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BBEJIEHUE
AKTYaJIbHOCTb MPO0JIEMBbI

becuBeTHpie cepobakTepuu — yHUKaIbHAsg TPYIMIa MHUKPOOPTaHU3MOB.
[IpencraBurenu cemeiictBa Beggiatoaceae B OOJBIIMHCTBE CIy4aeB OTHOCSTCS K
HEKYJIbTUBUPYEMBIM (popMaM, XapaKTepU3yIOTCs BIECYATIISIFOITIM MOP()OTOTHIECKIM
pa3HoOOpa3neM — HUTH; IMyYKA HUTEH, OKPYKEHHBIE OOIIEH CIM3UCTON 00O0JIOUKOM;
HUTH, PacTyIllie B BUJEC PO3ETOK; OJUHOUYHBbIEC KIeTKU (Salman et al., 2011, 2013).
PasMmep KieTok MOXKET BapbUPOBATh y pa3HbIX npeactasurenen ot 1 1o 200, a mopoi
o 750 mxM. OHM O0OMTAlOT B BOJHBIX OKOCHCTEMax, B MPOTHUBOIOJIOKHO
HANpPaBICHHBIX T'paJMeHTaX CepoBOAOpoAa W Kuciopoaa. CrocoOHBI KCIOIB30BATh
BOCCTAHOBJICHHBIC COCIMHCHHMSI CE€pPhl B KAdeCTBE JOHOpA DJJICKTPOHOB IS
HHEPreTUYECKOro MeTaboiu3Ma, a HMX OKHCJICHHE IPU 3TOM COIMPOBOXKJIAETCA
HaKOIUICHUEM »JJIeMEHTHOU cepbl B KieTrkax (Winogradsky, 1887; Nelson and
Jannasch, 1983). OxucieHrue BOCCTAaHOBIICHHBIX COCAMHEHHM CEephl MOXKET OBITh
COTPSKEHO C BOCCTAHOBIIEHUEM KHUCIIOPO/ia WM HUTPATOB.

BecusetHbie cepobakTeprn 00pa3yroT MOIIIHbIE 00pacTaHus Ha THE BOJOEMOB B
MECTax BBIXOJAa CEpPOBOJIOPOJAa - TOKCUYHOTO Ta3a, KOTOPBbIA B OOJBIIUX
KOHIICHTpAIIUSAX  BBI3BIBACT OTPABJICHUE TMPOMBICIOBBIX  pPBIO, HWHTHOUPYET
IBIXaTebHYI0  IIETh, TPEIMSITCTBYS  OKUCIUTEIRHOMY  (pOCHOPUIUPOBAHHMIO.
Cepookucstoniue OakTepud MOTYT OBbITh €CTECTBEHHBIMH (DUIBTpaMHU, KOTOPHIC
METa0OIM3UPYIOT TOKCHYHBIC COCAMHECHHS CEpPbl M MPEMSATCTBYIOT TOCTYILJICHHUIO
CEPOBOJIOPO/IA B BBIIIEIEKAIINE CIIOU.

TakcoHOMUSI CEPOOKUCTSAIOMUX OaKTEpHil ocTaercs ciabopazpadorannoi. 06
TOM CBHUACTEIBCTBYET MOCTOSHHO MCHSIOMIASACS KIaCCH(UKAIMS JTaHHOW TPYIIIIHI.
bonpmmHCTBO ~ OECHBETHBIX  CepoOaKTepui, OTHOCSIIIUXCSI K KJaccy
raMmMarpoTeo0aKTEepHH, TPAIUIMOHHO KIACCU(PHUIIMPOBAIN B TPH CEMEHCTBA TIO
mopdonornueckum npusHakam: (1) Beggiatoaceae (Leadbetter 1974; Strohl 1989); (2)
Leucotrichaceae (Buchanan 1957; Brock 1974); u (3) Achromatiaceae (Van Niel
1948). B nocnenHeM  u3naHuM  ompenenauTens  bepru,  MOCBAIIEHHOM

