus
Isobeggiatoa divolgata”, “Ca. Maribeggiatoa” sp. u “Candidatus Thiomargarita nelsonii”
Bud S10 (Winkel et al., 2016). ¥V B. leptomitoformis D-402 BreisiBieHbr reHbl SOXAX, SOXB,
soxY u SOXZ mpu otcyrcTBum SOXCD. Takast opraHuzanusi COOTBETCTBYET Pa3BETBICHHOMY
BapUaHTy SOX-CHCTEMBbl U COTJIACYeTCS C HAKOIUIEHHEM BHYTPHUKJIETOYHBIX BKIIFOUEHUUN
AIIEMEHTHOH Cephl IIPH POCTE B MpHUCYTCTBHH THOCYNIb(dara (Dubinina et al., 2017). Bailey et
al. (2017) orMevanu mpHUCYTCTBHE YaCTUYHOW SOX-CHCTEMBbI, He BKiovaromeil SoxCD, Bo
BCEX JOCTYIHBIX K TOMY BpeMeHH reHoMax Beggiatoaceae u cBS3bIBaIM €€ C OKUCICHUEM
THOCYJIb(aTa ¥ HAKOTUICHUEM BHYTPUKIICTOYHON 3JIEMEHTHOU CEpBI.

[Tomumo otcytcTBHs SoxCD, mist Sox-cucteMsl psizia npencraBuTeneii Beggiatoaceae
XapakTepHo oObeAnHEeHHEe SoxX- U SoXA-moAoOHBIX oOjacTedl B oAHOM Oenke. VY
B. leptomitoformis D-402 ren SOXAX komupyeT oauH cIuThid 0enok SoxAX, N-KoHIeBas
o0nacTh KOTOporo coorBeTcTByeT SoxX, a C-xoHmeBas — SOXA. Cnutbiit 6emok SoxAX
tTakke mpeackasan y T. psekupsensis D3, Beggiatoa sp. 35Flor, B. alba B18LD,
“Ca. Isobeggiatoa” sp. u “Ca. Maribeggiatoa” sp. u3 I'yaiimacckoro 6acceiina (Kreutzmann,
2013; Gureeva et al., 2019; Gureeva, Grabovich, 2021). Cnusiare SoxX- 1 SOXA-110100HBIX
olOJiacTeld B OJJTHOM IOJUIICTITHIC OIIMCAHO TakXke y mpencrasureneit poga Halorhodospira,
skimoyass Halorhodospira halophila (Imhoff et al., 2022; Kreutzmann, 2013). Cxoanas
JIOMEHHasi opraHmzanus Obula mpeackazaHa st Oenka SoxAX M3 TeHoma

Bradyrhizobium sp. WSM2793 (Kreutzmann, 2013).
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1.4.1.3 HakomneHne 1 XUMAYECKUI COCTaB BHYTPUKIECTOYHON CEepBI

V psna npeacraButencii Beggiatoaceae sneMeHTHas cepa BpEMEHHO HaKarlTUBACTCs
B KJICTKaxX B BHJE CEPHBIX TIJI00YJ, 0Opa3yrOIIMXCS MPU OKHCICHHH BOCCTAHOBJICHHBIX
coenuHenuii cepsl (Strohl et al., 1982; Teske, Salman, 2014).

[lepBble  CIEKTPOCKONUYECKHE WCCIEAOBAaHUS YKa3blBalM Ha TpeolianaHue
IIUKJIOOKTAacephl Sg B CEPHBIX BKIIOYCHUSAX. PaMaHOBCKass MUKpPOCTIEKTPOCKOIHUS KPYITHBIX
MOpPCKHMX (HJIaMEHTOB M3 3ajuBa MoHTepei, 0003HaYeHHBIX aBTOpamMH Kak Thioploca u
Beggiatoa, mokaszana mpHCYTCTBHE Cepbl MPEHUMYIIECTBEHHO B (OpME IUKIOOKTacephl Sg
(Pasteris et al., 2001). Ilpu wuccreqOBaHUU METOAOM PEHTTEHOBCKOW aOCOPOIMOHHOIM
CIICKTPOCKOIIHY ITMKJIOOKTacepa Takke ObliIa olpeieieHa Kak mpeooiiaaaroiias opmMa cepbl
BO BKitoueHusx B. alba u T. namibiensis (Prange et al., 2002).

bornee mo3mHee wucciegoBaHWE IOKA3ajo, YTO COCTaB CEPHBIX BKIIOYCHHHA Y
npeacTaBuTeci poxa Beggiatoa He orpaHuuMBaeTCs IMKIOOKTacepol. PamaHoBckas
MHUKPOCIIEKTPOCKOIINS BHYTPHKJICTOUHBIX BKIIFOueHHit Beggiatoa sp. 35Flor u B. alba B18LD
BBISABUJIA COYETAHNE Sg M HEOPIaHUYECKHUX MONUCYIb(PUIOB Sy’ ~, IPUYEM COOTHOMIEHUE STHX
¢dopM 3aBHCEIO OT CTaJUU POCTa U YCIOBUH KyibTuBUpoBaHus. Y mramma B. alba B15LD
Te ke (PopMBI cepbl ObUTH OOHAPYKEHBI MPEUMYIIICCTBEHHO BO BHEKIJICTOYHBIX YacTHIIAX,
TOI'JIa KaKk BHYTPHU (HIAMEHTOB cepa He BbisiBiisiachk (Berg et al., 2014). Dto pacxoauiocs ¢
Ooree paHHUM YyIbTPACTPYKTYPHBIM ONHMCAHHEM CEpHbIX BKIoueHuit BISLD BHyTpu
KJIeTOYHOU 00omouku. [TprunHa pasnuumii He OblJIa yCTaHOBIIEHA; aBTOPHI JOITYCKAJIH, YTO
CBOICTBA MOJJCPKUBAEMOUN KYJIBTYPbl MOTIIH U3MEHUTHCS, BO3MOYKHO BCIIEACTBUE MYTaIlUU
(Strohl et al., 1982; Berg et al., 2014).

VY Beggiatoa sp. 35Flor Ha paHHeM 3Tare HaKOIUICHUS cepbl mpeobianana Sg, Toraa
KakK TMo37Hee Bo3pacTtana Aojs moiaucyiabhuaoB. [lomucynbhuasl oOHAPYKUBATUCH U TIPU
MOCTIEIYIOIIEM PACXOIOBAaHUM 3araceHHOW cepbl. ClenoBaTeabHO, CEPHBIC BKIIOUCHUS Y
3TOr0 MTaMMa OBLTM XMMHYECKH HEOJHOPOIHBI M MOIJM OJHOBPEMEHHO COAEpKAaTb
IUKJIOOKTacepy U Heopranuueckue noaucynbduan (Berg et al., 2014).

KonnuectBo cepbl, HakorieHHON Beggiatoa sp. 35Flor, 3aBuceno OT COOTHOIICHUS
MEXTy TIOCTYIIJICHHEM CYIb(HIa U CKOPOCTHIO €T0 AalbHEHIIero okucienus. [Ipu Hu3kom
NOTOKE cynbduaa GombIas A0y NOCTYNUBIIEH Cepbl OKUCISIIACH 0 CyJb(aTa, TOrjna Kak
yBEIIMYCHUE TOTOKAa Cyab(puaa COMPOBOXKAAIOCH Ooyiee BBIPAKEHHBIM HAKOIUICHHEM

BHYTPUKJIETOYHOW JJIEMEHTHOM cepbl. CepHble BKIKOYEHUS TMPU ITOM IOCTOSIHHO
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oOpazoBbiBaMCh H pacxopoBanuch (Berg et al., 2014). Dtu nmaHHBIE XapaKTEPU3YIOT
3aIIaCEeHHYIO Cepy KaK JUHAMUYCSCKHI TPOMEKYTOYHBIH MPOIYKT, TO3BOJISIONININ pa3/IeisiTh
BO BpPEMCHHM HAdYalbHOE NpeBpallleHHe Cynb(uaa W TMOCISAYIOUIME CTAHU €ro IMOJIHOTO

OKHCJICHUA.

1.4.1.4 JlanpHeilliee OKUCIEHUE 3aLIaCEHHON Cepbl

[Tocne oOpa3oBaHus BHYTPUKJIETOYHOH 3JEMEHTHOH cepbl HauMHAETCs Haubosiee
c1abo M3ydeHHasl 4acTh MyTH €€ JATbHEHIIEero OKHCICHHS — MOOWJIM3AIMs 3armaceHHOn
cepbl U ee mepenaya K (EepMEHTATUBHBIM CUCTEMaM, oOpa3yrouuM cyiab(ur. Y MHOrHX
KpynHbIX Beggiatoaceae nanpHeiilnee OKUCICHHE CEPhI CBS3BIBAIOT C CUCTEMOI 00OpaTHOM
JUCCUMWIIIMOHHON  cynbdurpenykrasel (rDSR). Lentpaneubiii depment DsrAB B
OKHCIIUTEIbHOM HAIIPaBJIEHUU Y4acTBYET B O0Opa30BaHUM CYJIb(PHUTA, a CUCTEMa BKIIOYAET
takke ceporneperocsue 6enku DstEFH u DsrC u memOpannsiii komrmieke DSIMKJIOP.

[Tonueiii  Habop dSrTABEFHCMKLJOP wu  nmononHuTeNnbHBIE DSr-KOMIOHEHTHI
OOHapyXeHbl B TeHOMe T. INgrica; MHOrWe OCJNKH TYTH OKHCICHHS CEpPbl BBISIBIICHBI
npoteomuo (Kojima et al.,, 2015). bauskue k momHbIM HaOopsl reHoB rDSR-crcTembl
oOHapykeHbl Takxke B reHomax Beggiatoa sp. 35Flor, “Ca. Isobeggiatoa divolgata”,
“Ca. Maribeggiatoa” sp. u otneneubix “Ca. Thiomargarita” spp. (Winkel et al., 2016). V
T. psekupsensis rensr IDSR o0beaunenb B kiacrep dSTABCEFHLMKJOPNR; aBTopsr
CBSI3BIBAIOT OTY CHCTEMY C TATBHEUIIINM OKHCICHUEM MTPOMEKYTOUHOU JIEMEHTHOM CEPHI 710
cynasduta (Gureeva et al., 2019).

Cam ostan mepepaum cepbl OT BHYTPUKIETOYHBIX BKIHOYEHUN cepbl K rDSR 'y
Beggiatoaceae ne nmokasan. [lepeHoc cepbl MeXk Ty KOMIOHECHTAMH 3TOW CUCTEMBbI HanboIIee
nospooHo uccnenosan y Allochromatium vinosum, rae skcnepMMEHTaIbHO YCTaHOBJICHA
nepenaya cyiabhanoBoil cepol ot nepcyiabhuauposanHoro DstEFH na DsrC (Stockdreher et
al., 2012). DsrMKJOP yugactByer B 31eKTpOHHOM OOMEHE, CBSI3aHHOM C JallbHEUIIHM
OKHCJICHUEM cepbl; MyTalloHHbIH ananu3 Allochromatium vinosum moka3zait HE0OX0IUMOCTh
KOMITOHEHTOB KOMILJIEKCA JIJIsl HOPMAIBHOTO PAacX010BaHMs BHYTPUKIECTOYHOM cephl (Sander
et al., 2006). Jlns npeacraButeseit Beggiatoaceae srarm, cBsI3bIBAIOIINI 3aIaCEHHYIO CEPY C
DsrEFH/DsrC, moka He oXapakTepH30BaH.

VY otmenbHBIX TpejacTaBuTenell Beggiatoaceae oOHapy)KeHBI T'€HBI, KOAHUPYIOIIAE
OenKu, TOMOJIOTUYHBIE CyObeIuHuIaM retepoaucyibhuapenykrassl (Hdr). Oqnako Hanuuue

Yy HHUX TIOJHOTO CEPOOKHCISIONIETO KOMILIEKCA, MOMOOHOTO TeTepOoANCYIbPUIAPETYKTa3e
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SHdr, u ero yuacTre B OKHCJICHHH 3aIIaCEHHOM 3JIEMEHTHOM cepbl He yctaHoBieHbl (Kojima
et al., 2015; Fonseca et al., 2017; Tanabe et al., 2024). V T. ingrica reast hdrAACB
paccMaTpuBarOTCSI KaK  KOMIIOHEHTHl ~ XWHOH-B3aWMOJICHCTBYIOIIETO  MEMOpPaHHOTO
OKCHUJIOPENYKTa3HOro KoMiuiekca Qmo, (yHKIMOHAIBHO cBA3aHHOTO ¢ APS-pemykrazoit
AprAB mpu HempsiMmoMm aneHo3uH-5'-pocdocynbdatrHom (APS-3aBucCHMOM) OKHCICHHH
cyasduta (Kojimaet al., 2015). B renome “Ca. Venteria ishoeyi” oonapyxenst hdrAB, Toraa
kak hdrC wmu ero romosor BeisiBiieH He 011 (Fonseca et al., 2017).

Y HEKOTOPBIX MPEICTABUTEIICH CEMENCTBA HE MOATBEPKICHO HATMYKE TIOJTHOTO ITYTH
OKHCIICHHS 3amaceHHoi cepol. Y B. leptomitoformis D-402 He BBIABICHBI HU HOIHBINA HAOOD
oenkoB rDSR, ©m cepookucnsaromuii komrmiekc HdrCBAHypHdrCB. Ilostomy
(bepMEHTaTUBHBI MEXaHU3M TIPEBpAICHHUS HAKOIUICHHON AJIEMEHTHOW CEphl B CYIb(OHUT Y
ATOro INTaMMa OcCTaeTcs HeycTaHoBieHHbIM (Watanabe et al., 2019). B wactHOCTH, Yy
B.alba BISLD oOHapyxeHBl JWIIb  OTACNbHBIC  KOMIOHEHTHI rDSR, mpuyem
(U3NOTIOTUIECKH ITOT IITAMM HE CIIOCOOEH OKUCIISITh HAKOIICHHYIO 3JIEMEHTHYIO CEpy 10
cyabdpara (Berg et al., 2014; Winkel et al., 2016). OagHako OTCYTCTBHE y HETO
anpTepHaTUBHONW Hdr-3aBHCHMO# CHCTEMBI HENOCPEICTBEHHO HE YycraHoBieHo. s
“Ca. Thiomargarita nelsonii” Bud S10 u Thio36 monnoTta rDSR orieHeHa HEOHO3HAYHO U3-
3a ()parMEHTUPOBAHHOCTH T€HOMHBIX COOPOK, TTOITOMY YTBEPKIAaTh OTCYTCTBHE CHCTEMBI

Henb3st (Winkel et al., 2016).

1.4.1.5 Oxkucnenue cynbdura 10 cyiabdara

[Ipn  nanbHellieM  OKHCIEHUH  TPOMEXKYTOUHOM  cepbl  CYIb(UT  MOXKET
00pa3oBbIBaThCS KaK IMPOMEXKYTOUHBIM MPOAYKT W 3aTeM NpeBpamaThCs B Cyhbdar.
HccnemoBanusi MOPCKMX W IPECHOBOJHOTO IITaMMOB Beggiatoa BwIssBMIM pa3nuuus B
AKTUBHOCTH (EPMEHTOB MPSAMOTO U HENpPSIMOro MyTedl OKucieHus cyiabdura. ITO
MIOKA3bIBAET, YTO JaXX€ y IITAMMOB, OTHECEHHBIX K OJHOMY pOJaY, KOHEYHas CTajus
OKHUCJICHHSI Cepbl MOXKET O0OecnedyuBaThCsl Pa3IMYHbIMU (HEPMEHTATUBHBIMH CHUCTEMaMU
(Hagen, Nelson, 1997).

CynbpUT MOXKET OKHUCIATHCA 10 CyJb(paTa HEMOCPEACTBEHHO WU Yepe3 HempsIMOn
APS-3aBucumblii myTh. OIUH U3 BapUaHTOB MPSMOr0 OKHUCIICHUS CBSI3aH ¢ MeMOpaHHOU
cynabpuT:XuHOHOKCcUAopenykrazoir SoeABC, Torma kak APS-3aBucumoe okwucieHue

ocymiectBisiercst APS-peaykrazoit AprAB nu AT®-cynbdypunazoii Sat. @ynkuus SoeABC
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KaK OCHOBHOTO (pepMEeHTa NPSIMOTO OKHCIICHUS CyNb(HTa SKCIIEPUMEHTAIBHO YCTaHOBJICHA
y Allochromatium vinosum ¢ ucnone3oBanneM mytanToB (Dahl et al., 2013).

Jus  B. leptomitoformis D-402 oOnapyxensl rensl  S0eABC, komupyroiiue
CyOBEeIMHUIIBI MEMOPAaHHOM CyabGUT:XHuHOHOKCHAOpenykTazsl SoeABC (Watanabe et al.,
2019). CpaBuurenbHbIii anaau3 reaomoB “Ca. Thiomargarita nelsonii” Thio36 u Bud S10,
“Ca. Isobeggiatoa divolgata” u “Ca. Maribeggiatoa” sp. BeistBua remsi aprAB u sat,
koqupyromue APS-penykrazy AprAB u AT®-cynsdypunazy Sat, APS-3aBucumMoro nmytu
okucienus cynspura (Winkel et al., 2016). B renome “Ca. Thiomargarita nelsonii” Bud S10
JIOTIOJTHUTEIILHO OOHApYXKEH TeH SOrA, aHHOTUPOBAaHHBINA KaK T€H CyIb(OUTACTUAPOTEHA3BI
(Flood et al., 2016). Hanuume >THX I'€HOB YKa3bIBaeT HAa META0OJMYCCKUN IOTEHIIMAI
COOTBETCTBYIOIIMX pEaKkiuii, HO HE TOATBEPXKAACT AKTHUBHOCTH KOAWPYEMBIX HWMU
(dhepMeHTOB.

B renome T. ingrica oOHapyXeHBI I'e€HBI JBYX CHCTEM OKHCJICHHUS CYIb(pUTA: TeHBI
aprAB u sat, oGecneunBatome HenpsimMoi APS-3aBucuUMBIN MyTh OKUCIEHHS Cynb(puTa, a
Takke SOrAB, komupyromue mnepuruiazMaTH4YecKyo cyibduraeruaporesasy SorAB,
OCYIICCTBIISIFOIIYIO MPsSMOE OKucCiIeHue cyinbuta. benku SorAB Obuin BBISBIEHBI TpU
NPOTCOMHOM aHaIM3e, OJHAKO WX (EpPMEHTAaTHBHYIO aKTHMBHOCTH Yy 1. Ingrica
JKCIepuMeHTabHO He uccaenonanu (Kojima et al., 2015).

VY Bupa T. psekupsensis npeamnonaraercs yuactue rDSR B OKUCIICHUN TPOMEKYTOUHOM
DIIEMEHTHON Cepbl ¢ 00pa3oBaHHEM CYIb(QHUTA, TOTJAa KAaK MEXaHHU3M TOCIEIYIOIIEro
OKHCIIeHHs cynabpuTa 10 cyinbdara ocraercs HescHbiM (Gureeva et al., 2019; Gureeva,
Grabovich, 2021).

Takum 00pa3oM, OKHCIICHHE BOCCTAaHOBJICHHBIX COCIMHEHHI cepbl y Beggiatoaceae
COCTOMT U3 psifia 3TANOB: OKHCIEHUS CylIb(pHuaa 10 3JIEMEHTHOU cephl ¢ ydyactueM SQR u
FCSD, okucnenus tuocynbdara 10 cyibpaTa U IOPOMEKYTOUHOM AJIEMEHTHOM Cepbl C
YYacCTHEM pa3BETBICHHOW SOX-CHCTEMBI, MOCIEAYIOIIETO OKHUCICHHS 3JIEMEHTHOH Cepsl
cucremoit rDSR 110 cynedura u npeBpamieHus cyibdura B cyibdar (Pucynok 3). Onnako
OTJENIbHBIE CTAaJWU D3TOT0 MpOIEcca OXapaKTepU30BaHbl HepaBHOMEpHO. Haubomprras
HEOIPEICIICHHOCTh CBS3aHa ¢ MOOWIM3AaMel W JaJbHEWITUM OKHCICHHEM HaKOTUICHHOU
AIIEMEHTHOM Cephl, TIOCKOJIBKY Y HEKOTOPBIX MpEJICTaBUTENEH OTCYTCTBYIOT HIIU

npeicTaBIeHbI HeMoJIHO u3BecTHhIE IDSR- 1 Hdr-3aBucuMbie cUCTEMBL.
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Pucynok 3 — O0o01meHHasi cxeMa THCCUMUJISIIHOHHOI0 MeTa001u3Ma coeTHHeHH i
cepsnl y npeacTaBuTeneii Beggiatoaceae
FccAB, dnaBouutoxpom-C-cynbdunaeruaporenasa; SqrA/F, cynbdua:xunoHokcunopeaykrasa;
SoxAXBYZ, koMIOHEHTHI pa3BEeTBICHHON SOX-CUCTEMBbI OKUCIIEHUS THOCYNIb(arTa; MQ,
MeHaxuHOH; TDSR, cucrema oOpaTHOl nucCUMUIISIIMOHHOM cynbdurpeaykrassr; DstEFH u DsrC,
KOMIIOHEHTHI TpaHCTopTa cepHbIX coeaunenuid IDSR-cuctemsr; DsrL, nuromnasmaruueckuit
JKeJle30-cepHbIi praBonpoTenH, penokc-naptaep rDsrAB; AprAB, APS-penykrasza; AprM,
MeMOpaHOCBsI3aHHBIN KOMITOHEHT APS-3aBucumoro nytu; Sat, AT®-cynsdpypunaza; APS,
ageHo3uH-5'-pocdocynbdar; SoeABC, memOpaHHast Cynb(UT:XUHOHOKCHUOpETyKTas3a; SorAB,
cynburaernaporenasa; sHdr, npeanonaraemsiii Hdr-nogoOGHbIH cepoOKUCTSIONINNA KOMILIEKC;
HS™, runpocynsdun-non; HSn™, ruapononucynbua-aHuoHbI, COEpIKaIIne IETMOYKyY U3 N aTOMOB
cepsl (n > 2); s, BHYTPUKIIETOUHAS 3NieMeHTHas cepa; RSS—Sn+1H, TnonbHOe coennuenue,
conepikarniee cyibdanoByro cepy; H—Sn+1, momucynbdum; R—ShH, opranndeckoe coennHeHue,
coziepxalee cyiab(haHoBYIO cepy. UepHbIMU CTpesikaMu 0003HAYeHbI OCHOBHBIE HAIPaBJICHUS
NPEBpAIIEHHs COETUHEHNUH Cephl, YePHBIMH MTyHKTUPHBIMU — MEPEHOC COSAMHEHUI Yepes
MeMOpaHy, 3eJICHBIMH — COIPSKEHHBIE pEaKIK MepeHoca JIEKTPOHOB U MPEBPAIEHUS
KO(aKTOPOB, KPACHBIMU ITYHKTHPHBIMU — TIPEATIONIaraeMble HITH SKCIIEPIMEHTAIIEHO HE
TIO/ITBEP K ICHHBIE HTAMbl, BKITIOYas MOOMIH3aIHIo 3anacenHoit S° u Bo3moxkHoe yuactue sHdr
(amarrrupoBano mo Weissgerber et al., 2014b; Ravin et al., 2022).

1.4.2 BoccTaHOBJIeHHE 3JIEMEHTHOM cepbl M THOCY/IbdaTa

Y B. alba BI8LD mpu kpaTKOBpeMEHHOH HHKYOAlMM B aHa’pOOHBIX YCIIOBHSIX
HaOoanochk HakorieHue HeS, Ha ocHOBaHMM 4yero OBUIO BBICKA3aHO MPEAIOJIOKEHHE O
BO3MO)XHOM BOCCTaHOBJICHUU BHYTPHKJICTOYHOMN JJIEMEHTHOW CEphbl U €€ MCIOJIb30BAHUH B
Ka4eCTBE TEPMHUHAIBHOTO AKIENTOpa AJIEKTPOHOB. [Iporecc compoBOXKAaIcsS OKHUCICHUEM
9HJIOTCHHBIX 3aI1aCOB yIJIepoa U YCHIIUBAIICS B prcyTcTBUH Ho. ¥V miTamma Oblia BeISIBIICHA

THIpOTeHa3Has aKTUBHOCTb, NpudeMm mnorpedbnenne Hz nHabmomanock y (¢uiramMeHTOB,
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COJIEpKAIINX BHYTPUKJICTOUYHbIE BKIIOYCHHS CEPbI, YTO TAKXKE YKA3bIBAIO HA BO3MOXKHOE
compspkeHue okuciieHuss Hz ¢ BoccraHoBieHumeMm cepbl. OJHAKO HEMOCPEICTBEHHBIN
MEXaHU3M BOCCTAHOBJICHHS JJIEMEHTHOW CEpbl M YYacTBYIOIIME B HEM (EPMEHTHI
yctaHoBJieHbl He ObutH (Schmidt et al., 1987).

Haubonee ybemurensHO cepHOE AbIXxaHue IMokasaHo y Beggiatoa sp. 35Flor. Ipu
JUTTEIGHOM BBIPALIMBAHUH B YCJIOBHAX BBICOKOTO IMOTOKA CYIb(pHAa 4acTh (HIAMEHTOB
nepeMenianach M3 30HbI OKUCICHHS cyinbduma B 00JacTh ¢ aHadpPOOHBIMH YCIOBHSIMHU
TPaeHTHOW KyJIbTyphl. TaM OJHOBPEMEHHO YMEHBINAIHCH 3amachl BHYTPHUKIETOYHOU
DIIEMEHTHOHN Cephl M MOJUTHIPOKCHAIKAHOATOB, BHYTPUKJICTOUHBIX 3allaCHBIX COCAMHCHUMN
yriepona, a B cpene oopaszobiBaiicsi HoS. [TockoIbKy KHCIOPOI M OKUCIICHHBIE COCTUHCHHUSI
a30Ta B 3TOH 30HE OTCYTCTBOBAJIH, 3allac€HHAas AJIEMEHTHAs cepa CIYKHIiIa TePMHUHATHHBIM
aKIETITOPOM AJICKTPOHOB, a MOJUTHIPOKCHATKAaHOATHI — UX TIoHOpoM (Schwedt et al., 2012).
[Tocne pacxomoBaHus YacTH 3allaCEHHON cepbl (PUIaMEHThI MOTJIM BO3BpALIaThCs K T'paHULE
C KHCIIOPOJIOM M CHOBA HaKaIlIMBAaTh CEPHBIC BKIIFOUCHUS TPU OKHCIICHUH CYIbhua.

Jns B. leptomitoformis D-402 B cpaBHUTENbHON (PEHOTUITHUECKON XapaKTEPHCTUKE
OTMEYCHAa CIOCOOHOCTh BOCCTAHABJIMBATH JJICMEHTHYIO Cepy WIM THOCYIbpaT ¢
obpazoBannem H,S (Dubinina et al., 2017). Oxgnako i 3TOro mMTaMMa HE TPHUBEICHBI
JTAaHHBIE, COIMOCTABUMBIE CO CTEXHOMETPHYECKUM W (PHU3MOJIOTHYECKHM OOOCHOBAHHEM

cepHoro asixanus y 35F]or.

1.4.3 IlepcynbduaauokcureHaza 1 BO3MOKHasi PoJib B MeTa00JIu3Me cepbl y
Beggiatoaceae

[epcynspunanoxcurenassl (PDO) — 3To MoHOsIepHBIE HereMoBble Fe?*-3aBucumble
dbepMeHTHI, KaTATU3UPYIOIUE KUCIOPOI3aBUCUMOE OKUCIIEHUE CYIh(aHOBOTO aToMa Cepbl
HU3KOMOJIEKYJIIPHBIX TNepcynbGuaoB 10 cyiabduta. Mctopuueckn ux o003HAYalIM Kak
muokcurenassl cepbl SDO, MOCKOJIBKY aKTHBHOCTD ONIPEIEIISUIH 110 OKUCICHUIO 3JIEMEHTHOM
cepsl B IPUCYTCTBUU BoccTaHOBIeHHOTO TiyTatnoHa (GSH). Tlo3gHee ObII0 yCTaHOBJICHO,
YTO HEMOCPEJCTBEHHBIM CYyOCTpaToM sIBIIETCS HE MHMKJIMYecKas Sg, a mnepcynbhu,
oOpa3ytouuiics npu B3aumonericteuu GSH ¢ cynbganoBoii cepoii. Haubonee nzyueHHbIM
cybctparom siBasiercs riayratuoHnepcyiabdua (GSSH). Karammsupyemas PDO peaxius
umeet cienyromui Bua (Rohwerder, Sand, 2003):

GSSH + Oz + HO — GSH + SOz* + 2H*
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Kucmopon BeIcTymaeT kak KOCyOCTpar, BKJIIOYAIOMIMICS B CYJbQUT, a HE Kak
TEpMHUHAJIBHBIN aknentop anekrponoB. Jlus SdoA Cupriavidus necator mnokaszaHo
sxBuMoisipHoe motpedienne GSSH u Oz ¢ obpasosannem GSH u cyisdura (Liu et al.,
2014). Kpome GSSH, wnexoroppie PDO wucmons3yior apyrue mnepcyiaboums;; CstB
Staphylococcus aureus sddexTuBHO okucaser mepcyiabdun kosusuma A (CoASSH) u
nepcynbdu 6ammnnarrona (BSSH) (Shen et al., 2015).

AxtuBHbIM 1eHTp PDO conmepxut oavH HOH Fe?*, KOOPJIMHUPOBAHHBIN JIByMs
OoCTaTKaMM THUCTHIMHA MW OJHUM KapOoKcUNaTHbIM JuraHaoMm. CTpyKTypHble H
CHEKTPOCKOIUYECKHE JIaHHbIE MOKA3bIBAIOT, YTO MepCyNb(pUAHAS Cepa HEMOCPEICTBEHHO
B3auMozeiicteyer ¢ Fe?’, a cBaspiBaHMe cyOcTpara co37aeT KOOPAMHALMOHHYIO IIO3HIIUIO
s O, (Sattler et al., 2015; Goudarzi et al., 2018). Ilomumo katanuTuueckoro Fe?*,
JIOTIOJTHUTEINIbHBIC peoKkc-KodakTopsl s kinaccudecknx PDO wHe TpeOyrotes (Shen et al.,
2015; Pettinati et al., 2015; Goudarzi et al., 2018).

PDO otHocsTCS K cynepceMelcTBY MeTauio-f-1akramas, MpeAcTaBUTeNId KOTOPOTO
XapakTEpU3YIOTCS CXOJHOM NPOCTPAaHCTBEHHOW CTPYKTYpOH, HECMOTpPS Ha pas3jIMyuus B
KataguTuaecknx (yHkuusx. [losromy mpuHaANEKHOCTh Oellka K 3TOMY CYNEPCEeMEUCTBY
cama 1o cebe HemoctarouHa mig ero uacHTUdukanuu kak PDO. Jlns PDO xapakTepHbI
OCOOCHHOCTH  CTPOEHUS  METaUI-CBS3BIBAIONIETO  ILIEHTpa W KOHCEPBAaTHUBHBIC
AMUHOKHUCJIOTHBIE ~ OCTAaTKH, OTJIMYAIONME MX OT OJIM3KOPOACTBEHHBIX  OEJIKOB;
OKOHYATEJIbHOE MOJTBEPKAeHUE PYHKIIMH JA€T ONpeeeHue nepcynbGuIInoKCUreHa3HOM
aktuBHocTH (Liu et al., 2014; Sattler et al., 2015).

Ha ocnoBanunu ¢unorenernueckoro ananuza PDO noapasnenstor Ha Tpu tuna. Tum I
oovequnsier ETHEI-monoOubie ¢epmentsr, Brmowas hETHE1 wemoseka, ETHEI
Arabidopsis thaliana u MXETHE1a Myxococcus xanthus. K tumy II otHOCsiTCS: SdOA/PdOA-
u  Blh-momoOusie  OGenku, B  uwactHocth  SdoA  Pseudomonas putida wu
Pseudomonas aeruginosa, a taxxke Blh Agrobacterium tumefaciens. Tun III BritOUaeT
¢dunorenernuecku o6ocodaeHHsie PDO GakTepuii 1 apxeil; ero npecTaBUTEISIMU SIBISIIOTCS
CstB Staphylococcus aureus u PDOIII Bacillus cereus u Zunongwangia profunda (Liu et al.,
2014; Sattler et al., 2015; Shen et al., 2015; Xia et al., 2017). SdoS-mogo00HbIe hepMEHTHI,
Brirodas Sdol Acidithiobacillus caldus, o6pasytor onny u3 noarpynm tumna 111, mostomy
obo3Hauenue SdoS He sBisercss cuHOHMMOM Beero tuma [ (Wu et al., 2017). Hecmotpst Ha

pasIuuus, OOIIHii Fe?*-3aBHCHMBIN MEXaHHU3M KaTan3a COXpaHseTCs.
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®usznonornueckue QyHkuuu PDO MoxHO pa3nenuTh Ha JBa HampasieHus. Bo-
NepBBIX, Y TerepoTpodHbix O6akTepuid PDO ywactByioT B nerokcukanuu HzS u perynsanun
cozepkanusi cynbhanoBoi cepel. Y Staphylococcus aureus nenerusi CStB mpuBogmia K
YBEJIMUEHUIO 3aJIEP’KKH POCTa B MPUCYTCTBUU THIpocynbpuaa HaTpus. Kommiemenrauus
MyTaHTHOTO mTamma ACStB renom CStB nukoro Tuma cokpaiaia 3aep>KKy pocTa 10 YpOBHS,
OJIM3KOro K AUKOMY THUITY, TOrAa Kak sKkcnpeccust BapuantoB CstB ¢ 3amenamu Cys201Ser u
Cys408Ser Takoro »ddexkra He obOecmeymBaga. ITO yKa3blBaeT Ha 3HAYCHHUE
bepmenTatuBHOM akTuBHOCTH CstB mis ycroitunBocTH kitetok k HoS (Shen et al., 2015). ¥V
Pseudomonas aeruginosa wunHaktuBamus PDO mnpuBoguT Kk HakomieHuio H»S, a
pexoMmOuHaHTHBIH hepment okucisier GSSH (Giordano et al., 2026).

Bo-BTOpBIX, Y HEKOTOPBIX cepookucisionux Oaktepuit PDO BkitoueHa B MyTh
OKHCJICHHSI BOCCTAHOBJICHHBIX COeAMHEHUH cepbl. Y Cupriavidus pinatubonensis cynbdun
okucmsiercs  SQR 1o cynbdanoBoi/monucynbGUIHON  cephl, KOTOpas  uepes
HU3KOMOJIEKYIISIpHBIE Tepcyabhuasl noctynaer k PDO. Obpasyromuiica cynbputr Moxer
mpeBpamnaThCs B TUOCYNIb(AT, KOTOPBIM Jajnee OKUCIsAeTcs OO0 cyibdara MOJHON Sox-
cucremoii, Brmouatomiern SoxCD (Xin et al., 2020) (Pucynok 4). DKClepuMEHTHI ¢
mytanTamu Cupriavidus pinatubonensis JMP134 noka3zanu, uro PDO MokeT yuacTBOBaTh B
YTUIN3aLUK CYyIb(aHOBOU Ccephl, 00pa3yroIIeiics mpu padoTe pa3BETBICHHONW SOX-CUCTEMBI,
6e3 OenkoB SOXCD. Ilpu nenemmu SOXCD oxucinenue Tuocyib(hara COMPOBOXKIAIOCH
BPEMEHHBIM HAKOIUICHHEM CYNIb(paHOBOU Cepbl, COAEpKaHUE KOTOPOH IOCTUTAIO OKOJIO
80 MkM, mocie dYero OHa TIPAKTHUYECKH TOJHOCThIO ucue3ana. [lpu sTomM Bech
UCIOJIb30BAHHBIN THOCYJIb(pAT B KOHEUHOM HTOTe OKHCIICA 10 cyinbdata. B ncxoanom
mramme, coaepxkaimieM SoxCD, nenenust o6enx PDO npakTiudecku He BIUsIa HAa OKHCIICHUE
THOCyJbdara, Toraa kak npu orcyrcteun SoxCD PDO o6ecnieunBaiia anbTepHAaTUBHBIN MTYTh
yTHInM3aluu oOpaszyrouieiicss cynbdanoBoit cepbl. OnHoBpemeHHoe ynaneHue SoxCD u
o6enx PDO npuBoIuIIO K HEMTOJIHOMY OKHCIIEHUIO THOCYIb(aTa 10 Cyiab(hara U BeIICICHUIO
vactu cepbl B Buge HoS (Xin et al., 2023). SQR u PDO BeimonustoT pasubie pyHkimn: SQR
OKHCIISIET CyabpHUA C TMepenadyeldl dSJIEKTPOHOB B XWHOHOBBIA myn, Toraa kak PDO
KaTaJu3upyeT  KHUCJIOPOJ3aBUCHUMOE OKHCIeHHWEe nepcyiabduga 1o cyiabputa U

HECMOCPCACTBCHHO HC YHAaCTBYCT B IICPCHOCEC SJICKTPOHOB B AbIXATCIIbHYTO L CIIb.
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Pucynok 4 — Cxema okucjIeHUs CyJab(uaa ¢ yuacTuem
nepcyabguuinokcurenassl y Cupriavidus pinatubonensis JMP134
SQR, cymbhua:XHHOHOKCHAOpeayKTas3a; PDO, nepcymbhumaanokcurenasa. O6o3HaueHne S°
COOTBETCTBYET CyIb(haHOBOW cepe W HE MOJpa3yMeBacT HEMOCPEACTBEHHOTO OKHUCICHHUS
anemeHTHO#H cepsl PDO (uuT. o Xin et al., 2020).

KnroueBoii Mmoment 11 Beggiatoaceae: PDO He okuciser sineMenTHYIO cepy (S miu
Sg) Hanpsimyro. Eciiu PDO y4acTByeT B pacxoI0BaHHH BHYTPUKICTOYHOH Cepbl, HEOOXO UM
OPOMEXKYTOYHBI JTam ee MOOWiM3amuu ©  00pa3oBaHHUA  HU3KOMOJEKYISPHOTO
nepcynbpuna. Xumudecku npespaiienre S° B mepcynb(ua BO3MOMKHO, HAMPUMED, d4epes
nonucynsuasl. B knerkax Beggiatoa o6HapyKeHbI HEOPraHMYECKHE MOMUCYIbGUIBI Sp2
HapsATy ¢ Sg, MPUYEM HX COJEPIKaHUE BO3PACTACT B MEPUOIBI HAKOIUICHHUS M PACXOOBaHUS
cepbl (Berg et al., 2014). IMomucynabhuabpl MOTYT pearupoBaTh ¢ HU3KOMOJICKYJISIPHBIMU
THOJAMH C  00pa3oBaHMEM COOTBETCTBYIOIIMX  MEpCynb)HIOB, OJHAKO  TaKOM
¢dusnonornueckuii myTh y Beggiatoaceae He mpoeMOHCTPUPOBaH.

Hutepec k Bo3moxkHoi ponin PDO y Beggiatoaceae cBsizan ¢ TeM, YTO Y OTACIbHBIX
npeacraBuresei, Bkmouas B. leptomitoformis D-402 u B. alba BI1S8LD, wu3sBectHbIe
(epMEHTaTHBHBIE CHUCTEMbl HE TIO3BOJISIIOT IOJIHOCTBIO OOBSICHUTH  JaJIbHEHIICe
npeBpalleHue 3amaceHHom amemeHTHOH cepol (Schmidt et al., 1987; Dubinina et al., 2017;
Winkel et al., 2016; Watanabe et al., 2019). Ilockonsky PDO me okucmser S°
HETIOCPEJICTBEHHO, €€ yJacTHE B 3TOM IPOIIECCE BO3MOXKHO TOJIBKO TIOCTIE MPEIBAPUTEIHLHON
MOOUIU3alUU Ccepbl U 00pa30BaHUsI HU3KOMOJIEKYIISIPHOTO MEepCyb(uaa, OKUCIIEMOTO J10
cynbdura. Takum o6paszom, PDO M0oXHO paccMaTpuBaTh KaK MpPEIIoIaracMblii KOMIIOHCHT

aJIbTEPHATUBHOI'O IIyTHU JAIbHENIIIEr0 OKUCICHMSI 3alTaCEHHOM Cepbl, 0JTHAKO 00pa30BaHUE €€



36

cyOcTpaTa M y4yactue caMoro (epMeHTa B 3TOM IpOLEcce TPeOYIOT SKCIEPHUMEHTATBHOTO

IMOATBCPIKIACHUS.

1.4.4 beaku 000J104KH CePHBIX 100y Sgp

Cepnbie T7100YIBI MPEACTABISIIOT CO00M BHYTPUKIETOUYHbBIE BKIIOUEHUS 3JIEMEHTHOM
cepbl, 00pa3yronecs y MHOTHX CEPOOKUCISIOMNX OaKTepUil KaK MPOMEXYTOUHOE JICTIO TTPH
OKHUCJICHMH BOCCTAHOBJICHHBIX COCIMHEHUN Cephbl. Y Pa3HBIX OPraHU3MOB OHU MOTYT UMETh
BHYTPUKJIETOYHOE WM BHEKIETOYHOE pACIOJOXKEHHE. Y psjga OpPraHU3MOB CEpHBIC
BKJIFOUEHHUSI OKPYXKEHBI 000JIOUKOM, COCTOSIIEH MPEMMYIIECTBEHHO U3 OeskoB. B paHHuX
paboTax ee Ha3bIBaIM «OEIKOBOM MeMOpaHOI», OJHAKO 3Ta CTPYKTypa HeE SBISETCS
MeMOpaHOH B OOMICTIPUHATOM OHOJIOTHYECKOM CMBICIIE, TIOCKOIBKY HE UMEET JIUITUAHOTO
oucnos (Schmidt et al., 1971; Nicolson, Schmidt, 1971; Dahl, Prange, 2006; Maki, 2013).
Haubonee neranbHO cocTaB M (PYHKIMH OEIKOB CEpHBIX INI0OYN Sgp OXapakTepHU30BaHbl y
nypnypHoi ceproit 6akrepun Allochromatium vinosum.

Y Allochromatium vinosum oYHIIEHHBIE CEPHBIC YACTHIIBI COACPKaIN 0K0jI0 93 %
cephl, 5 % 6enka u 0,6 % nmunuaos (Schmidt et al., 1971). M3oaupoBaHHbIe 000I0YKH MOCITE
ylajJeHusi cepbl 00pa30BBIBAIM MOHOMOJIEKYJISIPHBIN CIIOM TJIOOYISPHBIX CYObEIUHUIL
JTMaMeTPOM OKOJIO 2,5 HM, YTO MOATBEpkAaeT OenkoByro mpupoay obomouku (Nicolson,
Schmidt, 1971). BnocnenctBum w3 T1JI00yJl OBUTM BBIJICICHBI TPU OCHOBHBIX O€lKa C
MOJIEKYJISIpHBIMU Maccamu okosto 10,5, 10,65 u 8,5 k/la. IlepoHauanbHO MX 0003HAUUITN KaK
CV1l, CV2 u CV3 — mno mupexHeMmMy Ha3BaHuro Buaa Chromatium vinosum; mocie
UACHTU(PHUKALUN COOTBETCTBYIOUIMX T'€HOB 32 HUMH 3aKpenuinch Ha3BaHus SgpA, SgpB u
SgpC. benku SgpA u SgpB romonoruunsl apyr apyry, torna kak SgpC oTinyaeTcst OT HUX
no mocienosarenbHocTH (Brune, 1995; Pattaragulwanit et al., 1998). I'ensr SgpA, sgpB u
sgpC He 00pa3yloT €IUHOTO OMEpPOHa; UX MEPBUYHBIC MPOAYKTHI cojepkaT N-KOHIIEBBIC
CUTHAJIbHBIC TIETITH/IBI, 9TO 00€CIIEYMBAET HKCIIOPT OSITKOB B MEPUTLIA3ZMY, T/1€ TOKAITU30BAHbBI
cepuble r1o0yiel (Pattaragulwanit et al., 1998).

HecMoTpss Ha BHYTPHUKJIETOYHOE pACIONIOXKEHUE, CEpHBbIE TJI00YIbl HMEIOT
IKCTPAIUTOIUIA3MATHUECKYIO TOIOJIOTHIO W HE JIOKAJU30BaHBl HETIOCPEICTBEHHO B
murorutasme. Y Allochromatium vinosum rao0yisl HaXOAATCS B MEPUILIa3Me, 4TO ObLIO
MOKA3aHO Ha OCHOBAaHWU N-KOHIIEBBIX CHUTHAIBHBIX MenTU0B SgpA—C U MOATBEPKICHO
UCCIIe0BaHUAMU JOKamu3aluu 6enkoB ooonouku (Pattaragulwanit et al., 1998; Prange et al.,

2004; Kumpel et al., 2023). CxoaHasi 3KCTpalMTOIIa3MaTHYECKasl JIOKAJIU3alUs CEPHBIX
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100y XxapakTepHa [0 MEHBIIICH Mepe Il YacTH npejcTaBurTeneii Beggiatoaceae. V B. alba
CepHbIC BKJIIOYEHHUS YETBIPEX HCCICIOBAHHBIX IIITAMMOB pacloJiarajich CHApyKd OT
[IUTOIIA3MAaTHIECKO MeMOpaHbl, HO BHYTPU KOMIUIeKca Kietounoit crenku (Strohl et al.,
1981b) (Pucynox 5A, B). ¥V mramma B15LD oHHM Haxoqwinch B KOMIApTMEHTAX,
OKPY)KCHHBIX WHBaruHaTaMH IMTOIIA3MAaTHYECKOH MeMOpaHbl, M, CJICIOBATEIBbHO, OBLIH
otaeneHsl oT ruroruiasMel (Strohl et al., 1982) (Pucynok 5A). V T. psekupsensis riao0yiis
SJIEMEHTHOH Cepbl TaKKe HAONIOJAINCh B IEPUIUIA3MATHYSCKOM TPOCTPAHCTBE B

WHBarMHaTax IUToILIa3mMarnieckoit Memopansl (Gureeva, Grabovich, 2021) (Pucysok 5B).