MPOTE00AKTEPUSIM, OOJIBITMHCTBO CEPOOKHUCISIFONINX TaMMAamnpoTeoOaKTepuil ObLIH
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oTHeceHbl K cemeiictBy Thiotrichaceae (Garrity et al., 2005). B 2011 roay Obuia
onmybOnukoBaHa crtaThs Salman et al., B koTopodl yKaspIBaJIOCh, YTO 3Ta
pexiaccuuKaIus He OCHOBBIBACTCS HA (MIIOTEHETUICCKUX TAHHBIX U TPOTHBOPEUHT
npaBuiy 51b Bakrepuonormueckoro kozekca (Lapage et al., 1992). Salman ¢
COaBTOpaMH MPEIOKUIN BEPHYTh ceMeicTBO Beggiatoaceae m BKIFOYHTH B HETO
poziel, Hanbosee oym3kue k Beggiatoa, a Takxke 100aBUTh B COCTaB ceMEHCTBA JACBAThH
HOBBIX BUJIOB BXOJISIIIUX B CEMb HOBBIX POJIOB co ctaTtycom Candidatus.

Pa3BuTre TEXHOJIOTHMH TEHOMHOTO CEKBCHHPOBAHUS W TOJy4eHHE WH(pOpMaIuud o
r€HOMaX MHUKPOOPTaHW3MOB CYIIECTBEHHO PACHIUPSIET BO3MOKHOCTH H3YYECHHS UX
TaKCOHOMHUHW U MeTabom3Ma. B HacTosmee BpeMs MpeioKEeHO TTOCTPOCHUE HOBOU
TaKCOHOMHUHU TIPOKAPHUOT HA OCHOBE IMOCTPOCHUS (DHIOTCHETHYECKHX JCPEBBHEB TIO
KOHKaTCHUPOBaHHBIM TocienoBareiapHocTaM 120 OenkoB (Parks et al.,, 2018).
CornacHo eli, cemelicTBo Beggiatoaceae cieayeT OTHOCUTh K OTACIBHOMY HOPSAKY
Beggiatoales. B cocrtaB cemeiicTBa TmIaHMpyeTCs BKIIOUNTH poja Beggiatoa,

Marithrix, Thioflexithrix u Thioploca (http://gtdb.ecogenomic.org/tree). Hrak,

OTKPBITHS TIOCEIHUX JACCATUIICTHI MMOKa3bIBAIOT, YTO HAIITM 3HAHUS O TaKCOHOMHUU
OecIBETHBIX cepoOaKTepuii, B YaCTHOCTH ceMelicTBa Beggiatoaceae, craBuT MHOTO
BOIIPOCOB, KOTOPHIE MMOKA OCTAIOTCA 0€3 OTBETOB.

3a mnocnegnue 8-10 7neTr ObUIM CYUIECTBEHHO pAacCIIMpPEHbl 3HAHUS O
OMOXMMMYECKUX JETallIX pa3jIMYHbIX TIyTel OKHUCIEHHS BOCCTAHOBJIEHHBIX
coenMHeHU ceppl. Kpome TOro, crajno AOCTYIHO 3HAYMUTEIbHOE KOJIMYECTBO
JIOTIOJIHUTEIBHBIX T€HOMHBIX IIOCIEA0BAaTENbHOCTEH il  cepoOakTepuil, YTO
MO3BOJIIET MOJTyYaTh AOMOJHUTENbHYIO HH()OPMALIHIO 110 MEXaHW3MaM MpPEeBpalleH sl
COEJIMHEHUM Cephl U HBOJIIOIIMU T€HOB, OTBETCTBEHHBIX 32 JJAHHbBIE MTPOLIECCHI.