Pucynok 5 — YabTpacTpyKTypa cepHbIX BKJIw4enuii y B. alban T.
psekupsensis
A — CepHnble BkiItoueHus y mramma B15LD, okpyxenHble 060104K0i. CTpeakaMu OTMEUYESHbI
y4acTKH (pOPMHUPOBAaHUS HHBArMHATOB [IMTOILIA3MAaTHIECKO MeMOpanbl. b — YprpaTtonkuii cpes
KJIeTKH mtamMma T. psekupsensis D3 ¢ cepHoii r100yiioii ¥ UTOIIa3MaTHYECKOW MEMOpPaHOii.
Macmrab 200 M. B — Cepnble BkitoueHus y mramMma B25RD, nokanu3oBaHHbIE BHYTPU
MHBarvHaTa UToIuiazMaTuieckoil Memopansl. I' — Cephas rio6yna y mramma B15LD;
OTJeNbHBIE CIIoN ee 000oukn He nuddepenupyrores. Macmrad A, B u I' 250 am. S — cepHble
BKJIIOUEHUs (cepHas riobyna); SE — obonmouka cepHoit r1100ynb;; CM — nuToIuia3MaTuieckas
memoOpana (uut. o Strohl et al., 1982; Gureeva, Grabovich, 2021; Strohl et al., 1981b).

OyHkiuoHanpHass poiib  SgpA—C ucciaenoBaHa € IOMOUIbIO  HANPABIEHHOTO
mytareHeza. OpuHouyHash WHaKTUBauug SQPA wium SgpPB He mnpuBogMIIa K 3aMETHBIM
W3MEHEHHUSM TJIO0OYJ, 4YTO CBHJIETEIBCTBYET O cmocoOHocth SgpA u SgpB B3ammuO
KOMITICHCUPOBATh OTCYTCTBHUE JIPYT Apyra; MyTaHT 1o SgPC 0O6pa30BbIBaTI MEHBIIIHE TJI00YJIHI.
Opnako nBoitHONM MyTaHT SQPBC mOMHOCTBIO yTpauwmBal CIIOCOOHOCTH (HOPMHUPOBATH

HOpMaJibHbI€ CEpHbIE TJI00YJIbl U HE pOC MPH MCIONb30BAaHUHU CylbpUAa KaK JIOHOpa
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anektpoHoB (Prange et al., 2004). Takum oOpa3om, Sgp-Oenku (YHKIMOHUPYIOT Kak
KOMIUIEKC, HEOOXOMMBIN I HOPMAJIbHOTO (POPMUPOBAHMS CEPHBIX TI00YI, TOTJa Kak
OTJIeTIbHBIA OEJIOK He CIOCOOEH CaMOCTOSITENIbHO 00eceunTh 00pa3oBaHue MOJTHOLICHHOU
000JI0UKH.

ITomumo SgpA—C, y Allochromatium vinosum BeIsIBJICH €Il OJJUH aCCOLMUPOBAHHBIM
¢ cepubiMu TioOynamu Oenok — SgpD (Alvin_2515). On Obut oOHapykeH Npu Macc-
CIIEKTPOMETPHUYECKOM aHaIu3€e OCIKOB paKiiK, 000TaIICHHON cepHbIMU TII00yIamu. SgpPD
UMEET TPENIOoJIAraeMblii CUTHAJIBHBIA TENTHI W JIOKAJIM3yeTcsl B IIOOyJaxX, dYTO
MOJTBEPKICHO CIUIHUEM C (ITyOPECIIEHTHBIM O€TTKOM; OJTHaKo aenenus SgpD He Bnusiia Ha
dbopMupoBaHHe WU pa3Mep TIIOOYJd, pOCcT Ha Cyinbduae WIA TpeBpalleHUue Cepbl
(Weissgerber et al., 2014a; Kumpel et al., 2023). SgpD, mo-BuguMoMy, HE SBISETCS
00s13aTeIbHBIM KOMIIOHEHTOM O0O0JIOUKH, U €T0 (PU3NOJIOTHYECKast POJIb OCTAETCS HESICHOM.

MexaHu3M, TOCPEICTBOM KOTOPOTO TOTEPS OOONOYKH TpeKpamaeT pocT Ha
cynbdume, ocTacTcs HEU3BECTHBIM, MpPsIMOE ydacTue Sgp B (pepMEHTAaTUBHOM OKHCIICHUU
cepsl He mokazaHo (Prange et al., 2004). OrcyrcTBrEe 00OJOYKH MOXKET MPUBOJHUTH K
HapylneHuIo Oe3omnacHoro xpanenus S°. bes opraHM30BaHHOIO KOMIAPTMEHTA CEPa MOKET
HAKaIJIMBATHCS B HEMIPaBUWJIBLHON (pOpMe HITK JOKAIM3aIiH, YTO, B CBOIO O4Yepelb, CIIOCOOHO
U3MEHSTH JOCTYIMHOCTh CyOCTpaTa /sl MOCIEAYIONINX dTAaloB MeTa00IM3Ma UTH BHI3BIBATH
ToKcHu4eckue 3 HEKThl MPOMEKYTOUHBIX (OPM cepbl, TaKUX Kak Moaucyiabhuasl. OgHaKo
OTH  TPEANOJOXKEHUS  OCTAIOTCS THIOTE3aMH W HE  TMOATBEPXACHBI  MPSIMBIMHU
skcniepumenTamu (Weissgerber et al., 2013).

Y Beggiatoaceae naHHBIE O OCITKOBOM COCTaBe OOOJOYKH CEpPHBIX III00YI
orpanndenbl. Y B. alba B18LD sHepromucnepCHOHHBIN PEHTICHOBCKHN MHKpOAHAU3
NOJATBEPIWII, YTO BKIIOYCHHWs TmpenctaBieHbl cepod (Lawry et al., 1981).
VY IIbTpacTPYKTypHBbIE HCCIIE0BaHUs dYeThipeX mTamMoB B. alba mokasamu, uto cephbie
JI00YJIBI OKPY)KEHBI OJIMHOYHBIM 3JIEKTPOHHO-TUIOTHBIM CIIOEM TOJIIMHOW 4—5 HM y Tpex
mTamMmMoB, Torja kak y BISLD o6onouka Oblia meHTamaMUHApHOW U gocturaia 12—14 M
(Strohl et al., 1981b) (Pucynok 5T'). Dnektpodopes oOorameHHBIX MPEnapaToB CEPHBIX
BiuroueHui B18LD BoIssBIIT 1Ba O€TKOBBIX KOMIIOHEHTA ¢ MOJIEKYJISIPHBIMU MacCaMH OKOJIO
13 u 15 x/la, omHaKO UX MOCIIEIOBATEIILHOCTH HE YCTAHOBJICHBI, 1 OTOXKESCTBICHNE C SGPA—

C neBo3moxHo (Schmidt et al., 1986).
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BenkoBbie Sgp-0000YKH HE SBISIFOTCS YHHBEPCAIBHONH OCOOCHHOCTHIO CEPHBIX
rno6yn. Hanmpumep, y Chlorobaculum tepidum cepusie riao0yisr 00pa3yroTcst BHEKJIETOUHO,
a knmaccuueckne SgpA—C orcyrerByiot (Chan et al., 2008; Holkenbrink et al., 2011). Takum
obpazom, orcyrcTBUE Kiaccuueckux SgpA—C y OakTepuil ¢ BHEKJIETOYHBIMU CEPHBIMU
700y TaMHU MTOKAa3bIBACT, YTO ITHU OCJIKHM HE SABJSIFOTCS YHHUBEPCAIbHBIM KOMIIOHEHTOM BCEX
cepHbIX BKiroueHmid. OqHako y Allochromatium vinosum Sgp HeoOXoauMBbI J171s1 HOPMAaTbHOM
OpraHu3alyyd BHYTPHUKICTOYHO JIOKAJTH30BAHHBIX CEPHBIX TIJIO0YJ, TOr/Ja KaK CTEleHb

YHUBEPCATILHOCTH 3TOT0 MEXAaHU3Ma JIJIsl APYTUX OAKTEPUN OCTAETCSI HEU3BECTHOM.

1.5 Yraepona, a30T u Apyrue HanpaBJeHUs MeTa00IU3MA

1.5.1 MeTta6ou3m yrjiepoaa

Y mpencraButeneii Beggiatoaceae oOHapy)XKeHO 3HAYMTENBHOE pa3HOOOpasme
Tpo(pUuecKux CTpaTeruii — OT reTepoTpoduu U MUKCOTpopuH 10 (aKyIbTATUBHOU U
obnuraTHOM XxemositoaBroTpoduu. ¥ B. alba B1S8LD B HempepbIBHOH KyJabType OBLI
noKa3aH reTepoTpodHBI poCT Ha aneTaTe U MUKCOTPO(MHBIN POCT MPH COYETAHUH alreTaTa ¢
cynbpugom win THOCylbpatoM. [lpu MuxcorpodHOM pocTe BBIXOJ OHMOMAacChl Ha
UCIIOJIb30BAHHBIN aleTaT ObUT MPUMEPHO BTPOE BHINIE, YE€M IPHU TeTEPOTPOGHOM pOCTE.
ABTOpBI CBS3BIBAIH ATO C UCTIOIB30BAHUEM CYIb(GUAA IS MOTYICHHUS YHEPTHUHU, TOTJa KaK
alieTaT B 3HAYMTEIHHOW CTENEHM Hampasisuics Ha OumocuHTe3. Ilpu rereporpodHoM pocte
BO3pacTayio HakorieHue noauruapokcuoyrupara (PHB) u yrinesonos (Giide et al., 1981). V
MopckuXx mrammoB Beggiatoa sp. MS-81-1c u MS-81-6 tpodudeckue pasianuusi ObLIH €Il
Oosiee BBIPAKEHBI: TEPBBINA SIBISIICS OOJMTaTHBIM XEMOJIHTOABTOTPO(OM M MOT BKIIOUYATh
areTaT B KJIETOYHBIM MaTepHall, HO He OKHCIISII €T0 KaK YHEPTeTUIECKHI CyOCTpaT, TOr1a Kak
mramm MS-81-6 nposieisut pakyapTaTuBHYIO XemonuroaBToTpoduto (Hagen, Nelson, 1996).
Takum 00pa3om, BKIIIOYCHHE OPraHMYECKOro yriiepojaa B Ouomaccy y Beggiatoaceae we
BCET/Ia 03HAYaeT ero MCMOIb30BAHNE KaK NCTOYHHKA SHEPTUH.

OCHOBHBIM (DM3UOJIOTHYECKH MTOTBEPKIACHHBIM ITyTeM aBTOTpodHOM pukcaruu CO:
y wuccienoBaHHbIXx Beggiatoaceae sBnsercs 1wkn KanbBuHa—beHncona—baccema. s
B. leptomitoformis D-402 mnoka3aH XeMOJUTOABTOTPOGHBI POCT B MHKPOAIPOOHBIX
YCIIOBUSIX, COTPOBOKIABLIUICS BBICOKOU aKTUBHOCTBIO pubyno3o-1,5-
ouchocdarkapbokcunazpl/okcurenassl (Pyoucko) u ¢pochopudynoknnazbl 1 HHTEHCUBHON
dukcarumeir CO. (Patritskaya et al., 2001). ¥V mnpupoxausix Thioploca ogHOBpeMEHHO

u3Mepsu pukcanuio CO2 1 BKIIOYeHHE arietara 0e3 ero 3aMeTHoro okucienus 10 CO2, uto
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yKa3bIBaeT Ha BO3MOXKHOCTh MuUKcoTpodHoro pocra (Otte et al., 1999). V B. alba B18LD
TUMIUYHBbIE MeXaHU3Mbl aBTOTpodHON (ukcanuu CO2 BBISBIECHB HE ObUIA. ACCUMUIIALINS
CO: 3aBucena OT TPUCYTCTBHs alerata M, BEpPOSTHO, OCYIIECTBISIACh uepe3
KapOOKCHWIIMPYIOIIME  PEaKkIUH  IEHTPAIbHOTO  MeTabonm3ma, BKJIIOYAas  pPEaKIHuu
NADP-3aBucuMoii H30ILMTpaTACTHAPOreHa3sl U Manuk-pepmenra (Strohl et al., 1981a).
[ToaTromy reHoMHbIil noteHman ¢pukcanuu CO2 U peanbHO peaau3yeMblil cioco0 MUTaHus
HE00XO0JIMMO paccMaTpUBaTh Pa3aeIbHO.

CpaBHUTENBHBIC UCCIICIOBAHUS TIOKA3bIBAIOT, YTO Y Pa3JIMYHBIX KPYITHBIX
Beggiatoaceae mmkn KanpBuna—beHcona—baccema MOXeT OBITH MPEICTABICH pa3HBIMHU
dbopmamu PyOucko, ogHako camu 1o cebe Takue pa3iuyusi He IO3BOJSIOT CYIUTh O
dakTHUeckoM TpodHuUecKOM pexume. Y TpeacTtaButesici Beggiatoaceae BbISBICHBI
Py6ucko ¢opm IAq, IC u II (Gureeva et al., 2019; Winkel et al., 2016; Ravin et al., 2024).
dopma [Aq xapakrepna st T. psekupsensis, T. ingrica, “Ca. Isobeggiatoa divolgata”, psia
Mopckux Beggiatoa-mogoOueix nuHUN M uactu mnpexacraButenein “‘Ca. Parabeggiatoa”
(Gureeva et al., 2019; Ravin et al., 2024). ®opma IC oOHapykeHa y NPECHOBOIHBIX
B. leptomitoformis u B. alba (Dubinina et al., 2017; Gureeva et al., 2019). ®opma II
pacnpoctpaneHa y “Ca. Maribeggiatoa”, otmensupix smumii “Ca. Thiomargarita”,
Beggiatoa sp. 35Flor u “Ca. Venteria ishoeyi” (MacGregor et al., 2013a; Winkel et al., 2016;
Fonseca et al.,, 2017). Pa3nuuus B THmax PyOucko OOHApyXHMBAIOTCS Jaxe MEXKIY
OJM3KOPOJICTBEHHBIMU IIITAMMAaMH W MOTYT OTpakaTh aJalTaldi0 K Pa3IuIHBIM
cootHomeHusiMm CO2 u Oz; QuioreHeTnyeckas HEKOHTPYIHTHOCTh OTJIEIBHBIX TE€HOB
PyOucko Takxke yka3bplBaeT Ha BO3MOXHOCTh UX TOpU3OHTANIbHOTO TiepeHoca (MacGregor et
al., 2013a; Winkel et al., 2016).

JIOTIONTHUTENBFHBIM ~ HANpaBIEHUEM  YIJIEPOAHOTO OOMEHa Yy TMpelcTaBUTeneit
ceMeicTBa sIBIIsseTCS (aKylIbTaTHBHAs MeETHIOTpodus, nmokazanHas st B. alba B18LD wu
OHT75-2a, a taxxke B. leptomitoformis D-402, ciocoOHBIX ncnoib30BaTh Metanou (Jewell et
al., 2008; Orlova et al., 2018). [lis D-402 nokasano ero okucienue 10 CO2 ¢ mociaeayrorei
accummsanuelr oopazoBannoro CO; yepe3 nukn KansBuna—bencona—baccema, Torma kak

CMOCOOHOCTD K UCIOJIb30BaHMIO MeTaHa He oOHapyxkena (Orlova et al., 2018).
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1.5.2 MeTa60143M coeIMHEHUI1 a30Ta

Coenunenusi azora y Beggiatoaceae BBINONHSAIOT Kak OMOCHHTETHUYECKYIO, TaK H
DHEPTreTUYECKYI0 (QYHKIUIO. ACCHUMWISAIIMOHHBIA METa00IM3M BKIIIOYAET BOCCTAHOBJICHHE
HUTpATA 10 aMMOHUS C TIOCTIEAYIOIIAM BKIIOUEHHUEM a30Ta B KIICTOYHBIE KOMITOHEHTBI, TOT/1a
KaKk TpH JUCCUMWIAIIMOHHOM BOCCTAHOBIICHHU HHUTpAT HMCIIOJIB3YETCSl KakK aKIeITop
AIIEKTPOHOB U MOXKET BOCCTAHABIIMBATHCS, B 3aBUCUMOCTH OT MPEICTABUTENS, 1O aMMOHUS
(DNRA; anr. dissimilatory nitrate reduction to ammonium) Uy ra3000pa3HBIX COSTUHEHUN
azota B xojae ncuutpudukanuu. s B. alba BI8LD OCHOBHBIM IyTEM acCHMUIISIIHU
aMMOHHS SIBJIIETCS CHCTEMa TyTaMUHCHHTeTa3a—Tayramarcunrtasa (Vargas, Strohl, 1985a).
DTOT MmTaMM CHOCOOEH WCIOJIb30BaTh HUTPAT M HUTPUT KaK UCTOYHHKH a30Ta; TMPHU
BOCCTAaHOBJICHWU HUTpaTa 00pa3oBhIBaJICS aMMOHUH, Toraa Kak N2 1 N2O He BBISIBISUIUCE.
[Ipu sTOM HUTpaT He oOOECIEeUMBAT aHA’IPOOHBIH POCT KaK CAMHCTBEHHBIM aKIICIITOP
DIIEKTPOHOB, a HUTpATpenyKTaza ObUIa MHTEPIPETHPOBAHA MPEHMYIIECTBEHHO Kak
KOMITOHEHT aCCUMHIIIIIMOHHOTO BOcCcTaHOBIeHHS HUTparta (Vargas, Strohl, 1985b). IToaromy
obpazoBanne NHs" y BI8LD He crmeayeT OTOXICCTBIATh C JUCCHUMUISIIHOHHBIM
BOCCTaHOBJIeHHEM HUTparta 10 amMmonus (Vargas, Strohl, 1985a; Winkel et al., 2016).

JIMCCUMWISIIIMOHHOE ~ WCIIOJb30BAaHUE  HHUTpaTa  ITIOKa3aHO Yy  KPYIHBIX
BaKyOJIM3UPOBaHHBIX Beggiatoaceae, crmocoOHBIX HAKalUIMBaTh €r0 BHYTPUKICTOYHO H
UCIIOJIb30BaTh B KA4e€CTBE AaKIIENITOpAa JJIEKTPOHOB NPHU OKHUCICHHH BOCCTAHOBIEHHBIX
coeqMHEHM cepbl. Y Mopckux Thioploca BHyTpHKIETOYHAsh KOHIICHTPALUS HUTpaTa
nocturana mpumepHo 500 MM; nBIWKymHecS TPUXOMBI TMEPEHOCHIM HJTOT 3amac H3
MOBEPXHOCTHBIX CIIOEB oOcagka Ha rinyouHy 5-10 cM M BoOccTaHaBIMBaId HUTpAT
oJlHOBpeMeHHO ¢ okucieHueM cynbduna (Fossing et al., 1995). B mocnexyronumx omnpiTax ¢
1>NO3~ OCHOBHBIM IPOJYKTOM BOCCTaHOBIICHHMS HHTpaTa y HpMpoAHBIX Thioploca Obut
aMMOHMI, uTo yka3biBaeT HAa DNRA; o6pa3oBanue N2 Obl10 3HAUUTENBHO cllabee U HE MOTJI0
OBITh OJIHO3HAYHO OTJACIICHO OT akTUBHOCTH 3muOnoHTOB (Otte et al., 1999). Hakormienue
BBICOKMX KOHIICHTPAIlM HUTpPATa M BHICOKAs aKTMBHOCTh MEMOpPAaHHOW HHUTPATPEIyKTa3bl
NoKa3aHbl TAKXKE Y NIMPOKUX BaKyOJIM3UPOBAaHHBIX MOPCKUX TpejicTaBuTeNnel Beggiatoaceae
(McHatton et al., 1996).

Kpynueie ximerkn T. namibiensis Taxke cnocoOHBI HakariuBaTh HUTPAT B
IICHTPAJILHOW Bakyosin B KoHIeHTparmu 10 npumepHo 800 MM (Schulz et al., 1999).

HaxoruieHHbIN HUTPAT MOXKCT HCIIOJIB30BATLECS KaK aKLCIITOP 3JICKTPOHOB ITPU OKHCIICHHUH
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BOCCTAHOBJIEHHBIX COSIMHEHHI CEPhl B aHA3POOHBIX YCIOBHSIX, YTO CBUACTEILCTBYET O €TI0
auccuMusimonHor Gyuaknuu (Schulz, de Beer, 2002). Bmecte ¢ TeM KOHEYHBIH IMyTh
BOCCTAHOBJICHHsSI HUTpata y T. namibiensiS oKOHYaTeNbHO HE YCTAHOBIICH: HMCHOIIUECS
JTAHHBIC JIOMYCKAIOT KaK BOCCTAHOBJICHHE JI0 aMMOHHS, Tak U oopazoBanue N2 (Winkel et al.,
2016).

@DyHKIMOHAJIbHAS POJIb HUTPATHOM BAaKyOIM OCOOEHHO MOJAPOOHO HCCIEN0BaHA y
“Candidatus Allobeggiatoa halophila”. B ee MmemOpane BbISBICHBI KOMIIOHCHTHI JIEKTPOH-
tpancnioptHoi nenu U AT®aza V-tuna (ViVo-AT®daza); skciepuMeHThl ¢ UHTUOUTOpaMU
MOKa3aJid, YTO BOCCTAHOBJICHHE HUTPATa Y4acTBYET B (DOPMUPOBAHUU MPOTOH-IBMKYIICH
CHJIBI, UCTIONIb3yeMoit 1iisi coxpanenus sHeprun (Beutler et al., 2012). [Ipu 3ToM KoHeUHas
cyanrba HuTpaTa y Beggiatoaceae HeonnHakoBa. Y KpPYIHBIX HUTYATHIX (opM M3 OacceitHa
['yaiimac Oemnble (uIaMEHTBI OJJHOBPEMEHHO OCYIIECTBIILIN NeHUTpUHUKaio u DNRA,
npuyeM odpasoBanue N2 mpeoOianano Hax oOpasoBanneM NHs*, Torma kak y opaHKeBbIX
(dm1aMeHTOB COOCTBEHHAsI aKTUBHOCTH ObliIa cBsi3aHa npeumyniectBeHHO ¢ DNRA (Schutte
et al., 2018). Takum oOpa3om, naxe y OMU3KMX KpymHBIX Beggiatoaceae pacmpenencHue
HHUTpaTa MEeX 1y BoccTaHoBieHreM 10 N2 1 NHs™ MoxeT pasmuyaThes.

Jlpyrum criocoO0oM KOMIICHCAIIMU HEIOCTaTKa CBS3aHHOTO a30Ta CIYXKHUT (DUKcarus
N2. HutporenasHas akTHBHOCTb, OMpeeNseMas MO0 BOCCTAHOBICHHIO alleTUJICHA, OblLIa
nokazaHa y psjla MOPCKMX M TNPECHOBOIHBIX Beggiatoa mpu pocte B MHUKPOa’IpOOHBIX
YCIOBHSIX B OTCYTCTBHE J00aBeHHOT0 cBsi3aHHOro a3ota (Nelson et al., 1982). /lns B18LD
ee MHJIYKIIMS TakKe Oblia CBsI3aHa ¢ JeUIIMTOM CBSI3aHHOTO a30Ta M HU3KUM COJIepKAaHUEM

kucnopona (Polman, Larkin, 1988).

1.6 JIpIxaTeqbHAas HeNb U APYrue JOHOPbI H AKIENTOPbI IJIEKTPOHOB

CnocobHocTh Beggiatoaceae cyiiecTBoBaTh B pe3KUX PEIOKC-TPAIMCHTAX CBS3aHA C
NEPECTPOMKON TEpMUHAIbHBIX 3BEHbEB JbIXaHus. Kilaccnueckne OuMOXMMHUYECKHE
uccnenoanus B. alba BeisBUIM 1UTOXpOMBI THTOB &, b M C ¥ YOMXHHOH, OJHAKO IS
NOHMMaHUS (PU3UOJOTHH Ba)KHEE HE COCTaB OTACNBHBIX IMEPEHOCUYMKOB, a HM3MEHEHHE
TEPMUHAIBHOTO yYacTKa JbIXaTeNbHOW IeMM B 3aBUCHMOCTH OT YCIOBUH. Y
B. leptomitoformis D-402 npu retepotpodHOM pocTe npeobiiaaana aas-oKCuaasa, Toraa Kak
pU MUKCOTPO(HOM, JTUTOTETEPOTPOPHOM M aBTOTPO(PHOM pOCTE €€ CHHTE3 MOAABIISICS U

BO3pacTaja pojb Cbhz-okcumasel, UHIYHIUPYSMO B MHKPOadpOOHBIX ycioBusx (Muntyan et
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al., 2005). Taxkas mepecTpoiika coriacyer JAbIXaHHe ¢ H3MEHEHHEM JOCTYIHOCTH KHACIOpO/ia
U THUIIa SHEPTETUYECKOTO cyOcTpara.

Y oThnenbHBIX TpeAcTaBUTeNled ceMelHcTBa HAOOp HCMONB3YEMBIX JOHOPOB U
aKIETITOPOB 3JEKTPOHOB HE OTPAaHUYMBAETCS BOCCTAHOBJICHHBIMH COCIMHEHUSMHU CEPhI KaK
JOHOpaMH M KHCIOPOJIOM MJIM HUTPAaTOM Kak akunentopamu. IlItamm Beggiatoa sp. 35Flor
crioco0eH a’3poOHO oKucIATh Ho; mobaBieHne Bo10opo/ia yBeIuunuBaio Onomaccy, OHaKo 0e3
BOCCTaHOBJIEHHBIX coelnHeHul cepbl Hz cam o cebe poct He noaaepkuBai. B anHaspoOHbIX
yCIoBHsIX moTpebnenne Hz mpeanonoXuTenbHO OBUIO COMPSKEHO C BOCCTAHOBJICHHEM
3amaceHHoi osnemeHTHOR ceperl  (Kreutzmann, Schulz-Vogt, 2016). V npupoanbix
Thiomargarita spp. moGaBienne H> B aHadpOOHBIX YCIOBUSX BBI3BIBAJIO IOBBIIICHHE
BHYTPUKJICTOYHOM  OKCHUJOPEAYKTAa3HOW  AaKTUBHOCTU. OTH  JaHHBIE  JOIYCKaroT
ucnoiib3oBanue Hz kak JoHOpa 3JIEKTPOHOB, HO HE JOKA3BIBAIOT pocT uiu gukcaruio CO2 3a
ero cuet (Bailey etal., 2017). V T. psekupsensis ¢pu3noiorndecku mokasat aHadpoOHbBIH POCT
C IUMETUICYIb(OKCUIOM WK (yMapaToM Kak TEPMUHAIBHBIMU aKIIEITOPAMH JIEKTPOHOB,

TOT/Ia KaK HUTPAT | CyJIb(aT B 3TUX YCIOBUAX pocT He moyaepkuBanu (Gureeva et al., 2019).

1.7 3aka104eHne M0 0630py JIUTEPATYPHI

CemeiictBo Beggiatoaceae oObeauHsieT MOPQHOJIOTHYSCKH U METa0OJHMUYCCKH
Pa3HOOOpa3HyI0 TPYIIY CEPOOKUCISIONINX OaKTepHid, paclpOCTPAHEHHBIX B pPa3IHYHBIX
MECTOOOHUTAHHSAX C BBIPAKCHHBIMHU T'PaJMCHTAMH BOCCTAHOBJIICHHBIX COCTUHCHUI CEphl H
kucnopona. [IpencraButenu cemeiicTBa OOHApYKEHBI B IPECHOBOIHBIX U MOPCKHX OCAJIKaX,
NPUOPESIKHBIX ~ 30HAX, THICPCOJICHBIX  MECTOOOHMTAHHSAX, XOJOJHBIX  CHMAX |
THIPOTEPMAJIbHBIX CUCTeMaX. Takoe pasHOOOpa3ue YCIOBHIA CYIIECTBOBAHHS OTPAXKACTCS B
IIMPOKOM CIIEKTPEe MOP(OIOTHYECKUX aNaNTaluil: OT TOABMXHBIX HHUTYATBIX TPUXOMOB
Beggiatoa u Thioploca 10 kpymHBIX BaKyOJIHM3HPOBAaHHBIX KIETOK Thiomargarita u
POJACTBEHHBIX JIMHUH. DTH 0COOEHHOCTH O00ECTEeYMBAIOT BO3MOXHOCTH IEPEMEIICHHS B
npenenax peoKCc-TPaIueHTOB, HAKOIUICHHS COSIUHEHUH CEepbl W a30Ta M Pa3[elIeHUs BO
BPEMEHH MPOIIECCOB MOIYYCHHUS M UCTIOIB30BaHUs CyOCTpaTOB.

Wcropuss wu3ydenus cucrematuku Beggiatoaceae moka3piBaeT Tmepexoa  OT
KJIacCU(UKAIIMY, OCHOBAaHHON NPEHMYIIECTBEHHO Ha MOP(OJIOTHYECKUX MpU3HAKAX, K
¢unoreneTndeckuM  u  (GWIOreHOMHBIM  ToaxonaMm. CoOBpEeMEHHBIE  HCCIICAOBAHHS
3HAUUTEIBHO PACIIMPWIN TPEICTAaBICHHE O Pa3HOOOPAa3HU CEMEHCTBA, BBISBUB OOIBILIOE

KOJINYECTBO JIMHUHN, HE IPECTABICHHBIX CpeIu (POpPMaAIBbHO ONMCAHHBIX TaKCOHOB. [1pn aToM



44

COXpaHSIeTCS  Pa3pblB  MEXIy TEHOMHBIM  pa3HooOpasueMm, MOP(OJIOTHIECKUMHU
XapaKTepUCTHKAMH, (bU3HMO0IOTNYECKIMHU 0COOEHHOCTSMHU u CYLIECTBYIOLIEH
HOMEHKJIATYpOH.

Merabomm3m  mpencraBuTeneii  Beggiatoaceae  xapakrepusyeTcs — BBICOKOU
IUTAaCTUYHOCTHIO. L{eHTpaabHOE MECTO 3aHUMAET OKHUCICHUE BOCCTAHOBICHHBIX COETUHEHUI
Cephbl, KOTOPOE Y Pa3HBIX JIMHUI pealnu3yeTcs 4epe3 pa3inyHble KOMOMHAIUU (PEPMEHTHBIX
CHUCTEM U COIPOBOXKIAEeTCS 00pa30BaHUEM BHYTPHKIETOUHOM 3J€MEHTHOH cepbl W/Win ee
nanpHeHmMM npeBpamenueM. OQHOBPEMEHHO MPEICTaBUTENN CEMEHUCTBA IEMOHCTPUPYIOT
pa3HOOOpa3Hble CTpaTerud YIIEPOAHOIO U a30THOro oOMeHa, BKJIIOYas COdYeTaHHe
XeMOaBTOTPO(UHU, MUKCOTPO(DUHU U TeTepoTpOoUH, UCIIONb30BaHUE PAINYHBIX (POpPM a30Ta
U CIOcOOHOCTh (OPMHUPOBATH BHYTPUKIETOUYHBIE pe3epBbl. Takoe MeTaboIMdecKoe
pasHOOOpa3ue TMO3BOJISIET MPEJACTABUTEISIM CEMEHCTBA CYIIECTBOBaTb B  YCIOBHSX
U3MEHSIONICHCS JOCTYITHOCTH JOHOPOB M aKIIETITOPOB JIEKTPOHOB.

HecmoTpst Ha 3HAUNUTENBHBIN 00bEM HAKOIIJIEHHBIX JAHHBIX, PAJ KIIFOUEBBIX ACTIEKTOB
OMoIIOTHM CeMEHCTBAa OCTaeTCsl HEJAOCTATOYHO M3YYEHHBIM. B 9acTHOCTH, HEZOCTATOYHO
HNOHATHO, KakUM oOOpa3oM OpraHM30BaHO XpaHEHHE U TOCJIENyIollee HCIOIb30BaHNE
BHYTPHUKJIETOUYHOM cepbl Hocie ee o0pa3oBaHUs, KaK CTPYKTYpHblE€ KOMIIOHEHTBI CEPHBIX
100yJl y4acTBYIOT B 3TOM Ipollecce M KaKhe MeXaHU3Mbl 00ecredrBaloT MOOMIM3ALUIO
sanacenHoi S° y pasnuuHbIX npeacTaButesei. OrpaHUYEHHOE KOJIMYECTBO YUCTHIX KYIbTYP
TaKXKe 3aTPYAHSICT QYHKIMOHAIBHYIO MTPOBEPKY TEHOMHBIX JIaHHBIX U YCTAHOBJICHHUE CBSI3U
MEXJIy  HOTEHIHAJbHBIMH  META0OJMYECKHMH  BO3MOXXHOCTSIMH U peallbHbIMU
(U3NOTOTHIECKIMH MTPOIIECCAMH.

dusmnonoruueckass M OHMOXMMHMYECKash XapaKTepUCTHMKAa MHOTUX BBISBICHHBIX
MeTabO0IMYECKIX BO3MOXKHOCTEH MOKa ocTaeTcsi pparmeHTapHoi. OCOOEHHO 3TO OTHOCUTCS
K MEXaHU3MaM HaKOIUICHHS U JAITBHEUIIETO MPEeBPAIICHUs BHYTPUKICTOUHOW AIIEMEHTHON
cepbl. Couetanne (UIOrE€HOMHBIX, (PU3UOJOTUIECKUX, OMOXMMHUYECKUX M IKOJIOTUIECKHX
UCCIICZIOBAaHUH MO3BOJIUT TOYHEE O0XapaKTEPU30BATh TAKCOHOMHUYECKOE U (PYHKIIMOHATHLHOE

pa3HooOpa3ue cemelicTBa Beggiatoaceae u ux posib B OMOr€OXUMHUYCCKUX ITUKIIaX.
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I''TIABA 2. MATEPHUAJIBI U METO/IbI UCCJIEJOBAHUA

2.1 O0beKT ucciaea0BaHUs
OObexkTOM HccieaoBanus ciy:xkuiau mrammbel B. leptomitoformis D-401 u D-402,
BBIJICIICHHBIC W3  IMPECHOBOAHBIX  HMCTOYHHMKOB,  3arpsS3HCHHBIX  OBITOBBIMH M
CEbCKOXO3SIMCTBEHHBIMM CTOYHBIMH BOJaMH, B T. bopke SpociaBckoii obmactu U

r. ImurpoBe MockoBckoii obactu, coorBerctBeHHO (Dubinina et al., 2017).

2.2 CocTaB MUTATEJILHBIX CPeJl

Itammer B. leptomitoformis D-401 u D-402 xynsTHBHPOBAIIH B Pa3THYHBIX YCIOBHIX
C HMCIOIb30BaHMEM CPEbl CIIEAYIOIEro MUHepanbpHoro coctasa (r-nt): NaNOs; — 0,62;
NaH2PO; — 0,125; CaCl2:2H.0 — 0,3; Na:SOs — 0,5; KCl — 0,125; MgCl»-6H.O — 0,5;
NaHCOs — 0,125. ITepen moceBoMm pH cpeast moBoawiu 1o 7,0. [lepen KynbTUBUpOBaHHEM
B cpeny nobasisuii 1o 1 mut pactBopa ButaMuHoB (TamuH (B1), 6uotun (B7) u kobanamun
(B12)) m 1 wma pacrtBopa wmukposnementoB (Pfennig, Lippert, 1966). Kynbrypy
uHKyoupoBanu npu 27 °C.

JI711 XeMOHUTOAaBTOTPO(GHOTO POCTa B MPUCYTCTBUU BOCCTAHOBJICHHBIX COCTUHEHHUN
cepbl B Cpeay B KadecTBe JOHOpa 3JICKTPOHOB I J3HEPTETUYECKOTO MeTaboiu3Ma
nobasmsmu - tuocynbdar Hatpus (1,0 r/m NaxS203-5H20) wmm  cynsdun Hatpus
(0,6 r/n Na2S-9H20). Tlpm KyJIbTHBHpPOBAaHMH C JOOaBIICHUEM cCyibduaa HaATpUsL
UCTIOJIb30BAJIM METOJ TPaTUEHTHBIX cpea. HwkHul cinoi mpeacTaBisi co0Ol arapoBblid
CTOJIOMK C KOHIIeHTpauueu arapa 15 r/x, conepxammii 0,6 v/n NaS-9H20; BepxHuit cioit
COCTOSIT U3 MMUTATEJIHOM Cpefbl YKa3aHHOTO BhIlIe cocTaBa. KynbTUBUPOBaHUE TPOBOIMIN
BO (hmakonax oowvemom 0,5 1. BoicoTa HMXKHEro ciost coctaBisia 3—4 cM, BepxHero — /—8
CM.

XemonuToaBToTpodHbI poct mramma B. leptomitoformis D-402 B mpucyrctBun
BHYTPHUKJIETOYHON 3JEMEHTHOW cepbhl WHUIIMHPOBAINM BHECEHHEM HHOKYIATA U3 CPEIbI,
cojepameid cynb(ug HATpUs B KAueCcTBE HWCTOYHHMKA OJHEPIUH, B OOCTHEHHYIO
MUHEpaIbHYIO cpefny, coaepxamryio Tonbko 0,5 r/m NaHCOs B KkauecTBe HCTOYHHKA
HEOpraHwdeckoro  yriuepoma. I[Ipm  HWHOKyHsSIMU  TakoW  cpeapl  KJIETKaMu
B. leptomitoformis D-402 BHyTpuKJIETOYHAs JJIEMEHTHAs cepa CIyXHJIa JOHOPOM
ANIEKTPOHOB [UIA JHEpPreThdeckoro meradonusma. J[ns ynaneHus CleOBBIX KOJUYECTB

HHEPreTUUECcKOoro cyocTpaTa MPOBOIUIM JBA MOCIEA0BATEIbHBIX Maccaxka. B 3TUX ycaoBHsIX
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KO BTOPOMY ITaCCaky €IMHCTBEHHBIM BO3MOKHBIM SHEPIETHYECKAM CYOCTPATOM HIIM €ro
NPEIICCTBEHHMKOM OCTaBajach BHYTpUKJIETOUHass cepa. OTCYTCTBHE CIIEAOB Cyibhuaa
HaTpHUs B Cpejie MOJATBEPKIAIN HogoMeTpudeckuM TutpoBanueM (American Public Health
Association et al., 2005). Hanwuue BHYTPHKIETOYHOH CEPhI OMPEIEISLTH BH3YAIBHO.

JInst  XeMOJIMTOreTepoTPOGHOTO pocTa B  MHUHEPAIBHYIO Cpeay JT00aBIIsLIIH
Na:S203:5H20 wu gjaktar B koHueHtpamusx 1,0 u 0,25 T1/1  COOTBETCTBEHHO.
Xemoopranorereporpodusiii  poct B. leptomitoformis uxummmupoBann m00aBICHHEM

0,25 1/n makTaTta B MEUHEPAJIbHYIO CPENY.

2.3 IIpoTeoMHbIii aHAIN3
2.3.1 IIpoTeoMHBIIf aHAIU3 MPH MCCJIEIOBAHNU 0€JIKOB 000JI0UYKH CEPHBIX IJI00YJ
J1J1s MpOTEOMHOT'0 aHaJIM3a HCITOJIb30BaNIH KJIETKH mTamMmoB B. leptomitoformis D-401

u D-402, kynbTHBHPOBAHHBIX B IPUCYTCTBUU THOCYJIb(aTa 1 JIaKTaTa.

2.3.1.1 IloaroroBka oOpasmnoB AJis IBYMEPHOTO T'ellb-3JIeKTpodopesa

Knerku pecycnenmupoBanu B 200 Mxn Oydepa mist ausuca, coxepxaniero 1 %
JTUTHOTPEHUTOIA, 4 % CHAPS (3-[(3-x0omaMu1OIPOITHIT ) TUMETHIIAMMOHKO | -1-
nponaHcynbdonar), 7 M MoueBunsl, 2 M tHOMoueBHHBI U 5 % amdonuroB 3/10. JIuzar
MoJIydajy C WCIOJIb30BaHWeM TroMorenmuszatopa I[lorrepa. ['omorenar mnentpudyrupoBaiu
npu 5000 X g B Tewenne 10 mMuH mpu 20 °C, mocie 4ero coOHpaad CyNEpPHATAHT.
Konuenrpauuto Oenka ompeaensiii  MeronoM  bpaadopaa ¢ HCHONb30BaHHEM
komMepueckoro Habopa Coomassie Protein Assay Reagent (Thermo Fisher, CIIIA) cornmacuo

MHCTPYKUUHU ITPOU3BOINUTEIIS.

2.3.1.2 JIsyMepHBIii renb-31eKkTpodope3

JIBymepHbIii snekTpodope3 mnpoBogwin, kak ommucano B O’Farrell (1975), ¢
ucnoib3oBanueM cucteMbl PROTEAN II xi 2-D Cell (Bio-Rad, CIIIA).

[Tpu m3osnekTpUUeckoM (POKYCUPOBAHUU HUCIONB30Banu rpaaueHT pH ot 3 go 10
(cepBasiuthl, Serva Electrophoresis GmbH, I'epmanus). Ha onny mpoOupky BHOCHIN
120 mxr 6enka. M3oanexkTpodokycupoBaHue MPOBOAWIM B T€UeHHE 16 4 B CIEMYIOIIMX
pexumax: 100 B — 45 mun, 200 B — 45 mun, 300 B — 45 mun, 400 B— 45 mun, 500 B —
45 muH, 600 B— 45 Muna, 700 B—10au 900 B — 1,5 4.

OnexkTpodope3 00pa3moB Mocie  U303JIEKTPOGOKYCHPOBAHUS  MPOBOIWINA B

IpaJIEHTHOM TOJHAKPWIAMUIHOM Teje ¢ nonernmicynbdarom Hatpus (SDS) (7,5-25 %)
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npu HanpsbkeHuun 300 B. Ilepen HaHeceHHeM BO BTOpPOM HaIlpaBJIEHUH 00paslibl
MHKYOHpOBasK B TeueHre 20 MUH B pacTBOpE, COJEpKaIeM TUTHOTPenuToI (6 M MOUYEBUHBI,
2 % SDS, 10 MM nutuotpeutona, 0,5 M Tris-HCI, pH 6,8) ans npenorspaiiieHust OKUCIEHUS
Cynb(QruApuiabHEIX rpynn OeskoB. (s BU3yaJbHOrO aHaiM3a paclpeiesieHus OeIKOBBIX
KOMIIOHEHTOB M TOCIIEIYIOIIET0 MacC-CIIEKTPOMETPUUECKOI0 aHalli3a Teld OKpalluBalld
pactBopoM Brilliant Blue R Staining Solution (Sigma, CIIIA).

Jliis monmy4yeHus: OEIKOBBIX KapT HUCIOJB30BAIM CUCTEMY TOKYMEHTHUPOBAHUS Treseit

Infinity1000/26MX (Vilber Lourmat, ®panius).

2.3.1.3 IloaroroBka OCJIKOBBIX ISITSH I aHAKM3a METOIOM MaTPUYHO-aKTUBUPOBAHHOM
Ja3epHOM JecOpOIMU/MOHU3AIIUN C BPEMSITIPOJIETHOM TaHAEMHOM Macc-CIIEKTPOMETpUeH

[Tocne ananuza snexrpodoperpamm nopsiaka 10 HHAMBUAYATHHBIX OCTKOBBIX MSATEH
BBIpE3JIM U3  MOJHUAKPUIAMUAHOTO  Telsi W TOJABEPrajii  BHYTPUIEIEBOMY
MPOTEOIUTUYECKOMY THUIPOIHU3Y TPUIICHHOM Ui TOCJIEAYIONEro aHajin3a MEeTOJA0M
MaTPUYHO-AKTUBUPOBAHHOW  JIa3€pHOM  JA€COpPOLMHU/MOHU3ALMM C  BPEMSIPOJIETHOU
taHneMHOi Macc-criektpomerpueii (MALDI-TOF/TOF-MS; anrn. matrix-assisted laser
desorption/ionization tandem time-of-flight mass spectrometry) (Shevchenko et al., 1996).
@parMeHTsl refst TPUKAbl TPOMBIBAIM JIEMOHU30BAHHON BOAOM Uil YIAJIEHUsS KPAacHUTes,
nocie 4yero oOecrBeuuBanu B Teuenne 20 muH npu 56 °C B pacTBOpe, colepkaiieM
50 % aneronutpmia B 100 MM rugpokap6onare ammonus, pH 8,9. 3arem ¢pparmMeHTsI rens
o0e3BoxkuBanu B 100 % aneronutpuiie B TeueHue 20 MUH.

K o0e3BoxkeHHbiM (parmentam rens pobaBmsum 6,3 + 2,0 MKI pacTBopa
MonupuumpoBanHoro tpuncuHa (Promega, CIIIA) ¢ xonunenrpanueir 25 Hr/mxa B 50
MM runpokap6onare aMMoHusl. O6beM pacTBOpa TPUIICHHA MOJOUPATN B 3aBUCUMOCTH OT
KoJMuecTBa Oenka B aHanu3upyeMoM ¢parmenre rens. IIpoTeonuTUdecKuil THIpOIu3
nposoawiin B TedeHne Houu npu 37 °C. Ilocne 3aBepuieHuss TMAPOIU3a K KaKIOMY
dbparmenty poGaBiasiu 15 Mk 0,7 % TpUPTOPYKCYCHOM KHCIOTBI M MHKYOMpPOBalIM B
TeYeHHWe 2 Y TNpU KOMHATHOM Temneparype. IlodydeHHBI NENTUIHBIM 3KCTPAKT

UCIIOJIL30BAITH TSI Macc-CIIeKTpoMeTpuieckoro ananu3sa (Petushkova et al., 2015).

2.3.1.4 Unentudukanus 6enkoB merogom MALDI-TOF/TOF-MS
Jns ananuza 1 MK menTugHOTO dKCTpakta Hanocuiau Ha MALDI-mumens MTP

600/384 AnchorChip (Bruker Daltonics, ['epmanusi) u cMmemmBanu HEMOCPEACTBEHHO Ha
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MUIICHH ¢ | MK pacTBopa MaTpHIlbl, coaepxkamiero 20 Mr/mi 2,5-TUruapoKCuOeH30MHON
kucnotsl B 20 % aneronutpuiie u 0,1 % tpudropykcycHoit kucinotsl. [lonyuennyio cMmech
BBICYIIIMBAJIN Ha BO3AyX¢e MPH KoOMHATHOH TemmepaType (Petushkova et al., 2015).

Macc-CreKTpbl PeruCTPUPOBAIH HA BpeMAINPoJIeTHOM Mmacc-criekTpometpe Ultraflex
Il MALDI-TOF/TOF (Bruker Daltonics, ['epmanusi) B pexxuMe MOJIOKUTEIBLHBIX HOHOB C
pedIeKTPOHOM U 3aJIepKaHHOM SKCTpaKIMEn. Y CKOpsIollee HapsHKEHUE COCTaBIsIo 25 kB,
BpeMsl 3allepKKU OJKcTpakumu — 135 He. [lns moiydeHHs OJHOTO Macc-CIEeKTpa
cymmupoBanu curaansl 100 nazepusix ummmynnbcoB (Petushkova et al., 2015).

JUis  TOTOJHUTENBHOTO MOATBEPXKACHUS HJICHTU(UKAIIMK OTACNIbHBIX IENTH/IOB
PETUCTPUPOBAIN TaHAEMHbIE Macc-cieKTpsl B pexkume TOF/TOF. @parMeHTHbIE CIIEKTPhI
NoJIy4yajdd TOCPEACTBOM Ja3ep-UHAYLUUPOBAHHOM AMCCOLMALMU C JIONOJHUTEIbHOU
HU3KOIHEPTeTUYECKOM CTOJIKHOBUTEIHHO-UHTYIIUPOBAHHOM JUccolranuen C

UCIIOJIb30BAHMEM TeJIUS B KauecTBe Ta3a ctoiakHoBenuid (Fisunov et al., 2011).

2.3.1.5 O6paboTka Macc-CIIEKTPOMETPUIECKUX JAaHHBIX

OOpaboTKy Macc-CHEKTpPOB NPOBOAWIM C HCHOJIb30BAHHEM IPOrPAMMHOIO
obecrieuenusi FlexAnalysis 2.0 (Bruker Daltonics, ['epmanus). Ciucku MOHOM3OTOITHBIX
nuKoB (opmupoBanu ¢ ucnonb3zoBanueMm anroputma SNAP (anrn. sophisticated numerical
annotation procedure); s gampbHEHINEro aHATW3a UCIIOJIB30BAIN CUTHAIBI C OTHOIICHUEM
curHai/mym 6osee 6. BHyTpeHHIOI0 KaJIMOPOBKY Macc-CIIEKTPOB MPOBOAMIIMU IO MPOIYKTaM
aBTOJIM3a TpUricuHa ¢ m/z 842,5094 u 2211,1046 (Petushkova et al., 2015).

[lepBuuHyt0 HAECHTUPUKALNUIO OENIKOB MPOBOAUIM METOAOM MNENTUAHOrO Macc-
¢unrepnpuntuara (PMF; anrn. peptide mass fingerprint) ¢ ucrnonb3oBaHUEM MOUCKOBON
cuctembl Mascot (Matrix Science, BenukoOpuranus). [louck BbIIONHSIN B 0a3e NaHHBIX
NCBI (amrn. National Center for Biotechnology Information) ¢ orpanuycHreM
TaKCOHOMHUYECKON Tpymmbl Bacteria, a Takke B jokaimbHOW 0a3e Mascot. Ilpu mowmcke
3amaBanu (epMeHTaTUBHYIO crenuduyHocTh Trypsin/P, ucnonap30Baqu MOHOU30TOIMHbBIE
3HAYEHUsl MacCc U OJIHO3apsAHbIe NENTHIHbIE MOHBI. B 3aBUCMMOCTH OT aHaIM3UPYEMOIO
CIIEKTpa JOMYCTUMOE OTKJIOHEHHUE MACChl MENTUI0B cocTaBisiio £30—80 ppm; nomyckanock
HaJIM4YWe ABYX WM TPeX MPOIYIICHHBIX CAUTOB pacIleIICHHS.

B kauecTBe OCHOBHBIX BapuabenbHbIX Moaudukanmii npu PMF-noucke yuurbiBanu

okucienue MmetronnHa (M) u nponroHamuaupoBanue ucrenna (C). B oTnenbHbIX mouckax



49

JONIOJTHUTENILHO YYUTHIBAIH JeruapupoBanue mucrenna (C) u pochoprmpoBaHme 0CTaTKOB
cepuna u Tpeonuna (ST).

[Tonck mo TaHAEMHBIM Macc-CIieKTpaM IpoBoauin B Mascot B pexxume MS/MS Ton
Search. B xauectBe (QepMEHTATHBHON CHENU(UIHOCTH 3aJaBalidi MOJTYCHEIU(PUIHOES
pacleyieHue TPUIICMHOM W JONYCKadu OO TPEX NPOMYILIEHHBIX CANTOB pPAacCIlIEIICHHUS.
Hcnonp30Baii MOHOM30TOIIHBIE 3HA4YEHMsI Macc. JlomycTMMOe OTKJIOHEHHE MacChl MOHA-
npeauecTBeHHUKa cocTtaBisuio +30 ppm, a ¢parMmeHTHBIX HOHOB — *2 Jla. B kauecTtBe
BapHaOCIIbHBIX MOMUGUKAIMN YYUTHIBAIM OKHCIeHHe MeTuoHuHa (M), okwucieHue

ructuanna ¥ Tpunrodpana (HW) u nponmonamuauposanue nucrenna (C).

2.3.1.6 IToxroroBka 00pa3moB ISl BRICOKOI(D(PEKTHBHON KHUIKOCTHONH Xpomarorpaduu B
COUETaHUU C TaHJeMHOI Macc-criekTpomeTpueii (BOXKX-MC/MC)

benku mrammoB D-401 u D-402 noasepranu pacuierieHuio TpurnicuaoM (Promega,
CIIA) u xumotpuncuHoMm (Promega, CIIA) B COOTBETCTBUHM C MPOTOKOJIOM
buibTpannoHHoi noarotoBku oopasnos (FASP; anra. filter-aided sample preparation) na
¢GrIBTpax ¢ MOPOroM oTceueHus 1Mo Moiekysipaoit macce 10 kla (MWCO; anra. molecular
weight cut-off) (Microcon Centrifugal Filter 10 kDa, Millipore, CIIIA), xak orucano paHee
(Anselm et al., 2017).

2.3.1.7 Auanus metogom BOXX-MC/MC

[TenTuapl pa3aensin METOJAOM BbICOKOA((EKTUBHON KUIAKOCTHONW XpomaTorpapuu
Ha cucteme Ultimate 3000 Nano LC System (Thermo Scientific, CIIIA) na C18-xononke
JUIMHOM 15 cM ¢ BHyTpeHHUM auametrpoM 75 MM (Acclaim PepMap RSLC, Thermo Fisher
Scientific, CIIIA). Ilentunsr smroupoBanu rpagueHtom O0ydepa B (80 % ameronutpuia,
0,1 % MypaBbMHOI KUCIIOTHI) IIPU CKOPOCTH moToka 0,3 MKia-MuH 1. O6Liee BpeMst aHaIn3a
coctaBisiio 90 MHH, BKIIIOYAsi HaYaldbHble 4 MUH YpaBHOBEIIMBAHUS KOJOHKH Oydepom A
(0,1 % mypaBbHHOM KHCIIOTHI), 3aTeM IpagreHt oT 5 10 35 % Oydepa B B Teuenue 65 muH,
nanee 6 MuH 10 goctikenus 99 % Oydepa B, mpombiBky B Teuenue 10 mun 99 % Oydepom
B u 5 mun noBTopHOTrO ypaBHOBemuBaHus Oydepom A.

Macc-cneKTpoMeTpUYeCKiii aHaJu3 TPOBOJWIA B TPEX IMOBTOPHOCTSAX Ha Macc-
cnektpomerpe Q Exactive HF (Q Exactive HF Hybrid Quadrupole-Orbitrap Mass
spectrometer, Thermo Fisher Scientific, CIIIA). Macc-crieKTpbl perucTpupoBalid ¢

paspemenueM 120 000 nmnst 0630pHBIX crieKTpoB nepBoro ypoBHs (MS1) u 15 000 mns
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cnekTpoB BToporo ypoBHs (MS2) B nuanazonax m/z 350—1500 u 100—2000 cOOTBETCTBEHHO.
Jns orbopa mpekypcopoB OblT ycTaHoBieH mopor m3ossiiuu 100 000 otcuetoB, u 10
HamOoJiee MHTEHCUBHBIX IMPEKYpCOPOB BBIOWpanu Uil  (QparMeHTAllMl  METOAO0M
BBICOKORHEPTE€TUYECKON THCCOIMALMN MPHU CTOJKHOBEHUU C HOPMAJIM30BAHHOU 3HEPTrHEi
croiakHoBenus (NCE; amrm. normalized collision energy), pasuoii 30, u BpemeHeM
HakorieHus 100 mc. IIpexypcopsl ¢ 3apsIoBbBIM coCTOsIHMEM +1 HMCKIIIOYanu, a BCEe paHee

U3MEpEHHBIE MTPEKYPCOPHI UCKITIOYAIH U3 u3Mepenus Ha 20 c.

2.3.1.8 O6paboTKa JAHHBIX TPOTEOMHOTO aHAIIN3A

benku mramMmMoB HMAEHTU(GUIMPOBAIN C UCMONb30BaHUEM mporpammbl SearchGUI
v.3.3.17 ¢ omHOBpeMeHHBIM TIpuMeHeHHeM anroputMoB X!Tandem, OMSSA (Open Mass
Spectrometry Search Algorithm) u MS-GF+ (Mass Spectrometry Generating Function Plus)
(Barsnes, Vaudel, 2018) u 6a3 maHHBIX OeJKOBBIX mocienoBareabHocTeit TrEMBL
B. leptomitoformis D-401 (3445 3amuceit) u B. leptomitoformis D-402 (3447 3anmuceii).
[TapameTpsl ObLITH 3aJaHBI CICIYIONIMUM O0OpPa3OM: OTCYTCTBHE CHEeU(PUIHOCTU (PEPMEHTA;
nonyck st MS — 5 ppm u gonyck 0,01 [a s nonoB MS/MS; kapbamMuoMeTHIMPOBAHUE
nuctenHa (C) B kauecTBe (UKCHUPOBAHHOM MOIUUKAIIMKN U OKHCIIeHHe MeTnoHnHa (M) B
KayecTBE BaprabenbHON MOIUpUKALIIH.

Pesynpratet SearchGUI aHanm3upoBaii W BU3YaJIM3UPOBAIM B  MPOrpaMMme
PeptideShaker (Vaudel et al., 2015) v.1.16.44. CoOTBETCTBHUS «IIENTHA—CIEKTP», EHTH/IBI U
OeNKM BaJIMIMPOBAIIM MPU YPOBHE JIOXKHBIX 0OHapykeHu#t 1,0 %, paccauTaHHOM Ha OCHOBE
pacnpeneneHusl JIOKHBIX coBmajgeHud. TonbKo OeNKH, cojeprKallie HEe MEHee JBYX

YHUKAJIBHBIX MIETITUAOB, CUYUTAIIN ITOJTOXUTCIBHO I/I,Z[GHTI/I(l)I/IIII/IpOBaHHI)IMI/I.

2.3.2 IIpoTeoMHbIii aHAIM3 NPH HUCCJIEJOBAHUM TpeBpallleHUs] BHYTPUKJIETOYHOI
yeMeHTHO# cepsbl B. leptomitoformis D-402

JlJis IpOTEOMHOTr0 aHajn3a MCMOIb30BaIu KiIeTkH mTtamma D-402, BeipaiiieHHbIE Ha
00€THEHHOW MUHEPAJIBHON cpefe ¢ BHYTPUKIETOUHOH 3JIEMEHTHOM CEpoil B KauecTBe
NOTEHIMAIFHOTO JIOHOpa 3JIEKTPOHOB Uil dHepreTuueckoro mertabonmsma u NaHCOs B
KayecTBE HMCTOYHHUKA YIJIEpOJa; AKCIIEpUMEHTalbHbIe 00pa3libl OTOMpanu Ha 7-€ CYyTKHU
KyJIbTUBUPOBaHUS. B kKauecTBe KOHTPOJIBHBIX 00pPa3lloOB MCIOIb30BAIU KYJIbTYpHI IITAMMa
D-402, BbIpalieHHbIE XEMOJIUTOreTepoTpOHO B MPUCYTCTBUHM THOCYNb(aTa W JakTaTa U

OpPraHoreTepoTPOPHO B MPUCYTCTBUH JIAKTATA.
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2.3.2.1 TlogroroBka o6pasmnos st BOXX-MC/MC

OO6pa31pl moIBeprayiv yIbTpa3ByKoBOM 00pabOTKe Ha JIbAY B UMITYJIbCHOM PEKHUME B
teuenne 30 ¢ B Oydepe TpudTHIAMMOHUNTHApPOKapOoHaTa, cojaepxkamiem 4 % SDS.
['omorenar unentpudyrupoBanu npu 14000 x g B tewenme 10 mma mpu 10 °C.
KoHnnentpanuro 6enka onpeaensumm MetooM bpaadopaa Ha cnekrpodoromerpe Evolution
260 Bio (Thermo Fisher Scientific, CIIIA). IloarotroBky o0pa3ioB HNpOBOIUIN METOAOM
yJIaBIMBaHUS OCJIKOB W3 CYCIIEH3MH Ha ¢GuiabTpe S-trap (aHri. suspension trapping) c

ucnoib3oBanreM 5 % SDS (Zougman et al., 2014).

2.3.2.2 Auanus metoaoM BOXKXX-MC/MC

Macc-cneKTpoMeTprUecKiil aHain3 o0pa3loB IMOCJE TUAPOJIN3a BBIIOIHSIN C
ucnoiib3oBaHueM xpomatorpaduueckoit cuctemsl Ultimate 3000 RSLCnano HPLC (Thermo
Fisher Scientific, CIIIA), conpspkeHHOM ¢ Macc-criekTpoMetpom Q-Exactive HF-X (Thermo
Fisher Scientific, CIITIA).

XpomaTtorpaduueckoe paslielieHHe TEeNTUI0B TMPOBOIUINM HAa aHATUTUYECKOU
oOpaiieHHO-(pa30Boil kojoHke Acclaim Pepmap® C18 anunoil 15 cM M BHYTpEeHHUM
muametpom 75 MkM (Thermo Fisher Scientific, CIIIA). I'pamuent dopmupoBain c
ucrnonb3oBanremM moABmKHON (a3el A (0,1 % MypaBbUHOW KHCIOTHI B JCMOHHU30BAHHOU
Bojie) u moaBmwxkHOU a3zl B (80 % ameronutpuna, 0,1 % MypaBbHHOW KHCIOTHI B
JenoHu30BaHHOM Bojie) oT 5 110 30 % B Teuenue 70 MuH npu ckopocTH notoka 0,4 MKJT*MUH *
C TMOCJEIYIONINM YpaBHOBEIIMBAHUEM XpOMATOrpauueckod CHUCTEeMbl B HCXOJHBIX
ycioBusix rpagueHta (A:B = 95:5) B Teuenue 8§ muH.

Macc-creKTpoMeTpUUeCKUil aHaIu3 MPOBOAMIN B YETHIPEX MOBTOPHOCTSIX HA Macc-
cnektpomerpe Q-Exactive HF-X (Thermo Fisher Scientific, CIIA) B pexume
MOJOKUTEIbHOM HOHM3AIMU C HCIOJb30BAHMEM HCTOYHHKA HAHOAJIEKTPOCIPEUHOMN
noHM3auu. Macc-cnekTpsl peructpupoBani ¢ paspewmesuemM 60 000 (MS1) u 15 000 (MS2)
B auana3zoHax m/z 375-1300 u 200-2000 coorBercTBeHHO. [ oTOOpa MpPEeKypcopoB
ucnonb3oBanu mopor wmoisiuu 50 000 ortcueroB; ans  (parMeHTaMd  METOJOM
BBICOKODHEPTeTUUECKON JUCCOLMAIMM TIPH CTOJKHOBeHWW BbIOMpasm 10 Haumbomee
MHTEHCUBHBIX NpekypcopoB npu 29 NCE u Bpemenu HakoruieHust 100 mc. IIpexypcopsl ¢
3apsaoM +1 HCKIIIoUYaiy, a BCe paHee U3MEpPEHHbIE MPEKYPCOPhI UCKIIOYAIN U3 IIOBTOPHOTO
aHanu3za Ha 10 c¢. MakcumanbHOE€ BpeMs HaKOIUICHUS cocTaBisimo 50 McC s MOHOB-

npexypcopoB u 150 mMc 11t pparMeHTHBIX HOHOB.
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2.3.2.3 O6paboTKa JaHHBIX TPOTEOMHOTO aHAIIN3A

Wnentndukanuio OENKOB MPOBOAMIN C HMCIONb30BaHHEM mporpammbl MaxQuant
v.1.6.17.0 ¢ mouckossiM anropurmom Andromeda (Cox, Mann, 2011). Jlns uaeHTHQHUKALH
OenkoB mcmosib3oBamK 0a3y manHbIX UniProt (Swiss-Prot) mas B. leptomitoformis D-402.
bbutn 3aaHbl ClleayroNuUe mapaMeTphl: MPOTECOTUTHISCKUM (PEPMEHTOM SIBIISIICS] TPUIICHH;
TOYHOCTH OTPECIICHUS MacChl MOHOM30TOIHBIX TMENTHIOB COCTaBIsIa £5 ppm; TOYHOCTH
Macc-criektpoB MS/MS — 0,01 Jla; momyckaaoch HaJW4yue JBYX MPOMYIICHHBIX CAMTOB
pacIIeryICHUs] TPUTICHHOM.

Moaudukanuo MUCTEHHA XJIOPAllETaMHIOM PacCMaTPUBAIH KaK (UKCHPOBAHHYIO
MOTU(UKAITUIO TTETITHIO0B, TOT/Ia KaK OKUCICHHE MeTHOHUHA U N-KOHIIEBOE alleTHIIMPOBAHUE
— Kak BapualenbHbIe MoaWdUKanuu. sl Banumanuu COOTBETCTBHM «IEMITHI—CIICKTP,
UICHTU(UKAIIUY TICTITUIOB U OCJTKOB HMCIIOIH30BAIU TMOPOTOBOC 3HAYCHHUE JIOJIM JIOXKHBIX
obnapyxenuit He Oonee 1,0 %. Hanexxno uaeHTUGUUUPOBAHHBIMU CUUTANH OCIKH, IJIA
KOTOPBIX OBLIO OOHAPYKEHO HE MEHEe NBYX IENTHAO0B. be3MeTrodHas KOJIMYECTBCHHAS
OIICHKAa CcojJepkKaHus OEIKOB OCHOBBIBAJIACh Ha IOKA3aTENIX HHTEHCUBHOCTHO-
OpHMEHTUPOBAHHON a0COIOTHON KonuuecTBeHHOM oreHku (IBAQ; anria. intensity-based
absolute quantification) u 6e3meTounoro koandyecrBeHHoro ananu3a (LFQ; anrm. label-free
quantification).

CTaTHCTUYCCKUI aHAIHM3 JAHHBIX, TIOJYYCHHBIX MPH WACHTU(DUKAIINY, TIPOBOIMIN B
nporpamme Perseus v.1.6.15.0. IlpeaBaputenbHo paHHble (UABTPOBAIU UIsl 0TOOpA
HauOoJee 3HAYMMBIX TOYEK: yNIaJsuld BO3MOXKHbIE KOHTAMHUHAHTHBIC OCTKU M HEHAJEKHO
UJCHTU(DUITIPOBAHHBIE OCTTKH.

Jlis BbIIENIEHUSI 3HAYMMBIX Pa3Iuuuii Mexay Oenmkamu oOpas3lloB CIHCOK OEJIKOB
JIOTIOJTHUTENILHO (DPMIIBTPOBAIIU; COXPAHSUIA TOJBKO OCIKH, OOHAPYKCHHBIE KAK MUHUMYM B

JIBYX M3 4ETBIPEX NOBTOPHOCTEN aHAIU3A.

2.4 UccaenoBanue nepcyiabpuaanokcurenassi PDO
2.4.1 llonyyenue pekoMOMHAHTHOTO Gesika PDO
2.4.1.1 Kionuposanwue rena pdol
I'enomuyro JIHK Beiaensinu ¢ ucnonb3zoBanueM Habopa diaGene Kit (duasm, Poccus)
COTJIACHO  WHCTPYKIUH  Tpou3BoAMTeNsi. [e€H  mepcynbQUIIHOKCUTEeHa3bl  ObLI
UICHTH()UIIMPOBAH B aHHOTUPOBAHHOM TOCIE0BaTeIbHOCTH reHoma B. leptomitoformis u

npoaHanu3upoBan ¢ ucnonb3oBanuemM BLAST (https://blast.ncbi.nim.nih.gov/Blast.cgi) u
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InterPro (https://www.ebi.ac.uk/interpro/). I'eu PDO ammumudunuposanu u3 renomuoit JJHK
METOJOM TIOJIMMEPA3HON IEMHOM peakluu C HCIHojib3oBaHueM cMmecu BlitzMasterMix
(Belbiolabs, Poccust). Jlns ammmrdukaruu nenoas3oBaiu npssmoit mpaitmep PdolFe Nde (5'—
AGTCATATGATTTTTCAACAATTATTTGAGTCTAG-3") wu oOparHblii  mpaiimep
PdoIRe Xho 22 (5'-ATATCTCGAGCACCAGTGTTTCACATAACTG-3"). IIporpamma
[T P-ammudukanuu 6si1a cneqyromeit: 98 °C, 30" +[(98 °C, 10" + 50 °C, 30" + 72 °C, 1')
x 35]+ 72 °C, 2". IIIIP-npoayKT COOTBETCTBYIOIIETO pa3Mepa OUUILAIH C UCTIOJIb30BAHUEM
Habopa diaGene Kit ([uasm, Poccus), a mnociaegoBaTelbHOCTh T'€HA MOATBEPKAAIN
CEKBEHHPOBAHHUEM.

Jlns KIOHWUpOBaHUS TE€HA B OKCIpecCHOHHBIM BekTop pET-22b(+) mo caifram
pectpukuuu 3HAoHYkAea3 Ndel m Xhol mmasmuny wm [IIP-nmpoaykr oGpabatbiBanu
COOTBETCTBYIOUIUMU peCTpUKIIMOHHBIMU dH0HYKIea3amu (Thermo Fisher Scientific, CILIA)
COTJIACHO MHCTPYKIIMH MPOU3BOIUTENIS. 3aT€M PEAKIINIO JINTHPOBAHUS BEKTOpA M aMILTUKOHA
npoogmiu mipu +15 °C ¢ ucnonszoBanueM T4 JIHK-nuraser (Thermo Fisher Scientific,
CIIA). Komnerentnsie kiaetku Escherichia coli DH5o tpancdopmupoBanu nurasHoin
CMeChIo, coiepxarieii KoHCTpykiuio pET22b::pdol. [T1a3mMuab ¢ 11e1eBbIM T€HOM BTSN
U3 HOYHOH KyJNbTyphl TpaHchopMaHTOB. [lociemoBareiabHOCTh BCTpoeHHOro reHa pdol

MPOBEPSIIN CEKBEHUPOBAHUEM HA OTCYTCTBHE MYyTallWM.

2.4.1.2 PexoMOMHAHTHAsI KCIPECCUS U OUYUCTKA

Jlns monydenus: pexkomounanTHoro PDO mramm E. coli BL21-CodonPlus (DE3)
tpaHchopmupoBasim  1asmupoin pET22b::pdol wu kynmetuBupoBanun mnpu 37 °C wu
MEepPEMEIIUBAHNN CO CKOPOCThIO 250 00/MHH J0 JOCTHXKEHHUS ONTHYECKOW IJIOTHOCTH
KynbTypsl 0,6—0,8 mpu 600 am (A600). 3aTem B KynbTypalibHYIO cpeny aodasmsuim 0,9 MM
u3onponui-f-D-TroranakronupaHo3uaa, Mocje 4Yero KyiabTypy HHKYOHpoBaiu B TeueHue 18
g ripu 16 °C 1 nepememmBaHuu co cKopocThio 100 00/MuH.

Knerku ocaxnganu nentpudyrupoBanuem mnpu 4000 X g B Tedenue 20 MuH,
pecycriengupoBanu B 35 M 50 MM kanwmii-gpocdaraoro 6ydepa (pH 7,5), conepxarero 0,5
M NaCl u 1 MM umnaazona (6ydep 1), ¢ nobaBnenuem uHrHOUTOPOB MpoTeas (1 MM e-
aMUHOKaNpPOHOBOM KUCOTHI, | MM perunmeruncynbpormidropuaa u 1 MM GeHzamuanHa),
MOCJIe YEeTO pa3pyllaid yabTpa3BykoM. KieTounslil nebpuc ynansim neHTpudyrupoBanueM
(90 mun ipu 12 000 x g), mociie yero Oenok oyuInanu MeTo1oM apduHHOM XpoMaTorpaduu

Ha xosionke HisTrap 5 mn (GE Healthcare, CIIIA).
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Knerounsrii  skcTpakT HaHOocwiIM Ha KoJoHKy HisTrap, mnpeaBapurensHO
ypaBHOBEIIEHHYI0 Oy(depoM 1, 3aTem MpoMBIBaIM IIATHIO 00beMaMu Oydepa 1 u ganee nAThio
oobemamu Oydepa 2 (50 MM xamuii-pochatuerii Oydep (pH 7,5), 0,5 M NaCl,
50 MM mmunazona). @paknuu, comepxkamue GepMeHT, droupoBand  Oydhepom 3
(50 MM kanuii-pocharusiii 6ydpep (pH 7,5), 0,5 M NaCl, 300 MM umugazona). ITocie
ctaguu xpomatorpadun Oenok auanuzoBanu npotuB 50 MM kamuii-pocdarHoro Oydepa,
pH 7,5.

KoHuenTpanuro 6enka onpeaensuii no MOJIIpHOMY KO3 (PUIMEHTY SKCTUHKIUHU TIPU
280 uM (¢ = 15 040 M t.cm 1), paccuntanHOMY 110 AMMHOKHMCJIOTHOM MOCIIEI0BATENEHOCTH
Ooenka c wucnonb3oBanueM nporpammbel  Vector NTI (Life Technologies, CIA).
MonekynsapHyto maccy (QepMeHTa Ompenensyii MeTofoMm siekTpodopeza B 12%-HoM

MIOJTMAKPHUIIAMHIHOM Telie ¢ nonermicynbdarom Hatpus (Laemmli, 1970).

2.4.2 OyHKIUOHAIbHAS XapaKTepUCTHKA pekoMOunanTHoro PDO
2.4.2.1 Onpenenenune aktuBHOCTH PDO

AxtuBHocth PDO ompenmensiin  panee omucaHHbIM MetonoM  (Suzuki, 1965),
OCHOBAaHHBIM Ha peructpanuu mnotpebdiacHus kuciaopoma (Xin et al., 2016), ¢
mMonupuxanusamu. Ckopocts notpednenust Oz U3Mepsin ¢ NOMOIIbio 3ekTpoaa Kinapka B
siuetike oobemom 1 M (Hansatech Instruments Ltd., Benmuko6putanus) npu 35 °C (eciu He
yKa3aHO MHOE) B PEAKIMOHHOHN cpeie, coaepxkainiet cmech 50 MM xkamuii-pocdaTHoro
oydepa (pH 7,0) u rmyratnornepcynbdumaa (GSSH) B coorHOmennwn 1:1.

GSSH mnonywyanu cMemMBaHUEM paBHBIX 00beMOB 17 MM BOCCTaHOBIEHHOTO
[JIyTaTHOHA B JIMCTWJUIMPOBAHHOW BOJIE€ M HACBIIIEHHOTO PacTBOpPa CEpbl, COJEPIKAIEro
okojio 17 MM snementHoi cepbl (Visser et al., 1997). Tlepen u3mepeHrueM peaKkIMOHHYIO
CMecCh TpeABAPUTEIHLHO MHKYOUpPOBaIU B TeUeHHE | MHUH B sU€HKe, 3aKPHITOM KPBIIIKOMH;
nocie 3toro B TeueHue 140 ¢ peructpupopanu HeepMeHTaTUBHOE U3MEeHEeHUE YpoBHS Oz.

@epMeHTAaTUBHYIO peaklui0 HHUIMHpoBanu nobdasieHueM PDO uepe3 kananm B
KpPBIILIKE KaMEPHI C UCIOJIb30BAHUEM HAKOHEUHMKA /IS 3arpy3ku rens. [lepen nsmepenusamu
cmecb GSSH u PDO BeiaepxkuBasin Ha sbay. g pacuera MakCHMalIbHOW CKOPOCTH
notpebnienus Oz BEIOMpaIN TUHEHHBINA yyacTok kpuBoid. KoHnieHTpanus pepmenTa B siueiike
cocrasisia 30 MKT.

KanubpoBky »5nekTposa mOpoBOAWIA AO0OABIECHUEM HECKOJIbKHX KPHUCTAIJIOB

JUTHUOHUTA, IIPU 3TOM KOHLEHTpalHi0 pactBopeHHoro Oz mpuHuManu paBHod 219 mxM
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(219 mmonb M ). Cropocts notpedienns Oz onpenensuu B MkMonb Oz-Mr +-u L, 3a oany
enunuiy aktuBHocTd PDO (1 U) mpunumanu notpe6ienue 1 umonb O2 B MEHYTY; YAETBHYIO

aKTMBHOCTh (pepMeHTa BhIpaskanu B U-mr * 6enka (Ran et al., 2022).

2.4.2.2 buoxumudeckue xapakrepuctuku PDO

Bnusuue pH u temneparypsl Ha akTUBHOCTh U cTabmibHOCTh PDO uccnenoBanu c
ucnonb3zoBanrneM GSSH B kauecTBe cyocTpata. Ontumym pH aktuBHOCTH PDO onpenensiim
B nuanaszone ot 6,0 go 8,0 ¢ marom 0,5 enunuist mpu 35 °C B 50 MM kanwuii-pocharaom
Ooydepe. TemnepaTypHblii ONTUMYM aKTUBHOCTH (pepMeHTa OMpENeisid B AUANa3OHE OT
25 °C 10 55 °C c marom 5 °C B 50 MM kanuii-pocdataom 6ydepe, pH 7,0.

Tepmoctabunsaocts PDO olieHMBanu mo ocTaTOYHON aKTUBHOCTH (pepMEHTA MOCIe
onnouacoBoit nnkyoOaruu npu 30 °C, 40 °C, 45 °C u 50 °C B Tom xe Oydepe mpu pH 7,0.
CrabwIbHOCTh (PepPMEHTA TIPH PA3TMYHBIX 3HaYeHUsX pH ompepensiou myteM HHKyOanuu
oenka B 50 MM kanmii-dpochatHoM Oydepe B YCIOBUAX OXJIAKICHUS B TEUCHUE HEIETH B
nuana3zone pH ot 6,0 1o 11,0 ¢ marom 1,0 equanna. OCTaTOYHYI0 aKTUBHOCTH OINPEICIISIIN
B 50 MM kanwuit-dpocharaom 6ydepe (pH 7,0) mpu 35 °C ¢ ucnonszoBanuem GSSH B
KayecTBe cyOcTpara.

NurundupoBanue akTUBHOCTH ()epMEHTa HCCICAOBATU C HUCIOJb30BAHHEM HOHOB
metamnos (Cu?t, Zn?*, Mn?*, Mg?*, Fe®") u sTunenmnamMunTeTpaykcycHol kuciotsl (DJITA),
onpenenssi aktuBHOCT, PDO, kak ommcaHo BbINIE, B NMPUCYTCTBUM KaXJIOTO pearcHra B
koHieHTpanuu 1 MM B 50 MM kanuii-pocdaraom 6ydepe (pH 7,0) npu 35 °C (Wu et al.,
2017).

buoxumudeckne u3MEpeHUs TPOBOAMIM B TpPeX IMOBTOPHOCTSAX. Pe3ynbrarhbl

IMpCaACTaBJIAIN B BUAC CPCOAHCTO apI/I(I)MeTI/I‘-IeCKOI‘O SHAUCHHUA U CTAHAAPTHOI'O OTKIIOHCHHA.

2.4.3 CTpyKTYypHbIii aHa/IU3 pekoMOuHaHTHOrO PDO
2.4.3.1 Kpucrannuzanus

DKCIEepUMEHTHl 10 KpHCTauiM3auuu npooamau npu 22 °C merogoMm nuddysun
napoB B BHUCSYEH Karule HAa CHJIMKOHH3UPOBAHHBIX CTEKJISTHHBIX TOKPOBHBIX CTEKJIaxX B
ianmerax Linbro (Molecular Dimensions Ltd., BenukoOpuTtanus).

Kamnu st xpucranau3anuy TOTOBWJIM CMEIIMBaHHEeM | MK pacTBopa Oenka B
koHueHtpauuu 10 mr/mn B 50 MM kanwmii-dpocharnom Oydepe (pH 7,0), comepxaimiem

100 MM NaCl u 1 Mk pactBopa pesepByapa. Kpuctamist PDO 6bu11 noydeHsl B yCI0BHSX,
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conepxkamux 8 % (Macca/o0bem) nomudTriieHr KOs 4000 (PEG 4000) u 0,2 M nmunazon-
maiata, pH 6,0 (ycioBue Nel3 nabopa Stura Footprint Screen-2, Molecular Dimensions Ltd.,
BenukoOpurtanus).

[lepen MTHOBEHHBIM 3aMOpPaXMBAaHUEM OTACIBHBIM KPUCTAUT BBIICPKUBAIN B
KpuopacTBope, coctosieM u3 25,5 % (macca/oobem) PEG 4000, 15 % raunepuna, 0,085 M
uutpata Hatpus (pH 5,6) u 0,17 M anerata ammonus (ycioue Ne9 nadopa Crystal Screen

Cryo, Hampton Research, CIIIA).

2.4.3.2 Kpucramnorpadus

Judpaknuonnsle naHHple Kpuctauia PDO Obun coOpansl Ha cranmmu BL18U1
cuaxpotporHoro ucrounrnka SSRF (anri. Shanghai Synchrotron Radiation Facility, Kurait).
Habop otpakeHuii o6padaThiBaiy ¢ Uconb3oBanueM nporpammbl XDS (Kabsch, 2010).

CTpyKTypBl ONpEAETsIA METOJOM MOJICKYJISIPHOTO 3aMEIICHUsS C HCIIOJIb30BaHUEM
nporpammbl Phaser (McCoy et al., 2007); B kadecTBe MOMCKOBOW MOJEIH HCIOJIb30BAJIH
ctpyktypy Oenka hETHE] uenoseka, ompeseleHHyl0 c paspemenuem 2,6 A
(npentudurkarop PDB 4CHL). M3 monenu ObUIM yJoaleHBl MOJEKYJIbl BOABI W HOHBI
MeTaisioB. HawanpHyro Mojenb NOJABEprajd KpUCTAIIOrPaQUUYecKOMY YTOYHEHHUIO C
nomoiipio REFMACS (Murshudov et al., 2011). Pyunyro nepecTpoiiky MOJCITH BBITIOTHSIIH
B nporpamme Coot (Emsley et al.,, 2010). ®uHanbHBIA UK YTOYHEHHS CTPYKTYPBI,
BKJIIOUABIIMK YTOUHEHHE 3aCEJI€HHOCTH aToOMOB, NpoBOAWIM B mporpamme Phenix
(Liebschner et al., 2019).

Cratuctuka 00pabOTKM JTaHHBIX M YTOYHEHHS CTPYKTYpHI mpuBeaeHa B Tadmure 1.
KoopaunaTsl aTOMOB U CTpyKTypHbIe (pakTophl fenoHupoBanbsl B PDB (anrn. Protein Data
Bank; http://wwpdb.org/). PucyHku ObUTH MOATOTOBJICHBI C MCIIOJIB30BAHUEM IPOTPAMMBEI
PyMOL (Schrodinger, DelLano, 2020; https://www.pymol.org/2/, nmata oOpamieHus:
20.10.2023).
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Ta6anua 1 — CraTucTuka c6opa KpUCTA/IOrpaduIeCKUX TAHHBIX H YTOYHEHHS
cTpykrypsl (mut. mo Rudenko et al., 2024)

COop naHHBIX

Jlnna Bomust (A) 0,97853
Jlnanason pazpemenus (A) ?20f3:2223333)
ITpocTpaHcTBeHHas rpynna P4,2,2

[TapameTpbl 371€EMEHTApHON TYEUKHU
a, b, c(A) 66,9, 66,9, 245,0
a, B,y () 90,0, 90,0, 90,0
Temneparypa coopa ganubix (K) 100
OO0111e€ YHCII0 OTPAKEHHUIH 248 845 (38 956)
YHCII0 YHUKATBHBIX OTPaKEHHIH 24 873 (3845)
Rimerge (%0) 25,7 (173,2)
KpartHocTh oTpaskeHui 10,00 (10,13)
IMonroTa nanubIx (%) 99,6 (97,9)
Cpenmnee I/sigma (1) 10,13 (1,70)
B-dakrop Brscona (A?) 31,7
CCuwe 0,99 (0,72)
YTO4HEHHE CTPYKTYPBI
46,51-2,33
[wnamna3on pa3penieHus (2,42-2,33)
Yucno oTpakeHHH, UCTIOIb30BAHHBIX TIPH 24 834 (2491)
YTOYHEHHH
Hucno oTpaxxeHui, p;?g;nbsoBaHme st R- 1205 (129)
R-work, % 18,92 (26,62)
R-free, % 24,60 (33,19)
RMSD s cesiseit (A) 0,008
RMSD BanenTHbIX yriioB (°) 0,984
braronpusTHbIe 00JIaCTH JHarpaMMbl
98,28
Pamauanapana (%)
JlomycTUMbIe 00JIaCTH HATPaMMBbI
1,72

Pamavanpana (%)

Bribpocs! Ha auarpamve Pamaganapana (%) 0,00
Cpenunii B-paxrop (A?) 33,88
MakpoMOJIeKYITbI 33,99

JIuraumet 33,28

PactBoputenn 29,91

PDB ID 8ZBD

Rmerge — (akTop cX0AMMOCTH SKBUBAJICHTHBIX OTpaxeHuit; R-free — R-dakrop mis KOHTpOIBHOTO
Ha0opa OTpaXEHUH, He UCTIOJIL30BAHHOTO MPH YTOYHEHUH CTPYKTYpbl; R-work — R-dakrop mis
pabouero Habopa oTpaxkenuit; RMSD — cpennekBaapatudyHOe OTKIOHEHHE.

2.5 AHAJIN3 IKCIIPECCHH TeHOB
Okcrnpeccuto  TeHOB  SOXAX, SOXB, soxY, soxZ wu pdo aHanu3upoBaid TpHU
XEMOJIMTOABTOTPOGHOM POCTE, KOTJIa B KAYECTBE IOHOPA JECKTPOHOB ISl SHEPTrETUYECKOTO
MeTa00JIM3Ma MCTIOJb30BAIH CYIb(U HATPUS WM BHYTPUKIECTOUYHYIO AJIEMEHTHYIO Cepy, a

THIPOKApOOHAT HATPUS MCIIOJIB30BAIHM B KAUECTBE HCTOYHMKA HEOPTaHUYECKOTO YIIIepoaa.
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[Ipu xemomuToreTepoTpoHOM PpPOCTE B TMPUCYTCTBHHM THOCYJIb(ara © Jlakrara
aHATM3UPOBAJIU IKCIIPECCHIO TeHOB SOXAX, SOXB, SOXY 1 SOXZ, a Takke reHOB, KOJIUPYIOIINX
oenku ALG67575.1, ALG68134.1 u ALG67202.2. XemoopraHoreTepoTpodHbIii poCT B
MPUCYTCTBUU JaKTaTa MCHOJB30BAIM B KaueCTBE KOHTPOJBHBIX ycloBUi. B kauecTBe
pedepeHCcHBIX TeHOB HcToNb30BaH T'eH cyobeauauIlbl B JIHK-rupaser gyrB u ren 16S pPHK
Irs.

PHK Beiiensnu c¢ ucnons3oBanueM peareHta ExtractRNA (Evrogen, Poccus) B
COOTBETCTBUU € MpoTokosoM npousoautens. Kauectso PHK onenuBanu snekrpodopezom
B 1,1%-HOM araposHowm reie ¢ gobasiennem 2,2 M dbopmansaeruna. Konnenrpanuro PHK
u3Meps ¢ ucnoib3oBanueM Habopa HS Equalbit RNA assay kit (Vazyme, Kuraii) Ha
bayopumerpe Fluo-200 (Allsheng, Kurait). 3arem 2000 ur PHK mnoxasepramu oOpatHOi
TPAHCKPHIIIMK ¢ Hcnoiab3oBanueM M-MuLV (SybEnzyme, Poccust) cornmacHo mpoTokoiy
npousBogutens. P c oOpartHoii Tpanckpunuueir (OT-IILP) B peasbHOM BpeMeHuU
npoBoauian ¢ ucrnoias3oBanueM SYBR Green I na cucreme nerexuuu I[P B peanbHOM
Bpemenu Bio-Rad CFX96 touch (Bio-Rad, CIIIA).

[Taps! npaiiMmepoB moa0MpaIu ¢ OIM3KUMH pacUETHBIMU TEMIIEpATypaMU IJIaBJICHUS.
Jns  ompenenenuss oOmed  ONTUMAIbHOM  TEMIIEpPATyphl OTXKUTA  HCIIOJIB30BAIU
TeMrepatypHblii rpagueHT. IlociaenoBarenbHOCTH MpailMepoB M BbIOpaHHas TeMIeparypa
oTKura mnpuBefeHbl B Tabmuie 2. [lns Bcex map mpailMepoB HMCHONIB30BAU €IUHYIO
teMriepatypy omxura 60 °C.

Bce neneBbie u pedepeHcHBIE TeHBI aMIUTU(UIMPOBAIMA IO €AWHOW IMPOrpaMMme:
95 °C, 5"+ [(95 °C, 20" + 60 °C, 20" + 72 °C, 15") x 39]. DddhexTuBHOCTH amMIUTHUKAITUN
ONpeNeNsiu A1 KaKIOM mapbl IMpailMepoB MO CTAaHAAPTHBIM KPHUBBIM, IMOCTPOCHHBIM C
HCITOJI30BaHKMEM MOceoBaTeNbHBIX pa3BencHuil kJIHK. CrenuduaHocTs 00pa3yromuxcs
MPOJIYKTOB OIEHUBAJIH IO KPUBBIM TUIABJICHHUS.

DKCHEPUMEHTHI MO0 aHaJu3y JKCIPECCHUU T€HOB MPOBOAMWIM B TPEX HE3aBUCHMBIX
OMOJIOTUUECKUX TMOBTOpax; s Kaxaoro ouonorudeckoro mosropa OT-IILIP B peanbHOM
BPEMEHH BBIMOJHSAINA B MATH TEXHUYECKUX MOBTOpPAaX. 3JHAYEHUS TEXHUUYECKUX MOBTOPOB
YCPEIHSUIH, a Pe3yNbTaThl MPEICTABISUIA B BUJAEC CPEAHETO apu(PMETHUECKOTO 3HAUCHUS U
CTaH/aPTHOTO OTKIIOHEHHUS, PACCYMTAHHBIX 10 TPEM OMOJIOTHYECKUM MOBTOPaM.

Bce mpaiimepsl  Obim  pazpaboTtansl ¢ ucnoib3oBanueM  PrimerBLAST

(http://mwww.ncbi.nlm.nih.gov/tools/primer-blast).