Tax B mocnenHee aecATUNIETHE AJII MHOTHX IMPOKAapHOT, KOTOpBIE paHHEE
CUMTAIMCh TUIMYHBIMM rereporpodamu, OblIa MOKa3aHa CIOCOOHOCTh K
JUTOTPO(GHOMY POCTY 3a CUET OKUCIICHHUSI BOCCTAHOBJIEHHBIX COEIUHEHHI CEepbl, a U
OKHCIIEHHU CEpPOBOOPOJa B KIETKaX MOKa3aHO OTJIOKEHUE SJIEMEHTHOH cepbl, YTO
XapakTepHo Juis OecuBeTHBIX cepodakTepuii: Azospirillum thiophilum (®posos u ap.,
2013), Leucothrix mucor (Grabovich et al., 1999), Sphaerotilus natans subsp.


http://gtdb.ecogenomic.org/tree
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sulfidivorans (Gridnevaetal., 2011). HecMoTpst Ha JOCTHXKCSHUS B U3YYCHHH OHOJIOTHU
OecLIBETHBIX cepoOaKTepuid, Bce elle OCTaéTcs MHOIO MpoOeNoB B 3HAHMSIX 00 MX
MEeTa0OJIMIECKOM TTOTCHITHAIE.

B nanHoli pabGoTe MNpPOBOAUTCS TAaKCOHOMHUYECKOE OMMCAHUE IBYX HOBBIX
CepOOKHCIIIIOMUX OakTepuid W3 cemeiictBa Beggiatoaceae — Thioflexithrix
psekupsensis gen. nov., sp. nov. u Beggiatoa leptomitoformis sp. nov., a Tax:xe aHaau3
T€HOMOB JIJIsl BBISBJICHHSI META0OJUYECKOTO pa3HooOpasusi MpelICTaBUTENCH POJIOB
Beggiatoa, Thioflexithrix u Azospirillum.

Leab u 3a71a4un UccaeT0BaHUSA

eap padoThI - TAKCOHOMHYECKOE OIMMCAHUE JBYX HOBBIX IPEACTABUTENEH
cemeiictBa Beggiatoaceae m aHammM3 reHOMOB JIJI BBISBICHUS METa0OIMYECKOTO
pa3HooOpa3usi  JUTOTPOGHBIX  CEPOOOKHUCHSIONUX OakTepuil U3  ceMeicTBa
Beggiatoaceae u Azospirillum thiophilum.

JIJist TOCTH>KEHUS ATOM 1eH ObUTH MOCTABJICHBI CIEAYIONINE 3a/1aUu:

1. TIlpoBectu nonuda3HblA aHATU3 U TAKCOHOMUYECKOE OMUCAHUE JIBYX HOBBIX
npeacTaBuTeINel cemeiicTBa Beggiatoaceae.

2. OcyiiecTBUTh OWOMH(pOpMaTHYECKHii aHamu3 TeHomoB Thioflexithrix
psekupsensis D3T, Beggiatoa leptomitoformis D-402" u Azospirillum thiophilum BV-
ST

3. BoiaButh B reHomax T. psekupsensis, B. leptomitoformis u A.thiophilum resst,
KOIUPYIOIIHE dbepMeHTbI JTUCCUMUIALIMOHHBIX myTeu MpEBpALECHUS
BOCCTAHOBJIEHHBIX COCMHEHUN CEpPHI 51 MOJIEKYJISIPHOT'O BOJOpOJa;
HKCIIEPUMEHTAILHO MOATBEPAUTH CIIOCOOHOCTH K JIMTOTPO(HH.

4. OcylecTBUTh TMOUCK B T€HOMaxX TEHOB, KOAUPYIOIIUX (EepMEHTHI
aBToTpoHOoro myTtu accuMuisiun  CQOz, W OKCIEPUMEHTATBHYIO IPOBEPKY
CITOCOOHOCTH K aBTOTPO(HOMY POCTY MPH Pa3HBIX KUCIOPOJHBIX PEKUMAX.