Tabauna 2 — IlocnenoBarebHOCTH NpaiiMepoB, ucnoab3oBanHbie npu OT-IILP B
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peanbHoM Bpemenn (uT. mo Rudenko et al., 2020; Rudenko et al., 2024)

AmMiummpuuupyem . . , Ay N N , Ay
51 MIIICHE IIpsimoii mpaiimep (5'—3’) O0paTHblii npaiimep (5'—3’)
rrs TGGGCTGTACCAGAAGTAGGT | GTTACGACTTCACCCCAGTCA
gyrB ACGCATTTATTCAACGGGGC ACGGCGGGCTTCATTCATTA
SOXAX ATTTTCCCACCTATCGCACCA TCGAATAGCGACACCACACC
soxB CTCCCCGCAGACAAAGACAT CCGCGTCGATAAAGTAGGGT
soxY AACCCTGTGCCTTTAGTCGC CAACAATCGCAACCACGTCA
SoxZ TACGGGCGAGTTGATTCCTG CGCTCCAAATGGCACTCATC
pdo TTGCCCAAGAAAAACAGCGT TTTGCGCGGATTTGGTGTTT
I'en Oenka

ALG67575.1 GGGGCAACAATGAATGGGGT GACGACCATAACCACGACCG
I'en Oenka

ALG68134.1 GCTGAAAAATGGGACGCAGG TCACCCACGTTGCCATAACC
I'en Oenka

ALG67202.2 CTTTGTGATTTGGGCGGCAA AGATGCGACAAGTGATGCGG

2.6 KoanuyecTBeHHOE onpeieieHHe THOCYJIb(aTa U cyb(aTa

Cynbdar u THoCyIb(}AT aHATU3UPOBAIIA METOAOM BHICOKOA()(PEKTUBHOM KUTKOCTHON
xpomatorpadguu (BDXKX) ma xpomarorpade Stayer (Aquilon, Poccus), ocHameHHOM
KOHAYKTOMETPUYECKUM JIeTEKTOpoM. Paznenenue mpoBOAMIIA B M30KPATHUECKOM pPEKUME
npu 35 °C Ha xomonke Dionex IonPac AS22 (Thermo Fisher Scientific, CIIA) ¢
ucnoib3oBaHueMm Oydepa 4,5 MM kapOonara Hatpusi/1,4 MM ruapoxapOoHaTa HaTpus ¢
no6asnenneM 10 % metanona mpu ckopocTu notoka 1,0 mi-mun 2.

Komonka (250 x 4 wmwm, pasMep wyactunp 6 MKM) coaepKajla MaTpUILy
NOJIMBUHUIIOCH3WIAMMOHHUS, CIIUTYI0 55 %  nuBMHUIOEH3071a, C  YETBEPTUUYHBIM
QIKAaHOJBHBIM aMMOHHEM B KauecTBe (YHKIMOHAIBbHOW Tpynmbl. [lepen wHxkekuuen
o0pa3lbl MHKPOOHBIX CYCIEH3MH OCBOOOXKAANM OT KJIETOK LEHTPU(YTHpPOBAaHUEM IpU
15 000 x g B Teuenue 15 muH.

Konuentpauuu tHocynbdara u cynabdara ompenessuii B TpeX MapalielbHbIX
u3MepeHusix. Pe3yabTaThl NpeaCcTaBIsUId B BUJAE CPEIHEro apu(MeTHuecKoro 3Ha4eHus U
CTaHJAPTHOT'O OTKJIOHEHUS.

W3meHeHus: cosepkaHus CEpHBIX BKIOYEHHUI B Kkietkax B. leptomitoformis D-402
HaOIIOany BHU3YalbHO C HCIIOJIb30BaHHWEM cBeToBoro mukpockoma Olympus CX31 HD

(Olympus, fnonus), ocHameHnHoro oobektuBamMu AmScope Infinity Plan 100X/1.25 Oil

(AmScope, CIIIA) ¢ ¢azoBeim koHTpacToM. KyneTypy mtamma D-402 ananusupoBanu mon
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MHUKpPOCKONOM KaKk MUHUMYM B 30 nosisix 3peHusi. CepHble T7100yIIbl ONPEAEIIsIN KaK CUIbHO

MPEIOMIISIONINE CBET BHYTPUKJIETOYHBIE BKIIIOUEHHUS chepudeckoit popmbl.

2.7 CekBeHUPOBaHHUE M NMOJHPOBKA reHoMoB mrTaMMoB D-401 u D-402

JIHK Beiaensiu ¢ ucnons3zoBanrem Habopa FastDNA™ SpinKit (MP Biomedicals,
CILIA). bubGnmnorekn rortoBuwiu ¢ wucnoib3oBanuem Habopa KAPA HyperPlus kit ¢
amantepamu u3 Habopa KAPA Dual-Indexed Adapter Kit. ITomyuenusle OHOIHOTEKH
cexBeHupoBaiu Ha matdopme [llumina MiSeq ¢ urernssmu 2 % 300 HT.

[IpenoOpaboTKy CHIPBIX ITAHHBIX CEKBEHHUPOBAHHS IMPOBOAMIN C HCIIOIH30BAHUEM
nporpammbel Trimmomatic v.0.39 (Bolger et al., 2014), mocie 4ero monxy4eHHbIE PHIBI
KapTHPOBAJIM HAa COOTBETCTBYIOIINE T€HOMHBIE COOPKH C Mcmoib30BanneM Bowtie2 v.2.3.4.3
(Langmead, Salzberg, 2012). Koppekiiuio r¢eHOMOB BBINOJIHSIM ¢ MCIOJb30BaHHeM Pilon

v.1.23 (Walker et al., 2014).

2.8 UccenoBaHue MPUPOTHBIX CEPHBIX MATOB U NoJydyenne MAG
2.8.1 OT00p npod u PpU3NKO-XMMHYECKAS] XaPAKTEPUCTHKA MeCT 0TOopa

[TpoOsI At MeTareHOMHOTO aHanu3a ObuTH 0TOOpaHkl 7 aBrycra 2023 roja B 3ajuBe
benoro mopst «JlamuHapueBasi momoiika» BOJIM3U bemomMopckoil OMONIOTrHYECKON CTaHIIUU
umenu H.A. Tlepuiosa (Pecriybnuka Kapenusi, Poccust) ¢ rimyounst 15 m (66°34'16,94" c. .,
33°06'23,44" B. n.) npu temmnepaTtype mMopckoi Boabl 14 °C. beuin coOpaHbl JBe MpoObI
TAQJJIOMOB JIaMUHApuM C OelecoBaThIMU CEPHBIMH MaTaMH DPa3jMYHON  CTENeHU
BBIpaKEHHOCTH, 0003HaueHHbIe Kak BegS u Begl4.

OU3MKO-XUMHUYECKHE TapaMeTpbl MOpPCKOM BOJbI B MecTax oroopa mnpod (pH,
TEeMIIepaTypa U OKUCIUTEIbHO-BOCCTAHOBUTEIbHBIN MOTEHIIUAI) U3MEPSIIU C TOMOIIIbio PH-
merpa HI18314F (Hanna Instruments, ['epmanus). KoHueHTpamuio KUCIOTOTAOMIBHOTO
cynbduaa B 00paszax onpeaeisiig CleKTpohOTOMETPHIESCKUM METOIOM C HCIIOJIb30BaHHUEM
p-beHmIeHInaMuHa U MPSMBIM HOJOMETPUUECKUM TUTPOBAHUEM TOCIE MPeABAPUTEILHOMN
¢ukcammu  cynbpuna 10%-vpM ameraroM IMHKA. KOHIEHTpalmui0 pacTBOPEHHOTO
KHCIIOpOJIa B Cpefie ompeaesisiv ¢ nomoibio kuciopoaomepa HI 9142 (Hanna Instruments,
Pymbraust). OOmyro MHUHEpanU3aIuio ONpeAesiid KOHAYKTOMETPUYECKUM METOJOM C

ucnoiabp3oBaHueM KoHaykromerpa Multitest KSL-101 (CEMUKO, Poccus).
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2.8.2 MUKpPOCKONMYECKH I aHAJN3 MPUPOAHBIX CEPHBIX MATOB

JIns  BU3yanbHOTO aHalW3a KpPYHHBIX OOBEKTOB TIPH MaJlOM YBEIUYCHUHU
WCIIONTh30BalId  OMHOKYIApHBIM MuKpockonm Nikon SMZ445 (Nikon, Snonus). AHamus
MOP(}OTOTHN KIIETOK TOJYYCHHBIX OOpa3loB CEPHBIX MATOB IPOBOIWIH C IOMOIIBIO
ceetoBoro mukpockoma Nikon Eclipse Ei (Nikon, SInonwus), ocHamennoro oosektuBamMu CFI
BE2 PLAN 10x%/0.25, CFI BE2 PLAN 40x%/0.65 u CFI Plan Fluor DLL 100%/1.30 Oil ¢

(ha30BbIM KOHTPACTOM.

2.9 MeTareHoMHOe ceKBeHHUpPoBaHue U coopka MAG

Merarenomuyto JIHK u3 cepusix mMatoB Beg5 u Begl4 Boiaensiim u ouuiiaiu ¢
ucrnonb3oBanreM Habopa Diatom DNA mini Prep 200 kit (Isogen Laboratories, Poccusi) B
COOTBETCTBUHU C PEKOMEHIANUSIMH POU3BOIUTENS C HEKOTOPHIMU MOIUGMUKAIIUSIMU: JTU3NC
MOJITOTOBJICHHBIX 00pa3IloB B IM3UpYIoieM Oydepe npoBoauiau B TeueHue 45 muH npu 65 °C
C TIEPUOJMYECKUM OCTOPOKHBIM MEPEMEINIMBAHIEM JI0 TIOJTHOTO pacTBOpPEeHHs (HparMeHTOB
MaTtoB MU mnpocBerTiieHus cMmech. [lomydennyro JIHK cexkBeHuMpoBasM € HCIOJIB30BAaHHEM
texHojoruu Illumina. bubnuorexn gns cexBeHupoBanus Illumina rotoBuin ¢
ucnonb3oBanuem Habopa NEBNext Ultra II DNA library preparation kit (New England
Biolabs, CIIIA). CekBenupoBanue 3Tux Oubiamorex Ha npubope Illumina MiSeq B mapHo-
koHIleBOoM (opmare (2 x 300 HT) mano B oOmieit cioxuoctn okono 3 I'6 u 4,7 I'6
nocyenoBarenbHocTel A oopasinoB Beg5 u Begl4 cootBercTBeHHO. HU3KOKaueCcTBEHHBIE
KOHIIeBbIe ydacTku puaoB (q = 30) oOpe3anu ¢ ucrnonb3oBanueM mnporpammsl Sickle v.1.33
(https://github.com/najoshi/sickle).

Punpr Illumina coGupanu B KOHTUTH C HUCIIOIb30BaHHeM mporpamMm metaSPAdes
v.3.15.4 (Nurk et al., 2017) u MEGAHIT v.1.2.9 (Li et al., 2015). [Tony4eHHBIC KOHTUTH
pactpenensuin o MAG ¢ ucnone3oBanueM nporpamMm MaxBin v.2.2.7 (Wu et al., 2016),
CONCOCT v.1.0.0 (Alneberg et al., 2014) u MetaBAT v.2.15 (Kang et al., 2019).
Pe3ynpTathl OWHHHMHra OOBCIUHSIIA M ONTUMH3MpOBamM ¢ mnomoimeio DAS  Tool
(Dereplication, Aggregation, Scoring Tool) v.1.1.4 (Sieber et al., 2018). [Tony4uennsie MAG
TaKCOHOMHMYECKH KiaccuuiupoBain c¢ ucnonb3oBanuemM GTDB-Tk (anrn. Genome
Taxonomy Database Toolkit) v.1.5.0 (Chaumeil et al., 2019) u 6a3sr nanusix GTDB (Parks
et al., 2022). Jlns OICHKHU MOJIHOTHI U KOHTaMUHAIMK ToJdydeHHbIX MAG ucnoiab3oBaiu

nporpammy CheckM2 v.1.0.1 (Chklovski et al., 2023).



62

N3 xaxmoro merareHoma ObutH coOpanbl 18a MAG, TAKCOHOMUYECKH OTHECEHHBIE K
KauauaaTHeIM poaaM «BB20» u «UBA10656» cemeiictBa Beggiatoaceae. MAG oanoro u
TOTO XK€ poja U3 JABYX METarecHOMOB ObUIM WACHTUYHBI, YTO YKa3bIBAJIO Ha MPHUCYTCTBUE
OJIHUX M TeX K€ JBYX T'eHOTHIIOB Beggiatoaceae B o0oux aHanmu3upyeMbix Matax. [loatomy
it cOopku 3TuX MAG Hcnonb30Baiy pa3Hblie HAOOPHI PUIOB.

C ucnonp30BaHUEM MOJIHOTO HAOOpa PHUIIOB, MOJIYYEHHBIX JJs 000MX 00pas3LoB, U
nporpamMbl metaSPAdes 6b11 cobpan MAG WS Bin3, npeacrasnstomuii tuauio «BB20y.
MAG WS Binl 0akrepuu pona «UBA10656» 6b11 coOpaH ¢ UCIIOIB30BAHUEM ITPOrPAMMBI

MEGAHIT u3 35 % punos, nonydeHHbIX 1 MmaTa Begl4.

2.10 I'enoMHubIii U (pUJIOTeHETHUYECKHIA aHATIN3
[Touck TeHOB M MX AHHOTAIMIO MPOBOJWIM C MCHOJIb30oBaHHWEM cepBepa RAST 2
(Brettin et al., 2015) ¢ mocienyromiei pyqHOi KOPPEKTUPOBKOW aHHOTAIMI ITyTEM CPAaBHEHHS
MpeACKa3aHHBIX OEJIKOBBIX TocienoBarelbHOCTe ¢ 0Oazoit mamHbix NCBI. Ilounck
TOMOJIOTHYHBIX OEJIKOBBIX MOCIEI0BATEILHOCTEN MPOBOIUIH C UCIIOIB30BAaHUEM AITOPUTMA

BLASTP B 6a3ze manusix NCBI (http://blast.ncbi.nlm.nih.qov/Blast.cgi). AMUHOKHCIOTHEIE

HIOCJIEZIOBATEILHOCTH, a TAK)Ke HYKJICOTHIHBIC IMOCICI0BATEIbHOCTH JJTMHHBIX BCTABOK IS
MOCJICIYIOIIEr0 KJIACTEPHOTO aHali3a BBIPABHMBAIM C HCIIOJb30BAHUEM IMPOTrPaMMBbI
Clustalw (Thompson et al., 1994). ®wunoreHeTHuecKkue AEPEBbS CTPOMIU METOIAOM
npucoenuHeHust coceneit (Saitou, Nei, 1987) ¢ wucnonbs3zoBanuem p-distance: aepeBo
rOMOJIOTHYHBIX OenkoB — B mporpamme MEGA 11 (Tamura et al., 2021), a aepeBbst s
KJIaCTEPHOTO aHajM3a JJIMHHBIX BCTaBOK — B nporpamme MEGA 6 (Tamura et al., 2013).
JIOCTOBEPHOCTD Y3JI0B BETBJCHHS OICHHUBAIM METOOM bootstrap-aHaju3a ¢ MOCTPOCHHEM
1000 anbTepHAaTUBHBIX IEPEBHEB.

CyOKIeTOYHYIO JIOKAIU3AIMI0 OCIKOB IMPEICKa3bIBaIl C MOMOIIBIO HHCTPYMEHTA
PSORTD v3.0 (http://www.psort.org/psortb/, nara obpamenus: 15 mas 2023 r.). Hannuue
CUTHAJIBbHBIX MENTHUI0B oTnpeemsIn c HCIIOJIb30BAHUEM SignalP v.5.0
(https://services.healthtech.dtu.dk/service.php?SignalP-5.0, mara oOpamenus: 15 wmas
2023 r.) u InterPro (https://www.ebi.ac.uk/interpro/, nara ooOpamenus: 15 mas 2023 r.).
[Torck KOHCEPBATHBHBIX JOMEHOB B OEJIKOBBIX IIOCJIEI0OBATEIBHOCTSAX BBIMOIHSIA C
nomoInbto 6a3el qanHbeIx NCBI (https://www.ncbi.nlm.nih.gov/Structure/cdd/wrpsb.cgi).

3HaucHus cpeaHed HykieoTuaHo wmaeHTuuHoctd (ANI; anrm. average nucleotide

identity) paccuYuThIBAIU c HCII0JIb30BAHUEM OHJIAH-pecypca


http://blast.ncbi.nlm.nih.gov/Blast.cgi
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(https://www.ezbiocloud.net/tools/ani, nata oOpamenus: 8 ¢espans 2024 r.) Ha OCHOBE
anmroputMa OrthoANI ¢ mpumenenuem USEARCH (Lee et al., 2016). 3nauenus cpeanei
aMUHOKHCIIOTHOM uaeHTHuYHOCTH (AAl; aHri. average amino acid identity) Mex 1y reHOMaMu
OIIpEeIeIISUTH ¢ TIOMOIIBIO CKpHIITa aai.rb u3 Habopa enveomics (Rodriguez-R, Konstantinidis,
2016). JInst (uIOreHeTHYECKOro aHajM3a Ha OCHOBE reHoMoB wucrmosb3oBaan GTDB-Tk
v.1.5.0 (Chaumeil et al., 2019) nns unenTudukarmmu 120 0JHOKOMUHHBIX MAPKEPHBIX TEHOB
B TCHOMax W TIOCTPOCHUS MHOXKECTBCHHOTO BBIPABHUBAaHUS KOHKATCHHPOBAHHBIX
AMUHOKHCJIOTHBIX TIOCJIeIOBaTeIbHOCTEH. JlepeBO MaKCHMAIBLHOTO MPaBAO0IO0 100U CTPOUITH
Ha OCHOBE TIOJYYCHHOTO BBIpAaBHUBAHHS C HCIOJIBb30BaHHWEM mporpammbl PhyML v.3.3
(Guindon et al., 2010) c mapameTpaMu 10 YMOJTYaHUIO (MOJICTh aMUHOKHUCIIOTHBIX 3aMeH LG,
YeThIpe KaTErOPUU CKOPOCTE 3aMeH, MOICTUPYEMbIe TUCKPETHBIM raMMa-pacipeeicHueM
C OIICHMBACMBIM MapamMeTpoM (HOPMBI; MOICPIKKA BETBEH pacCUNTHIBATIACH MPHOIMIKEHHBIM

0aiieCOBCKMM METOJIOM).
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I''TIABA 3. PE3YJIBTATHBI 1 OBCY/KJAEHUE

3.1 YcTraHoB/IeHHe NPUYUHBI YTPATHI CIIOCOOHOCTH K HAKOMJIEHUIO BHYTPUKJIETOYHOM
3J1eMeHTHO¥ cepsl y mTamma B. leptomitoformis D-401

3.1.1 YTouHeHHe TeHOMHBIX MOCJeA0BaATEJIbHOCTEll M CPABHUTEIbHBII aHAIU3 TeHOB

AUCCUMUJISIHIMOHHOTO MeTabo1u3Ma cepbl y mrammoB B. leptomitoformis D-401 u D-402

Ilrammer  B. leptomitoformis D-401 u D-402" omnmyarorcs mo crnocoGHOCTH
pEan30BbIBATh PA3IMYHBIE THUIBI POCTa B MPUCYTCTBUU BOCCTAHOBIIECHHBIX COCIUHEHUM
cepbl W HaKalJIMBaTh BHYTPUKIETOUYHYIO SJEMEHTHYIO cepy. Ob6a mtamMMa pacTyT
XEMOJIUTOreTEPOTPO(PHO MPU UCHOJIB30BAHUM THOCYJIb(aTa WIH CEPOBOJOPO/Ia B KAUECTBE
JIOHOPOB 3JICKTPOHOB JUIS SHEPTeTUYECKOTO MeTaboiu3Ma M XEMOJUTOABTOTPO(GHO Npu
UCTIOIB30BaHUU cepoBoopoaa. B ormuune ot mramma D-402, mramm D-401 He criocobeH k
XEMOJHMTOABTOTPO(MHOMY POCTY B MPUCYTCTBUH THOCYIh(paTa. Kpome TOro, HU pu 0JHOM
U3 HCCIICIOBAHHBIX YCIIOBUM pOCTa B MPUCYTCTBUU BOCCTAHOBJICHHBIX COCAMHEHUU CEPBI
mramMm D-401 He HakarIMBaeT BHYTPUKIICTOYHYIO dJIEMEHTHYIO Cepy, TOTAa KaK y mraMmMa
D-402 npu ucnonb30BaHUM 3TUX COCTMHEHUH HAKAITMBACTCA BHYTPUKIICTOUHAS SJIEMEHTHAs
cepa (SY), comepxanme KoTOpoil MoxkeT cocTaBiuath 20-50 % cyxoif Macchl KJIETOK
(Grabovich et al., 2001; Nelson, Castenholz, 1981) (Pucynok 6). Ilpu 3ToM moOJIHBIC
HIOCJIEZIOBATEILHOCTH TeHOMOB 000MX MITaMMOB ObuTH ToyueHbl paHee (Fomenkov et al.,
2018; Fomenkov et al., 2015), a ypoBeHb ux cxojacTBa npessimaet 99,5 % (Fomenkov et al.,
2018).

Jns mramma D-402 panee Obla TpoBel€HAa aHHOTAIMs TE€HOMA, BKJIFOYABIIAS
XapaKTepUCTUKY psijia TEHOB JAHUCCUMHIIISLIMOHHOTO MeTabomm3ma cepbl. Cpeau TEHOB,
CBS3aHHBIX C OKHCICHHEM Cynb(puaa, ObUIM BBIABICHBI TeH SQr, KOJUPYIOIIHN
Cynb(UI:XMHOHOKCUIOPETYKTa3y, a TAK)KE T'eH, 0003HAUYCHHBIN B UCXOAHOW aHHOTAIIMH KaK
SoXF u  koaupyromuii  (QIABOMPOTEHHOBYIO  CYOBEAMHUILY  (PIaBOIUTOXPOM-C-
cynabdpuageruaporenassl. [lo coppeMeHHON (DYHKIIMOHATBHONH HOMEHKJIATYpe 3TOT OeloK
cootBeTcTBYeT cyobenunuiie FccB. Kpome Toro, Obuta BbIsSIBIEHa pa3BETBICHHAs SOX-
CHUCTEeMa OKHWCJIEHUs TUOCyJbdaTa, mpeacTaBieHHas reHamu SOXAXBYZ mpu oTcyTcTBHH

SoXCD; mpu aTom SOXX koxupoBas TuOpuaHeiii 610k SoxAX (Dubinina et al., 2017).
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(a) (0)

Pucynok 6 — ®a30Bo-KoOHTpPacTHbIe MUKPOdoTOrpadgpuu KJIeTox
B. leptomitoformis D-401 (a) u D-402 (6), BbIpanieHHBIX Ha cpejie ¢ THOCYJIb(ATOM 1
JIAKTATOM

CTpenkaMu yKa3aHsl BKIIOUeHHs deMenTHoit cepsl (S°) B kinetkax mramma D-402 (uur. mmo
Rudenko et al., 2020).

B nmocnexyroniemM CpaBHUTEIBHOM HCCIIEOBAHUM TE€HOMOB CEPOOKHCISIOLINX
OaxTepuit IS D-402 OBLIO [MOKa3aHO HAJINUNE T'€HOB MeMOpaHHOU
cynbdur:xuHoHokcunopenykrassl SOEABC. Ilpu »ToM rennl SOrAB, komupyroimue
CyOBeAMHUIIBI TEPUILIA3MAaTHUYECKON CYIb(UT:LIUTOXPOM-C-OKcUI0peaykTa3bl SorAB, a
Takxe reHbl APS-3aBucuMoro mytu okuciacHus cyiabhuta aprAB (APS-penykraza AprAB) u
sat (ATP-cynbdypunasza) BwisgBicHbI He ObLIM. IlomHbIH HaOOp TeHOB DSsr-cucTeMmsl,
Brirouaronmii dASTABEFHCMKJOP, a Taxoke nonssiii Habop renoB Hdr-3aBucumoro mytu y
D-402 BreisBiensl He ObU1H (Watanabe et al., 2019).

OnHako TeneHanpaBlIeHHBI CPaBHUTENBHBIN aHaIN3 TEHOB JAMCCUMWISIIMOHHOTO
MeTaboJIM3Ma Cepbl HEMOCPEJACTBEHHO B T'€HOMAax OJIM3KOPOACTBEHHBIX ImMTamMMoB D-401 u
D-402 panee nHe mpoBoawmiics. s mocieAyromiero aHaiau3a OMyOJUKOBaHHBIE COOPKHU
T€HOMOB 000MX IITAMMOB OBUIM JOMOJHUTENBHO CKOPPEKTUPOBaHBI. McxomHble
MOCJIEIOBATENIbHOCTH ObUIM TONY4YeHBbl € Hcnonb3oBaHueM Iiatgopmel PacBio RS 11
(Fomenkov et al., 2018; Fomenkov et al., 2015), st xoTopoii XapakTepHa MOBBIIICHHAS
4acTOTa OIMOOK CEeKBEHUPOBAHUS, B TOM YHCJIE B TOMOIIOJIMMEPHBIX yuacTkax (Weirather et
al., 2017). Koppekinioo reHOMHBIX IMOCIIeI0BATEIBHOCTEH MPOBOIWIN C HCIOIb30BAHUEM
yrenuit [llumina. B pesynbrate B reHome D-401 6pu10 rcnpaBieHo 65 y4acTKOB, a B TEHOME
D-402 — 22. Tlocne KOppEeKIUU YUCJIO aHHOTHUPOBAHHBIX MCEBJOIC€HOB B 00OMX T'€HOMax

YMEHBIIWIOCh NPUOJIM3UTENBHO B JIBa pa3a, MPEUMYIIECTBEHHO 3a CUET YCTpPaHEHUs
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OIMOOYHO ONPEIETICHHBIX CIIBUTOB PAMKH CUYUTBHIBAHUS. Y TOYHEHHBIE TOCIIEI0BATEIHHOCTH
oblTu nenonnpoBanbl B GenBank mox Homepamu CP018889.2 mst D-401 u CP012373.2 s
D-402.

Ha ocHOBe yTOYHEHHBIX IOCIIENOBATEIBHOCTEH OBUI TPOBEACH CPABHUTEIBHBIN
aHaJIM3 TEHOB, KOIUPYIOIIUX KOMIIOHEHTHI M3BECTHBIX CHCTEM JUCCUMUJISIIMOHHOTO
OKHUCJICHHS coenHeHui cephl, B TeHoMax D-401 u D-402. B 060oux reHOMax ObUT BBISBIICH
UICHTUYHBIN Habop Takmx reHoB (TaOmmma 3). Cpean reHOB, CBS3aHHBIX C OKHUCIECHHUEM
cynbhuna, ObLIN BBISIBJICHBI TEHBI SqrA u sqrF, KOJIUPYIOLIUE
CyabbUI:XUHOHOKCHAOpeaykTa3sl THIOB I m VI coorBerctBenHo, a Takke fCCAB,
KOJTUPYIOIIUE CYOBEAMHHIIBI  (IaBOIUTOXPOM-C-Cyabpuaaeruaporenassl. OKHCICHHE
THOCYJb(aTa ObUIO MPECTAaBICHO Pa3BEeTBIEHHON Sox-cucremoit SOXAXBYZ, a okucnenue
cynmpputa — MeMOpaHHOH CyIb(OUT:XUHOHOKCcHAOpeayKTazo SoeABC, komupyemoit
renamu SOeABC.

Taoauna 3 — I'enbl, koaupyomue GpepMeHTHI JUCCUMUISIIIMOHHOI0 MeTadoJIM3Ma
coequHenuii cepnl y B. leptomitoformis D-401 u D-402

B. leptomitoformis D-401 B. leptomitoformis D-402
Locus tag Homep nocryna Locus tag Homep nocryna T'en
0eJika Oesika
BLE401 07405 AUI168548.1 AL038 16835 ALG69045.1 sqrA
BLE401_09970 AUI168992.1 AL038 14290 ALG68656.1 sqrF
BLE401_ 03540 AUI67863.1 AL038 02505 ALG66791.1 fccA
BLE401_ 03535 AUI67862.2 AL038 02510 ALG69293.2 fccB
BLE401 14705 AUI169816.1 AL038 09565 ALG67913.1 soxY
BLE401 14710 AUI169817.1 AL038 09560 ALG67912.1 SOXZ
BLE401 13150 AUI169545.1 AL038 11110 ALG68158.1 SOXAX
BLE401_00760 AUI67367.1 AL038 05225 ALG67220.1 soxB
BLE401_03540 AUI67863.1 AL038 02505 ALG66791.1 soxF
BLE401_ 16835 AUI70200.1 AL038 07480 ALG67570.1 dsrE
BLE401 16840 AUI70201.1 AL038 07475 ALG67569.1 dsrF
BLE401 16845 AUI170202.1 AL038 07470 ALG67568.1 dsrH
BLE401 16850 AUI170203.1 AL038 07465 ALG67567.1 dsrC
BLE401 14535 AUI70655.1 AL038 09735 ALG69423.1 soeA
BLE401 14540 AUI69788.1 AL038 09730 ALG67939.1 soeB
BLE401 14545 AUI69789.1 AL038 09725 ALG67938.1 soeC

I'ennr CTpYHIIUPOBAHBI B COOTBETCTBUU C MeTa00INYEeCKUMHU MyTsAMH. I'en soxAX KOOUpyeT CIINTHIN

6enok SoxAX (uut. mo Rudenko et al., 2020; Dubinina et al., 2017).
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IIpu Gonee AeTalbHOM CPaBHUTENBHOM AHAIN3E€ B €éHOMaX OOOMX IITAMMOB OBLIU
BoisiBiIeHbI reHbl dSTEFHC, Torma kak dsrAB, koaupyroiie KaTaTuTHUYeCKUEe CyOheIMHUIIBI
0o0paTHON JTUCCUMMIAIIMOHHOW cynbduTtpenykrassl rDsrAB, otcyrcrBoBanmm. Takum
00pa3oMm, BbIsIBIIEHHbIE Dsr-KoMIOHEHTHI He 00pa3yroT noinHoro rDSR-myTu. I'eHsl cuctemsl
sHdr, xomupyromeri Hdr-momoOHBI KOMIUIEKC, a Takke TeH SOI, KOJMPYIOIIHUMA
CEepPOOKCHUTEeHA3y/peayKTa3zy SOR, KaTaJIU3UPYIOMIYIO KHCJIOPOJI3aBUCUMOE
JTUCTIPONOPIIMOHUPOBAHUE IEMEHTHOM cepbl ¢ oOpazoBanueM cynbduta u HoS, Takke He
ObUTH BBISIBJICHBI. KpoMme TOro, B reHOMax 000MX IITaMMOB OTCYTCTBOBaiM TeHbl PSIABC,
KOAMPYIOUIME  KOMIUIEKC — moiucyinbduapenykrassl  PstABC,  yuacTByrommii B
JTUCCUMIISIIIMIOHHOM BOCCTaHOBJICHUH MOJIUCYIb(UIOB 10 Cyabhua.

I'ensr SOrAB, a Takxe rensl APS-3aBucumMoro mytu okucieHus cynbduta aprAB,
sat/sopT u apt anenwnmicyiasdar:ochar-aneHmmaTpanchepassl B 000MX TIeHOMAX
OTCYTCTBOBAJIH.

Taxum 006pa3om, CpaBHUTEIBbHBIN aHAIM3 HE BBIABIUIT pa3andnii Mexxay D-401 u D-402
M0 COCTaBY PACCMOTPEHHBIX T'€HOB JUCCUMUJIAIIMOHHOTO OKUCICHUSI COCTUHEHUU CEepHI.
CpaBHeHHE HYKJICOTHUIHBIX TMOCIEAOBATEILHOCTEH KOIUPYIOMUX O0JacTel 3TUX T€HOB U
COOTBETCTBYIOIINX MPOMOTOPHBIX YYaCTKOB TaKK€ HE BBIIBUJIO PA3iU4Mil MEXIY IBYMS
mTaMMaMH. ITO MO3BOJIUIIO TPEATOI0KHUTh, YTO OTCYTCTBHE HAKOIIJICHUSI BHYTPUKIETOYHON
aneMeHTHON cepel 'y D-401 w pasznuuus MeXJy IITaMMaMH B HCIOJIb30BaHUU
BOCCTAHOBJICHHBIX COCJIMHEHUN Cepbl MOTYT OBITh OOYCIOBJICHBI HU3MEHEHUSMH APYTHX

I'€HOB, CBA3aHHBIX C JUCCHUMHIIAIIMOHHBIM METa00IU3MOM CO@III/IHCHI/II‘/’I CCPBLI.

3.1.2 CpaBHeHuHe NOJHBIX reHOMOB mTaMMoB D-401 u D-402

JIns BBISIBICHUS TEHETHYECKHX pAa3lIM4ui, KOTOphIE MOTJH OBITh CBSI3aHBI C
KOHTPACTHBIMH (PU3HOJIOTMICCKUMHU CBoWicTBaMHu mTaMMoB B. leptomitoformis D-401 wu
D-402, ObLI10 IIPOBEJIEHO MIOJIHOT€HOMHOE BbIPABHUBAHUE YTOYHEHHBIX
MocJeIoBaTeNIbHOCTEH WX XpoMocoM. KpymHBIX mepecTpoek B TeHOMaxX OOHapy»KeHO He

obu10 (PucyHox 7).
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Pucynok 7 — Kapra paznanuuii me:xxay resomamu B. leptomitoformis D-401 u D-402
OT BHEIIHETO KOJIbIIa K BHYTPEHHEMY: KOJIbIIa | U 2 — MpencKa3aHHbIC OTKPHITHIEC PAMKH
CUMTBHIBaHUsI, PACIIOIIOKEHHBIE B IPSMON W 0OPATHON OPUCHTAIIMK COOTBETCTBEHHO; HA KOJIBIIE 3
cTpenkaMu 0003HaYEHBI TIOJIOKEHHUS BBIBICHHBIX PA3JIMYHil MEK/Iy TCHOMAMH: KPACHBIMU
CTpPCJIKaMH — JJIMHHBIC BCTABKU, CHHUMH — OJJHOHYKJICOTU/HBIC BCTABKH, 3eJICHON —
OIHOHYKIICOTH/THAS 3aMeHa; KOMbIo 4 — mpoduins GC-cocTaBa, OTPAKAOUINI OTKIIOHCHHS OT
cpenHero 3HaveHus; Koublo 5 — GC-acummerpus (GC-skew). KoopauHatel ykazaHsl B mapax
Hykseotu0B (1uT. 1o Rudenko et al., 2020).

Bcero mexny reHomamu ObUT BBIsIBIEH 21 JOKyc pasnuuuii: 16 IIWHHBIX BCTaBOK,
YeTbIpe OAHOHYKJICOTHU/IHbIE BCTABKU M OJ[HA OJHOHYKJICOTHU]IHAs 3aMeHa. B kaxom reHome
MPUCYTCTBOBAJIO MO BOCEMb JJMHHBIX BCTABOK, OTCYTCTBOBABIIMX B COOTBETCTBYIOIIMX
ydacTkax Apyroro reHoma. B renome D-401 uerbipe BcTaBKkM mmenu pazmep 782 ILH. U
yetbipe — 853 T.H.; KpOMe TOTO, OBLIM BBISABICHBI JBE OJHOHYKIJICOTH/IHBIE BCTAaBKHU
(Tabnuma 4). B renome D-402 mects BcTaBok umenu pazmep 853 m.H., oqHa — 378 1.H. U
onHa — 11 m.H.; Takxke ObUTH BBISIBJICHBI JBE OJJHOHYKJIeoTHAHbIE BcTaBku (Tabmuna 5). Eme
OJTHO pa3In4yKe OBLIO MPEICTABICHO OJHOHYKICOTUIHOMN 3ameHol (PucyHok 7).

JIoKycChI BBISBJICHHBIX pa3iuuuii HEe 0Opa30BbIBAIM OTAEIBHBIX KJIACTEPOB U OBLIU
pacrpeziesieHbl M0 Pa3INYHbIM y4acTKaM F'€HOMOB.

Jlnst  BBISICHEHUSI TPHUPOIBI BBISBICHHBIX JIIMHHBIX BCTABOK OBLT MPOBEIEH
KJIACTEPHBIN aHAIM3 WX HYKJICOTHUHBIX TOCIE0BAaTebHOCTEH. B aHann3 ObuTH BKITFOUECHBI
15 BcraBok anuHoM ot 378 10 853 1.H.; BcTaBKa AyMHOM 11 M.H. B A€HApOrpamMMy HE BOLLIA.
HccnenoBanHble MMOCIEI0BATENBHOCTH OBUIM pa3JielieHbl Ha TPU THUIMA, BHYTPH KaXKJIOTO U3
KOTOPBIX YPOBEHb HYKJIEOTHIHON MAeHTHUYHOCTH mpeBbiman 97 % (Pucynok 8). K tumy 1

OBLTM OTHECEHBI JECSITh BCTABOK JUIMHOW 853 1.H., oOOHapyXeHHbIE B 00OUMX T'€HOMAax, K
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TUIY 2 — 4YeThIpe BCTABKHU JIMHON 782 M.H., pa3IUyaBIIie T€HOMBI U MPUCYTCTBOBABIINE
tonbko y D-401, a k Tuny 3 — eIMHCTBEHHAsl BCTaBKa JUIMHOW 378 T.H., BBISBICHHAS Y
D-402.

Taoauua 4 — KoopanHaTsl ¥ JVIMHA BCTABOK, BHISIBJICHHBIX B T€HOME
B. leptomitoformis D-401 orHocuTenbHO reHoma mramma D-402 (uut. mo Rudenko et

al., 2020)
Koopaunara Koopuuara CoorBercrByromas | Jauna
Hauaja BeTapku B | | OHUA BCTABKH B KOOpJIHHATA B BCTABKH,
resome D-401, n.n. ;eEOMe D-401, resome D-402, n.H. | ILH.
61181 61962 61181 782
899367 900148 900303 782
1232218 1233070 1232372 853
1476556 1477337 1476710 782
1803656 1804508 1803028 853
2225476 2226257 2223995 782
2636787 2637639 2635377 853
2808257 2809109 2806848 853
3201146 3201146 3199262 1
3202340 3202340 3200455 1

Taoauna S — KoopanHatsl M IVIMHA BCTABOK, BHISIBJICHHBIX B T€HOME
B. leptomitoformis D-402 orHocuTeibHO reHoMa mramma D-401 (uut. mo Rudenko et

al., 2020)

Koopaunara 53:{)]1: :I/:;:;;m 5 CootBercTBylomas | Jlimna

HA4YaJja BCTABKH B D-402 KOOpAHHATA B BCTaBKH,

renome D-402, n.H. ::_()Me ' renome D-401, m.H. | m.H.
343050 343902 343832 853
344559 344569 344488 11
403648 404500 403566 853
898872 898872 897937 1
1233230 1234082 1233929 853
2359978 2360830 2362241 853
2676235 2677087 2678498 853
2773108 2773108 2774518 1
2979897 2980274 2982159 378
4144239 4145091 4146125 853
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g7/ CP018889.2:1803656-1804508 B. leptomitoformis D-401
CP012373.2:1233230-1234082 B. leptomitoformis D-402
CP012373.2:403648-404500 B. leptomitoformis D-402
CP012373.2:4144239-4145091 B. leptomitoformis D-402"

L CP012373.2:c2677087-2676235 B. leptomitoformis D-4027
CP018889.2:1232218-1233070 B. leptomitoformis D-401
99 | CP012373.2:¢2360830-2359978 B. leptomitoformis D-4027
CP018889.2:2636787-2637639 B. leptomitoformis D-401
26| CP018889.2:2808257-2809109 B. leptomitoformis D-401
67! CP012373.2:c343902-343050 B. leptomitoformis D-402

‘ CP018889.2:61181-61962 B. leptomitoformis D-401

55

Tum 1

CP018889.2:c900148-899367 B. leptomitoformis D-401
CP018889.2:1476556-1477337 B. leptomitoformis D-401
CP018889.2:2225476-2226257 B. leptomitoformis D-401 |
CP012373.2:2979897-2980274 B. leptomitoformis D-402" | Tum 3

Tum 2

99

—
0.10

Pucynok 8 — Jlenaporpamma 15 JIMHHBIX BCTABOK, BBISIBJEHHBIX B TEeHOMAaX
mramMmoB B. leptomitoformis D-401 n D-402
[udpamu B y3imax ykasaHsl 3HaueHus OyTcTpen-nomaepkku (1ut. mo Rudenko et al., 2020).

Ha xoHmax BcTaBok THIOB 1 u 2 ObLIM OOHAPYXCHBI WHBEPTUPOBAHHBIC U MPSIMbBIC
MOBTOPBI, TOCJICIOBATSIIBHOCTH KOTOPBIX OBLIM WMJICHTUYHBI BHYTPH KaXJAOTO THIIA
(Tabmuma 6). [y BcTaBKM THNa 3 Takue IIOBTOPHI BBIABICHBI He Obuth. Hamnuwme
XapaKTepHBIX KOHIIEBBIX TTOBTOPOB Y MOCIEN0BATEIbHOCTEN THIOB | U 2 yKa3bIBajo Ha MX
BO3MOXXHYIO MPUHAICIKHOCTh K MOOMITHHBIM TCHETHUECKHUM JJICMEHTaM.

Taoauna 6 — NHBepTHpOBaHHBIE U NIPAMbBIE IOBTOPHI HA KOHLAX JJIMHHBIX BCTABOK
TinoB 1 u 2 (mut. mo Rudenko et al., 2020)

Tpancnoso NHBepTHPOBAHHBI IIpsimoit
H W IOBTOP MOBTOP
Tumn 1 grgcstgtcatcaaata ta
Tun 2 ggtagtgctaaaga Ng

[Tonck mo ToYHOMY COBIAICHUIO TTOCJIEI0BATEILHOCTE HHBEPTUPOBAHHBIX TOBTOPOB
[MO3BOJIWJI BBISIBUTH JOIOJTHUTEIBHBIE KOITHUH dJieMeHTOB TUIIOB 1 1 2. B renome D-402 Obpun
oOHapyxeHbl 34 nocnenoBaTeabHOCTH THNA 1 U 12 mocneaoBaTenbHOCTEN THUIA 2, TOTAA KaK
B renome D-401 — 32 um 16 mocienoBaTtenbHOCTEH COOTBETCTBEHHO. TakuM 00pazom,

NPUCYTCTBUE YEThIpeX AU PEpEeHIUPYIOMNX BCTaBOK Tuna 2 Toibko y D-401 ne o3nauasno
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OTCYTCTBHUSI JJIEMEHTOB JTOro THma B TeHome D-402: pmomosHUTENbHBIC KOIHU
COOTBETCTBYIOUIUX MOCJIEIOBATEIBHOCTEN OBUIH MPEACTABICHBI B 000MX F€HOMaX.

Cpenu BBISBICHHBIX KOMUN ObUTH 0OOHAPYKEHBI MOJTHOPa3MEpHBIE SJIEMEHTHI TUTIOB |
u 2 mmmeHon 1731 m 1660 m.H. coorBeTCTBEHHO. IlocinenoBaTebHOCTH MOJHOPa3MEPHBIX
AJIEMEHTOB, TPHUCYTCTBOBaBIIMX B TeHoMme D-402, ObuM TMOTHOCTHIO HIACHTHYHBI
COOTBETCTBYIOIINM IOCIe0BaTeIbHOCTAM B TeHOMe D-401. Kaxkp1ii 2ieMeHT coiepikalt mo
YeThIpe aHHOTUPOBAHHBIE KOAUpYIole obnactu. B anemenTe tuma 1 Bce ueTsipe obnactu
ObUIM aHHOTHPOBAHbI KaK T'€Hbl TPAHCII03a3, BKJIIOYas TpaHcrno3asbl cemeict IS5 u 1S630
(Tabmuma 7). DneMmeHT TUMa 2 cofepskall reHbl TpaHcmo3as ceMeicTB IS630 u IS1, ren apyroi
TpaHCIO3a3bl U TeH runoreTnyeckoro oenka (Tabnuma 8).

Tadimua 7 — AHHOTHPOBAHHbIE KOAUPYIOLIHE 00/1aCTH IOJTHOPA3MEPHOI0
TpaHcno3oHa tuna 1 B renomax B. leptomitoformis D-401 u D-402 (uut. mo Rudenko et

al., 2020)

D-401 Locus |KoopamHaThl D-402 Locus |KoopauHaThl AHHOTALIS

tag D-401 tag D-402 B

BLE401_00700( 1275730-1276023 | AL038_ 05285 |1275884-1276177| IS5 family transposase

BLEA401 00695 1276046-1276516| AL038_05290 |1276200-1276670| 2030 family
transposase

BLE401_00690| 1276503-1276868 | AL038_ 05295 | 1276657-1277022 transposase

BLE401_00685| 1277024-1277356 | AL038_05300 | 1277178-1277510 transposase

Tadimna 8§ — AHHOTHPOBaHHBbIE KOAUPYIOLIHE 00/1aCTH ITOJTHOPA3MEPHOI0

TpaHcmo3oHa Tuna 2 B renomax B. leptomitoformis D-401 u D-402 (mut. mo Rudenko et

al., 2020)

D-401 Locus tag

Koopaunarsi
D-401

D-402 Locus
tag

Koopaunarer D-402

AHHOTALIUS

BLE401_08135

3785125-3785391

AL038_16115

3783239-3783505

BLE401_08120

3786281-3786706

AL038_16130

3784395-3784820

BLE401 08130 | 3785411-3785881 | AL038 16120 | 3783525 3783995 | 2030 family
— - transposase
BLE401 08125 | 3785868—-3786233 | AL038_16125 | 3783982-3784347 transposase
IS1 family

transposase

hypothetical protein
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Hannune KOHIEBBIX TOBTOPOB ¥ TEHOB TPAHCIIO3a3 IMOATBEPIWIO, HTO
MOCJICIOBATEILHOCTH TUTIOB 1 M 2 MpencTaBisitoT co0oi TpaHCTO30HBI. BeraBka Trma 3 He
CoJieprKaJia BBISIBIICHHBIX KOHIICBBIX ITOBTOPOB W 10 MCITOJIb30BAHHBIM KPUTEPHSIM He ObLiia
OTHECEHa K TpaHcmo3oHaM. ClieoBaTeIbHO, OCHOBHASI YaCTh PA3IMIMi MEXy TCHOMaMHU
D-401 u D-402 Obina cBsi3aHa C pa3IWYHBIM PACIIONOKCHHEM KOMHH MOOUIIBHBIX

TCHCTUYCCKUX JJICMCHTOB, 4 HC C KPYITHBIMUA HCpCCTpOI;'IKaMI/I XPOMOCOM.

3.1.3 BoisiB1eHHe T'eHOB-KAHAUAATOB, HAPYIIEHHbIX TPAHCMO30HHBIMHM BCTABKaAMH B
resome mramma D-401

OnHoHyKIEOTUHAs 3aMeHa Oblla JIOKAJIM30BaHA B KOJUpYHOIIEH oOnactu reHa
perynsitopa OTBeTa, OJHAKO HE TNPUBOJWIA K H3MEHEHHMIO AMHHOKHCIOTHOMU
HOCJIeI0BaTEeIbHOCTH Oenka. YeThlpe 0IHOHYKIICOTHAHbIE BCTABKU BBI3BIBAIIN CABUTU PaMKU
CUMTBIBAHUS B Te€HAaX, KOAMUPYIOIIMX MpeanoyiaraeMblii O€NOK HapyKHOH MeMOpaHbl
cemeiictBa BamA/TamA, pnuHHONEnoyeunyio anuia-KoA-cuHTeTasy u TpaHCHo3as3y.
Hcxons u3 npeanonaraeMbix GyHKIUN 3TUX OCJIKOB, JaHHbBIE Pa3IU4Msl HE pacCMaTPUBAIINCH
B KAaueCTBE OCHOBHBIX KaHIUAATOB, CIIOCOOHBIX OOBSACHUTH OTCYTCTBHE HAKOILICHUS
BHYTPHUKJIETOYHOM dJIeMEeHTHOM ceprl y D-401.

B renome D-401 Oblnu BBISBICHBI TPU TPAHCIO30HHBIE BCTaBKH, JIOKAJTU30BaHHBIE
BHYTPU KOJUPYIOIIUX IOCJIEOBATEIIBHOCTEN I'€HOB M NOTEHLMAJIbHO HApYyIIAIOIIHME HX
¢byHkuuio. IHTakTHBIE TOMOJIOTH 3TUX T'eHOB B reHoMe D-402 xoaupoBanu npeanoiaraeMbli
oenok obosouku cepHbix riodyn ALG67575.1, npeanonaraemerii mopun ALG68134.1 u
oenox ALG67202.2, conepxaiuii CCHCOPHBIA TOMEH HEU3BECTHOU (DYHKIIMH.

HaubGonee BeposATHBIM KaHAWAATOM SBIISIICA T€H, COOTBETCTBYIOIIMN OesKy
ALG67575.1. benku 0O0OJIOYKH CEpPHBIX IIOOYT OOBIYHO HE COAEPkKAT BBIPAKEHHBIX
KOHCEPBATUBHBIX JOMEHOB, MO3BOJISIIOIIMX HAJEKHO HIACHTU(PUIMPOBATH HUX TOJBKO Ha
OCHOBaHWM aHaJW3a AMHHOKHCIOTHOW mocienoBarenbHoctd. Y B. alba BISLD mpwu
KYyJIbTUBUPOBAHUU B MPHUCYTCTBUU CyIb(UIa BOKPYr BKIIOYEHUH 3JIEMEHTHOW cepbl ObLI
oOHapyXeH OeJIoK ¢ MoJieKyyspHoi Maccoir okoso 15 k/la (Schmidt et al., 1986).
[TocnenoBatenbHocTh ALG67575.1 Obuta oboramieHa peryisipHO —PacoOKEHHBIMU
OCTaTKaMU MPOJIMHA M COJEp)Kaja OTIIENJIAEMbId N-KOHLIEBOW CUTHAIBHBIA TIENTH,
HEOOXOAUMBIH AJIsl TpaHcTopTa OelKa B IepUIUIa3MaTidecKoe MPOCTPAHCTBO. DTH MPU3HAKU

COOTBETCTBOBAIM OCOOEHHOCTSIM paHEe OXapaKTEPHU30BAHHBIX OEIKOB OOOJOYKU CEPHBIX
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o0y (Dahl, 2017). CxoaHble mociie[oBaTeIbHOCTH ObUTH BhIsBIICHBI y B. alba B18LD u

T. psekupsensis D3 (Pucynok 9).

Beggiatoa leptomitoformis D-402 (ALG67575.1)

MLKIAKVLALSTVLGAGEVAAPAHAWWGGPGSGWGNNEWGPEDGSGWGDENMSMGGGGRGYGRQYNN
YNYSGYPGYYGGYAPAPAYGAAPYGGYAPAPYAGYGVAPAPYAGYGAAPYGGGYAPAPYAGYGVAPY
GAVPPASVPAPAAPEAK

Beggiatoa alba B18LD (E1J43877.1)

MLKIAKVLALSAVLGAGVAAAPAQAWWGAPGWGPGSGSGWNDWGPEFDGSGWGDENMSMGGGGRGYGR
QYSNYGYYPYGGYGGYPYGGGYGYPYGGYAPATPYGYAPAAPYGYAPPYGAVPAIPPTAPTAPAPDA
K

Thioflexithrix psekupsensis D3 (OUD13142.1)

MKMTAKALAISTILGAAALAATPAQAWWGWGPGSGWGGPWGGGPGSSAYDIGPEFDGSGWGDENMSMG
GGGRGYGSGRNHYQGYGYPVYGYGYPVYGYGYPGYGYGYPAPAYGYPGYGAVPPVPPPPAYGVAPEY
SAPAAPEKAK

PucyHok 9 — AMHHOKHCJIOTHBIE MOCJIEA0BATEIbHOCTH 0€JIKOB, MPEINO0JI0KUTEILHO

SIBJISIIONIUXCS 0eJIKAMHU 000J104YKH CEPHBIX IJ100YJ1
N'KOHI_IGBLIG TPaHCIIOPTHLIC IICIITUIbI 0003HaY€eHbI 3€JIEHBIM OBCTOM; OCTATKU IIPOJIMHA —
xenThiM 1BeToM (1ut. o Rudenko et al., 2020).

Bropoit wmapymennsiii 'y D-401 ren coorBercTBOoBan Oenky ALG68134.1,
AHHOTHUPOBAHHOMY KaK IpeoaraeMblii mopuH. [TopuHbl GOpMUPYIOT KaHATBI BO BHEITHEH
MeMOpaHe, OOecleuuBaloNIe MEepeHOC HHU3KOMOJICKYISIPHBIX coeauHeHuil. [loatomy
ALG68134.1 wmor yuacTBOBaThb B TPAHCIOPTE COEAMHEHMH, HCIONb3YEMbIX TIpU
JUTOTPO(PHOM pocTe, MOTEHIIMAIBHO BKIIOYas THOCYNbdar. Tpetnii reH KoaupoBan Genok

ALG67202.2, conepsxaiuii mpeanoiaraéMblii CCHCOPHBIN TOMEH HEU3BECTHOU (PYHKITUU.

3.1.4 TIporeomublii anaau3 mrammos B. leptomitoformis D-401 u D-402

CornacHo pe3ynbTaTaM FreHOMHOI'O aHaJIKN3a, TpU TpaHcro3oHa B renome D-401 6bimu
JIOKQJIU30BaHbl BHYTPHU KOJIUPYIOIIMX IIOCIEAOBATEIBHOCTEM TpeX TIEHOB, 4YTO MOIJIO
NPEMsITCTBOBATh 00Pa30BaHUIO0 COOTBETCTBYIOLIUX MOJHOPAa3MEepPHbIX OenkoB. JlJis mpoBepKu
ATOTO MPEINOJOKEHUS OBbLI TPOBEAECH CPABHUTEIbHBIA MPOTEOMHBIN aHAIW3 IITAMMOB
D-401 u D-402, KyabTUBUPYEMBIX JIMTOT€TEPOTPOPHO B TMPHUCYTCTBUU JIAKTaTa H

THOCYJb(aTa.
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3.1.4.1 CpaBHenue npoTeoMHBIX KapT mTamMmMoB B. leptomitoformis D-401 u D-402

AHanmn3 NpOTEOMHBIX KapT, MOJIYYEHHBIX METOJOM JBYMEPHOTO refib-3JeKTpodopesa,
BBISIBIIT pa3inuus B 0enkoBbixX mpoduisx D-401 u D-402 (Pucynok 10). s manbHeiiiinero
UCCIEAOBaHUS HAa MPOTEOMHBIX KapTax oOOOMX IITaMMOB OBbUIM BBIOpaHbI IIATHA,
PacIoIOKEHHbIE B 00JIACTSAX, COOTBETCTBOBABIIMX PACUYETHBIM MOJEKYISIPHBIM Maccam
MOJIHOPA3MEPHBIX OEITKOB-KaHIUATOB U MPEATIOIaraéMbIX MPOAYKTOB TEHOB, COACPKAIINX
TpPaHCIO30HHbIE BCTaBKU. [1o0%KeHue MATeH Ha MPOTEOMHOM KapTe UCTI0IB30BaJIOCh TOJIBKO
JUISI UX TPEIBApUTEIHHOTO OTOOpa, TOT/Aa KaKk WACHTH(PUKAINIO COJEPKANIUXCS B HHUX

OCIKOB IMPpOBOAUIIN MACC-CIICKTPOMCTPHUYICCKMU.

pH 3 » pH 10

ALG68134.1 ALG67202.2

(@)

Pucynok 10 — Ilpo¢uim s3xcnpeccuu 6esxoB mrammoB B. leptomitoformis D-401 (a) n
D-402 (6) mocsie IByMepHOro rejib-3jeKTpodope3a Ha NPOTEOMHBIX KapTax

KysnpTHBHpOBaHUE IPOBOHIIN B IPUCYTCTBHU THOCYNb(ara u nakrata (uut. no Rudenko et al.,
2020).

3.1.4.2 Unentuduxaius 6enkos-kanauaatoB metogamu MALDI-TOF/TOF-MS u
B2XX-MC/MC

OTtoOpanHbie OenkoBbie maTHA ObLIH HccaeaoBanbl MALDI-TOF/TOF-MS. B nsatHax
u3 nporeoMHoi kapTel D-402 66111 ueHTHGUIMPOBaHBI ENTUABI IIPenoiaraeMoro Oemaka
obomouku cepHblx TH00yn ALG67575.1 m mnpenmonmaraemoro mopuna ALG68134.1
(Tabnmma 9). B coorBercTByrommx oOnacTsx mporeomHoi Kaptel D-401  Tarke
NPUCYTCTBOBAIM OETKOBBIC TISITHA, OJHAKO MPH UX MAacC-CIIEKTPOMETPUYECKOM aHaIIN3e
Obun  uneHTHQUUUpOBaHb Apyrue Oenkw; mnentuasl ALG67575.1 u ALG68134.1
obHapyxeHbl He Obutd. bemox ALG67202.2 He Obul MACHTUGUIIMPOBAH HU B OJHOM U3

UCCJIEIOBAaHHBIX 00PA3IIOB.
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Tadauna 9 — Pe3yabTaTsl naeHTHuKanun 6eakos B. leptomitoformis meromom
MALDI-macc-cnekrpomerpun (uuT. mo Rudenko et al., 2020)

PacueTrnas
[HenTuabl, HAeHTUGUUNPOBAHHBbIE B 0€JIKOBOM ISITHE,
benok MOJIEKYJISIpHAst
meroxom MS/MS
Mmacca, k/la

GGPGSGWGNNEWGPFDGSGWG
ALG67575.1 15,071 DENMSMGGGGR

PAPYAGYGVAPYGAVPPASVPA

NFDGLDRDD

ALG68134.1 47,384
GDKYSSYGFGLVQA

JIOTIONMHUTENTFHO TPOTEOMBI O0OMX IITAMMOB OBUIM HCCIIEOBAaHBl METOJIOM
BOXX-MC/MC. Cpenu OenxoB D-402 Obutn oOHapyKeHBI MpEIOJiaraeMblii MOPUH
ALG68134.1 ¢ upentupuxaropom TrEMBL UPIO007069FE2 u mpenmonaraemslii Oeiok
o0onouku cepHbix ro0yn ALG67575.1 ¢ upentudukaropom TTEMBL UPI00070625ED. B
nporeome D-401 >t Genku BHISBICHBI HE OBLITH.

Ha Pucynke 11 npexacrasiens nocnenoBareabnoctd ALG68134.1 u ALG67575.1 ¢
OTMEUEHHBIMH TENTHAaMHU, uaeHTH(GuIHpoBaHHbIME MeTogamMu MALDI-TOF/TOF-MS u
BOXX-MC/MC. Ina ALG68134.1 mentuasl, BeIsABICHHBIE MeTogoM BIXX-MC/MC,
NOJHOCTBIO  BKIIIOYAIM TOCJIENOBATEIbHOCTH TENTUIO0B, OOHApYKEHHBIX METOIOM
MALDI-TOF/TOF-MS. TlokpbiTHe aMHHOKHCIOTHOHM mocienoBarenbHoctH ALG68134.1
coctaBisiio 71,6 %. [ns ALG67575.1 nenrtun N-KoHIIeBO#H 00J1aCTH OBLT UACHTU(DUITUPOBAH
tonpko MerogoM MALDI-TOF/TOF-MS, torna xak nentuasl C-KOHIIEBONW 001acTH OBLIN
BBISIBJIEHBI ~ O0OOMMH  Macc-CIIEKTPOMETPHUUYECKUMH  MeTojgamu. OOmiee  MOKphITHE
nociienoBarenbHocTH ALG67575.1 coctasnsiio 40,4 %.

Takum o6pazom, merogamu MALDI-TOF/TOF-MS u BDXX-MC/MC 6bu10
NOATBEPkKACHO oOpa3oBaHMe MoONHOpa3MepHbIXx OenkoB ALG67575.1 m ALG68134.1 y
D-402. B mporeome D-401 cooTBeTcTByMOIIME O€IKM MPH HCCIECIOBAHHBIX YCIOBUSIX
KYJIbTHBUPOBAHUS BBISBJICHBI HE OBLIH, YTO COTJIACOBAJIOCH C HAPYIIEHUEM KOIUPYIOIINX
MOCJIEI0OBATEIBHOCTEN 3THX T'€HOB TPAHCMO30HHBIMM BcTaBKaMu. bermok ALG67202.2 nHe
ObuT OOHApPYKEH HU y OJHOTO U3 HMITAMMOB, ITO3TOMY BIIMSIHUE COOTBETCTBYIOIIEH BCTABKHU

Ha 00pa3zoBaHKeE ero OEITKOBOrO MPOJYKTAa YCTAHOBUTH HE YJAJIOCh.


https://www.ncbi.nlm.nih.gov/protein/ALG67575.1
https://www.ncbi.nlm.nih.gov/protein/ALG68134.1
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A,

MSESKHLOQVGCASALVALAPFAMADDAADMKROLOQLOORLDTLESNPGMSLGAKPRFSLOLSG
QVNRAVMYGDDGTDSDTFFVDGDTDASRVEILGKHSLSDDVTLGTNIEVEYLSNSSSEVDINQT
KSVDHNGFSERTLEFYAESATLGRLSLGQGSMASNDTAEYDLNSSSLAGMY SFGADFGANLSFR
PADTKAKIATIGQVHSNFDGLDRDDRIRYDTPSFGGLTLSVAASTAEKWDAGITFQRTEGPIDL
ALGLGYGNVGDSEAYLYEDDEGNTYQLYKHVYSASFSILHTPSGLSMTLAGGGLSNDSLTTTIK
DLPSNVSDTLGDNREDTDPFSWSAKLGYAIDATSIGKTSFGLSYNRTEDYRTCLGYDSVNNTDV
FLSCGDRYSSYGFGLVQAIDKASTEIYFGARNHQLESAGLNPDDILTIYSGARVKFE

BE.
MLKIAKVLALSTVLGAGEVAAPAHAWWGGPGSGWGNNEWGPEDGSGWGDEFNMSMGGGGRGYGRO
YNNYNYSGYPGYYGGYAPAPAYGAAPYGGYAPAPYAGYGVAPAPYAGYGAAPYGGGYAPAPYAG
YGVAPYGAVPPASVPAPAAPEAK

Pucynox 11 — INokpsiTHe mociaenoBaTeabHocTn 0eaka ALG68134.1 (A) u
ALG67575.1 (b) nieHTHPUIMPOBAHHBIMYU NMENTHIAMHU
[lentuael, koTopsie 6buM UACHTHGHUIUPOBAHBI ¢ ToMoIIbI0 BOXKX-MC/MC, BbIACTICHBI )KUPHBIM
mpudTOM KpacHOTO LBETA; MENTHIHBIC ITOCIE0BATEILHOCTH, KOTOPBIE OBLIH WACHTH(OUIIMPOBAHBI
¢ nomonsio MALDI-TOF/TOF-MS, noauepkuyts (uuT. o Rudenko et al., 2020).

3.1.5 Buaunsinue THOCYIb(aTa HA IKCMPECCHIO FeHOB-KAaHAUAATOB y mTamma D-402

J11st otieHKH BO3MOKHOTO ydacTus oenkoB ALG67575.1, ALG68134.1 u ALG67202.2
B MeTa0oJIM3Me BOCCTAaHOBIIEHHBIX COEAMHEHHI cepbl OblIa HCCIeIOBaHA SKCIPECCHUs
Koaupyromux ux reHoB y B.leptomitoformis D-402. IlltamMmm  BbIpamuBaiu
XEMOJIUTOTETEPOTPOPHO B IPUCYTCTBUU JaKTaTa u THOCYyIh(hara u
XEMOOPraHOTreTepoTPOPHO B MPUCYTCTBUH JaKTaTa 0e3 100aBieHus THOCYb(arTa.

JloGaBnenue Tuocyib(haTra HE OKa3bIBAJIO BBIPAKEHHOI'O BIMSHHUS Ha SKCIPECCHIO
TeHOB, KOAUPYIOMINX npenonaraembiii mopud ALG68134.1 u 6enok ¢ CeHCOPHBIM TOMEHOM
HensBecTHOM ¢GyHkMu ALG67202.2. B TO e BpeMsl dKCIpecCHsi TeHa, KOJIUPYIOIIEro
npenanoyiaraeMeiii  6emok  obomoukw  cepHbIx  rimodbyn  ALG67575.1, npu
xemoauTorerepoTpodHoM pocte Obu1a B 10 pa3 Bbllle, YeM MIPU XEMOOPIaHOTETEPOTPOHHOM

pocte (Pucynok 12).
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Pucynok 12 — Jkcnpeccusi reHoB, koaupyomux 6eaxku ALG67575.1
(mpeamnosaraemsiii SgpA), ALG68134.1 u ALG67202.2 mramma
B. leptomitoformis D-402 npu xemoJinTorereporpodHom (a) u

xemMoopranorereporpognom (0) pocre
3eneHbIM IBETOM 0003HaueHa SKCIPECCHS PH XEMOIUTOTETEPOTPOGHOM POCTE, TOIYOBIM I[BETOM
0003HaYCHA PKCIPECCHs IIPH XeMoopranorereporpodHoM pocre (uut. mo Rudenko et al., 2020).

Takum o00pazoM, W3 TpeX UCCICIOBAaHHBIX T'€HOB BBIPAXKEHHAS 3aBUCHUMOCTH
OKCTIPECCUH OT TPHUCYTCTBHSA THOCYJIb(paTa OblJa YCTAaHOBJIGHA TOJILKO JUIS TCHA,
KOJUPYIOIIETO TMpeanojaraeMbelii  0enok 0000k cepHbix riaodbyn ALG67575.1.
[ToBBIlIIEHUE €r0 JKCIPECCHH MPU XEMOJIHTOreTepOTPOGHOM pOCTE COTJIACOBAIOCH C
oOHapyxeHueM noiaHopazmepHoro 6enka ALG67575.1 B mporeome D-402, BipaliieHHOTO B

MPUCYTCTBUU JIAKTaTa U TUOCYIb(ara.

3.1.6 CpaBHUTEIbHBIH aHAJIHU3 IKCIPECCUH TeHOB Sox-cucTemMbl y mTamMmmoB D-401 u
D-402

JlonmonuuTensHO ObLTa HMCClIeIOBaHA SKcmpeccus reHoB SOXAX, SoXB, soxY u SoxZ,
KOAMPYIOUIUX KOMITOHEHTHI Pa3BETBICHHON SOX-CHCTEMbI OKUCIICHHS THOCYNIb(aTa. Beibop
ITHX TE€HOB OBII OOYCJIOBJICH Y4acTHEM SOX-CHCTEMBl B JUCCUMWISIIMOHHOM OKHCJICHHH
Thocyibdara, koropoe y D-402 compoBoxkmaeTcs HAKOIUICHHEM BHYTPUKIECTOYHOU
3JIEeMEHTHOU cepbl, Toraa kak y D-401 ee Hakomnenus He HaOmomaercs (Dubinina et al.,
2017). Awnaim3 mpoBomwiu y mrammoB  D-401  u D-402,  BeIpamieHHbBIX
XEMOJIUTOTETEPOTPO(PHO B MPUCYTCTBUU JIAKTaTa M TUOCYIb(ara.

Oxcnpeccusi TeHOB SOXAX, SOXB, SOXY u SOXZ Obuta BBISBJICHA Y OOOMX IITAMMOB.

OpHako sKcmpeccHst Bcex HcciaenoBaHHBIX reHoB y D-401 Opina Ha mOpsiioK HMKE, YeM
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y D-402 (Pucynoxk 13). V D-402 skcnipeccus reHa SOXB mpu XxeMoauTorerepoTpoGHOM poCcTe
Obuta B 2,4 pa3a BbIIIE, YeM JKCIPECCHUS OCTAIBbHBIX MCCIEAOBAHHBIX T€HOB SOX-CHUCTEMBI.
I'ernpr SOXAX, SOXY u SOXZ 3KCIPECcCUpPOBAIUCH MPUOJIM3UTEIBLHO OJnWHaKoBo. ['eH SOXB
KOAMPYET cylbdar-Tuoruapoinasy SoxB, KoTopas ruApOIUTHUYECKH OTILEIUISIET CyIb(aTHYIO
Ipynmy OT CBSI3aHHOTO ¢ SoxYZ MNpPOMEXYTOYHOTO COEIMHEHHUS Ha HAvalbHOW CTaauu
Pa3BETBICHHOTO SOX-3aBHCHMOTO TMyTH OKHCIEHHs Tuocynb(dara. bomee BbicoKas
sKcrpeccust SOXB morna oTpaxaTh MOBBIIIEHHYIO MOTpPeOHOCTH B SoxB mpu akTuBHOM
okucneHnu Tuocynspara y D-402, omHako nMpoBeIeHHBIN aHAIHU3 HE MO3BOJIMI YCTAHOBHUTD

IMIPUYKWHBI BBIAABJICHHOI'O pa3jIn4duA.

100 1

HopmanuzoBaHHBIH YpOBeHB
TPAHCKPUITOB 'EHOB SOX—CUCTEMBI,
OTH.en.

SoxAX soxB soxY soxZ

Pucynok 13 — Dxcnpeccusi reHoB Sox-cuctembl y B. leptomitoformis D-401 u D-402
MPH XeMOJUTOreTepoTPOo(PHOM pocTe B NPUCYTCTBUHU THOCYJIb(aTa U JJaKTaTra
3eJIeHBIM [IBETOM 0003HaueHa dKCIpeccHst reHoB y mramma D-402, rory0biM 1IBETOM — y mTaMMa
D-401. Ock opauHaT npejacTaBieHa B Jorapupmuueckom Macmrtade (ocHoBanue 10).

B coBokynmHOCTH € pe3yibTaTaMM CpPaBHHUTEIBHOTO T€HOMHOIO M IPOTEOMHOrO
aHamu30B HauOosiee OOOCHOBAHHBIM KaHIWAATOM, CBA3AHHBIM C DPa3IUYMAMH MEXIY
mrammami, sBisuicss 6enok ALG67575.1. Konupytronuii ero ren y mramma D-401 Obin
HapylIeH TPAHCIIO30HHON BCTaBKOH, a COOTBETCTBYIOUIMI MOJHOpPa3MEpHBIM O€IoK B
IpoTEeOMe 3TOro MTaMMa OOHapyxeH He Obul. Y mramma D-402 Genox ALG67575.1
BBISIBJISIJICS, @ OKCIIPECCHS KOAUPYIOIIETO €ro TeHa Bo3pacTalia B MPUCYTCTBUH THOCYIIb(]ara.
OyHKIMOHATIbHAS 3HAYUMOCTb OEJNKOB OOOJIOUYKM CEpHBIX TJIOOYyN TMOKa3aHa JUIst
Allochromatium vinosum: nBoitHo# MyTaHT 1o reram SgpB u sgpC yTpaunBal CiocOOHOCTh

dbopMUpOBaTh CEPHBIE MIIO0YIIBI M UCTIONB30BaTh H2S B kauecTBe noHOpa 31eKTpoHOoB (Prange

et al., 2004).
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[Tonyuennsle pe3ynbTarhl coriacyrores ¢ yuactuem ALG67575.1 B 06pa3zoBaHuu uin
CTaOMNIM3allMi BHYTPUKICTOYHBIX BKIIOYCHUH dJEMEHTHOW cepsl y mTamma D-402.
benkoBas  00oio4yka  CepHBIX  BKJIIOYEHHMM  paccMaTpuBaeTcss Kak  CTPYKTYpa,
o0ecreunBaromas JeIOHUPOBAHUE 3HAYUTEIBHBIX KomudecTB S M OrpaHMuUMBaOIas ee
HEMOCPEACTBEHHBIN KOHTAKT C KOMIIOHEHTAMH KJIETKU; TAKOW KOHTAKT MOTEHIIUATILHO MOXKET
oka3bpiBaTh Tokcudeckoe neiictBue (Rudenko et al., 2020). Ilosromy HapyiieHue
obpazoBanusi OenkoBoii 00070uku y D-401 Morio KOCBEHHO BIHATH Ha METaOOIU3M
BOCCTAHOBJICHHBIX COCAMHEHHA CEphl M DKCIPECCHI0 TeHOB Sox-cucteMbl. OIHAKO
nakorenue csobonnoii S° y D-401, maruGupoBanue €0 (epMEHTATHBHBIX PEAKIMH M
HEMOCPECTBEHHAs MPUYMHHAS CBSI3b ATOTO MPOIIECCa CO CHUKEHUEM IKCIIPECCUU SOX-TEHOB
AKCIIEPUMEHTAIEHO HE YCTaHOBJECHBI. [IpemnonaraeMprii MEXaHu3M CIIEAyeT pPacCMaTpUBATh

KaK pabouyro TUIIOTE3Y.

3.2 BoisicHeHHWe MyTeil mMpeBpanieHust JieMeHTHOIi cepbl y B. leptomitoformis D-402
3.2.1 Ilouck u pujIoreHeTHIECKHH aHAIU3 NPeanoaraeMoit
nepcyJib(uIIHOKCUTeHA3bI

[IpencraButenu poma Beggiatoa momy4aroT SHEprur0 3a CYET OKHUCIICHUS
BOCCTAHOBJIEHHBIX COE€IUHEHUH cephl. [IpoaykTamMu 3TUX peakuuid SBISIOTCA 3JIEMEHTHas
cepa, HaKaIUIMBaIOMIAsCcs BHYTPH KIETOK, U cyibdar (Dubinina et al., 2017; Rudenko et al.,
2020; Schmidt et al., 1987; Prange et al., 2002). HaOmiogeHuss 3a poOCTOM
B. leptomitoformis D-402 B mpucyTCTBHM BOCCTAaHOBJICHHBIX COCAMHECHUN CEpbl MOKa3ajH,
YTO BHYTPUKIIETOYHbIE BKJIIOYEHMS] SJIEMEHTHOW cepbl CHauyajga HCYe3alT, a 3aTeM
00pa3yroTcsi MOBTOPHO. Y JPYIMX CEPOOKUCISAIOIIMX MPOKAPUOT OKHUCIICHHE 3alaceHHOU
DIIEMEHTHOM Cepbhl OCYIIECTBISACTCS C ydacTUEM OOpaTHOM  JTUCCUMUWISIITMOHHOU
cynbdutpenaykrasbl rDsr unu cepookucisoniero Hdr-nono6noro kommiekca sHdr. Onnaxo
reabl TDSR- u sHdr-cucrem okucieHus >Ie€MEHTHOHM cepbl, a Takke T'eH SO B T€HOMeE
B. leptomitoformis  orcyrctByror. He  oOnapyxkeHsl  Takke  reHsl  PSTABC
NOJMUCYTb(PHUAPENYKTa3bl,  00eCneunBaomell  IUCCUMIUIIIMOHHOE  BOCCTAaHOBJICHHE
nonucynbpunoB no cyiabduna. IlosToMy MexaHHW3M HCYE3HOBEHUS BHYTPUKIETOUYHBIX
CepHBIX BKIIFOUCHUH y mpeacTaButelieii poja Beggiatoa ocraBascs HEsICHBIM.

Panee nmpoBeneHHbIE ~ OMOMH(pOpPMATHYECKUI  aHAIM3 TEHOMOB  IITAMMOB
B. leptomitoformis moka3zas, 4To B peBpalleHud COSAMHEHUI Cephbl Y 3TUX OAKTEPHiA MOTYT

y4acTBOBaTh (EPMEHTHI W (EpMEHTHBIE KOMIUICKCHI, JIOKATM30BAHHBIE B PAa3INYHBIX
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kommaptMenTax kiaetku (Dubinina et al., 2017; Rudenko et al., 2020). [onoaHuTeIbHBIN
aHaJIu3 TEHOMOB BBIABHI TeHbl Oenka cemeiictBa TauE/SafE, mnpenmonoxuTenbHo
YUYaCTBYIOILETO B DKCIOPTE Cyib(ura, pomanassl Rhd, mepenocunka cepbl TusA u DsrE-
mog00HOoro Oenka. I'eHbl, CBSI3aHHBIE C JUCCHUMHISAIIMOHHBIM METa00IU3MOM COEIUHEHHUI
Cepbl, He 00pa30BBIBATIN €IUHOIO KjIacTepa U ObLIN pacipeeiCHbI 0 Pa3INIHBIM y4acTKaM

reHoma (Pucynok 14).

feeA feeB  tauE soxB rhod tusAdsrE soxZsoxY soeCsoeB soeA soxAX  pdo sqrF sqrA
~519,5kb ~172kb ~723kb ~60kb ~269kb ~36kb ~313 kb ~645kb ~77kb  ~551,5kb

1000 bp

Pucynok 14 — Opranuszauus reHoB, KOAMPYHOIIUX (pepMEHTHI TUCCHUMMUJISIIIUOHHOT O
OKHCJIeHud cyJbduaa, B renome B. leptomitoformis
fCCA — reH UTOXpOM-C-CyObeAMHUIIBI (PIaBOIIMTOXPOM-C-Cyibhuameruaporerassl (K® 1.8.2.3;
AUI67863.1); fccB — ren ¢uiaBonpoTenHOBOM CyObeIMHHIIBI (HITaBOLIUTOXPOM-C-
cynbhuaneruaporenassl (KO 1.8.2.3; AUI67862.2); tauE — ren Genka cemeiicta TauE/SafE,
MPEANOIOKHUTEIILHO YIaCTBYIOIIET0 B Kcmopte cyibdura (AUI67490.1); SOXB — ren
truocynbdoruaponazs SoxB (KD 3.1.6.20; AUI67367.1); rhd — ren pomanasbl, Win
cepatpancdepasnr (KD 2.8.1.1; AUI70268.1); tusA — ren 6enka-niepeHocurka cepsl TusA
(AUI70013.1); dsrE — ren 6enka cemetrictBa DsrE/DsrF/DsrH (AUI70012.1); SOXZ — ren Oernka
SoxZ KOMILIeKCca-IepeHOCYMKa Cephl MPU OKucieHnu Tnocyibhara (KD 1.8.2.6; AUI69817.1);
SOXY — reH Oenka-neperocurka cepsl SoxY (K® 1.8.2.6; AUI69816.1); soeABC — renbl
MeMOpPaHOCBI3aHHOM IUTOMIa3MATUYECKON CylbpUT:XuHOHOKCcHI0peaykTa3sl SoeABC (KO
1.8.5.6; AUI70655.1, AUI169788.1 u AUT69789.1); SOXAX — I'eH IIATOXPOM-C-COJICpIKaIero oenka
SoxAX (K 1.8.2.3; AUI69545.1); pdo — ren nepcynbdummuokcurenassl (KO 1.13.11.18;
ALG68607.1); sqrF — ren cyabdua:xuHoHOKcuaopenykrassl Timna VI SqrF (Kd 1.8.5.4;
AUI168992.1); sqrA — reH cyabdua:xuHoHOKcUpopenykrasnl Tima I SqrA (Kd 1.8.5.4;
AUI168548.1) (uut. mo Rudenko et al., 2024).

Jlisg moucka Apyrux (GepMEeHTOB, MOTEHIHMAIBHO YYaCTBYIOIIMX B IPEBpPALCHUU
BHYTPHUKJICTOYHOM SJIEMEHTHOW Cepbl y TpejcTaBuTeNei poja Beggiatoa, Obur mpoBencH
anann3 BLASTP ¢ ucmonp3oBaHMEM aMHHOKHCIIOTHBIX MOCIEIOBATEIbHOCTEN M3BECTHBIX
nepcynbGUAMUOKCUTEHA3. Y psia MPOKAPHOT MEePCyIbPUATNOKCUTEHA3bl YY4aCTBYIOT B
OKHUCJICHUH CYJb(DAaHOBOM cephl, CBA3AHHON C HU3KOMOJEKYISIpHbIMU nepcyiabdunamu (Liu
et al., 2014; Sattler et al., 2015; Shen et al., 2015; Xia et al., 2017; Motl et al., 2017).
BHyTpuKkieTOUHbIC CEepHBbIC BKIIOUEHHUS TpeicTaBuTelcH pona Beggiatoa coxepxar
UKJIOOKTacepy Ss U HeopraHudeckue nonucynbdunsl. Iloaucynsduasl paccMaTpuBaroTCs
Kak OmojocTymHas (opMa 3alaceHHOM cepbl, TOTJa KakK IMKJIOOKTacepa IOJDKHA OBITh
npeaBaputenbHo akTuBupoBaHa (Berg et al., 2014). Jlna mnpeacraBuTenci poaoB

Acidithiobacillus u Acidiphilium mnokazano, 4ro riIyTaTMoH HepEpPMEHTATHBHO
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B3aMMOJICHCTBYET C DJIEMEHTHOU cepoil ¢ oOpa3zoBanueM nepcynbduaa riryratnona GSSH,
SBIISIOIIIETOCs cyocTpaToM nepcynbdumaunokcurenassl (Rohwerder, Sand, 2003).

B pesynerare y mramma D-402 Owbutn BeisBIeHBI JgBa Oenka — ALG68607.1 u
WP_201800136.1, ypoBeHb HIEHTHYHOCTH AMHHOKHUCIOTHBIX IIOCIIE€OBATEIHHOCTEH
KOTOPBIX C M3BECTHBIMU NEPCYNbPUATNOKCUTEHA3aMU COCTABIISLT 0K0JI0 30 %.

JUig yTOuHEHus MpeanogaraéMbiXx QyHKIUI oOHapYyKEHHBIX OEJIKOB ObUT MPOBEACH
dbunoreHeTHUECKU  aHaNM3, BKIIOYABIIUN  (QYHKIMOHAIBHO  OXapaKTepU30BAHHbBIC
nepcynbOUAIMOKCUTEHA3bl  Pa3HBIX THIIOB W POJCTBEHHBIE OGNKH  CceMeicTBa
meTaiio-f-makramas (Liu et al., 2014; Xia et al., 2017). ITocaemoBatensuocts ALG68607.1
rpynnupoBaiach ¢ nepcyibbuaauokcureHazamu tuma I, torma kak WP _201800136.1
Bxoauaa B kimacrep rmokcanas I (Pucynok 15). Ha ocHoBaHHMH MOJydeHHOTO pe3ysibTaTa
ALG68607.1 Obuta BeIOpaHa B KauecTBE MpeJIoaraeMoi MepcyinbPUIINOKCUTEHAZB Y
mramma  B. leptomitoformis  D-402  nmas mocneayroomero  3KCIepUMEHTAIbLHOTO
UCCIIEIOBAHUSI.

Ananu3 mnocnenoBatenbHoctd ALG68607.1 ¢ wucnonszoBanueM SignalP 5.0 He
BBISIBUJI CUTHAJIBHOTO TIETNTH/IA WK TpaHCMEMOpaHHbIX yuacTKoB. [Iporpamma PSORTD v3.0
TakKe MpecKa3aia UTOIMIa3MAaTHUYECKYIO JIOKAIU3AIMIO 3TOr0 Oelika, COOTBETCTBYIOIIYIO
JIOKaJTH3aIH OOJBITMHCTBA OXapaKTEepPU30BAHHBIX OaKTepHUaTHLHBIX
nepcynbUAIUOKCUTEHA3.

B renome D-402 Obuin BbIsIBIIEHBI Te€HBI, Koaupyromue pogaHazy Rhd, nepenocunk
cepbl TusA u DsrE-nono6usriii 6enok. Y Allochromatium vinosum 3tu Geku y4acTBYIOT B
IIUTOIUIA3MAaTUYECKOM TEPEHOCE CYIb(PaHOBON cephl K KOMIIOHEHTaM rDsr-cuctemsl, a y
JIPYTHX CEPOOKUCTSIONMUX OaKTepuil pOJCTBEHHBIE cepaTpaHcdepasbl 00ECIeunBaOT €e
nepenauy komruiekcy sHdr-LbpA (Stockdreher et al., 2012; Stockdreher et al., 2014; Tanabe
et al., 2024). Ilockonbky y B. leptomitoformis rensr rDsr- u sHdr-3aBucumbix myTeit
OTCYTCTBYIOT, HallpaBJICHUE TMEPEHOCA CEPbl U €€ KOHEYHBIH aKLENnTOp Y ATOr0 OpraHu3Ma
OCTAlOTCSl HEW3BECTHBIMHU. PomaHaspl B Jpyrux OakTepHadbHBIX CHCTEMax MOTYT
CIOCOOCTBOBATH B3aUMO/ICHCTBHIO MOUCYITH(GHUIOB C TITyTATHOHOM U BIIUSATH HA aKTUBHOCTD
nepeynbduaauokcurenassl (Motl et al., 2017; Ran et al., 2022). ITosromy yuactue Rhd,
TusA u DsrE-nogoGHoro Oenka B MOOMIM3AIMN BHYTPHUKJIETOUYHOW CyIb(paHOBOU CEphl Y

D-402 npencraBnsieTcsi BO3MOKHBIM, OHAKO MX poiib B oOpasoBannu GSSH u mepenaue



82

ATOTO COEIMHEHHUS nepcyabOUIIHOKCUTeHA3E Tpedyer AKCIEPUMEHTATIBLHOTO

IMOATBCPIKACHUA.
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Pucynok 15 — ®dunorenernueckoe aepeBo, NOCTPOCHHOE HA OCHOBAHUH
NMPEeACKA3AHHBIX AMUHOKHUCJIOTHBIX MOCIEeA0BATEIbHOCTEH MePCyabPUITHOKCUTeHA3
Knacrepusanuio mpoBoIMIIM METOI0OM NIPUCOEINHEHHS coceiel. B kauecTBe BHEIIHEH IrpymIibl
HCI0JIb30BaJIM AMUHOKHCIIOTHBIE ITOCJIEI0BAaTEIbHOCTH POJICTBEHHBIX OEIKOB HaJiceMeicTBa
MeTasuio-p-nakTamas — riauokcanas Il @uoreHeTnyeckuii aHaIn3 BHINOJIHEH € UCTIOIb30BaHUEM
peNpe3eHTaTUBHOM BEIOOPKH MOCIIeI0BAaTEIbHOCTEH Mepcynbduamnokcurenas u3 padotsl Xia et al.
(2017). B ananu3 6butH BKITHOYEHBI 110 aMHHOKHCIIOTHBIX MTOCIIEIOBATEILHOCTEH, B TOM YHUCIIE
MOCJIEI0BATEIbHOCTH MpeICTaBUTENEH ceMelicTBa Beggiatoaceae, BbISIBICHHBIC C TOMOIIbO
BLASTP. /Ige npeamnonaraemsie nepcyabpuaauokcurenassl B. leptomitoformis seiaenenbr
KpacHbIM 11BeTOM. Kitactep nepcynbduanrokcurenas tuna | o6o3HaueH 3e1eHon TMHUEH, KIacTep
rimokcana3 Il — temHo-¢puoneroBoit; nepcynbpuuarnokcurenassl Tunos I u 111 o0bequHeHb! B 1B
OTJeNbHBIC CBEpHYTHIC BeTBU. Ha epeBe yka3zaHbl MICHTH(PHUKATOPHI OSITKOBBIX
nocienoBarenbHocTel (ut. mo Rudenko et al., 2024).
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3.2.2 Ilporeomuplii ananu3 mramma D-402 npu ucnoib30BaHMH BHYTPHKJIETOYHOM
3JICMEHTHOM cepbl

JUis  TpoBepKH  MPEAnojiaraeMoro  y4acTusi — Mepcylb(PUITUOKCUTEHA3bl B
MpEBpAIICHUU BHYTPUKIETOYHOW 3JIEMEHTHOM Cepbl ObLI MPOBEICH MPOTEOMHBIN aHAIN3
mramma B. leptomitoformis D-402 metomom BIXX-MC/MC. B sKcrepuMEHTaIbHOM
BapHaHTE KJIETKU KyJIbTUBUPOBAJIU Ha 00E€THEHHON MUHEPAIBHON Cpele, HE COJepKaBILIeh
BHEITHUX UCTOYHUKOB BOCCTAHOBJICHHBIX COCJAMHEHUI cepbl. B 3THUX yclIoBUsX 3amaceHHas
BHYTPU KIIETOK 3JIEMEHTHAsl cepa CIyXuwia MNOTEHUUAIbHBIM JOHOPOM 3JEKTPOHOB, a
NaHCOs — wucrounukom yriaepoga. OOpasmbsl OTOMpanM Ha CEIbMbIe CYTKH
KyIbTHBUpOBaHUsA, korna mno paHHeiM OT-IIIP B peambHOM BpemeHH HaOm0Aanach
MaKcHMabHas SKcpeccus reHa pdo (cm. moapasaen «KomnaecTBeHHBIH aHAIN3 SKCITPECCHH
reHoB pPdo u SOXAXBYZ»). B kadecTBe KOHTPOJISI UCIOJIB30BAIN KYJIbTYPhI, BhIPAIIICHHBIC
XEMOJUTOreTePOTPOHHO B MPUCYTCTBUU THOCYJb(aTa u JaKTaTa u
XeMOOPTraHOTeTePOTPOQPHO B MPUCYTCTBUU JAKTATA.

B oKkcmepuMeHTanbHBIX W KOHTPOJBHBIX  OOpasmax  ObUIO  HAJEKHO
uaeHtuuiupoano 1989 GenkoB. benmok cuurtanm UASHTUGUUIUPOBAHHBIM  TPU
oOHapy>KeHUU HEe MEHee JBYX IENTHUI0OB, AMUHOKHUCIIOTHBIE MOCIIEeI0BATEILHOCTA KOTOPBIX
ObUIM YCTaHOBJIEHBI 10 TaHJIEMHBIM Macc-crekTpaMm. OTIenbHO Oblia MpoaHaTW3UpOBaHA
MPE/ICTAaBICHHOCTh OCHOBHBIX OEJIKOB, MPEANOIOKUTEIHHO YUACTBYIOIIUX B MPEBPAIICHUN
cepoBojiopojia 1o cyabdara y D-402.

[Tepcynmppuaaunorcurenaza ALG68607.1, cOOTBETCTBYIOMIAS IOCIEAOBATCIHHOCTH
UPI000706C17D, 6b111a 0OHapykeHa TOJIbKO B KJIETKaX, KyJIbTUBUPYEMBIX HA MUHEPATbHOU
cpene 0e3 BHEUIHMX HCTOYHHMKOB BOCCTAHOBJICHHBIX COEIUHEHHUH CEpbl M COJAEpKalINX
BHYTPUKIIETOUHYIO JJEMEHTHYIO cepy. B KOHTponbHBIX oOpa3iax, MOJYYSHHBIX TMpU
XEMOJIUTOTETEPOTPOGHOM U XEMOOPTaHOTETEPOTPO(YHOM POCTE, STOT OCJIOK BBHISBICH HE
obut.  Jns  tmocynsdorumponaszer  SoxB  (UP10007061722), DsrE-momobnoro Genka
(UP100070692D2) u nepenocurika cepbl TusA (UPI0007063E4B) Takske ObLIN yCTaHOBJICHBI
CTATUCTHYECKH  3HAYMMbIE WM3MEHEHHUs  MPEACTAaBICHHOCTH TMPU  HUCIOJIb30BAHUU
BHYTPUKJIETOYHOMN DJIIEMEHTHOU CEPBI.