5. BbIIBUTH B reHoMax T€HbI, KOIUPYIOUIME (EpMEHTHI, Yy4YacTBYIOIIHUE B
HCITOJIb30BaHUN CrCOGI[PIHCHHﬁ B Ka4CCTBC MCTOYHUKOB YIJICPOJa W SHCPIrUU IIPU
METUJIOTPOPHOM  POCTE; YCTAaHOBUTh NYTH  NPEBpAIlEHUS  METaHOJIa U

SKCIICPUMCHTAJIBHO ITPOBCPUTH MMOJTYUCHHBIC TCHOMHBIC JIAHHBIC.
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6. YcraHoBUTH cMOCOOHOCTh K accuMuwiasiiuu Nz ¥ TUN JbIXaTEIbHOTO
MeTabom3ma.

HayuyHasi HOBU3HA U 3HAYMMOCTDH PadoThI

Pacumpensl mpesicTaBieHds O TaKCOHOMHUYECKOM Pa3HOOOpa3vM HUTYATHIX
IIPECHOBOJIHBIX cepoOakTepuii ceMericTBa Beggiatoaceae. Jlo Hammx MCCIIeOBaHHNA
cemeiictBo Beggiatoaceae conepkano JHUIIb OJAWH BAJIWAHO ONHMCAHHBIA BUI —
Beggiatoa alba. B xoye nanHo# paOOThI ObLIH ONMKCAHBI IBA HOBBIX TAKCOHA B COCTAaBE
cemeiicTBa Beggiatoaceae (HoBbI po M 1Ba HOBBIX BUa): Beggiatoa leptomitoformis
sp. nov. u Thioflexithrix psekupsensis gen. nov., sp. nov.

[Tomy4yeHnsl TMOJIHBIE TEHOMHBIC TOCeAOBaTeNbHOCTH B. leptomitoformis
(NZ_CP012373.1), Azospirillum thiophilum (NZ_CP012401.1-NZ CP012408.1) u
npapr-resom T. psekupsensis (NZ_MSLTO00000000.1). AHanu3 TEHOMOB W
AKCTIIEPUMEHTAJIbHBIC JIaHHBIC TO3BOJIMJIN BBISIBUTH META0OJIUYECKOE pa3zHOOOpaszue
npejacraButenieli  pogo Beggiatoa, Thioflexithrix wu Azospirillum. BeisBieHsl
MeTaboIMYecKue MyTH JUCCUMIIIALIMOHHOIO MPEBpAILEHUs] coequHeHu cepbl, Hp,
MeTaHoJ1a, a Takxke myThb accumuisinuu CO2 u No.

BrnepBbie mnoka3zaHa crIOCOOHOCTh K XEMOJIUTOABTOTPO(PHOMY POCTY AJis
NIPECHOBOJIHBIX TIpecTaBuUTeNel ceMelicTBa Beggiatoaceae. Bce wucciemoBaHHBIC
OakTepuu CrnocoOHbI K aBTOTPO(HOMY POCTYy 32 cueT (DYHKIHOHHUPOBAHUS IUKJIA
KanpBuna-bencona-baccama. BeisiBiien tum puodyno3o-1,5-6ucdocdarkapOokcunasbr:
PB®K y T. psekupsensis D3 otHocutcs k popme [Aq, y B. leptomitoformis D-402 —
dopme IC, a y A. thiophilum BV-S B renome 3akoaupoBansl g8a timna PBOK: ICu IV.

BrniepBbie mokazaHa ciocOOHOCTh K METHJIOTPO(HOMY POCTY Y IPEICTaBUTEIS
pona Azospirillum - A. thiophilum, BeisBiICH TyTh TpeBpaieHUs MeTaHONA (Yepes
TETParuIpOMETAHONITEPUHOBBIA MyTh) U BIEPBBIC MOKa3aHO, YTO accUMMIsIus Ci-
coenunenuii (CO2) i anabosm3ma npu MetuiorpodHoM pocte y A. thiophilum u B.
leptomitoformis ocymiectisiercs yepes mukn KanseuHa-bencona-baccama.
IIpakTU4eckast 3HAYUMOCTD

CyImecTBEHHO paclIupeH cocTaB ceMelicTBa Beggiatoaceae. Takke pacimpeHsl

peacTaBIeHHsS O MeTabOIMYECKOM IMOTEHIHajae ceMelictBa Beggiatoaceae u pona
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Azospirillum. TlomydeHHble AaHHBIC IO3BOJISIIOT CKOPPEKTHPOBAaTh  00JacTh
MPUMEHEHUS ATUX OPTraHU3MOB B OMOTEXHOJIOTHUECKHUX MPOIIeCcCaXx.