Hns  cyneua:xuHOHOKcHAopenykta3 TunmoB [ u VI,  ¢dmaBounToxpom-c-
cynbunnerunporeHaspl, 0enkoB SoxAXYZ wu Tpancnoprepa cemeiictBa TauE/SafE

CTaTUCTUYCCKU 3HAaYUMBbIX paSJ’II/I‘II/Iﬁ MCXKIAY OKCICPUMCHTAJIBHBIM MW KOHTPOJBbHBIMHU
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BapHaHTaMH BbIsABIIEHO HE ObLI0. benku kommiekca SoeABC He Obutn naeHTu(GUIupoBaHbI
HU B OJHOM M3 HCCIEOBaHHBIX oOpa3uoB. Panee Obuto mokazaHo, uto SoeABC y
B. leptomitoformis ¢byHkunoHUpYET B MUKPOA3pOOHBIX YCIOBHSAX, TOT/Ia KaK MPOTCOMHBIN
aHaJu3 MPOBOAWIN NpH a’poOHoM KyibTHBUpoBaHuM (Rudenko et al., 2020). [Tostomy
OTCYTCTBHE OEJIKOB STOT0 KOMILJIEKCA COIJIACOBaJOCh C YCIOBUSMH JIKCIEPUMEHTa U HE
MOJITBEPK/IAJIO €r0 yYaCTUE B OKUCIIEHUH CYIb(PUTA, 00pa3yIoLIErocs B pe3yabTaTe peakluu
PDO.

benku SoxAXYZ o6HapyKHBaIHCh KaK B 9KCIIEPUMEHTAIbHOM, TaK U B KOHTPOJIbHBIX
oOpaslax, OJHAaKO HMX TNPEICTaBICHHOCTh CYIIECTBEHHO HE pa3iudajack. OTO MOTJO
yKa3bIBaTh Ha UX KOHCTUTYTHBHOE oOpa3oBanue y D-402. Takas ocoOEHHOCTh MOTJIa OBITh
CBsI3aHA C YCJIIOBHSIMH €CTECTBEHHBIX MECTOOOMTAaHWH TpeicTaBuTeNei pona Beggiatoa, B
KOTOPBIX PEryJsipHO MPHUCYTCTBYIOT CEPOBOJIOPOA M THOCYIb(]AT, UCHOIb3yEeMbIe STUMHU
OakTepusMH B dHEpreTraeckom metadonmmsme (Diao et al., 2018; Arce-Rodriguez et al., 2019;
Dahl, 2020).

OtcyrcrBue paznnunii B npeactaBieHHOcTH SQR u FCSD morio 661k 00yclioBIEHO
¢ynkuuamu 3tux depmentoB. SQR n FCSD katanu3upyroT oKHCIEHHE CEpOBOJIOPOJA,
COTMPOBOKIAIOIIEECs 00pa3oBaHUEM BHYTPUKICTOUYHOW 3JIEMEHTHOHM Cepbl, TOrja Kak B
UCCJIEIOBAaHHBIX YCIOBUSIX CEpPOBOJOPOA B cpeay He pob6asmsuin. CneaoBarenbHO,
OTCYTCTBHE MX CyOCTpaTa MOIJIO OOBACHATH CXOJHYIO IPEICTaBICHHOCTh 3THX OEJNKOB B

9KCIICPUMECHTAJIbHOM H KOHTPOJBHBIX 06pa311ax.

3.2.3 KiionupoBaHue reHa pdo, noJiyyeHue PEKOMOUHAHTHOM
nepeyabpuaInoKCUreHa3bl 1 XapaKTepuCTUKA ee PU3NKO-XMMHUYECKUX CBOMCTB

Jlns moaTBepkaeHUs (PYHKIIMOHAIBHOW mpuHAmIexKHOCTH Oenka ALG68607.1 k
nepcynbduaanokcurenasam red pdo mramma B. leptomitoformis D-402 Gbi1 KJIOHUPOBaH B
wiazmuny pET-22b(+). B aMHHOKHCIIOTHO# TOcTen0BaTeNbHOCTH OelKka OBUIM BBISIBIICHBI
TPU KOHCEPBATUBHBIX OCTaTKa kKejne30cBs3biBaroniero neaTpa — His57, His113 u Asp134 —
U TpH KOHCEPBATHUBHBIX OCTATKa MPEANOIaraeMoro cyOoCTpaT-CBS3bIBAIONIETO KapMaHa —
Asp61, Tyrl177 u Argl194. 3Tu octaTku IPUCYTCTBYIOT U B IEPCYIb(UIAMOKCUTEHA3aX TUIIA
I venoseka (hRETHEI, unentudukarop PDB 4CHL), Arabidopsis thaliana (unentudukarop
PDB 2GCU), Myxococcus xanthus (MxPDO, unentudurxatrop PDB 4YSB), a takke B
rubpugHoMm Oenke PDO—ponanasa Paraburkholderia phytofirmans (BpPRF, naentudukarop
PDB 5VES5) (Sattler et al., 2015; Pettinati et al., 2015; McCoy et al., 2006; Motl et al., 2017).
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Koncrpykmuro pET22b::pdol wucnonp3oBanu s TpaHCHOpMay KOMIETEHTHBIX
kierok Escherichia coli BL21-CodonPlus. Kinetku, comepskaiiine peKoMOMHAHTHBIN BEKTOP,
npoayuupoBanu okojo 12 mr PDO na 1 1 kyneTypsl. llepcynbbhuaanokcurenaza Oblia
nosydeHa B ¢opme 3penoro ¢pepmenta ¢ N-koHieBoil 6xXHis-MeTkol U o4uIleHa B OJHY
craauio  MmerogoM  adduuHOM  xpomarorpaduu. PaccunTaHHas Ha  OCHOBaHUU
aMUHOKHCIIOTHOM MOCIeI0BaTEIbHOCTH MOJICKYJIsSIpHasi Macca Oenika coctaBisuia 28,6 k/la.
[locne penarypauuu [-MepKanTOSTAaHOIOM H  JOJEUUIICYIb(haToM HaTpusi Oelok
MUTPUPOBaJI TpU 3JIEKTpodope3e B TNOJUAKPUIAMHIHOM Te€J€ B BHJE MOJOCHI C

MOHCKYHHPHOﬁ Maccoii okomno 29 K,Ha, 4YTO COOTBCTCTBOBAJIO PACYCTHOMY 3HAUCHHIO

(Pucynok 16).

Mw,

r/la
116

66.2

45

25 ..

18.4 =

Pucynok 16 — DuiekTpodope3 pekoMOMHAHTHOI MepCcyib(UITHOKCUTEHA3DI
B. leptomitoformis B moJimakpujiaMuIHOM reJjie B NPUCYTCTBHH J0IeNUJICYIb(aTa
HATpHS
KonnenTpanus akpuiaMua B KOHIEHTPUPYIOLIEM Irejie cocTaBisuia 5 %, B pa3/esnsiolieM rejae —
12 %. OxpammBanue npooawau Kymaccn OpmmmnanToBsiM ciauM R-250. Mw — mapxkep
MonekyisipHoit maccsl, k/la (Thermo Fisher Scientific, CIIIA). Ctpenkoit 0603HaueHa monoca
resteBoro 6enka PDO (mut. mo Rudenko et al., 2024).

Cynbhug MOXET OKHCIATHCS C 0Opa3oBaHUEM CyIb(aHOBOW Cephl, KOTOpas NpHU
B3aUMOJCHCTBUM C TUIyTaTUOHOM oOpasyer mepcynbdun rayratmona GSSH —
KaHOHHMYECKUl cyocTpat nepeynbdumanokcurenas (Rohwerder, Sand, 2003; Jackson et al.,
2012). CriocoOHOCTH MOTYYCHHOTO peKOMOMHAHTHOTO Oeiika okucisaTh GSSH oneHmBamm mo

CKOpOCTH TorjouieHus kuciopona. B 50 MM kanuii-¢pocharnom Oydepe npu pH 7,0 u
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temriepatype 35 °C CKOpOCTh MOTJIONICHUS KUCIOpOJa COCTaBisija Okojio 174 MKMOIb

1,41

Oz-mr 14!, 4To COOTBETCTBOBANO yAEAbHOM aKTHBHOCTH 0K0J10 2900 U-Mr ! (Pucynok 17a).

OnTuManbHas akTUBHOCTH pekomOmHauTHOM PDO nHabmomamace npu pH 7,0-7,5, ¢
Makcumymom okojio pH 7,5. Cumwxenue pH nHimke 7,0 cuibHee MOAaBIISLIO aKTUBHOCTD
dbepmenta, yem ero mnosbimieHue Bbime 7,8. Ilpu pH 6,5 akTUBHOCTH yMeHbIIANAcCh
npuOIU3UTENBHO HA 75 % OTHOCUTENBHO MaKCUMaJIbHOM, Toraa kak npu pH 8,0 — Tonbko
Ha 10-13 % (Pucynok 17a). OntumanbHass Temmeparypa coctaBistia 40 °C: mpu 3TOM
TEMIIEPATYPE CKOPOCTH HOTIIOMIEHUS KUCIOPOAa JocTuraia okoso 190 mxmons Oz-mr ot

YTO COOTBETCTBOBAJIO y/ENbHOM aKTHBHOCTH 0K0J10 3167 U-mMr ! (Pucynox 170).
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Pucynok 17/ — Bausinue pH (a) u Temnepartypsl (0) Ha aKTHBHOCTb
pexomounantHoii PDO B. leptomitoformis B mpucyrcreuu GSSH
IImankamn HOFpeHIHOCTeﬁ IMMOKa3aHbl CTAHAAPTHBIC OTKIIOHCHUS, pACCUNTAHHBIC 110 PE3YyJIbTATaAM
Tpex u3Mmepenuii (ut. mo Rudenko et al., 2024).

g onenku tepmoctabmibHocTd PDO depment unkyOupoBanu B 50 MM kanuii-
docharaom Oydepe npu Temmeparypax ot 30 1o 50 °C. ITocie ogHOTrO Yaca HHKYyOAIuu TIpH
30 °C coxpansnoch 84 % ucxoanoi aktuBHocTH. [Ipu 40, 45 u 50 °C akTUBHOCTH HauboJsEe
CYILIECTBEHHO CHHXajlach B TEUEHUE MEepBbIX 15 MHUH, a yepe3 OJUH Yac COCTaBisia
coOTBeTCTBEHHO 64, 16 1 2 % ucxoaHoro 3HayeHus (Pucynox 18).

CrabunbHocts PDO mnpu paznuunblx 3HaueHusX pH oneHuBanu mnocie MHKyOanuu
dbepmenta B Oydepax ¢ pH ot 6,0 mo 11,0 m mocremyroniero M3MepeHus: OCTaTOYHOMN
aktuBHOCTH B 50 MM kammii-pochatnom Oydepe mpu pH 7,0 m Temmeparype 35 °C
(Pucynok 19). B nHauane skcnepumenta PDO coxpaHsuia BBICOKYIO aKTMBHOCTH IIOCIIE

uHkyOanuu B auamazoHe pH 6,0-10,0, Ttorma xaxk mpu pH 11,0 oHa cHmxanach
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npubnu3utenbHo Ha 55 %. Ha Bropble cyTkM HaOMI0JanoCh BBIPAKEHHOE CHMKEHUE
aktuHocTH Tipu pH 10,0. IIpu pH 10,0 m 11,0 ona cocraBisia He Oomee 10-13 %
aKTUBHOCTH, 3apeructpupoBannoii nmpu pH 9,0, Torna kak npu octanbHbIX 3HaueHUsIX pH
CHW)KCHHE OTHOCHTEJIPHO Haudaja dKcrepuMeHTa He npesbimano 10-12 %. Ha gerBepThie
CYTKH aKTHUBHOCTH (hepMmenTa npu pH 6,0 3ameTHO ymMeHbIanach U Obuta TpUOIN3UTEIHHO
Ha 55 % umxke, yem npu pH 7,0. Ha ceapmbie cyTku HanOOMbIIas OCTaTOYHAS aKTUBHOCTH
coxpansutack npu pH 7,0 u 8,0, xots u cHmwxkanack Ha 30-33 % OTHOCUTENBHO Hayaia
skcriepumenTa. [lpu pH 6,0 u 9,0 cHkeHHEe aKTUBHOCTH COCTaBisiiio okojo 57 u 51 %
COOTBETCTBEHHO, a npu pH 10,0—11,0 akTUBHOCTH NMOJTHOCTHIO YTPAUYUBAJIACH.

Bnusaue wonoB wmertammoB u JJ[TA Ha aktuBHOCTh pexomOunantHoit PDO
HCCIIEAOBAIM MPU KOHIEHTpanuu kaxaoro coeaudeHus 1 MM (Tabmauna 10). Monbr Cu%,
Zn?*, Co?*, Ni** u Fe?" cymecTBeHHO NOJABNIANM aKTUBHOCTH (epmenTa. Monsl Mg?
IIPaKTHYECKH HE BJIMAJIM HA aKTUBHOCTB, a B MPHCYTCTBUM Mn?* coxpaHsiochk okouo 83 %
ucxonHoi aktuBHOCTH. JloOaBnenune DJITA Takke He MPUBOAMIO K €€ CYIIECTBEHHOMY

U3MeHeHn10: npu KoHueHnTpauuu DTA 1 MM coxpansiiock 92,5 % akrusaoctu PDO.
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Pucynok 18 — CraduabHocTs pekomounantaoii PDO B. leptomitoformis mpu
Pa3IMYHBIX Temnepatypax B npucyrcreuu GSSH
OcTaTto4Hyl0 akTUBHOCTH ompenaessuiu B 50 MM kanuii-pochatnom 6ydepe npu pH 7,0 u
temnepatype 35 °C. [Inankamu norpenrHocTel noka3aHbl CTAaHAAPTHBIE OTKJIOHEHHS,
paccuMTaHHBIE 10 pe3yybTaTaM Tpex u3Mepenwuii (mut. mo Rudenko et al., 2024).
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Pucynok 19 — CraduabHocTh pekomounanTHoii PDO B. leptomitoformis mpu
pa3nuvHbIX 3HaYeHusix pH B nmpucyrersun GSSH
OcTato4Hylo akTUBHOCTH ompeaensiiu B 50 MM kanuii-pochatnom 6ydepe npu pH 7,0 u
temmeparype 35 °C. [Inankamu nOrpenrHoCTel MoKa3aHbl CTaHIaPTHBIE OTKIOHEHHUS,
paccuMTaHHBIE 110 pe3ysibTaTaM Tpex u3Mepenwuii (mut. mo Rudenko et al., 2024).

Tabdauna 10 — Bianssane nonoB metaioB 1 J/ITA Ha aKTHBHOCTH PeKOMOMHAHTHOM
PDO B. leptomitoformis (mut. mo Rudenko et al., 2024)

AKTHBHOCTb, % SD

KonTponb 100,0 2,9
Cu** 23,7 1,5
Zn* 11,2 3,2
Mn?* 83,3 4,8
Mg?* 99,6 3,7
Fe3* 47,2 1,4
Co** 47,4 6,7
Ni2* 20,5 6,4
EDTA 92,5 2,3

SD — cTraHmapTHOE OTKIIOHEHHE.

dusuko-xumuueckue cpoiictea PDO B. leptomitoformis B meaom coorBeTcTBOBaIN
XapaKTEpPUCTUKaM paHee HCCIeIOBAaHHBIX ()EPMEHTOB 3TOro cemeiicrsa. s Apyrux
nepcynbGUAMUOKCUTEHA3 MaKCHMallbHass aKTHMBHOCTH OOBIYHO HaOMomanach Mpu
(GHU3NOTOrHYeCKHX TS UTOIIa3Mbl 3HaueHusx pH 7,4-7,8, a TemmnepaTypHbI ONTHMYM
Haxoauics B auanaszone 35-45 °C (Wu et al., 2017; Liu et al., 2014; Rihl et al., 2018; Wang

et al., 2014). CpaBHHTENBHO HH3Kas TEPMOCTAOMIBHOCTHh MOJIYYEHHOrO ()epMEHTa MOTJIa
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OBITh cBsi3aHa ¢ TeM, 4To mTamm D-402 spisiercst Me30(uaoM U pacTeT mpu TeMIEpaTypax
ot 8 1o 32 °C.

Wurubupyromee neiictsue Cu?t, Zn?* u Ni?* taxke GbUIO YCTAHOBJIEHO paHee s
npyrux nepcynspumparnokcuresas (Wu et al., 2017; Wang et al., 2014). IIpennonaraercs, 4to
MOJIaBJICHUE aKTUBHOCTU ITHMU MOHAMH MOJKET OBITh CBS3aHO C 3aMEIICHUEM Kelie3a B

aKTUBHOM IIEHTpe (hepMeHTa.

3.2.4 Ctpykrypa nepcyabuaanokcurenassl B. leptomitoformis

Crpykrypa PDO B. leptomitoformis umena muMepHyi0 opraHH3al[di0 W COJICpIKalia
METaJJI-CBSA3BIBAIOIIYIO YKIAAKy THMa offo ¢ JOByMS I[EHTPaIbHBIMH CMEIIAHHBIMU
B-cnosiMu, Kaxablii U3 KOTOPBIX COCTOSIT U3 IECTH B-TsKel U ObLI OKPYKEH C 00X CTOPOH
a-criupansmu (Pucynok 20a). B crpykrype PDO B. leptomitoformis ae BusyanusupoBaiuch
14 aMMHOKHCIIOTHBIX OCTAaTKOB C-KOHIIEBOTO y4acTKa, YTO YKA3bIBAJIO HA MOJIBUKHOCTH ATON
obOnactu. B acumMmerpuuHoi eauauie Haxoauics oaun qumep PDO B. leptomitoformis.

PDO B. leptomitoformis xapakrepu3oBajach BBICOKUM OOIIUM CXOACTBOM C
U3BECTHBIMU CTPYKTypamu mnepcynbumnuokcurenad tuma [: uyenoBeka (hETHEI,
uaeatudukatop PDB 4CHL; cpeanexBanpatuunoe otkiaonenue (RMSD; anri. root-mean-
square deviation) 1,10 A), PDO Arabidopsis thaliana (uzentuduxarop PDB 2GCU; RMSD
1,07 A), PDO Myxococcus xanthus (MxPDO, unerTtudukarop PDB 4YSB; RMSD 0,97 A)
u xumepHoro Oenxka PDO-pomanaza Paraburkholderia phytofirmans (BpPRF,
unentudukatrop PDB 5VES; RMSD 1,05 A) (Sattler et al., 2015; Pettinati et al., 2015;
McCoy et al., 2006; Motl et al., 2017). HecmoTps Ha cxoacTBO cTpyKTYp PDO, Mex 1y HUMU

OBLIN BBISIBJICHEI HCKOTOPLIC pa3JIndusl.



Pucynok 20 — O6mmii Bua kpucraaandeckoii crpykrypsl PDO B. leptomitoformis
(PDB 8ZBD) u cynepno3unus ctpyktyp PDO B. leptomitoformis u hETHE1 (PDB
4CHL)

a — qumep PDO B. leptomitoformis; sjgeMeHTbI BTOPUYHO# CTPYKTYPBI OHOTO U3 MOHOMEPOB
MOKA3aHbl PA3HBIMHU IBETAMH: [3-CJIOM — KPACHBIM, 0-CITUPATH — CHHUM, TIETIIH — (PUOJIETOBBIM; O
— cnieBa HarpaBo: Tpaekropuu Co-atomoB MoHoMepoB PDO B. leptomitoformis B cocrase qumepa,
0003Ha4YEHHBIE OPaH)KEBBIM 1IBETOM, U TpaekTopuu Co-atomoB MmoHomepoB hETHEL,
00o3HaueHHbIe CHHUM 11BeToM (IuT. 1o Rudenko et al., 2024).

B oOpa3zoBanuu uHTepdeiica aumepusauun PDO B. leptomitoformis ygactBoBanm
MOBEPXHOCTH, cojepkamire C-KoHIIEBbIE ydacTKu MoHOMepoB, Torma kak y hETHEI
(Pucynox 200), PDO A. thaliana u MXPDO mnoBepXHOCTH AMMEpHU3aIMH BKIIOYAIN
N-konmeBbie yuactku OeikoB (Sattler et al., 2015; McCoy et al., 2006). Pazinuanack Taxxke
WIoIIaah MEKMOJIEKyIsspHoro wuHTepdeiica. Y PDO B. leptomitoformis miomians
uHTep(eiica Mex Iy MOHOMEpaMH Obla OTHOCHTENLHO HeOOMbIIOH U cocTapisna 997 A2,
4TO OBLTO COMOCTABUMO C COOTBETCTBYIOIIMM mokasaresiem it PDO A. thaliana (McCoy et
al., 2006). ¥ hETHE1 o0rmias riomiaab CKpbHITOW NpPU JUMEPHU3AIUN MOBEPXHOCTH ObLia
NpUONU3NUTENILHO B JBa pasza Oomblie M cocTaBisma 1950 A? (Pettinati et al., 2015). B
dopMupoBaHHH KOHTaKTOB Mexay Monomepamu PDO B. leptomitoformis ydactBoBamm
JIECSITh BOJOPOIHBIX CBS3CH U 0JTHO THIPO(HOOHOE B3aUMO/ICHCTBHE.

B aktuBHom 1ieatpe PDO B. leptomitoformis aMUHOKHCIIOTHBIE OCTATKH MEPBOM

KOOpAMHAIIMOHHOM ceprl nona xene3a — His57, His113 u Aspl34 — u Tpu MOneKysbl
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BOJbI OBUIM  MJCHTHYHBI COOTBETCTBYIOIIMM  KOMIIOHGHTaM JPYTHX  CTPYKTYp
nepeynbhuanuokcurenas tuma I (Pucynok 21) (Sattler et al., 2015; Pettinati et al., 2015;
McCoy et al., 2006; Rihl et al., 2018). Cy6ctpar B aktusHOM neutpe PDO B. leptomitoformis
MOT KOOPJIMHHPOBATHCSI HOHOM JKEJIe3a U AMUHOKUACIOTHBIMHU ocTaTkamu Argl94, Tyrl77 n
Asp61 (Pettinati et al., 2015; McCoy et al., 2006; Kabil, Banerjee, 2012; Goudarzi et al.,
2018).

[TonyueHHast KpucTamanueckas cTpykrypa PDO B. leptomitoformis mo3Bomuia
NPOBECTH CPABHHUTCIBHBIA CTPYKTYPHBIM aHAIW3 C AaKTHBHBIMH LEHTPAMH JPYTHX
nepcynbuaanokcurenas tumna I. [Ipeanonaraemsiii cydctpar-cBsa3piBaroluii kapman PDO
B. leptomitoformis cpaBauBamu ¢ cootBercTByronmmu ydactkamu hETHEIL, MxPDOI wu

BpPRF B komruiekce ¢ rIyTaTHOHOM.

Phe166

His135, a2

1is113
Asp154] Pho146 GIn167
Asp134
Q Al
Fe” @
'F

Tyr197 \

Pucynox 21 — Cynepno3unusi CTPyKTYp akTHBHBIX eHTpoB PDO B. leptomitoformis
u hETHE1
Crpykrypa PDO B. leptomitoformis o6o3nauena oparxeBbiM nBeToM, ctpyktypa hETHE1 —
cuHuM. MoHBI kele3a 1 KOOpAMHUPYIoIIKE uX MosieKyisl Boabl W1, W2 nu W3 noka3aHsl B BUJie

C(bep; KOOpAWHAIIMOHHBIC CBA3U C HOHOM JKCJIC3a 0003HaYEHBI IMYHKTUPHBIMU JIMHUAMU (I_II/IT. 10
Rudenko et al., 2024).

Kak u y apyrux nepcyibGuiAHOKCUTeHa3 Tuma [, aMUHOKHCIOTHBIE OCTATKH
npeamnojaracMoro  cyocrpar-cBssbiBatoniero  kapmana ~— PDO  B. leptomitoformis
oOpa3oBbiBanM jBe cTeHKU. OlHAa M3 HUX MPEACTABIsANA COOOW CTPYKTYPHO MKECTKYHO
KOHCEPBATUBHYIO CTEHKY, B COCTaB KOTOPOI, TOMUMO JAPYTUX OCTAaTKOB, BXxoawiu Argl94 u
Tyrl77. IlpoTrBONOIOXKHAs CTEHKA OblJIa CTPYKTYPHO MOJIBHKHON B (hOpMUPOBAIACh ABYMS
netismu (Pucynku 22 u 23). OqHa u3 3TUX nertenb, coaepxkamias Thr213, Asn215 u Arg217,

XapakTepu3oBajach OoiblIeli BapraOeNbHOCTBIO Kak Mo ¢GopMe, TaKk U TO 3apsany
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(Pucynoxk 22a). B PDO B. leptomitoformis u BpPRF ocratok Arg217 Obul OpHEHTUPOBAH
unaye, yem Lys216 B hETHEIL. Kpome Toro, B PDO B. leptomitoformis B stoit obmactu
Haxoauinuch Asn215 u Thr213 Bmecto His214 u Leu212, npucyrcrBytommx B hETHEL u
BpPRF.

/ & @\ Ala140
_ M Gly139 Tyr177
P4 Yy yr176

[

His117

His214 Phe145 GIn146

(©)

Pucynok 22 — Cynepno3unus cTpyKTyp akTuBHBIX ieHTpoB PDO B. leptomitoformis,
hETHE1 u BpPRF
Crpykrypa PDO B. leptomitoformis o6o3nadena oparkeBbiM 1BeToM, cTpykrypa hETHE1 —
roiyosim, ctpyktypa BpPRF — cupenessiM. Ha nanensx (a) u (6) npencraBiieHbl pa3Hble

MPOCKIIMU aKTUBHBIX IIEHTPOB TpeX nepcynbhuaarnokcurenas tumna I (uut. mo Rudenko et al.,
2024).

His117

‘i“ Ser116

Aspb1 Asp61

Phe141

Pucynok 23 — Cynepno3unusi CTPyKTyp aKTHBHBIX eHTpoB PDO B. leptomitoformis
u MxPDOI
Crpykrypa PDO B. leptomitoformis o6o3naucHa opasxeBbiM 11B€TOM, cTpykTypa MXPDOI —
3eneHbIM. MoH xene3a nokasas B Buje chepsi (1ut. mo Rudenko et al., 2024).



93

Bo Bropoif merie mOJOXEHHE KOHCEpBAaTHBHBIX ocTaTkoB Phel46 u GInl47
pazIuyanochk y pasHeiX nepcyiabpummuokcurenHas tuna | (Pucynku 226 u 23) u, mo-
BUJUMOMY, 3aBHCEJI0 OT aMUHOKHCIIOTHOTO OCTaTKa B MOJIOXKEHUH 148, KOTOPBIM MOT OBITh
Ala, GIn, Arg, Glu unmu Asn. Y hETHE1 u MXPDOI nonsipaas 6okoBas rpynna Glnl46
y4acTBOBaja B OPMUPOBAHUM aKTUBHOTO IIEHTPA, TOT/Ia Kak rujpodobHast GokoBas rpyrra
Phel45 Obina opueHTHpOBaHA B MPOTHBONOJIOXKHYIO cTropory. B PDO B. leptomitoformis,
HanpoTuB, Phel46 BHOoCcWI ruapodoOHBIN BKJIag B MOBEPXHOCTh AKTHMBHOTO IIEHTpA, a
ookoBas rpynna Glnl147 ygactBoBasia B 00pazoBanuu uHrepdeiica numepusanuu. CxomaHoe
pacIooKeHHE 3TOM MeTIN HaOII0aI0Ch B CTPYKType akTuBHOTO 1ieHTpa BPPRF. TToBopot
dbeHnIbHON TpyMIbl eHUTAIaHWHA MOT BIIMATH HA PACIONIOKEHHE CyOcTpaTa Wil MPOJIyKTa
peaKIyy B aKTUBHOM LIEHTpPE (hepMeHTa.

Bropas koopauHanmonHas chepa voHa xeneza B PDO B. leptomitoformis ornuuanacs
OT COOTBETCTBYIOLIEH 00JIaCTH IPYTUX M3BECTHBIX MEPCyab(UIAMOKCUTeHas Tuna I oqaum
aMUHOKHCJIOTHBIM ocTaTkoM — His117. B sxBuBasientHoM nonoxenuu y hETHE1 u BpPRF
HaXOJIUIICS ocTaToK IuctenHa (Pucynok 226), a y MXPDOI — ocratoxk cepuna (Pucynok 23).
bokoBas rpynmna His117, B oTiiiune OT IUCTENHA U CEpUHA B COOTBETCTBYIOIIEM MOJIOKEHUH,
BBITECHsJIa MOJIEKYJIbl BOJbBI, PACIOJIOKEHHBIE BO BHYTPEHHEH mojioctu (depMeHTa. DTO
MOTJIO CTaOMIM3UPOBATH CETh BOJAOPOIHBIX CBS3EH BOJIM3M aKTHBHOTO IIEHTPA U BIUATH HA
aKTUBHOCTH (pEPMEHTA.

Takum oOpa3om, Mpu COXpaHEHHWH OOLIEH MNPOCTPAHCTBEHHON OpraHu3allui,
XapakTepHOM i1 mepcyabUAIMOKCUIeHa3 Tuma [, BbISBIEHHBIE OCOOEHHOCTHU
MEXMOHOMEpPHOTO HWHTep(elica M CyOCTpaT-CBSI3BIBAIONIETO KapMaHa YKas3bIBaIM Ha

cTpykrypayto cretnduxy PDO B. leptomitoformis.

3.2.5 KosmmyecTBeHHBII aHAIU3 IKcpeccru reHoB pPdo u SOXAXBYZ

[Tponomxutenbubie HaOMoAeHUs 3a B. leptomitoformis D-402 B Teuenue 25 cyrok
XEMOJUTOABTOTPO(PHOrO0 pocTa B NPUCYTCTBUU BHYTPUKICTOYHOM HIIEMEHTHOHN cepbl
MIOKA3aJiv, YTO B IEPBBIE CEMb CYTOK €€ KOJIMYECTBO B KJIETKaX MMOCTENEHHO YMEHbIIANOCH,
MOCJIe YeTO BHYTPUKIIETOUHbIE BKJIIOUEHHUS Cephbl 00pa30BHIBATNCH IIOBTOPHO.

JUis mpoBEepKH Yy4acTHsl BBISIBICHHOM NepCylbQUAINOKCUTEHAa3bl B MpPEBpalCHUU
anemeHTHOH cepbl y B. leptomitoformis D-402 skcmpeccuio reHa pdo aHamu3mpoBaIu
metoaom OT-IIIP B peanbHOM BpeMEHH MPU XEMOJIUTOABTOTPO(YHOM pOCTE IITaMMa, B XOJI€

KOTOPOro BHYTPHUKIICTOYHAA JJICMCHTHAsA CCpa CIHYyXKHUJIa AOOHOPOM JJICKTPOHOB [JIA
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SHEPreTUYECKOr0 METa00IM3Ma, TOT/1a KaK B KAUeCTBE KOHTPOJIBHBIX YCIOBHI UCIIOIB30BAH
OpraHoreTepoTpPO(dHBIN POCT HA JIAKTaTe M XEMOJMTOABTOTPO(HBIN POCT B MPHUCYTCTBUU
cynb(dua Kak J10HOpa IEKTPOHOB.

Okcnpeccruro reHa PAd0 OIEHUBAM B CPOKH, OXBATHIBABINUE MEPHOJ YMEHBIICHUS
KOJIMYECTBA BHYTPUKICTOYHBIX CEPHBIX BKIIIOYCHHH. MakcumMaibHas skcrpeccus pdo
Ha0JIt0/1ajjach Ha CEIbMbIE CYTKH KYJIbTUBHUPOBAHMSI B INPUCYTCTBHUM BHYTPUKIETOUHOU
AIIEMEHTHOM Cepbl KaK €JUHCTBEHHOro HucTouHuKa sHepruu (Pucynox 24A). B stux
yCIIOBUSIX dKCIpeccus rera Pdo B cpemHeM B 35 pa3 mpeBbIliaia 3HAYCHUS, YCTAHOBIICHHBIC
B JpyrHe CpPOKH KYJIbTUBHPOBAHUS, U B CpeJHEM B 25 pa3 — 3HA4YCHHS, MMOTyYCHHBIC B

KOHTPOJBHBIX yciaoBusax (Pucynok 24A).
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Pucynok 24 — Dxcnpeccus reHa pdo (A) u reHoB SoX-cucremsbl (B) y
B. leptomitoformis D-402

a — XEMOJIUTOABTOTPO(DHBII pocT B MPUCYTCTBUU NazS, skcrioHeHIManbHas ¢a3a pocta (3-u

CYTKH); 0 — opraHorerepoTpodHbIil pocT, SKCIOHEHIMaIbHas (aza pocta (3-u CyTKH); B —
XEMOJUTOABTOTPOGHBIA POCT B MPUCYTCTBUM BHYTPUKIIETOUHOM 3JIEMEHTHOM cepbl (4-€ CyTKH); T
— XEMOJINTOABTOTPO(HBINA POCT B IPUCYTCTBUH BHYTPUKJIETOUHON 3JIEMEHTHOM cephl (7-€ CYTKH);

1l — XE€MOJINTOABTOTPO(DHBII pOCT B MPUCYTCTBUU BHYTPUKIETOUHOM 3JIEMEHTHOMU cepbl (24-¢

CYTKH); € — XEMOJIUTOABTOTPOHBIN POCT B MPUCYTCTBUU BHYTPUKIETOUHON 3JIEMEHTHON Cephbl
(18-e cytkwm) (uuT. mo Rudenko et al., 2024).

B cBs3u ¢ MOBTOpPHBIM OOpa3oBaHUEM BHYTPUKIETOUYHBIX CEPHBIX BKIIOUYCHHI
9KCIIPECCUI0 T€HOB SOX-CUCTEMBI ONPEJEISUIM B CPOKHM, OXBATHIBABILINE COOTBETCTBYIOILYIO
¢a3y pocta. MakcumalbHasi 3KCIIPECCHsI UCCIIEJOBAHHBIX T€HOB SOX-CUCTEMbI Ha0JI101a/1ach
Ha 18- CyTKM KyJbTUBHpPOBaHHMS B NPHUCYTCTBUM BHYTPHUKJIETOYHOW 3JIEMEHTHOM Cepbl
(Pucynok 24b). 1o cpaBHEHUIO ¢ XEMOJIUTOABTOTPOPHBIM POCTOM B IIPUCYTCTBUU CYIbHIA

sKkcrpeccust reHoB SOXAX 1 SOXB Oblna B cpenneM B 15 pas Bollle, a akcrnpeccus SOXY — B
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8,6 pasa Beime. [Ipu opranorerepoTpoHOM POCTE IKCIPECCHS TEHOB SOX-CHCTEMbI ObLiia
MUHHMAJIFHOW U COOTBETCTBOBAJIA BETMUYMHE MPUOOPHO MOTPEIITHOCTH.

[TomyueHHBIE PE3yabTATBl KOCBEHHO MOJTBEPIKIAATN BO3MOXKHOCTh PEaTU3aIUHN Y
B. leptomitoformis mexaHu3ma, CXOIHOTO C ONHCAHHBIM Y JPYTHX CEPOOKUCIISIONINX
rerepotpodusix 6akrepuii (Xin et al., 2020). IIpu HepepMeHTATUBHOM B3aUMOJCHCTBHU
cynbura ¢ cynp(aHOBOM cepodl B LUTOIIIa3Me o00pa3yercs THUOCYIb(}aT, KOTOPBIH,
BEPOSITHO, TPAHCIIOPTHPYETCS B TMEPHUILIa3My C YyYaCTHEM HEU3BECTHBIX OCJIKOB-
NEpPeHOCYNKOB. B mepumiazme Tuocyiab(haT OKUCISIETCS Pa3BETBICHHOW SOX-CUCTEMOU ¢
o0pa3oBaHMEM DJIIEMEHTHOH cepbl M cyiabparta. Takoli MeXaHU3M MOKET OOBSICHATH
MOBTOPHOE HAKOIUICHWE BHYTPHKJICTOYHOW 3JIEMEHTHOW cephl y mrtamma D-402. [lns
B. leptomitoformis okucienue THocysbdaTa SBIIETCS SHEPTOJAIONICH peakIuei, B KOTOPOM

TI/IOCYJIB(baT CIYKUT JOHOPOM I3JICKTPOHOB IJIA SHCPICTUICCKOI'O MeTa0o0IM3Ma.

3.2.6 [IpoMe:XyTOUHbIE  TPOAYKTHI,  BbISIBJeHHbIe MNPH  KYJbTHBHPOBAHHU
B. leptomitoformis D-402 Ha oOeaHeHHOWi MHHepaJIbHOW cpele B NPHCYTCTBHH
BHYTPHKJIETOYHOH 3JIEMEHTHOM Cepbl

JlJis TpOBEpKH MPEITIOKEHHON THUIIOTE3bI UCCIEA0BATIN MPOMEXKYTOUHBIE MPOTYKTHI,
obpasyromuecst mpu xemoauToaBToTpodHOM pocte B. leptomitoformis D-402 B npucyTcTBHM
BHyTpuKIeTouHOM dnemeHTHOU cepbl 1 NaHCOs. [1po6sl 0TOMpanu B CpOKHU, OXBATHIBABIIINE
MEPHOJ] YMCHBIIICHUS KOJUYECTBA BHYTPUKIETOUHBIX CEPHBIX BKIIOUCHUH W (asy Hx
MOBTOPHOTO 00pa30BaHUSI.

B Teuenne Tpex cyrok xemonutoaBToTpoHOro pocra D-402 B mnpucyrcrBum
Cyabpuaa B KadyecTBE [OHOpPA JICKTPOHOB KIETKM HAKAIUIMBAU BHYTPHUKJICTOUYHYIO
AJIEMEHTHYIO Cepy, a MpUpPOCT Oenka cocraBisur 24 wmr/in. Panee Obuto mMOKa3aHO, YTO
coJiepykaHue BHYTPUKICTOYHOW cepbl y mpejcraBuTenci pona Beggiatoa m myprypHbIX
CepHBIX OakTepuit MoxeT gocturaTh 70 % cyxoi maccel kietok (Nelson, Castenholz, 1981;
Overmann, 1997). ITlocme mepeHoca HHOKYJIsATa B OOCJAHCHHYI) MHHEPAIbHYIO CpEIy,
cogepxkamyto NaHCOs B kauecTBe HWCTOYHHMKA HEOPTaHWYECKOTO YIiiepoJa U He
COJZIepIKaIIyl0 JOOABICHHBIX CEPOCOJEPKAIINX COCAMHCHUH, B TEYCHHE CEMH CYTOK
HaOJIOAIOCh TIOCTETICHHOE YMEHBIIICHHE KOJMYECTBA JJIEMEHTHOW cepbhl B KIETKaX
NPAaKTUYECKH JI0 €€ MOJHOTO MCUE3HOBEHUS, TOT/Ia KaK COJepKaHue Oelka yBEeIHMUNBaIOCh

no 28 wmr/n. Ha cenbmble CYTKM KyJIbTHMBHUPOBAaHHS B TMPUCYTCTBUU BHYTPHUKIETOYHOU
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DJIEMEHTHON Cephl KakK EIMHCTBEHHOIO0 WCTOYHWKA OSHEPIHHM TakXke Ha0Iroaanach
MaKcHMaJlbHas 3Kcrpeccus reHa pdo.

ITocne 14 cyrok KyabTHUBHUPOBaHHS B ITHX YycioBHsAX y mTamma D-402 BHOBB
MOSIBJSUTMCH  BHYTPUKJICTOYHBIE CepHBbIe BKIOYeHHS. K 24-M CcyTkaMm IOCTETIEHHO
YMEHBIIAJIOCh KOJMYECTBO JKU3HECIIOCOOHBIX KJIETOK, TOT/Ia KaK KOJUYECTBO IOBTOPHO
00pa30BaBIIUXCS CEPHBIX BKIIFOUCHUN HE U3MEHSIIOCH.

XOoTs TpU OKHCICHUH CyIb(haHOBOW cepbl ¢ yuactueM PDO oOpasyercs cynbdur,
Cpeny MPOAYKTOB, TOMHUMO BHYTPUKIIETOYHOHN 3JIEMEHTHOW Cepbhl, ObUTH BEHISBICHBI TOJIBKO

tuocynbdar u cynbdar (Pucynok 25). Tuocynbdar u cyabhaT HAKAIUIMBAIUCh B HU3KUX

KOHOCHTpAIHAX.
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Pucynok 25 — IlpomeskyTouHbIe MPOAYKTHI, BbISIBJIEHHbIE NIPHU
XeMoJIuToaBTOTPoHOM pocte B. leptomitoformis D-402 B mpucyTcTBUH
BHYTPHKJICTOYHOM 3JIEMEHTHOM cepbl
Cepoit KpHBOI1 MOKa3aHa KOHIEHTpAlLUs THOCYNb(]aTa, YepHOH — KOHIIEHTpalus cyibgdaTta.
[Tmanky MOTpenIHOCTeH COOTBETCTBYIOT CTaHAAPTHBIM OTKIOHEHHSM, PACCUUTAHHBIM 10
pe3yibTaTaM Tpex NapajjiebHbIX XMMUUYeCKHX u3MepeHuii. Ha rpaduke npeacraBieHbl 1eBATH
Touek, coorBeTcTByrommx 600 u (25 cyTkam) KynpTHBHpoBaHus mramma D-402 B npucyrcTBrm
TOJILKO BHYTpHUKJIeTOuHOMU dnieMeHTHOM cepbl 1 NaHCOs3 (umt. mo Rudenko et al., 2024).

OtcyrcTBUE Cynb(hUTa CPEAH BBISBICHHBIX IMPOIYKTOB MOXKET OBITH CBSI3aHO C TEM,
4r0 00pa3ymomuics cynb(QUT HE HaKaluIMBaJCS B Cpelae, a OBICTPO BCTymal B
HeepMEHTAaTUBHYIO PEAKLHIO ¢ Cylb(haHOBOM cepoii ¢ 0OpazoBaHueM THOCYb(]aTa, Kak 3TO
OBLTO TIOKA3aHO JUIs APYTHX reTepoTpodHbIx Oakrepuit (Sattler et al., 2015; Xia et al., 2017;
Xin et al., 2016; Hou et al., 2018).
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B renome B. leptomitoformis mpucyrcTByror TeHBI = MeMOpaHOCBS3aHHOU
IIUTOIUIa3MAaTUYECKON CYyTb(OUT:XHHOHOKCHI0peayKTa3bl SoeABC, mo3aToMy 3TOT KOMIUIEKC
MOTEHITMAILHO MOT Y4acTBOBaTh B OKHCIICHHUH CyibduTa, ooOpasyromerocs B peakiuu PDO.
Onnako paHee ObUTO MOKa3aHo, uyTo y B. leptomitoformis akruBrocTh S0e ABC nposiBisiiach
TOJILKO B MHUKPOA’pPOOHBIX YCIOBHSIX, TOTJIa KaK paccCMaTpUBAaEMBId MPOIECC MPOTEKal B
aspoOHbIx ycnosusax (Rudenko et al., 2020). Dto cormacyercs ¢ pe3yabTaTaMu IPOTEOMHOTO
aHaJM3a adpOOHO BRIPAIICHHBIX KYJIBTYP, B KOTOPBIX HU OJTMH U3 OesIKOB kKoMIuiekca SoeABC
BBISIBIICH HE OBLII.

[ToBTOpHOE 0Opa3oBaHHE BHYTPHUKICTOYHBIX CEPHBIX BKJIIOUCHUH W BBISBICHHC
THOCyNb(dara u cyibdaTa YKa3plBaIl HA BO3MOXHOE yJacTHE Pa3BETBICHHONW SOX-CHUCTEMBI,
kotopas y B. leptomitoformis ¢pyakimonupyer 6e3 6enxoB SoxCD u okucisieT THOCYIbdat
¢ oOpa3oBaHueM cynb(dara U IEMEHTHOW Cephl, HAaKaIUTMBAIOIIEHCs B KiIeTkax. [loatomy
THOCYNb(}AT, BEPOSTHO, OOpa3yercss NpU BTOPUYHOM XHMHUYECKOM B3aMMOICHCTBHU
cyabduTa C Cyab(paHOBOH CEpOH, MOCIE Yero OKUCISIETCS B TEPUIUIa3ME C y4acTHEM
pa3BeTBIEHHON Sox-cucTteMbl. B pe3ynbTaTe obOpasyercs cynbdhaT U dJIEMEHTHas cepa,
MOBTOPHO HAKaIUIMBAOMIAsCS B KIETKaX. BO3MOXHOCTh peaau3alii 3TOTO MeXaHWU3Ma
Takxe coracyercs ¢ pesynbraramu OT-IIL[P B peaibHOM BpeMEHHU U IPOTEOMHOT'O aHAJIH3A.

[Tpu 3 TOM CHMKEHHS KOHIICHTPAIMH THOCYIb(aTa Ha (OHE HAKOIICHHS Cyab(aTa He
HaOmoanochk. BeposTHO, 3TO CBSI3aHO C MPOCTPAHCTBEHHBIM pa3JelIeHUEM MPOLIECCOB
00pa3zoBaHus U OKUCIEHUS THOCYNb(aTa: THOCYNIb(haT 00pa30BBIBAJICS B IIMTOILIaA3Me, TOT/Ia
KaK €ro OKHcleHHe SOX-CUCTEeMON MPOUCXOINIIO B IIEPUILIA3ME.

Oo6pa3oBanue THOCYIb(ATa U €ro MoCIeayoIIee TUCCUMIIISIIMOHHOE MTPEBpaIICHNE
UMCIOT TpUHIUNHAIbHOEe 3HaueHue s B. leptomitoformis, mockonbky peakius,
katanusupyemas PDO, cama 1o cebe He conmpoBoXkaaeTcss oOpa3oBaHueM sHeprun. Bmecre ¢
teM mrtamm D-402 poc mnpu HCHONIb30BaHMM BHYTPUKJIETOYHOM 3JIEMEHTHOM Cephl Kak
enuHcTBeHHOTrO HctoyHmuka sHeprur 1 NaHCO3 kak eIMHCTBEHHOTO UCTOYHUKA YTIIepoJa.
CnenmoBarenbHO, 0Opa3yrOIIUACS THOCYIb(AT, BEPOATHO, CIYKUT TPOMEKYTOYHBIM
JIOHOPOM DJIGKTPOHOB: €ro TOCJHENYIOIIee OKHUCICHHE Pa3BETBIEHHONW SOX-CHCTEMOl
o0ecrieunBaeT YHEPreTHUECKU 3HAUYMMBIA JTall MPEBPAILICHHS] BHYTPUKICTOYHON Cephl Y
B. leptomitoformis.

[TomyueHHBIE JaHHBIE TO3BOJIMIIH MPEATOIOKUTE, YTO OKUCIICHHE CephI 110 cylbpura

y B. leptomitoformis D-402 kaTtanmusupyercsi nepcyibGUIINOKCUICHA30M 110 MEXaHHU3MY,
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CXOJIHOMY C OITMCAHHBIM JJ1s1 reTepoTpodHoit 6akrepun Cupriavidus pinatubonensis IMP134
(Pucynok 26) (Xin et al., 2020). O6pasyroimuiics B KaueCTBE MPOMEKYTOYHOTO MPOIYKTa
taocynbdar ucrmonb3yercs B. leptomitoformis mpu auTOTpOGHOM pPOCTE U OKHCISACTCS

Sox-cucremotii ¢ 00pa3oBaHUEM SHEPTHUH.

" SQOs2-
[Tepunaasma >
0X SO42-
FCSD HSn / g 4
{'
— _— i
HS HSx 5205
SqrA  SqrF
P
Llutonaasma ¢
o 52052
-SSn—lS_ -SSnS' ?
‘-..‘_:-— th-.:'.'-"‘ \_J

TusA ™ :
GSSH DpstE GSH HSOs-

e

Pucynok 26 — Ilpeanosiaraemas cxema okucjeHus cyiabpuaa y B. leptomitoformis
D-402
YepHbIMU MyHKTUPHBIMU JTMHUSMH 0003Ha4Y€HbI He()ePMEHTATUBHBIC PEAKIIMU, KPACHBIMU —
pEaKIK, MEXaHU3M KOTOPBIX OCTA€TCSI HEM3BECTHBIM, (PHOIETOBBIMU — PEAKIUH, HAJTHIHE
KoTOpbIX y B. leptomitoformis ne mokaszano. FCSD — duaBonuToxpom-C-cynb(uaeruaporenasa;
PDO — nepcynbdunanokcurenasa; SQR — cynbdua:xunonokcunopeaykraza; GSH —
riyratiol; GSSH — nepcynbsdua rimyrationa; HS™, runpocynsdun-mon; HSy,
THPOTIONUCYIb(PHI-aHUOHBI, COJIEPIKAIINE IENOYKY M3 N aTOMOB cepsl (n > 2) (uuT. o Rudenko et
al., 2024).

OcHoBHOE pasziuuue mpeamnonaraecmoro nytu y B. leptomitoformis u Mexanusma,
ormucanHoro s C. pinatubonensis JMP134, cBsizaHo ¢ AanpHEWIIMM IpeBpaIieHHEM
tuocyibdara. Y B. leptomitoformis ¢ynkuuonupyer pasBerBieHHas Sox-cuctema 0e3
SoxCD, B pe3ympraTe uYero oOpa3yloTcs »JIeMEHTHas cepa u cyiabdpar. VY
C. pinatubonensis JIMP134 mnonHas SoX-CHCTEMa OKHCISIET THOCYJIb(AT TOJBKO JIO
cyabdara. Bmecte ¢ Tem y myrantHoro mramma C. pinatubonensis JIMP134 ¢ neneuwmeit
SoXCD mpu oOKkucIeHMH THOCYIb(ara HaOMI0NaI0Ch KpPAaTKOBPEMEHHOE HAKOIUICHUE

KJIETOYHOM Cynb(aHOBOM CEphI: uepes 2 U ee coAepKaHue JOCTUTaIo okoyio 80 MKkM, ak 7 4
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CHIKAJIOCH MTOYTH JI0 HEONPEENIIeMOro ypoBHs. 3a 3T0 BpeMs okoino 400 MkM tuocynbdara
ObLIO OKHCIIeHO ¢ oOpa3oBanueM mpumepHo 800 MkM cynbdaTa, YTO aBTOPHI CBA3BIBAIOT C
JalTbHEHIINM OKMCICHHEM HAKOIUICHHOH Cyib(haHoBoi ceprl ¢ yuactueM PDO (Xin et al.,
2023). bnaromaps 3aKIIOYEHUIO JJEMEHTHOH cepbl B OCIKOBYIO O0OJOYKY Y
B. leptomitoformis  oTcyrcTByeT HEOOXOAMMOCTH B €€ OBICTPOM  YAAICHHH IS
IPEIOTBPAILECHUS TOTEHIIMAIBHOTO TOKCHYECKOI0 BO3JEHCTBUS HA KJIETKY. DTO MO3BOJISIET
OaKkTepusaM JJIUTEIBLHO COXPAHATh SJIEMEHTHYIO CEepy B KaueCTBE IHEPreTHYECKOro pe3epna

H ITOBTOPHO BKJIIOYATH €C B BHCpFeTI/ILIeCKI/Iﬁ METa00IN3M npu HGO6XOI[I/IMOCTI/I.

3.3 ®ujioreHeTHYECKOE MOJI0KEHHE U MeTA00JINYECKUI MOTEHI[HAT HOBBIX

npeacTaBuTelIei cemeiicTBa Beggiatoaceae

M3ydeHune TakCOHOMHYECKOTO pa3HOoOpa3us cemeiicTBa Beggiatoaceae nonroe Bpems
OBLJIO OTPAHWYEHO CIOXXHOCTBHIO KYJIBTHBHUPOBAHUSA €ro MPEACTaBUTENCH, O dYeM
CBUJIETEIILCTBYIOT HEMHOTOUUCIICHHBIE YUCThIE KYJIbTYPHI, MOJTy4YE€HHBIE HA CETOMHS TOJIBKO
st Tpex BuaoB. [losTomy paszHooOpasme ceMeicTBa, YCTAaHOBJICHHOE TPaAUIIMOHHBIMHU
MHUKPOOHOJIOTHIECKUMH METOJIaMH, OTPaKaeT JUIIh HEOOJBIIYI0 YacTh CYIIECTBYIOIIMX
TaKCOHOB. Pa3BUTHE TEXHOJOTUN CEKBEHUPOBAHUS M METAr€HOMHOTO aHaju3a MO3BOJIUJIO
nosiydatb MAG HEKYJIbTUBUPYEMBIX MPEACTABUTENEH U ONPENEIATh UX PUIOreHETHYECKOE
noJjioxkeHue. B HacTosiiee BpeMsi Hauboliee TOJHOE MPEACTaBIEHHE O TAKCOHOMHYECKOM
pasnooOpasun Beggiatoaceae maer GTDB, coctaB KOTOPOro 3HAYUTENIBLHO TMPEBBIMIACT
YHUCJI0 OMMCAHHBIX PojioB. BMecte ¢ Tem MHorue BoisiBlieHHbIe B GTDB kanaugaTHbie poja
COXpaHAIOT BpeMeHHbIe OyKBEHHO-ITU(POBBIE 0003HaueHus. OnpeaesaeHne uX COOTBETCTBUS
paHee OMUCAaHHBIM POJiaM TPeOyeT COBMECTHOI'O aHaliM3a T€HOMHBIX U (DUIIOTCHETHYECKUX
JMaHHBIX, TocneaoBarenbHocTe reHoB 16S pPHK u, mpu Hamuuuu, Mopdonorudeckux
MIPU3HAKOB.

Ha momeHT BbIMONHEHHsS paboThl cemeiicTBo Beggiatoaceae sximouano B GTDB
(penmu3 R09-RS220) 25 pomoB u 64 reHOMHBIE MOCIIEA0BATEIBHOCTH. TOIBKO IIECTh POIOB
COTJIACHO TEHOMHBIM JTAHHBIM OBLITH COOTHECEHBI C PaHee OMMCAHHBIMHU TAKCOHAMH U UMEITU
Ha3BaHus Beggiatoa, Marithrix, Thioflexithrix, Thiomargarita, Thioploca u “Ca. Venteria”.
B Hacrosmei pabore kannunataeiii pog «UBA10656» ObuT OTHECEH K paHee ONMMCaHHOMY
pony “Ca. Parabeggiatoa”, a mis kanmmuaatHoro poaa «BB20» mnpemiokeHo Ha3BaHHE
“Ca. Albibeggiatoa”. Takum o0Opa3zom, uuciao poaoB Beggiatoaceae, COOTHECEHHBIX ¢

ONMMCAaHHBIMU TAKCOHAMHU, YBEIMYWIOCH 10 BochMU (Ravin et al., 2024).
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baza GTDB perymsipHo OOHOBISIETCS MO MEpE MOCTYIUICHUSI HOBBIX T€HOMHBIX
MOCJIeIOBAaTENIbHOCTEH U TiepecMoTpa ux kiaccudukauu. B penmusze R11-RS232 cemeiicTBo
Beggiatoaceae Bxmoyaer yxe 27 poaoB W 78 TEHOMHBIX IOCIEI0BATEIBHOCTEH
(https://gtdb.ecogenomic.org/tree?r=f Beggiatoaceae, nara oOpamenus: 19.06.2026).
OpHako 4HMCIIO POJOB, COOTHECEHHBIX C OMUCAHHBIMM TaKCOHAMH, HE W3MEHHWJIOCH: UMU
OCTaIOTCSl T€ K€ BOCeMb pojoB, Bkatodas “Ca. Parabeggiatoa” m “Ca. Albibeggiatoa”.
YBenuueHnue o0IIero 4ncia poioB CBA3aHO C BBIJICIICHUEM JABYX HOBBIX KaHIUJATHBIX POJIOB
CAYFOBO1 u CAZKSTO1, coxpaHsitolux BpeMEHHbIE OYKBEHHO-LU(PPOBBIE 0003HAUEHUS.
B macrosimee Bpems unciio reHomoB “Ca. Parabeggiatoa” ysemnumiiocs ¢ cemu g0 13, a
“Ca. Albibeggiatoa” — ¢ Tpex a0 yeThipex. Takum 00pa3oM, B 3TUX JIBYX pOJax MOSBUIOCH
CeMb JIOTIOJTHUTEIBHBIX TCHOMHBIX MOCNIe0BaTeIbHOCTEH: mecTh y “Ca. Parabeggiatoa” u
onHa y “Ca. Albibeggiatoa”. B kaxxaom pojie Takke ObLI BBIJCICH OJUH JOMOJHUTEIbHBIN
BU]I.

[Tocnenyromme obOHoBieHUss GTDB He M3MEHWIM TaKCOHOMHUYECKOE IMOJIOKECHHE
MAG WS Binl u WS Bin3 u ocHOBHbBIE BBIBOJBI HUccleqoBaHUs. [I0CKOIBKY €ro 1ebio
SBIISTUCH OMpeliesieHNe (PHIOreHeTHYecKOro mojoxeHus: 3Tux MAG u yTouHeHue craryca
COOTBETCTBYIOIINX KaHJAMJIATHBIX POJIOB, & HE MCUEPIBIBAIOIIAS PEBU3US BCEro CeMENCTBa
Beggiatoaceae, pe3ynbraThl MpeaCTaBICHbI I HAO0Opa T€HOMOB, HCIOJb30BAHHOTO IMPH
BBITIOTHEHUU paboThl. HoBbIE T€HOMBI pacIUpHUIN MPEACTABICHUS O BHYTPUBHUIIOBOM U
BHUJIOBOM pPa3HOOOpa3uWu [IBYX pOJOB, HO HE TMOTpeOOBaly TMepecMOTpa OTHECEHUS

«UBA10656» n «BB20» k “Ca. Parabeggiatoa” u “Ca. Albibeggiatoa” cooTBeTCTBEHHO.

3.3.1 XapakTepuctuka 6moTona

buorton, B KOTOPOM MPOBOIMIM TMOUCK CEPOOKHCISIOMUX OaKTepwii ceMmelcTBa
Beggiatoaceae, pacmojoxeH B NPUOPEKHO-MOPCKOM 30HE B paiioHe bemomopckoii
ouonorudeckoii ctanuu umenu H. A. TleprioBa 6nonoruueckoro dakynbTera MOCKOBCKOTO
rocyaapcTBeHHOro yHuBepcuTeTta uMenn M. B. JlomoHocoBa (mocenok IIpumopckuii,
Pecniyonuka Kapenus, Poccust) (Pucynok 27a). Yuactok 0T60pa MOPCKHUX MPOO HAXOMUIICS
B OyxTe benoro mopsi, HazpiBaemoii «JlamuHapueBas momMmoiika», mpubau3uTenbHo B 100 M oT
MoOpckoro mmpca bemomopckoit Oumonmormueckoit crtaniuu uMenn H. A. Tleprona
(Pucynok 276). 3nech Ha rimyOrHe 15—18 M HaKaAIITMBAKOTCS CIIOU Pa3JIaralolIMXCst TAJUIOMOB
JaMHHApUHU, MEPEHOCHUMBIX €CTECTBEHHBIMHM MOPCKMMHU TOABOAHBIMM TeueHHsIMH. Ha

MOBEPXHOCTH pa3iaralouiiuxcs TAIJIOMOB JJAMUHAPUU (POPMHUPYIOTCS MHTEHCHUBHO Pa3BUTHIC
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OenoBaTble cepHble MaThl. J[HO ywacTka «JlamMuHapueBas MOMOMKa» CHJIBHO 3aWJIEHO U
HACBIIICHO pa3Jlararoliencss OpraHukKoi. 37ech MPOMCXOIUT HMHTEHCHBHOE OOpa3oBaHUE
cepoBojioposia. buoron xapakrepuzoBaics CIEAYIOUIMMH IOKa3aTeIsIMH: KOHLIEHTPaLUs
NaCl cocrassia 20 1/11, KOHIIEHTpaIHs KUCI0poa B 30HE popmupoBanus matoB — 0,5-1,0
Mr/11, KoHIleHTpauus cynbpuna — 0,13 MM, temnepaTtypa mopckoit Boasl — +10 + 4 °C, pH

— 7,5-8,0.

©)

Pucynoxk 27 — I'eorpaduyeckoe pacnoso:keHne paiiona npoBeeHus MoJeBbIX padoT
U Y4aCTKa 0TOOpa 0MOJIOTHYeCKHUX MPoo
a — benomopckas 6uonoruyeckas cranuus umenu H. A. IleprioBa 6uonorndyeckoro ¢gaxysibrera

MocKOBCKOTO rocyapcTBeHHOTo yHuBepcuTera umenn M. B. JlomoHnocoBa Ha moGepexbe benoro
Mopsi; KpacHOU MeTkoi 0603HavyeH nocenok [Ipumopckuit Pecniy6nuku Kapenus, Poceust; 6 —
y4acTok oTOopa Omosormueckux npod B Oyxrte «JlaMuHapueBas moMoiika BOIH3H MOPCKOTO

nupca, 0003HaueHHBIN KpacHOH MeTKOH. MOpCKoii mupce BUEH B LIEHTPE TEPPUTOPUU CTAHIIMU KaK

Oesoe coopyKeHHe Ha Kparo Oepera, BrICTymaromee B 0yxTy (uuT. mo Ravin et al., 2024).

JUis  MeTareHoOMHOro aHanu3a o0paslbl OaKTepUaIbHBIX CEPHBIX  MAaTOB,
chopMHUpOBaHHBIX Ha OCTaTKax JaMHHAapuu, oTOWpanu B Oyxte bemnoro wmops
«JlamunapueBas nomoiikay», pacnonoxeHHoi B 100 M kK ceBepo-BOCTOKY OT MOPCKOTO MUpca
benomopckoit 6uonornyeckoit cranuuu umenu H. A. Ilepuoma (66°34'16,94" c. .,
33°06'23,44" B. n.) (Pucynok 28a, 6). [Ipo6s1 oroupanu 7 aBrycra 2023 r. Ha riryouHe 15 M
npu Temnepatype Mopckod Boael 14 °C. CnegyeT OTMETUTb, YTO CEpPHBIE MAaThI,
COJICpKABIINE TUTAHTCKHE HHUTU OECIBETHBIX CEPOOKHCISIONIMX OaKkTepuil ceMmencTBa
Beggiatoaceae, Obliu Takke OOHApYKEHbI B MPUIMBHO-OTAMBHOW 30HE bemoro mops

(Pucynox 288, 1).
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Pucynok 28 — O06muii Buja 6akTepuaJbHbIX CEPHBIX MATOB, NPeICTABIABIINX CO00
HEOIHOPOJHBII 0e/I0BaThIi MOKPOB, cGOPMHUPOBAHHBbIN MPeICTABUTEISIMHU ceMeiicTBa
Beggiatoaceae
a, 0 — MaThl Ha pa3jararoIIyuxcs TaljJoMax JaMUHApUU Ha MOPCKOM JHE y4yacTka «JlamuHapueBas
nmomoiika» B bemom mope, moiBo/IHast CheMKa: a — cJ1abo pa3BUTHIC OeJI0BaThIe MaThl, 0OBE/ICHHBIC
KpacHbIM; 0 — MHTEHCUBHO Pa3BUThIE OelloBaThle MaThl; B — MPUIMBHO-OTIIMBHAs 30Ha benoro
MODs, OT/I€IbHBIE MaThl 0003HAUCHBI KPACHBIMHU CTPEJIKaMU; H300pa’KeHNE MOTyIEHO C
UCIIOJIb30BaHUEM OMHOKYJIsIpHOTO MUKpockona Nikon SMZ445; r — yBenndeHHOe n300pakeHue
HUTEH, COOpaHHBIX U3 CEPHBIX MAaTOB B IIPUIIMBHO-OTIUBHOM 30He (1uT. o Ravin et al., 2024).

3.3.2 MopdoJiorusi HUTYATHIX 0eCHBETHBIX CEPOOKHC/ISIIONIUX OaAKTepUil M3 CepHBIX
MAaToB

MUKpOCKOTMYECKHI aHaJIN3 HUTYATHIX OECIBETHBIX CEPOOKUCTSIONINX OaKTepHil u3
OTOOpaHHBIX OaKTEpUANBHBIX CEPHBIX MAaTOB BBISBWJ JBa THUIAa HUTEHM — KpYIHbBIE U
CpeIHero pa3mepa, MopGoJIorHs KOTOPBIX ObLIa XapaKTepHa JJIs IPeCTaBUTENeH ceMelcTBa
Beggiatoaceae (Pucynok 29a-r). HuTu mepBoro Tuma COCTOSUIM U3 KPYITHBIX OECI[BETHBIX
TUCKOBUIHBIX KieTok paszmepom 18,0-20,0 x 8,0-10,0 MKM C OKpYIJIbIMH KOHIIAMH H
oOpazoBbeiBai TpuxoMbl anuHoM 10 900 mxm (Pucynok 29a, 0, a1, e). Knetku conepkanu
BHYTPHUKJICTOYHBIC BKJIIOUCHMS dieMeHTHOU cephl (PucyHok 29n, e). [loMmumo BKITtOUEHUMA

3JIEMEHTHOM CEpbl, B KPYIHBIX KJIETKaxX MMPEAIOIOKUTEIBHO PUCYTCTBOBAIM Bakyoud. I1o
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Mop(bonorml STM KJIETKU OBUIM CXOXHBI C KJIETKaMu MPEJICTABUTENICH  POJIOB
“Ca. Parabeggiatoa” u “Ca. Isobeggiatoa”, B uactHoctu “Ca. Isobeggiatoa divolgata”
(MufBmann et al., 2003; Salman et al., 2011). Hutu Obutd CIIOCOOHBI K CKOJIB3SIIIEMY

JIBUKCHUIO.

PucyHnox 29 — Mukpockonnuyeckune u300paxeHusi HUTel U3 0aKTepUAJIbHBIX CEPHBIX
MaToB, cOOpaHHbIX B OyxTe besoro mops «/lamunapueBasi moMmoiika»

a, 0, 1, e — Mop(hOJIOTHSI KPYITHBIX KJIETOK HUTYATHIX OCCIIBETHBIX CEPOOKHUCIIIOMNX OaKTepUid; B,
I, % — MOp(}OJIOrus KJIETOK CpeHEero pa3Mepa, 0003HaAUCHHBIX KPACHBIMH CTpEJIKaMH. a, 11, € —
KPYITHbIE JUCKOBHUIHbIE KIETKH; I — IHINHIPHYECKHE KIETKH CPEIHETO pa3Mepa; KpaCHBIMI
HAaKOHEYHUKAMH CTPENIOK 0003HAYEHBI IPAHUIIBI MEXKTY COCETHUMH KileTkamu. Ha maHemsx a—x
TIOKa3aHbl MHOTOYHCIICHHBIE OKPYTIIbIE BKJIFOUCHUSI, CHIIBHO TPETIOMIISIONINE CBET U
IPEICTABICHHBIC Y CEPOOKUCIIIONINX OaKTepHii II100yIaMu SIEMEHTHOH Cephl: 1, € — B KPYITHBIX
KJIETKaX; sk — B KJIETKaxX OaKkTepuii cpenHero pasmepa. Ha manenu A moka3aHo HaKOIUIEHHE ITI00YIT
3JIEMEHTHOH cephl B KPYIHBIX KJIETKaxX; OTJCIbHBIC ITI00YIIBI IPEACTABICHBI IPH yBEITHUCHUH B 1,5
pasa Ha BCTaBKe B JIEBOM BEpXHEM YTy U 0003HaYeHBI KPACHBIMH CTpenkaMHu. [1aHens a momydeHa
MeToA0M (ha30BO-KOHTPACTHOW MUKPOCKOIHH, TTaHETH §—K — METOJIOM CBETOBOH MUKPOCKOIIHU
(umt. mo Ravin et al., 2024).
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Knerkn HuTell cpemHux pasmepoB ummenu pasmepsl 1,0-2,5 x 3,540 mxwm,
WINHAPUYECKYIO (POPMY U OKPYTJIbIE KOHIIBI M 00pa30BbIBAIU TPUXOMBI ATHUHOM 710 300 MKM
(Pucynox 298, r1). Bakyoaum B HHUX OTCYTCTBOBAJIM, OJIHAKO IPUCYTCTBOBAJIH
BHYTPUKJIETOUHbIE TJ100ynbl cepbl (Pucynok 29x). Tpuxombsl ObUIM CHOCOOHBI K

CKOJIB3AIICMY ABUXCHUIO.

3.3.3 Coopka MAG npencraBureeii cemeiictBa Beggiatoaceae

N3 nonmydyeHHbIx MeTareHoMOB ObLTM coOpanbl 1Ba MAG npencraBuTeneil cemeicTra
Beggiatoaceae — MAG WS Binl u MAG WS Bin3 (Ta6muna 11). MAG WS _Binl 6b11
cobpan u3 1575 kouturoB ¢ N50 6604 1. H. u obmeit guHOM 8 639 748 1. H. CorjacHo
onenke CheckM2, mnomnora MAG cocraBmser 91,63 %, a BO3MOXHBIA YpPOBEHb
koHTamuHaIu — 3,05 %. [Ipu arHOTaIMK reHoMa BhIsiBIIeHBI o7uH reH 16S pPHK, 45 renos
TPHK u 6942 mnorenumanbHbix Oenok-komupyrommx rena. Comepkanue GC B reHome
cocrasigeT 41,0 %.

Tadauna 11 — Oo0mas xapakrepucruka MAG WS_Binl u WS_Bin3, co0panHbIx u3

MeTareHoMOB CepHBIX MaTOB 0yXThl «JlaMuHapueBasi MOMOIKa», M (PUIOTeHETHYECKH
POICTBEHHBIX TeHOMOB U3 0a3bl 1aHHBIX GenBank (ut. mo Ravin et al., 2024)

I'enbr
Unentuduxarop Pasmep Huezo Cozep Benok-
I'enom (MAG) cGopK reHoMa, KOHTHUTO | >KaHHe Koup 16S
JH. GC, % | “OAPY TPHK
MJIH . H. | B b o pPHK
TCHBI
Beggiatoaceae sp. GCA _035871815.1 8,64 1575 41,0 6 942 1 45
WS_Binl
Beggiatoaceae sp. GCA_035829175.1 3,64 708 38,0 2 800 1 33
WS_Bin3
MAG B3_G6 GCA_003646175.1 8,8 1343 41,8 6 453 0 56
MAG B38_G9 GCA _003646135.1 94 888 42,9 6 502 0 64
MAG 4572_84 GCA_002085445.1 8,5 406 42,8 6 041 0 53
MAG B2_G13 GCA _003645315.1 8,3 1040 41,0 6 541 0 43
MAG B37_G9 GCA_003645245.1 8,2 977 40,9 6 555 0 47
MAG B5_G6 GCA _003645185.1 8,4 853 40,9 6 645 0 40
MAG BB20 GCA _016744725.1 45 296 37,9 3939 0 31
Thiotrichaceae
sp. GCA _025800385.1 4.8 257 38,5 3584 1 38
R2S4C1D_S41.0
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MAG WS Bin3 6s11 cobpan u3 708 korturos ¢ N50 6229 n. H. u o0mieit jymHoi 3
641 550 . 1. Cornacuo onenke CheckM2, monHOTa cOOopku reHOMa cocTaBisieT 95,95 %, a
BO3MOXXHBIA ypoBeHb KOHTamMuHamu — 1,29 %. [lpu aHHOTaIMKU reHOMa BBISIBJICHBI OJIUH
red 16S pPHK, 33 renma TPHK u 2800 mnoTeHUHalbHBIX OEIOK-KOAUPYIOIIUX T'€HOB.

Conepxxaane GC B renoMe coctanisiio 38,0 %.

3.3.4 ®dunorenernuecknii anaanz MAG Beggiatoaceae sp. WS_Binl

AHamu3 poactBa no nocnenosarenbHocTH reHa 16S pPHK mokaszan, yto MAG
Beggiatoaceae sp. WS_Binl umen 99,87 % cxonctsa ¢ Buaom “Candidatus Parabeggiatoa
communis”, otHocsammmcs K poay “Ca. Parabeggiatoa”. I'enoMHbIe mOCIEI0BATEILHOCTH
NpEeCTaBUTEICH STOr0 pojia paHee OTCyTCTBOBa K. Pox Obl1 onucan Salman et al. B 2011 r.
TOJILKO Ha OCHOBaHUH MJICHTUYHOCTH ocenoBaTenbHocTeli renoB 16S pPHK (Salman et al.,
2011). Ha ocHoBaHMM cXOJCTBa mocjemoBaTenbHocTeld TeHOB 16S pPHK momyueHHbIH
MAG WS Binl otHeceH k paHee onucanHomy Buay “Ca. Parabeggiatoa communis” pona
“Ca. Parabeggiatoa”.

Cornacio GTDB, WS Binl otHocuTcs K cemeiicTBy Beggiatoaceae um BXxoauT B
HeugeHTuuupoBanaeii  pox  «UBA10656», BrIoYaromuyid  IIECTh  I'€HOMOB:
MAG 4572_84, MAG B3 _G6, MAG B38_G9, MAG B2 G13, MAG B37 G9 u
MAG B5_G6 (Dombrowski et al., 2017; Dombrowski et al., 2018).

3HaueHus NonapHo aMMHOKUCIOTHON uaeHTuuHOCTH (AAI) mexxny MAG WS Binl
¥ IPYTHUMH BKJIFOUEHHBIMU B aHAJIM3 T€HOMaMH HaXOJWJIKCh B auana3zone 66,49—83,89 % wu
NPEBBIIIATN PUHSATOE ISl pa3rpaHHYCHHS POJIOB MOporosoe 3HaueHue 65 % (Pucynok 30).
DT0 MO3BOIIIIO OJIHO3HAYHO oTHEeCTH rpynny «UBA10656» u nonyuennsiit MAG WS Binl
k pony “Ca. Parabeggiatoa”, onucannomy Salman et al. 8 2011 r. (Salman et al., 2011;
Konstantinidis et al., 2017).

3HaueHus monapHol HykieoTAHOW wujaeHTuuHoctu (ANI), paccunTaHHble AJd
reHOMOB mpeacTaButencii poma “Ca. Parabeggiatoa”, maxoawnauch B auamasone 75,15—
88,76 % (Pucynok 30). [lomyueHHBIC NaHHBIC TMO3BOJWIN BBIACIUTH cpeau cemu MAG
rpymmnel «UBA10656» yeTwipe camocTosTeNbHBIX Buaa poxa “Ca. Parabeggiatoa”:
“Ca. Parabeggiatoa” sp. nov., npeacrasiacaabiii MAG B3 G6; “Ca. Parabeggiatoa” sp. nov.,
npencraBneHHbii aBymMms MAG 4572 84 u B38_G9; “Ca. Parabeggiatoa” sp. nov.,
npeacraBieHHblil Tpemss MAG B5 G6, B37 G9 u B2 G13; a Ttakke NOMy4eHHBIH

MAG WS Binl, ornecennsiii k Bugy “Ca. Parabeggiatoa communis”. dnsi 3THX BUIOB



106

BBEJICHBI cienyromme obo3HaueHus: “Ca. Parabeggiatoa” sp. nov. 1 mias MAG B3 Go;
“Ca. Parabeggiatoa” sp. nov. 2 gis gaByx MAG4572 84 wu B38 GY;
“Ca. Parabeggiatoa” sp. nov. 3 s tpex MAG B5_G6, B37 G9 u B2 G13.

MAG B3_G6|MAG B38_G9|MAG 4572_84| MAG B2_G13|MAG B37_G9[MAG B5_G6|MAG WS_Bin1| ANL %
MAG B3_G6 100 78,25 77,96 74,93 74,85 74,91 75,15 100
MAGB38_G9| 70,61 100 98,91 75,34 75,32 75,37 75,47
AAL % |[MAG 4572 84] 69,41 99,38 100 75,31 75,31 75,29 75,40 -
- MAGB2_GI3| 66,69 68,75 67,77 100 99,31 99,60 88,49
MAG B37_GY 66,60 68,67 67,71 99,67 100 99,59 88,76
MAGB5_G6 | 66,43 68,71 67,65 99,87 99,59 100 88,59
&5 MAG WS_Bin] 66,49 68,52 67,27 84,19 83,94 83,89 100

Pucynok 30 — TenoBas kapra 3Hayennii AAI u ANI mexkay renomamu

npeacraBuTesieit poga “Ca. Parabeggiatoa”
B anamu3 Bkmouensl MAG WS_Binl (GCA_035871815.1), B3_G6 (GCA_003646175.1), 4572_84
(GCA_002085445.1), B38_G9 (GCA_003646135.1), B5_G6 (GCA_003645185.1), B37_G9
(GCA_003645245.1) u B2_G13 (GCA_003645315.1) (uuT. mo Ravin et al., 2024).

IlonoxxeHue reHOMOB Ha (bHHOFeHeTI/I‘-IeCKOM ACPCBC OIIPCACIIAIIN Ha OCHOBAHHUUN
KOHKATCHUPOBAHHBIX aAMHWHOKHCJIOTHBIX MOCJIeJ0BATEIbHOCTEH 120 KOHCCPBATHBHBIX

MapkepHbIX reHoB (Prucynok 31).
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100 Thioploca ingrica (GCA_000828835.1) )
L mac Thioploca sp. SL_4_0 (GCA7012032555.1)] g_Thioploca
100 MAG CSMAG_2822 (GCA_030618965.1)
MAG M2_metabat2_scaf2bin.101 (GCA_026993485.1)
100 'Ca. Thiomargarita nelsonii' THI036 (GCA_001640045.1) ] a_Thiomangarita
‘Ca. Thiomargarita nelsonii' Hydrate Ridge (GCA_000785145.2)| ¥—

:| g_JAUXCJ01
100

100 { MAG SMAG_1815 (GCA_D30535005,1)] DAOVZS01
10 100 MAG CSMAG_1650 (GCA_030633165.1) 9-

100 | MAG B3_G6 (GCA_003646175.1)

100 ;| MAG B38_G9 (GCA_003646135.1)

MAG 4572_84 (GCA_002085445.1)
MAG ‘Ca. Parabeggiatoa communis' WS_Bin1 (GCA_035871815.1)
MAG B2_G13 (GCA_003645315.1)
MAG B37_G9 (GCA_003645245.1)

Oé)g MAG B5_G6 (GCA_003645185.1)

'Ca. Parabeggiatoa'
(g_UBA10656)

100
99

100! 100 MAG RS_1_20 (GCA_023144675.1) g_JAGLFEO1
[} MAG RS_2_10 (GCA_023143415.1)
MAG B20_G6 (GCA_003645255.1) g QNES01
100 | MAG B55_G1 (GCA_003646115.1)
991 MAG B53_G2 (GCA_003645175.1)
MAG HyVt-580 (GCA_011371325.1) g_DRQVO01
100 | 29 MAG Marithrix sp. BB16 (GCA_016744775.1) :I g."Ca. Marithrix
100 100 MAG Marithrix sp. Canyon 246 (6 MAGs) -
MAG SulCav FS08_3_3_44 224 (GCA_020721005.1) g_DYNPO1
100 MAG S06.Bin195 (GCA_011391085.1)
MAG SulCav PCO8_66_44_25 (GCA_022729575.1) g_JAABRDO1
100 | 100 100 | MAG SulCav FS08 3 4 44 35 (GCA_020720985.1) :|
L MAG BB3 (GCA_016745055.1) g_JADGDFO01
100 MAG SulCav FS08_3_37 87 (GCA_020721045.1) g_DYNNO1
100 | MAG SulCav GS09_5_43_220 (GCA_020719885.1) ] 9. DYNOO1
99 | MAG SulCav FS08_3_2_43 2644 (GCA_020721025.1) -
200 | MAG NOAA (GCA _025800385.1) . o
100 MAG BB20 (GCA_016744725.1) Ca. Albibeggiatoa
100 MAG "Ca. Albibeggiatoa psychrophila’ WS (GCA_035829175.1) (0_BB20)
MAG STC_44 (GCA_028688145.1) g_JAQTYUO1
o Beggiatoa alba B18LD™ (GCF_000245015.1) :| '
100 Beggiatoa leptomitoformis D-401 (GCF_002849755.2) 9_Beggiatoa
1001 Beggiatoa leptomitoformis D-402" (GCF_001305575.3)
MAG SZUA-411 (GCA_003245885.1) g_SZUA-411
100 Thioflexithrix psekupsensis D3" (GCF_00214925.1) g_ Thioflexithrix

| MAG SulCav PCO8_64_47_12 (GCA_022730235.1) 4.DYSUO1
1001 MAG SulCav PC0B_3_47_88 (GCA_020726335.1) -
MAG SulCav GS09_5_53_48 (GCA_020720085.1) g_DYPEO1
MAG SulCav GS10_10_37_43 (GCA_ 020718845.1) g DYRGO1

MAG BB2 (GCA_016745035.1) g_BB2
'Ca. Venteria ishoeyi' HSG18 (GCA_030378065.1) g_'Ca. Venteria'
MAG SulCav GS09_5_2_48_36 (GCA_020720115.1) o.BB31
100 MAG BB31 (GCA_016744475.1) .

Burkholderia cepacia (GCA_001411495.1)

0.10

Pucynok 31 — ®@uiioreneTnueckoe JepeBo npejacraBureeii cemeiicrea Beggiatoaceae,
NMOCTPOEHHOE HA OCHOBAHMHU F'€HOMHBIX MOCJIe0BATEJIbHOCTEN
ITonoxxeHnue reHoMOB OmnpeacICHO METOAOM MAKCUMAJIBHOT'O HpaB,Z[OHOJIO6I/I5{ Ha OCHOBC
KOHKAaTCHUPOBAHHBIX AMUHOKHUCIIOTHBIX HOCJIG)IOB&TCJIBHOCTGIE 120 KOHCCPBATUBHBIX MAPKEPHBIX

reHoB. /[Ba HoBBIXx MAG, WS Binl 1 WS _Bin3 o603Ha4enbl kpacHbIM mpudTom (1ut. o Ravin et
al., 2024).

3.3.5 ®dunorenernuecknii anaianz MAG Beggiatoaceae sp. WS_Bin3

[Touck BLAST c¢ ucnonp3oBanueM mnocienoBatenbHocTd reHa 16S pPHK MAG
Beggiatoaceae sp. WS_Bin3 BeisiBuit 97,24 % cXoAcTBa M pa3inyus Ha BHJIOBOM YPOBHE C
MopckuM mTammom Beggiatoa sp. 35Flor, koTopslii paHee ObLT OTHeCeH K poay Beggiatoa
HAa OCHOBAaHUHU CXOAHBIX MOPQOJIIOTHYECKUX U (U3MOJOTHYECKHX MpHU3HAKOB. CXOACTBO

nocienoBarenpHoctd rena 16S pPHK Beggiatoa sp. 35Flor ¢ COOTBETCTBYHOIIMMHU
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MOCJICIOBATEILHOCTAMU THUIIMUHBIX TpeJcTaBuTeIeH poaa Beggiatoa cocrasnser 85,95 %,
YTO HWXKE IOPOTOBOIO 3HAYEHHMsS Uil pasTpaHuueHust ponoB. OQHAKO U3-3a OTCYTCTBUS
YHCTOM KYyJAbTYPHl M T'C€HOMHOW IOCIEAOBaTEIbHOCTH mTamMMm Beggiatoa sp. 35Flor mo
HACTOSIIET0 BPEMEHH HE UMEJ ONPEEICHHOT0 TAKCOHOMUYECKOT0 cTaTyca.

Corinacio GTDB, MAG WS Bin3 otHocutcs k cemeiictBy Beggiatoaceae u Bxoaut
B KanauaatHeli pon «BB20», mpenctaBieHHblil enuHcTBeHHBIM reHoMoM MAG BB20.
3navenue nmonapHo ANI Mex 1y STHMH ABYMsI reHOMaMHu cocTaBisio 84,23 %. [TomydenHnoe
3HAUYEHHE TI03BOJIUJIO OTHECTH TEHOMBI K JBYM pa3HbIM BHJaM HOBOIO pojia
“Ca. Albibeggiatoa” gen. nov., s KOTOpHIX MpemioxeHbl HasBanus ‘‘Candidatus
Albibeggiatoa psychrophila™ gen. nov., sp. nov. WS u “Ca. Albibeggiatoa” sp. nov. BB20.
Takum oOpa3om, ObLT yTOUYHEH TAKCOHOMHYECKUN CTaTyC KaHauAaTHOTO poaa «BB20», ns
KOTOpOTo npeyioxeHo Ha3Banue “Ca. Albibeggiatoa™ gen. nov.

Jonomuurensubiii monck BLAST ¢ ucnonb30BaHreM IOCIEN0BaTeNbHOCTH TeHa tilS
u3 MAG WS Bin3 BBISIBUJI T€HOMHYIO MOCJIEI0BATEIbHOCTh
Thiotrichaceae sp. R2S4C1D_S41.012 (Rosales et al., 2022). Crenens cxojactsa rena tilS
oTpakaeT (PMIOTCHETHYECKHE CBSI3M B Tpesiesiax poaa ThiothriX, omHako MpUMEHUTEIEHO K
cemeiicTBy Beggiatoaceae mpoBelCHHBIM aHATW3 HOCHT TPEABAPUTEIBLHBIA XapakTep U
BBIMOJIHEH JUIS TIOMCKAa HOBBIX T€HOMHBIX MocieaoBatenbHocteld (Ravin et al., 2023).
3HaueHUs ANI reHoma R2S4C1D_S41.012 OTHOCUTEIIbHO T€HOMOB
“Ca. Albibeggiatoa psychrophila” u “Ca. Albibeggiatoa” sp. nov. BB20 cocraBusiu
cooTBeTcTBeHHO 79,9 m 84,23 %. [IlomydyeHHble 3HA4Ye€HHUS TIO3BOJWJIM OTHECTHU
Thiotrichaceae sp. R2S4C1D_S41.012 k wnoBomy Buay poaa “Ca. Albibeggiatoa”,
obo3HaueHHOMY Kak “Ca. Albibeggiatoa” sp. nov. NOAA.

[TonoxxeHnre TeHOMOB Ha (DUIIOTEHETHYECKOM JIepEBE OMPENEIsId Ha OCHOBaHUHU
KOHKAaTeHUPOBAHHBIX AMHMHOKHUCIIOTHBIX TocieaoBaTenbHocTell 120 KOHCEpBAaTUBHBIX
MapkepHbIX reHoB (Pucynoxk 31).

[Tonmuas reHOMHas Mociie0BaTeIbHOCTL Beggiatoa sp. 35Flor orcyTcTBYET, MO3TOMY
YCTAaHOBJIEHUE TAKCOHOMHYECKOr0 CTaTyca 3TOro IuTamma 3aTpyaHeHo. Ha ocHoBanuu
cxo0/icTBa mocienoBarenbHocTed reHoB 16S pPHK mrtamMmM 01HO3HA4YHO OTHECEH K POy
“Ca. Albibeggiatoa”. Omnako ompenenuts, npeacTaBiset jau Beggiatoa sp. 35Flor HOBBIi
BUJI O3TOrO0 poJa WIA OTHOCUTCA K OJHOMY W3 CYHIECTBYIOLIMX BHAOB —

“Ca. Albibeggiatoa” sp. nov. BB20 nu6o “Ca. Albibeggiatoa” sp. nov. NOAA, —
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HEBO3MOXHO. [loaTOMy mpeaokeHo peKkIacCupUIMPOBATh ITOT MITAMM H 0003HAYUTH €TI0

kak “Ca. Albibeggiatoa” sp. 35Flor comb. nov.

3.3.6 I'eHOMHBII aHAJHN3 OCHOBHBIX MeTA00JIMYeCKUX MyTeil npeacTraBuTelieii poaa
“Ca. Parabeggiatoa”

Uucras kynpTypa mnpeactaBureneid poma “Ca. Parabeggiatoa” mo HacTosiero
BpEMEHU HE TMOJy4YeHa, IMOATOMY Bce CBeAeHUs 00 HuX MeTadoJiu3Me OCHOBaHBI Ha
HaOJIIO/IEHNAX 3a OakTepusMU B IPHUPOAHBIX accouuanusax. Bce mpencraBurenu popaa
“Ca. Parabeggiatoa”, kak u apyrue npeacTaBuTeNn cemeiictBa Beggiatoaceae, oTHocsTCs K
cepookucisitonuM OaktepusiM. OHU 00pa3yroT OOWIIbHBIE CEpHBbIE MAThl B MPHUPOJHBIX U
AHTPOITOTEHHBIX BOJOEMAaX C BHICOKMM COepKaHHeM cepoBoaopoaa (Saravanakumar et al.,
2012).

[Tpu amHorarmu renomoB “Ca. Parabeggiatoa” Obu1 BbISIBIEH HAOOp CHCTEM,
YUYACTBYIOIIUX B JUCCUMWISAIIMOHHOM MeTabosm3me cepbl (PucyHok 32). DT pe3ynbrathl
COOTBETCTBYIOT HEMHOTOUUCIIEHHBIM JTaHHBIM O CTIOCOOHOCTH OMUCAHHBIX MPEACTaBUTEICH
cemeiictBa Beggiatoaceae k JMTOTPOPHOMY pPOCTY B NPUCYTCTBHH BOCCTAHOBIICHHBIX
coenunenuii cepol (Dubinina et al., 2017; Gureeva et al., 2019; Berg et al., 2014; Rudenko et
al., 2020). Onm Tarkke YKa3bIBAIOT HA AaKTUBHOE YYacTHE OTOW TPYNIBI OakTepuil B
IPUPOTHOM IIMKIJIE COEIMHEHHM Cephbl U MOAAEPKAaHUH YCTOHYHUBOTIO COCTOSIHUSL HIKOCUCTEM.

Y mpencrasuteneii poma “Ca. Parabeggiatoa” ObuiM BBISIBICHBI JBE CHCTEMBI
okucienust cepoojopona: SQR — cynbdua:xunoHokcumopenykraza u FCSD —
dbnaBoruTOXpoM-C-cynbduaaeruaporenasa (Pucynok 32, Tabnauna 12).