HccnenoBanHbie IMTaMMBbI OakTEPUil MOTYT HCIOJB30BaThCS B Ka4eCTBE
OonoduIbTpa 7151 OUYMCTKU CTOYHBIX BOJ OT TOKCUYHBIX COSMHEHUN Cephl U METaHOIA.

Cunresupyembie T. psekupsensis sk3omosucaxapuabl (TJIMKaH) MOTYT OBITh
WCITOJIb30BaHBI B (hapMaIleBTUKE B KA4€CTBE OCHOB ISl U3TOTOBJICHHSI JICKAPCTBEHHBIX
IpenaparoB WM B MHUIIEBOM MPOMBIIUIEHHOCTH B KauyeCTBE CTAOMIM3aTOPOB HIIU
3aryCTUTENEH.

[Tomy4yeHHsie B paboTe pe3yiabTaThl MOTYT OBITh MCIOJIB30BAHBI JIJISI YTCHUS
KYPCOB JICKIIUMA TT0 MUKPOOHOJIOTHH B BBICHIUX YYCOHBIX 3aBEJCHUSAX, B CIIPABOYHBIX
U3IaHUSX TI0 MUKPOOHOJIOTHH.

Anpobauusi padoThI

Marepuainbl auccepTaluu J0JOKEHbI U OOCYXKJIEHBl Ha MEXKIYHAPOJHBIX M
POCCUICKUX KOH(DEPEHIUAX U CUMIIO3UyMax:
1) 10" International congress on extremophiles, Saint-Petersburg, Russia, 2014; 2) 19-
s MEXJIyHapOoHasl MyIIUHCKasl IKOJa-KOH(PEpPEHIIUsS MOJIOIbIX YueHbIX "buosorus -
nayka XXI Beka", ITymmno, Poccus, 2015; 3) 5-if Beepoccuiickuii CUMIIO3UYM €
MEXIYHAPOJIHBIM ydacTHeM «ABTOTpO(dHBIE MUKpOOpraHu3Mbl», MockBa, Poccus,
2015; 4) VI Bceepoccuiickas KoH(GEpEHIUS MOJOIBIX Y4eHbIX «Crparerus
B3aMMO/JICHCTBUSI MUKPOOPTaHU3MOB U PACTEHUN C OKpYyXkaroleil cpenoit», Capatos,
Poccus, 2016; 5) 7th FEMS Congress of European microbiologists, Valencia, Spain,
2017; 6) 1-it Poccuiickuii MukpoOuooruueckuii kourpece, Iymmno, Poccus, 2017;
7) 5th International Symposium on Microbial Sulfur Metabolism, Vienna, Austria,
2018.
I[y6aukanuu

Marepuanbl aucceprauuu coiepxkatbes B 19 mewatHeix paborax: 10

OKCIICPUMCHTAJIbHBIX CTATbAX U 9 Te3ucax.
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O0beM u CTPYKTYpa JUCCEPTALAU

Huccepranmsi COCTOUT W3 BBEACHUS, 0030pa JMTEpaTypbl, OMUCAHUS
MaTepUajoB U METOJIOB, PE3YyIbTATOB UCCIIECIOBAHUS U UX OOCYKICHUS, 3aKITIOUCHHUS,
BBIBOJIOB, CITIMUCKA MCIIOJIb30BaHHOM JTUTEPATYPhI U IPUIIOKEHHUS.

Pabora m3noxena Ha 165 crpanumax, Bxiarouaer 21 tabmnuiy, 43 puUCyHKa,
CIHCOK JIUTepaTtypbl w3 274 HauMeHoBaHUWM, u3 HuUX 24 Ha pycckoM u 250 Ha
AHTJIMICKOM SI3BIKE.

MecTo npoBeaeHust padoThl M 0JIaroAapHOCTH

PaGora Oblna BbIMONHEHAa Ha Kadeape OUOXMUMHUHM U (U3HOJOTUU KIETKU
BopoHEekCKOro rocy1apCTBEHHOTO YHUBEPCUTETA.

ABTOp BbIpakaeT TJIyOOKYIO MpU3HATENbHOCTh K.0.H. benoycosoit E.B. 3a
IIOMOIIIb B BBIZICNICHUH YrcTor KynbTypsl Thioflexithrix psekupsensis D3, ®omenkoBy
A.H. 3a moMoLIb B MOJYYEHUH TEHOMHBIX ITOCIeaoBaTenbHocTen, TapimaukoBy C.B. 3a
noMonis B a”anu3e reHomMoB, HoBukoBy A.A. m Komunpiny [[.C. 3a moMouis B
XeMoTakcoHoMu4ueckoMm aHanmse, kK.0.H. degonenko HO.I1. u Escturneesoit C.C. 3a
MOMOIIIb B KCCJIEOBAHUM COCTaBa JK30I0JucaxapuaoB, A.X.H. Ky3nenoBy B.A. 3a
nomoib B monydeHuu SAMP-cnextpa, 1.6.H. JlyOunuuoit I'.A. 3a momompb u
KOHCYJIBTAIIMM Ha BCEX ATanax padoThl.

PaboTa Obuia BbINOJMHEHA IPU (DPUHAHCUPOBAHUM B pamkax rpaHToB PODI No
15-04-03749, 16-34-01097, 18-04-00556.

ABTOp BbIpaxkaeT 0co0yro OsiarogapHocts A.0.H. ['padoBuu M.10O. 3a nomoiipb B
bopMyIMPOBAHHH TTOJIOKEHUH TUCCEPTAIINH, TIOJIE3HBIE COBETHI U TIOJIJIEPIKKY Ha BCEX

sTanax padoThl.
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OB30P JIMTEPATYPbI

I'naBal. BecuBernnie cepodakTepun

becuBeTHbIE cepoOaKTepun pPacIpOCTPAHEHBI MO BCEMY MHUPY B Pa3iMYHBIX
BOJIOEMaX, KOTOPBIE MOTYT CYIIECTBEHHO pPa3jIMyaThCsl MO TIIyOWHE, COJICHOCTH W
temneparype. OpHAKO STHU MHUKPOOPTaHU3MBI BCErja OOUTAIOT B  Y3KUX
OKOJIOTUYECKUX HHUIIAX, AP(EKTUBHO KOHKYPUPYS C XUMHUYECKHM OKHCICHHEM
cyiabbuIa, Ha TpaHUIle pa3jeiia adpoOoHo u anaspooHoi ¢a3 (Jergensen and Gallardo,
1999). OHu 00pa3yrOT MOIIHBIE MaThI HA TIOBEPXHOCTH CYJIb(OUIHBIX OTIOKCHHIA, T/IE
3¢ (HEKTUBHO OKUCISIFOT CYIb(GUI, MPEAOTBpaIlas ero MOCTYIUICHUE B TOJIILY BOJIBI.
OnuH W3 XapaKTePHBIX MPHU3HAKOB 3TOM T'PYIIBI — BHYTPUKIECTOYHOE HAKOIUICHHE
DJIEMEHTHOM CEepbl M YacTO KPYIHBIC pa3Mepbl KIeTOK. JlJIs ToJydeHus: SHEePTHH
OecrBeTHbIE CEpOOAKTEPUN OKHUCISIOT BOCCTAHOBJICHHBIC COCJIMHEHUS CEphl, a
KHCJIOPOJI ¥ B PsiJie CIIy9aeB HUTPATHI UCTIONB3YIOT B KAYECTBE aKIETITOPA AIEKTPOHOB.
Cepobakrepun ycBawBaloT yriiepoJ uepe3 muki KampBuHa-beHncona-baccama wm
npeobOpasyror opranmdeckue coequnenus (Nelson and Jannasch, 1983).