I'ennr sQrF u sqrA, xoaupyromme SQR 1ByX THUNOB, ObUTM BBISIBIEHBI B T'€HOME
“Ca. Parabeggiatoa communis” WS_Binl, a Taxxe 8 MAG B5_G6, B2 G13, B38 G9 u
4572_84. B renome B37 G9 oOHapy:xeH ToabKo TeH SQrA, Torna kak B renome B3 G6 rens,
koaupytoume SQR, He BBISBIECHBI.

I'enst FCSD npucyrctByroT B TIE€HOMax BCE€X IMPEACTaBUTENEH  poja
“Ca. Parabeggiatoa”. Oxwucnenne THOCYIb(aTa OCYIIECTBISICTCS pa3BETBICHHONH Sox-
CUCTEMOM, B cocTaBe KOTOpoil oTcyTcTBYIOT Oenku SoxCD (Pucynox 32, Tabmuma 12).
OtnenpHBIE TE€HBI, KOIUPYIOIIUE BTOPYIO cyObenuHuily SOXAX — SoxX, B reHoMax He
BBISIBJIICHBI, a 0enmok SoxAX sBisercs TUOPUIHBIM, KaK W Yy JPYIHX MNpeAcTaBUTENeH
cemeiictBa Beggiatoaceae (Dubinina et al., 2017; Gureeva et al., 2019; Kappler, Mabher,
2013).
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(A)
sat sqr dsr fce Sox apr soe
ws_Bin1 (BB ERHE1E) IS0 A #8504 (ERA A A kDY 6N R [E) IEN ¢ 0l s ¢ A
3 L ABERHC MKUOIP A WAlB A [NR B (S[B)RE A & c NF) NEN A
1 BABEERCURDI oFE N A EERIGEE 5 A @& - B
2 B 2 ABENAEABERAEIIRID CIENIEN IS @A sc @ oo
(b)
nor  nar nif nap
ws_Bin1 CHESE-EE HED D D GRS AT B -
nirs nirBD nos
3 E-Euen s o 5 DN CEEEEEEE : EEREN
ere s o EEEEEEE - oSN
2 s — 4 EEEEGEGEEcEs : c/E @SN - WS s o s

1000 bp

Pucynok 32 — PacnoJsiokeHne reHOB, KOAMPYHOIINX (PepMEHTHI 1M CCUMUISIIIHOHHOTO
MeTalosm3Ma cepbl (A) M a30Ta, a TaKKe PUKcauu MoJieKyJasipHoro azora (b) y
npeacraBuTesiei poxa “Ca. Parabeggiatoa”

WS_Binl — “Ca. Parabeggiatoa communis”; 3 — “Ca. Parabeggiatoa” sp. 3; 1 —

“Ca. Parabeggiatoa” sp. 1; 2 — “Ca. Parabeggiatoa” sp. 2. narG — ren MeMOpaHOCBA3aHHOM
HUTPATPEIYKTa3bl; NS — reH JUCCUMUISIIMOHHON HUTPUTpeyKTa3sl; NOrBC — reHsl IUTOXpoM-
C-3aBUCUMOI penykTasbl okcuaa azota CNOR; N0SZ — ren peaykTasbl 3akucu a3ota; NapAB —
TeHBI TIepHUIIa3MaTHuecKoil HuTparpeaykrassl; NirBD — renst NADH-3aBucumoii
aurputpeaykrassl NirBD; knactep reHoB Nif — reHbl HUTpOreHassl; SQr — reH
Cynb(OuI:XMHOHOKCHI0peAyKTa3bl; fCCAB — renbl GraBoluTOXpoM-C-Cyiib(pu eI UAPOreHA3I;
SOXAXBYZ — reHbl pa3BeTBICHHON SOX-CUCTEMBI; IDSI — KOMIIIEKC OKUCIIEHUS CepHI,
koaupyembiii renamu dSTABEFHCMKLJOPNRS; soeABC — reHbl XWHOH3aBHCHMOM
cynbpuraeruaporenassl; aprAB — rensl aneHo3un-5'-pocdocynbparpenykraspl; sat — ren ATP-
cynbdypunasel. Ha manensx A u b ucrons30BaHbl pa3Hble IIBETOBBIE MTATTUTPHI IJIs1 0003HAYCHHS
T€HOB Pa3JIMYHBIX CHCTEM; I[BETA Ha 3TUX TaHENAX He coBmaaaroT (1ut. mo Ravin et al., 2024).

I'enbl Sox-cucTeMbl IMPUCYTCTBYIOT B I€HOMAaX BCEX BHUJOB, OJTHAKO B HEKOTOPBIX
MAG otnenpHble TE€Hbl CUCTEMBI He mpejcTaBieHbl. ['eH SOXAX, MpoayKT KOTOPOIo
UHULUUPYET TEPBYIO PpEAKIUI0 MYJIbTU(PEPMEHTHOTO KOMIUIEKCA NPH OKHCIECHUU
Tuocynbdara, He BeisgBIIeH B reHoMe MAG 4572 84. B renome B3 G6 otcyTcTBYyeT rex SOXZ,
IPOJYKT KOTOPOTO COBMECTHO ¢ SoXY y4yacTBYeT B CBSI3bIBaHMM THOCYiIbdaTa. B reHome
MAG B2 _G13 orcyrcTBYET reH, kKogupyromuid SoxB, yyacTByroluil B peakliuu ruapoiinsa
(Sauveé et al., 2009). B 1ie10M MOXHO TMPEINONI0KNTh, YTO MPH OTCYTCTBHH ITHUX T'CHOB
OakTepuH He CIOCOOHBI OKUCIATH THOCYNb(aT. OTHAKO C yI€TOM BBICOKOM CTETIEHU POJICTBA
reHoMoB B mipenenax BuaoB (ANI > 99 %) onucanHas Mo3andHasi yTpaTa OT/IEeTbHBIX TEHOB
MOKET OBITH CJIEICTBUEM HEMOIHOTHI COOPOK T€HOMOB.

DneMeHTHas cepa, SBIAIOMASACS OJHUM W3 TPOAYKTOB (YHKIIMOHUPOBAHUS

Sox-cuctemsr 1 SQR/FCSD, y npencraBurtencii poga “Ca. Parabeggiatoa” okucisieTcs ¢
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yuactueM rDsr-kommiekca. ['ensl rDsr-cucTembl mpecTaBlieHbl BO BCEX HCCIEIOBAHHBIX
remomax “Ca. Parabeggiatoa”. Y OonpmuHCTBA NpeacTaBUTENIEH BBISBIEH HAOOp T'€HOB
dsrABEFHCMKLJOPNRS, torma kak 8 MAG 4572 84 renst dsrN u dSrR He oOHapyKeHHBI.
B uenom rDsr-cuctema sBisieTcss OIHOM M3 HamOOJee IMOJIHO IMPEACTABIECHHBIX CHCTEM
JUCCUMUJISILIMOHHOrO0 MeTaboau3Ma cepbl B renomax “Ca. Parabeggiatoa” (Pucynok 32,
Tabmuma 12).

Annoramus remomoB “Ca. Parabeggiatoa” mokasaia, 9TO CHCTEMBI OKHCJICHHS
cynbpuTa XapaKTepU3ylTCs BapuaOEIbHOCTHIO MO cocTaBy TeHoB. ['ensl aprAB,
koaupytoume APS-penykrasy HempsiMOro MyTH OKHCIEHHUsS CyNlb(uTa, BBISBICHBI Yy BCEX
HCCIEAOBaHHBIX TMpejacTaBuTeneld poma. ['en sat, komupyrommii ATP-cynsdypuiasy,
npucyrctByeT B reHomax WS Binl, B37 _G9, B3 G6 u B38 (9. Takum 006pa3oM, MoIHbBIN
Habop reHoB aprAB u sat, moreHnmanbHO oOecneuynBaronuii APS-3aBrcrMoe OKHCIIeHHE
cynb(duTa, IpeICTaBIEH B 3TUX YETHIPEX T€HOMAX.

I'easr  mpsMoro mytu  okucieHus  cyiabdputa  SOEABC,  komupyrormiue
MEMOpPaHOCBSA3aHHBIA KOMIUIEKC CYJIbPUT:XHUHOHOKCUAOpeaykTa3sl SoeABC, momHoCThIO
npencraBieHsl B renomax WS Binl, BS G6, B38 G9 u 4572 _84. B ocransabix MAG 3TOT
KOMIUTEKC npezcTaBieH HenodiHo: B B2 G13 otrcyrctByet ren SoeC, a B B37_G9 u B3 G6
— soeB u soeC. [lonuble HAOOPBI TEHOB 000UX MyTel OkucieHus cyiabpura — SOeABC u
aprAB/sat — omHoBpemeHHO BbIsBICHBI B reHoMax WS Binl u B38 G9 (Pucynok 32,
Tabmuma 12).

Hanuuue  BHYTPUKJIETOUHBIX  BakKyoJied, B  KOTOPBIX  HIPEANOI0XKHUTEIBHO
HaKaIUIMBAEeTCs HUTPAT B BBICOKUX KOHIIEHTpauusax — 110 800 MM, xapakTepHO /111 MOPCKUX
HUTYATBIX TUTAHTCKUX cepookucistonmx oaktepuit (Otte et al., 1999; Sayama, 2001; Zopfi
et al., 2001; McHatton et al., 1996; Jargensen et al., 2010). Pannue wuccienoBaHus
HAKOIMUTEIbHBIX KYJIbTYp ITUX OaKTEPHUil CBUIETEIBCTBYIOT O BO3MOXKHOM YYaCTHH HUTpATa
B IIpOIleCCaX HUTPATHOTO BOCCTAHOBIICHUS WU JACHUTPUDUKAINHM, OOCCIICUNBAIOIINX
OKHCIICHHE Ccynbduaa Mpu HU3KUX KOHIEHTpalusax kuciaopoaa (Otte et al., 1999; Sayama,

2001; Zopfi et al., 2001; Jargensen et al., 2010).



Tadanua 12 — XapakTepucTnka 0CHOBHBIX MeTa00IMYeCKHX MyTeil MpeacTaBuTeIeii poaos cemeiicrBa Beggiatoaceae

“Ca. Parabeggiatoa” “Ca. Albibeggiatoa”
Metaboauyeckue myTH . Bun 3 Bun 1 Bun 2
WS_Binl B5G6 | B2G13 | B37_G9 B3_G6 B38 G9 | 4572 84 WS BB20 NOAA
Henntpudukal | NOg~ — NO2 narGHIJ narGHIJ narGHIJ narGHIJ
us,
HUTpaTPeIyKTa3 NOz2~ — NO - nirS - nirS —
5 a ceMeticTBa NO — N20 norBC norBC norBC norBC
E Nar N20 — Nz - nosZ - nosZ
g HuccumumsinuorHoe napA
2 BoccraHoBneHne NOs™ 1o NHq4*, napAB nirBD napAB, nirBD nir%lﬂ napAB, nirBD
s HHUTpaTpeayKTasa cemeiictBa Nap
E AccuMHIIIMOHHOE
] BoccraHoBiieHue NO3z~ mo NHa*, nasA, nirBD nasA, nirBD
< HUTpaTpeayKTa3a cemeicTBa Nas
nifASUBXX2ENQVW
dukcanysi MOJIEKYJISIPHOTO a30Ta - - MHDKZTO
CHCTEMBI OKHCIICHUS SqQrAF, SQrAF, SqrA, sqrAF, sqrAF, sqrF,
5 cepoBoRopoTa fecAB | SATARTCCAB | oo fecAB fecAB fccAB fccAB focAB
oo -
Z 8 OK“CHCH“eCTH“C‘;‘;ﬁ;"‘baTa’ Sox SOXAXBYZ | SOXAXBYZ SOXAXYZ | SOoXAXBYZ SOXAXBY SOXAXBYZ SOXBYZ SOXAXBYZ
E =
35 v
E § Cucrema OKHCIIEHHS JIEMEHTHOM deABEFHCMKLJOPNRS
g8 cepsl, FTDSR-cucrema
§ g Cucrembl TIpsimoit myTh soeABC soeABC soeAB SoeA SoeA soeABC soeABC soeABC
= = OKHCJICHUS
N cynbuta Henpsimoit mytes | aprAB, sat aprAB aprAB aprAB, sat aprAB, sat aprAB, sat aprAB sat
= = Huxn Kpebea +
22 I'muoxcunaTHbIi yTh -
S 3 Ilenro3odocdarusrii myTh + +
£ =
E g Tun Py6ucko 1 1Aq 1

narG — reH MeMOpPaHOCBSI3aHHOW HUTPATPEAYKTa3bl; NIrS — reH JUCCHMHUISIIMOHHON HUTPUTPELYKTas3bl; NOrBC — reHbl IUTOXPOM-C-3aBUCHMOM PEAYKTa3bl OKCHIA a30Ta
CNOR; Nn0SZ — reH penykrasbl 3aKucH a30Ta; NAPAB — reHbl nepuIa3MaTuueckol HuTparpeaykrassl; NirBD — renst NADH-3aBucumoii Hutputpeaykrassl NirBD; nasA
— T'eH aCCHMIJIAIMOHHOM HUTPATPEAYKTa3bl; KiIacTep TeHoB Nif — reHbl HUTporeHassr; SQr — TeH CyIbOHI:XHHOHOKCHIOPEAYyKTassl; fCCAB — renbl (aBoruToXpom-C-
cynbhuaaerunaporenassr; SOXAXBYZ — reHbl pa3sBeTBIEHHOM SOX-CHCTEMBI; rDST — KOMIUIEKC OKHMCIIeHHs cepbl, Koaupyembiii renamu dsSrABEFHCMKLJOPNRS; soeABC —
TeHbl XMHOH3aBUCHMON cynbduTaernaporenass; aprAB — rensr ameno3ud-5'-hocdocympdarpenykrassr; sat — ren ATP-cynpbypunassr. “Ca. Parabeggiatoa”: MAG
WS_Binl — “Ca. Parabeggiatoa communis”; MAG B5_G6, B2_G13 u B37_G9 — “Ca. Parabeggiatoa” sp. nov. 3; MAG B3_G6 — “Ca. Parabeggiatoa” sp. nov. 1; MAG
B38_G9 u 4572 84 — “Ca. Parabeggiatoa” sp. nov. 2. “Ca. Albibeggiatoa”: MAG WS — “Ca. Albibeggiatoa psychrophila” sp. nov.; MAG BB20 — “Ca. Albibeggiatoa” sp.
nov.; MAG NOAA — “Ca. Albibeggiatoa” sp. nov. 3aakamu «+» 1 «—» 0003HaAUCHO HAJIMYHE WK OTCYTCTBHE MeTabonmueckoro mytH (nut. mo Ravin et al., 2024).

AN}
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Ananu3 reHoMoB mpenactaBuTencii poma “Ca. Parabeggiatoa” BbISBHI TeHBI
pa3IMYHbIX NyTeH IUCCUMUJISIHMOHHOIO BOCCTAHOBJIEHMS HUTpaTa, HA0Op KOTOPBIX
paznuyacs MeKy UcclieTOBaHHBIMU TeHoMaMu. [1oyiHbIi Habop reHOB ACHUTPUDUKAIINH
— narGHIJ, nirS, norBC u nosZ — mnpucyrcrByer B TE€HOMax IpeaCTaBUTEICH
“Ca. Parabeggiatoa” sp. nov. 2 u “Ca. Parabeggiatoa” sp. nov. 3. I'enombl B3 G6 u
“Ca. Parabeggiatoa communis” WS Binl He comepxaT reHa NirS, KoIUpYyOIIETo
HUTPUTPEAYKTA3y, KoTopas KaTanusupyeT npespamenue NO2™ B NO, a takxke reHa NosZ,
KOJUPYIOUIETO PeAYKTa3y 3aKUCHU a30Ta, y4acTBYIOLIYIO B BoccTaHoBiIeHHU N2O 10 No.

Hapsny c¢ nenutrpuduxanumeii, y psga nOpencTaBUTENedl poja  BBISIBICH
F€HETUYECKUN MOTEHINAN TUCCUMHIIALIMOHHOTO BOCCTAHOBJIEHUSI HUTpPATa JO AMMOHHUS.
['ensr NapAB, konupyromue CyObeAMHMIBI NEPUITIA3MATUYECKON HHUTPATPEIyKTa3bl
NapAB, ocy1iecTBIsioIieli BOCCTAHOBJICHHE HUTpATa 10 HUTpUTa, ¥ NirBD, xomupyromniue
cyopequanibl  NADH-3aBucumoit mutputpenykrassl NirBD, BoccranaBnuBaroiei
HUTPUT 110 aMMOHHSI, BBISIBJICHBI B reHOMax npeJicTaBUTeNeH
“Ca. Parabeggiatoa” sp.nov. 1 u “Ca. Parabeggiatoa” sp. nov. 2. CoBmecTHOe
OPUCYTCTBUE ATHUX TE€HOB YKa3blBae€T HAa MOTEHIHAIbHYIO CIIOCOOHOCTh K
JTUCCUMHUIIIIIMOHHOMY BOCCTaHOBJICHHIO HUTpaTa 10 ammonus (Huang et al., 2020; Luo et
al., 2026; Cruz-Garcia et al., 2007). YV “Ca. Parabeggiatoa” sp. nov. 3 reust napAB
OTCYTCTBYIOT, ofgHako coderanue NArGHIJ u nirBD yka3piBaeT Ha MOTCHIMAIBHYIO
BO3MOXXHOCTh JUCCUMMWJISILIIOHHOTO BOCCTaHOBJIEHUS HUTpaTa 10 aMMOHHUSA. B reHome
“Ca. Parabeggiatoa communis” WS _Binl, HampoTuB, BbIsIBICHBI TeHbl NAPAB, HO
otcyTcTBYIOT NirBD.

B renomax mpencraButeneii “Ca. Parabeggiatoa” sp. nov. 1, “Ca. Parabeggiatoa”
sp. nov. 2 u “Ca. Parabeggiatoa” sp. nov. 3 BBISBICH Te€H NASA, KOIUPYIOIIHA
ACCUMWIALIMOHHYIO HUTPATPEayKTa3zy, OCYLIECTBIISIONIYI0 BOCCTAHOBICHUE HUTpaTa 10
HuTtputa. Hammume nasA Hapsay c¢ reHamu NIrBD ykaspiBaeT Ha MOTEHIMATBHYIO
CIOCOOHOCTD 3TUX MpPEACTaBUTENEH K aCCUMIISILIHIOHHOMY BOCCTaHOBJICHUIO HUTpATa 0
amMonus. B renome “Ca. Parabeggiatoa communis” WS_Binl ren nasA He oOHapyxeH.

['eHpl (QuKCaMU MOJIEKYISPHOTO a30Ta, MpeJCTaBICHHbIE KiacTtepoM Nif,
OTCYTCTBYIOT y Bcex mpejacraButenei poga “Ca. Parabeggiatoa” (Pucynox 32,
Tabmuna 12).
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VY mnpeacraButeneir poma “Ca. Parabeggiatoa” BwisBieHBI BCe T'€HBI IIMKJIA
KanbBuna—bencona—baccema, BKIIOYasi TeHbl KIIIOUYEBBIX (¢epMeHTOB PyOucko wu
dbochopudynoknnasel. ['enbi Pybucko Tuma I mpuCyTCTBYIOT B reHoMax
“Ca. Parabeggiatoa communis” WS _Binl u NpeICTaBUTEIICH
“Ca. Parabeggiatoa” sp. nov. 3. Pybucko tuma |AQ Kkogupyercs B T'eHOMAax
npencrasureiei “Ca. Parabeggiatoa” sp. nov. 1 u “Ca. Parabeggiatoa” sp. nov. 2. Takum
o0pa3om, HATMYHE psAsla CUCTEM JUCCUMIJIIIIMOHHOTO MEeTa00JIM3Ma Cephl M TEHOB ITUKJIIA
KansBuna—bencona—baccema  yka3piBaeT  Ha  NOTEHUUAJIbHYIO  CIOCOOHOCTH
npeacraBuresei poaa “Ca. Parabeggiatoa” x muroasrotpoduu (Tadmura 12).

LlenTpanpHblii MeTaboNM3M yriepona y mnpeacrtaButeneir “Ca. Parabeggiatoa”
BKJIFOYaeT Tiukonu3 U ikl Kpebca. Bo Bcex mcciaemoBaHHBIX T€HOMAaxX BBISIBJICH I'eH
gpmA, komupyromui 2,3-6ucdocdoriuiepar-3aBucumyro pochorauieparmyrasy, Toraa
kak reH Qlk, xomupyrommii TIIOKOKMHA3y, HE OOHApyXeH Yy MpeacTaBUTeNei
“Ca. Parabeggiatoa” sp. nov. 2. I'ensl ¢epmenToB 1HKiIa Kpebca npeacraBieHbl BO BCeX
HCCJIEIOBAaHHBIX TeHOMaX. B TO ke BpeMsi TeHbI KIIOYEBBIX (PEPMEHTOB TITMOKCHIATHOTO
IIUKJIa — U30IMTpaTina3bl (aCeA) u ManaTcuHTa3bl (aCEB) — OoTCYyTCTBYIOT.

B renomax “Ca. Parabeggiatoa” He BBISABICHBI TEHBI, OOCCICUYHMBAIOIIHEC
METHJIOTPO(MHBIA pPOCT, B YAaCTHOCTH T'E€Hbl METAHOJJICTUAPOTCHA3bl W  ITUKIOB
ACCUMWJIAIIMM  OJTHOYTJIEPOJHBIX COCIMHEHUUW — puOyno3zomMoHodochaTHOTO U
CepUHOBOTO UKJIOB. CIIOCOOHOCTHh K METHJIOTPOPHOMY POCTY paHee Oblia moKa3aHa st
npeacTaBuTeNCH OnM3KkopoacTBeHHOTO posa Beggiatoa (Jewell et al., 2008; Orlova et al.,
2018).

AHHOTaNUsi TEHOB OCHOBHBIX METAa0OJIMUECKUX IyTed NpeacTaBuTeNeH poja

“Ca. Parabeggiatoa” npencrasiena B Tabnuie A.1 [TpunoxxeHwus.

3.3.7 'eHOMHBII aHAJIU3 OCHOBHBIX MeTA00IMYeCKUX MyTel NnpeacTaBuTeieii HOBOro
poaa “Ca. Albibeggiatoa”

Amnanu3 reHOMOB mnpejcTaButeseil Hoporo poja “Ca. Albibeggiatoa” BeusiBiI psin
TeHOB, CBSI3aHHBIX C JUCCHMMJISIIIMOHHBIM METaOOJIM3MOM Cepbl M XapaKTEPHBIX IS
IIpeCTaBUTEIICH ceMencTBa Beggiatoaceae. I'eHOMBI
“Ca. Albibeggiatoa psychrophila” sp. nov. WS, “Ca. Albibeggiatoa” sp. nov. BB20 u
“Ca. Albibeggiatoa” sp. nov. NOAA cozaepsxart ren sqrF, kogupyronmii SQR tuna VI, u

rensl fCCAB, xonupyromue FCSD, xoTopsie 00ecrieqnBalOT OKHCICHHE CEPOBOIOPOIA 10
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AJIEMEHTHOM cepbl. ['eHbl rDsr-cucTeMbl BBISIBIIEHBI BO BceX Tpex renomax; B MAG BB20
u NOAA npencrasnen Habop dSrTABEFHCMKLJOPNRS, torga kak 8 MAG WS rensl
dsrO u dsrP ne oOnapyxenbl. I'eusl SOEABC, komupyroiiue MeMOpPaHOCBS3aHHBIN
KOMILJIEKC [IUTOIIIa3MaTHIECKOM CyIb(MUT:XUHOHOKCUIOPETYKTa3bI SoeABC,
OCYIIECTBIISIIOIICH MpsIMOe OKHUCIIEHUE Cyib(puTa 10 cynabdara, BbISIBICHBI BO BCEX TPEX
reHoMax. Tuocynb(dar OKHUCISIETCS pPa3BETBICHHONM SOX-CUCTEMOW, TE€Hbl KOTOPOMU
NPUCYTCTBYIOT B TeHOMax Bcex Tpex BuaoB. Kak u y mpeacraBureneil poaa
“Ca. Parabeggiatoa”, B remomax “Ca. Albibeggiatoa” BbIsSBIEHBI I'€HBI, KOIUPYIOIIHE
rudpuansiii 6enok SoxAX. I'ensl aprAB, kogupyromue APS-penykrasy HepsMOro myTu
OKHUCJICHHSI CyNTb(UTa, BBISBIECHBI HE OBLIN, OJJHAKO MPUCYTCTBYET T'eH Sat, KOIUPYIOMUn
ATP-cynsdypunazy, Kkoropas, BepOsiTHEE BCEro, y4acTBYeT B aCCUMUJISLIMOHHOM

BoccTaHoBJNeHUU cynbdara (Pucynok 33, Tabnuma 12).

(A)
dsr fcc  sat sqr sox soe

ws D0 ) GRS EREE C 04 N GG DD D)
BE20 B3 NEED D NN GEEED @D D 4 s @EEIRERE LI PE) VEDEGEA
NOAA DD ED G 6 GENG4@ ¢ @ 6 4 ¢ (EEE D D D4 s D o

nirBD nar nif nap
ws BN EHER s (A
BB20 B EHEERER + s oD GEEEWEIE - EHEEEE - SENT S X
NOAA {HEENHEEN i A 0N (i G O N N0 GER SO ~ @5 & 1000 bp

Pucynok 33 — PacnoJio:keHue reHoB, KOAMPYIOUIUX (pepMeHTbI
AUCCUMUJISIIUOHHOT0 MeTa00JIM3Ma cepbl M a30Ta, a TaKke GUKcaunu
MOJIEKYJISIPHOTO a30Ta y mpeacraBuTeliei pona “Ca. Albibeggiatoa”

WS — “Ca. Albibeggiatoa psychrophila”; BB20 — “Ca. Albibeggiatoa” sp.; NOAA —
“Ca. Albibeggiatoa” sp. narG — ren MeMOpaHOCBSI3aHHOM HUTPATPEAYKTa3bl; NIrS — reH
JUCCUMIILIMOHHOW HUTPUTPEAyKTa3bl; NAPAB — reHsl nepumiazMaTuyeckon
uHutparpeaykrassl; NirBD — reast NADH-3aBucumoit autputpenykrassl NirBD; kiactep reHos
Nnif — reHsl HUTpOTeHas3bl; SO — T'eH CyJIb(QUI XMHOHOKCHIOpeayKTa3bl, {CCAB — rensr
(haBoUTOXPOM-C-CybhuIeruaporeHasbl; SOXAXBYZ — reHbI pa3BeTBIICHHON SOX-CHCTEMBI;
rDsr — komruiekc okucieHus cepbl, koaupyembiii renamu ASTABEFHCMKLJOPNRS; soeABC
— I'eHbl XMHOH3aBUCHUMOM cynbuTaeruaporenassl; sat — ren ATP-cynbdypunazsl. J{is
0003HaYeHMsI TeHHBIX CUCTEM C OJJMHAKOBBIMU Ha3BaHUSMH HUCIOJIb30BAHBI TE )K€ IIBETA, YTO U

Ha pucyHke 32. [IBeToBas manuTpa npuBeneHa B MOAMUCH K pucyHKy 32 (1mt. mo Ravin et al.,
2024).

Metabonu3M  a30oTa y  HUCCICNOBAaHHBIX TEHOMOB  OBbUT  TPEJCTaBJICH

ACCUMHUIBINVMOHHBIMU W ITOTCHUOHWAJIBbHO AUCCHUMHIIIIMOHHBIMU ITIYTAMHU BOCCTAHOBJICHHA
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nutpata. B remomax BB20 u NOAA BbisiBIeHO coderanue reHoB NapAB u nirBD,
YKa3bIBAIOIIEe Ha BEPOSTHYIO CIMOCOOHOCTh K JAWCCHMIUIIIMOHHOMY BOCCTAHOBJICHHIO
uutpaTta 10 ammonus. B MAG WS Beissiaensl NapA u nirBD, torma xak ren napB ne
oOHapy»KeH.

B renomax BB20 u NOAA BeIsiBIIeH TeH NASA, KOTUPYIONTUH aCCHMUISAIIMOHHYIO
HUTPATPEAYKTA3y, OCYIICCTBIISIONIYI0O BOCCTAHOBJIICHHE HUTpaTa A0 HuUTpuTa. Hammuume
nasA Hapsay ¢ reHamu NIrBD yka3piBaeT Ha MOTEHIMAIBHYIO CIOCOOHOCTH 3THX
npe/icTaBUTENeH K aCCUMUIISIIIMOHHOMY BOCCTaHOBJIEHUIO HUTpaTa 10 amMmoHust. B MAG
WS ren hasA nipesictaBiieH 1ByMs (pparMeHTaMu, pacIioyiOKEHHBIMH Ha pa3HBIX KOHTUTAX,
tTorna kak reHbl NIrBD Tarkke mpucyTCTBYIOT. B mHCCiIemOBaHHBIX TEHOMAax TaKXKe
anHotupoBanbl rensl gInB, gitBD u aspB, cBs3aHHBIC ¢ acCUMUIISIIIMEH aMMOHHUS, TIPU
aTOM reH aspB B renome WS He BoisiBiieH (Pucynok 33, Tabnuma 12).

B MAG BB20 u NOAA BbIsSBICH TMOJIHBIA HAa0Op TeHOB Nif, BKIrOYarOIHiA
CTpyKTypHbIe TeHbl HUTporeHasbsl NIfHDK, a Tarxke reHbl, CBSA3aHHBIC C PEryJISIHCH,
cOOpKO#l W co3peBaHHEeM HUTporeHazHoro komiviekca. B MAG WS mnonnoro HaGopa
TeHOB, HEOOXOIMMOTO T (PUKCAIUU MOJICKYJISIPHOTO a30Ta, He 0OHAPYKEHO.

ABTOTpO(HAs acCUMUIISIUS AUOKCHIA Yriepoja OCYIIECTBISETCS MOCPEICTBOM
mukina KanseuHa—bencona—baccema. B renomax mpeacraBureneir “Ca. Albibeggiatoa”
BbIsIBJICHBI TeHbl Pyoucko tuna I (Tabmuma 12). I'en dhocdopubynokuHassl pPrk BeIsBICH
B renomax BB20 u NOAA, toraa kak B reHome WS oH He 0OHapy>KeH.

B reHoMax mpHCYTCTBYIOT Bce TeHbl Iukia KpebOca, OKHCIUTEIBHOTO
neHTo3odochaTHOro MyTH U TIMOKCUIIATHOTO IyHTa. Hanmuuue momHoro Habopa reHoB,
KOAMPYIOITUX KOMIIOHCHTHI AJICKTPOH-TPAHCIIOPTHOH IIETH, YKa3bIBACT Ha JBIXATCIIbHBIN
TUT MeTabonu3Ma.

Kak wu y mpencraButeneii poma “Ca. Parabeggiatoa”, B renomax “Ca.
Albibeggiatoa” He BBISBICHBI T€HBI, 00ECIICUUBAIOIINE METUIOTPOQHBIH POCT.

AHHOTaIMsI TEHOB OCHOBHBIX METAa0OJMYCCKUX ITyTSH MpeAcTaBUTENIed pojaa

“Ca. Albibeggiatoa” npencrasnena B Tabmune A.1 [Tpunoxenus.
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3AKJIIOYEHHUE

Hutuateie cepobakrepun cemeiicTBa Beggiatoaceae urparoT BaKHYIO POJb B
KPYyroBOpOTe cepbl B BOAHBIX OJKOCHCTEMax OJyiarojapsi CHOCOOHOCTH OKHUCISTh
BOCCTAQHOBJICHHBIC COCAMHEHUSI CEpPhl M HAKAIUIMBATh BHYTPUKIETOYHYIO SJIEMEHTHYIO
cepy. Hacrosimas pabora nmocpsiieHa H3y4eHUI0O MEXaHU3MOB HAKOIUICHUS U OKHCIICHUS
BHYTPHKIICTOYHOW 3JIEMEHTHOH cepsl y B. leptomitoformis, a Taxxke ¢uinoreHeTnyeckoro
pasHOOOpa3usi ©  MeTa0ONMYECKOro TMOTeHIMajda MNpeACTaBUTENeH  cemeicTBa
Beggiatoaceae.

[IpoBenenHoe wuccneOBaHWE TMO3BOJWIO  PACHIMPUTH  TPEACTABICHUS O
MeXaHU3MaX JUCCUMUIISIIMOHHOTO CEpPHOTO METaboJan3Ma y OECIIBETHBIX cepoOaKTepuil
cemeiictBa Beggiatoaceae. Ha npumepe mrammoB B. leptomitoformis D-401 u D-402
MOKa3aHa CBS3b (PYHKIIMOHUPOBAHUS MPEANOIaraeMoro 0enka 000J10YKH CEPHBIX TII00YI
C HaKOIUICHWEM BHYTPHKJIETOYHOW SIEMEHTHOW Cephbl U OCOOCHHOCTAMHU MeETa0oIn3Ma
BOCCTAHOBJICHHBIX COCIMHEHUHN CEphl. YCTAHOBJIEHO, YTO yTpara IaHHBIX CBOMCTB Y
mramma D-401 oOycnoBieHa HapylmIeHHEM COOTBETCTBYIOIIETO TI'€HA BCIIEICTBUE
BCTpanBaHUs TPAHCTIO30HA B KOJUPYIONIYIO 007acTh TeHa.

Y mpencraButenell cemeiictBa Beggiatoaceae AMCCHUMWISIIMOHHOE OKHCIICHHE
AIIEMEHTHOM cephl OCYLIECTBIISIETCS TP ydacTuu pepMeHTHbIX cucteM rDsrAB nnu sHdr,
wm SOR. OnHako TOaBKO y MpencTaBuTeliel poja Beggiatoa Ha mpoTsHKeHUH MOJTyTopa
CTOJIETUH He OBIIN BBISBICHBI ITYTH MPEBPAIECHUS SJIEMEHTHOM CEpHI.

B xozxe paboTs! uccie0BaH MEXaHU3M OKUCIICHHUSI BHYTPUKJIETOYHOM AIIEMEHTHON
cepel 'y B. leptomitoformis D-402. Buepseie mis B. leptomitoformis mokaszano, uto
NpeBpalieHue BHYTPUKICTOYHON OJIIEMEHTHOW cepbhl MPOTEKaeT TMpH  y4acTHH
nepcynb(UIINOKCUTeHa3bl, TOTJla KaK I'eHbl U3BECTHBIX CHCTEM €€ OKuCIeHus rDsr u
sHdr, cepookcurenassl/penykrazsl SOR, a Ttakke nonucynbpuapenykrazsl PsrABC,
YUYacTBYIOIIEH B BOCCTAHOBIJIEHUH TOJHCYIb(HUIOB 10 CyiIb(puaa, B TCHOME IITaMMa HE
BBISIBJICHBI. Ha OCHOBaHMM T€HOMHOTO, IPOTEOMHOTO, OMOXHUMHYECKOTO, CTPYKTYPHOTO U
TPAHCKPUIIIMOHHOTO aHajlu3a TPEeAJIOKeHAa CXeMa OKHCIEHUS BHYTPHUKIETOYHOU
aneMeHTHON cephl. [lomyueHHBIE Pe3yibTaThl CBHIETENHCTBYIOT O CYIIECTBOBAHUHU Y
B. leptomitoformis 1ukiaMYeckoro MexaHM3Ma €€ IpPEBpAllleHHUs, BKJIIOYAIOIICTO
OKHCIICHHE C Yy4acTHEeM MepCynbPpHUIIHOKCUTeHA3bl, 00pa3oBaHue THOCYIb(paTa U €ro

MOCJIeyIoIIee OKUCIeHne Sox-cuctemoi. Takol MexaHu3M 00ecreyrBaeT JJIUTEIbHOE
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COXpaHEHHE DIEMEHTHOHN CEPhI B KJIETKE M €€ TIOBTOPHOE BOBJICYCHHE B DHEPTETUUCCKHIA
MeTabOoJIM3M MIPU OTCYTCTBHU BHEITHHX BOCCTAHOBIICHHBIX COCIMHEHHIA CEPBI.
dunoreHOMHBIN aHalW3 MpeACTaBUTENEH cemeiicTBa Beggiatoaceae mo3Bosmi
YTOYHUTHh TAKCOHOMHYECKOE ITOJIOKEHHE psjia KaHAHJATHBIX TAKCOHOB W PACIIUPHUTH
COBpPEMEHHBIE TIPEICTABICHUS O PAa3HOOOpa3HH JAaHHOW TPYIITBI MUKPOOpraHW3MoB. Ha
ocHoBaHMM aHanu3za MAG yrouHeH craryc npencraButeneit poxga «UBA10656» u
«BB20», nepBrrit 0bu1 oTHECEH K poxy “Ca. Parabeggiatoa™ u Bropoii ObUT OommUCcaH Kak
HoBbI# pox “Ca. Albibeggiatoa” ¢ sumom “Ca. Albibeggiatoa psychrophila” gen. nov., sp.
nov. CpaBHUTENIBHBIN aHAJIM3 TEHOMOB TpeacTaBuTeci pomos “Ca. Parabeggiatoa” u
“Ca. Albibeggiatoa” BbIIBHI HEKOTOPBIC Pa3/IMUKs B METa0OJU3ME a30Ta U yIiiepoa.
[Tony4eHHBIC pe3yNIbTaThl BHOCST BKJIJl B TOHUMAaHUE MEXaHU3MOB HAKOTUICHHS U
OKHICIICHHSI BHYTPHKJICTOUYHOM DJIEMEHTHOW cepbl y OCECIBETHBIX cepoOaKTepuid, B
yactHocTH y B. leptomitoformis, a Taxke pacuivpsioT COBPEMEHHBIC MPEICTABICHUS O

¢uoreHeTHUECKOM pa3HOOOpa3uu cemeiicTBa Beggiatoaceae.
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BbIBO/bI

1. [Tonnorenomuoe cpasaenue mrammos B. leptomitoformis D-401 u D-4027
BbISIBUJIO Oosee 99,5 % cxoncTBa UX TeHOMOB U 16 JOKYCOB, pa3IMYyaBIINXCS HATUYUEM
JUIMHHBIX BCTABOK, 14 M3 KOTOPBIX UMEH TPAHCIIO30HHYIO MPUPOAY; TP STOM PA3IUIHA
B KOJMPYIOIIUX U HPOMOTOPHBIX 00JACTSIX I'€HOB JUCCUMMIISILIMOHHOTO MeTaboau3Ma
CephI BBISIBJICHO HE OBLIIO.

2. Y mramma B. leptomitoformis D-401 BeisiBieHa TpaHCIIO30HHASI BCTaBKa B
reHe, KOJUPYIOIIEeM OeslOK, KOTOPBIN MPEeANONoKUTENbHO BBINOIHAET (PYHKIUIO Oenka
000J109KH CepHBIX r100yn y mramMmma D-402. Hapymienne naHHOTO T€Ha acCOIMMPOBAHO C
HECIOCOOHOCTHIO MITaMMa HAKaIUIMBaTh BHYTPUKIETOUHYIO 3JIEMEHTHYIO CEpY.

3. Brepeeie 'y B. leptomitoformis  BeisiBieHa W oxapaKTepH3OBaHA
nepcynb(UIIMOKCUIeHa3a,  ydJacTByIOLass B IPEBpAIICHUHM  BHYTPHUKIETOUHOU
AIIEMEHTHOMN cepbl C oOpa3oBaHuEM cynbdura. YcTaHoBIIEHO, YTO
nepcynbhuaaunokcurenasa B. leptomitoformis orHocutcs k PDO 1 Tuma u katanusupyer
KHCJIOPOA3aBUCUMOE OKHCIICHHE TIJIyTaTUOHIEPCYNb(puIa C yAEIbHOW aKTUBHOCTBHIO
okomo 2900 U-mr!. MakcumanbHash akTHMBHOCTH (epMmeHTa oTMedeHa npu pH 7.5 u
temnepatype 40 °C. BnepBble Ui HOpPEACTaBUTENs] HUTYATBIX  OECIIBETHBIX
CEepPOOKHUCISIIONMX ~ OakTepuil  ompejeleHa Kpucraminuyeckas crpykrypa PDO,
nenonupoBanHas B PDB nog nomepom 8ZBD.

4, [Mpennokena cxema MUKIMYECKOTO MPEBPAIICHUST BHYTPUKICTOUYHON CEPHI Y
B. leptomitoformis D-402, ocHoBaHHast Ha GyHKIMOHATEHOH cBsi3u PDO 1 Sox-cucremsl;
TaKOM MEXaHHM3M MO3BOJISIET UCIOJIB30BaTh 3aMIACEHHYIO CEPY KaK dHIOT€HHbII HCTOUHUK
BOCCTAHOBJIEHHBIX COEIUWHEHUN [UJIsi SHEPreTUYECKOro Mmetadonu3Ma KIETKH MpU
OTCYTCTBUU BHEIIHUX JJOHOPOB 3JIEKTPOHOB.

5. Ha ocHoBanum ¢uioreHoMHOro ananu3za HOBbIX MAG, MONy4eHHBIX W3
METareHOMOB CEpPHBIX MaToB benoro Mops, W JOCTYNHBIX TE€HOMOB OIPEAETICHO
TAaKCOHOMHYECKOE TOJIOKEHHE JBYX KaHJMUJIATHBIX pPOJOB cemeiicTBa Beggiatoaceae.
YcraHoBieHO cooTBeTCTBUE KaHauaaTHoro pojga «UBA10656» B kinaccudukaruu GTDB
pony “Ca. Parabeggiatoa”, a reHoMbl kaHnuaaTHOro poaa «BB20» BbieIeHbI B HOBBIM
pox “Ca. Albibeggiatoa”.

6. Ha ocnoBanuu guimoreHoMHOT0 aHanu3a ycranonieHno, uto MAG WS Binl

otHocutcs Kk Buay “Ca. Parabeggiatoa communis”, torma xak MAG WS Bin3
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npeacrasiseT HOBBIA pon u Bua “Ca. Albibeggiatoa psychrophila” gen. nov., sp. nov.
YcraHoBieHo, 4To mpenactaButenan poxoB “Ca. Parabeggiatoa” u “Ca. Albibeggiatoa”
00amaroT  CXOAHBIM  HAOOPOM  TEHOB,  MOTEHIMAJIBHO  OOECIEYMBAIOIINX
JMTOABTOTPOMHBINA POCT 3a CYET OKUCIICHHS BOCCTAHOBICHHBIX COCAMHEHHH CEPBI, MPH
9TOM BBISBJICHBI Pa3IHYMs B TEHETHYECKOM MMOTEHIIHAIE METa00IM3Ma COeAMHEHNH a30Ta

¥ yriieposa.
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Cnucox coxpameHui

AAI| — cpenHsst aMUHOKUCTIOTHAS WASHTUYHOCTH (aHTI. average amino acid identity)

ANI — cpennssg HykiIeoTHHas UACHTUYHOCTD (aHIII. average nucleotide identity)
APS — aneno3un-5"-hocdocynsdar
DNRA — JWCCUMUIISIIMOHHOE BOCCTAHOBJICGHWE HHUTpara 10 aMMOHHUS (aHTIL.

dissimilatory nitrate reduction to ammonium)

FCSD — dnaBonutoxpoM-C-cynbhuaaeruaporeHasa

GSH — BoccTaHOBJICHHBIHN TITyTaTHOH

GSSH — rnyrarnonnepcynbhua

GTDB — 6a3a nanHbIx reHoMHOM TakcoHoMuH (aHria. Genome Taxonomy Database)
ICNP — MesxayHapoaHblii KOJEKC HOMEHKIATYphI mpokapuot (anri. International Code
of Nomenclature of Prokaryotes)

LPSN — crnucok Ha3BaHHI MPOKAPUOT, UMEIONIUX HOMEHKIATYPHBINA cTaTyc (anrm. List
of Prokaryotic Names with Standing in Nomenclature)

MAG — renom, coOpaHHbIi U3 MeTareHoma (aHrii. metagenome-assembled genome)
MALDI-TOF/TOF-MS — maTpu4HO-aKTUBUPOBaHHAS JIa3epHAS ECOPOLINS/MOHU3AIIHS
C BPEMSAIPOJIETHOM TAHIEMHON MacC-CIIEKTPOMETPUEN

PDB — 6ank naHHbIX 0eTKOBBIX CTPYKTYp (aHTiI. Protein Data Bank)

PDO — nepcynbhuaInoKcurenasa

rDSR — oOpatHasi TUCCUMUIISITMOHHAS CYTb(UTPETYKTa3a

RMSD — cpenHekBaipaTHYHOE OTKIIOHCHHE

SAG — ammunpuIpoBaHHBINA FEHOM OT/IENIbHOM KieTkH (auri. single-amplified genome)
SDO — nuokcurenasa cepsl (anri. sulfur dioxygenase)

Sgp — Geok cepHoit ro0Oyb! (anri. sulfur globule protein)

sHdr — cepookucsronuii Hdr-momo0HbIi retepoaucyibGuapeyKTa3Hblil KOMILICKC
SOR — cepookcurenasa/perykrasa

SQR — cynb(pua:XuHOHOKCUAOPEAYKTa3a

B2XX-MC/MC — BbIcOKO3(ppeKTUBHASA KUAKOCTHAS XpoMmaTorpadusi B COYETaAHUH C
TaHJEMHOM MacC-CIIEKTPOMETPUEHN
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