becuBetHbie cepobakTepun — 3TO (pU3HOTIOTHYECKas, a HE TaKCOHOMHYECKAs
rpynna. K HeW TpaguUMOHHO OTHOCAT MPEACTABUTEICH pPa3HBIX KIIACCOB:
Oeramporeobakrepun  (Macromonas), rammarnporeodbakrepun  (Achromatium,
Thiothrix, Beggiatoa, Thioploca, Thiomargarita), »sncuIOHIpPOTEOOAKTEPHH
(Thiovulum), OGakTepuu ¢ HESICHBIM TaKCOHOMHYECKUM TojioskeHueM (Thiospira,
Thiobacterium), a Taxke koncopuuym “Thiodendron”, coctosmuii 3 aHadpPOOHBIX
criupoxeT u cynbhuaorenos, Thiobacterium u Thiospira. Bee 3T 6akTepru criocoOHBI
OKHCJISTh CEPOBOJIOPOJ U 3amacaTh DJJIEMEHTHYIO CEpPy BHYTPUKJICTOYHO B
nepuriazme. OgHAKO HE IS BCEX MOKa3aHa CIIOCOOHOCTH K JINTOTPO(GHOMY POCTY B
IMPHUCYTCTBUH BOCCTAHOBJICHHBIX COCIUHCHMIX cepbl. HeKoTOphIe M3 3THX OaKTepuit
OKHCJISIFOT CEPOBOJIOPO]T TI0 MEPEKUCHOMY MEXaHH3MY (CIIUPOXEThI U3 KOHCOPIIUYMa
“Thiodendron” — Spirochaeta perfelievii, Thiospira, Macromonas bipunctata
(Dubinina et al., 2011; JIlyoununa u I'padoBuy, 1983; 1984; [younuna u ap., 2004),
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JUIS IPYTUX MEXaHU3M OKHCIIEHHUs cepoBoaopoaa HeusBecteH (Thiobacterium (Griinke
etal., 2010).

1.1. IIpobGaemsl k1accupukanumn

bonpmHCTBO ~ OECHBETHBIX  CEpOOAKTepU, OTHOCSIIMUXCS K  KIAaccy
raMMaripoTe00aKkTepuu, TPAAUIMOHHO KIacCU(PHUIIMPOBATN B TPH CEMEHCTBA TIO
mopdoorrmueckuM TnpusHakam: (1) Beggiatoaceae, comepkamme poasl Beggiatoa,
Thioploca u Thiomargarita (Leadbetter, 1974; Strohl 1989); (2) Leucotrichaceae,
conepxkamme Leucothrix w Thiothrix (Buchanan, 1957; Brock, 1974); u (3)
Achromatiaceae, cogepxkainue eauHcTBeHHbIH pox Achromatium (Van Niel, 1948).

B macrosimee Bpems CTaHIAPTHBIM IIOJXOJOM K OIEHKE HBOJIOIMOHHBIX
B3aMMOOTHOIIICHU OpPTraHW3MOB SBJISIETCS CPAaBHCHHE TCHETHYECKOW HH(GOpPMAIIHH.
HaunbGonee u3BeCTHBIM T'€HOM ISl KJAacCU(MUKAIMU M HUJCHTU(UKAIMU OpraHu3Ma
ABJIAETCS T€H Majol pubocomanbHOM cyobenuuuibl (red 16S pPHK y Oakrepuii u
apxeit, 18S pPHK y sykapuoTrueckux MUKPOOPTaHU3MOB), TOCKOJIBKY OH CUHUTAETCS
YHUBEPCAIBHOU U KOHCEPBATUBHOM CTPYKTYpPOH, MPUCYTCTBYIOIIEH BO BCEX IOMEHAX
xu3Hu (Pace et al., 1986). K konmy aBaauaroro crojietust uHpopmamus 00 3Toit
(buIOreHeTHYECKOM MOCIeI0BaTEIbHOCTH, HAKOHEI], CTajia IOCTYIHA 11 HEKOTOPBIX
KpynHbIX cepHbIX OakTepuii (Lane et al., 1992; Teske et al., 1995). Onnako st MHOTHX
MOPCKHUX TIPEICTaBUTEIICH MOTyUYCHHE TIOTHOPA3MEPHBIX MTOCIICIOBATEIFHOCTEH TCHOB
16S pPHK octaBamoch 4pe3BbIYAHO CIOXKHBIM, M JO0 HEIABHErO BPEMEHU IS
OTIPEIICICHHBIX TPYII OBLIM JOCTYITHBI TOJBKO YACTHYHBIC TOCIICIOBATEIHPHOCTH
(oxono 800 mykneoruaoB) (Kalanetra et al., 2005; Schulz et al., 1999; Teske et al.,
1995). Kpome TOro, MHOTME TONBITKH (UIOTEHETUYECKU WJICHTU(DUIIMPOBATH
KPYIHBIC CEPHBIC OAKTEPHH, KOTOPHIE OBUIA YETKO BU3yaJIM3UPOBAHBI B €CTCCTBCHHOM
oOpasiie, 4acTO TEpHenu HeyJadyy C HCIOJIb30BAaHWEM CTaHIAPTHOW MPOIEAYPHI
npurotoyieHus: oubamorek (Angert et al., 1998; Gillan et al., 1998; Edgcomb et al.,
2002; Lopez-Garci et al., 2003, Sekar et al., 2006; Stevens and Ulloa 2008). HexaBao
Ob10 00HapyxkeHo, uto reHbl 16S pPHK GonpmmaCTBAa KpymHBIX cepobakTepuit
(Thiomargarita) 3HaYMTENBHO YJ/UIMHSIOTCS H3-3a BBEACHUS B TE€H HECKOJIBKHX

JUTMHHBIX WHTPOHOB. DTH OoJiee JJIMHHBIC T€HbI HE yAaeTCs aMIUTU(UIIMPOBATH B
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MOJTUMEPA3HOM LIETTHOU PEeaKIMH, YTO MOXKET CITY>KUTh OCHOBHOW MMPUYHUHOM CII0)KHOTO
noucka (puiioreHeTueckol MHGpopManuu u3 3Tou rpymmsl (Salman et al., 2012). J{us
MOBBIIICHUS KadyecTBa mocieaoBaTenbHocTel 16S pPHK HekoTophie ucciemoBaTenu
MOJTy4YaJIl UX Pa3HbBIMH METOJIaMH, HaI[PUMEpP IyTeM KIaCCHUECKOTO CeKBEHUPOBAHUS
no Canrepy u 454 PyroTag (Aranda et al., 2015).

Nmerommecss B HACTOAINIEE BpeMsS METOABI TIOCTPOCHHS JIepeBa C
UCIIOJIb30BAaHUEM JIOCTYIHBIX MocienoBarenbHocTel reHoB 16S pPHK kpymHbix
CEpHBIX OaKTepuil MPUBOIAT K MOJEISIM, KOTOPhIE Pa3IMYalOTCS MO BETBIICHUIO Ha
ypoBHe pojna. CriemoBarensHo, (uiorenernueckue nepeBbs (Peplies et al., 2008)
UCIIOJIB3YIOTCSI, YTOOBI ~ TOKa3aTh  TOJBKO  OJHO3HAYHO  MOAJCPKHUBAECMBIC
MpEAroaracéMple JIBOJIIOIIMOHHBIE COOBITHS, TEHEPHPYIONUE MOHO(DHMICTHYECKHE
auHuU. B HacTos1Iee BpeMst OHU He 00eCIIEYMBaIOT I0CTATOYHOTO Pa3pelieHuUs!, YTOOBI
MPOSICHATh HMEPAPXUUCCKUN MIabJIOH BETBIEHUS JJII Pa3HBIX POJOB B CEMEHCTBE
Beggiatoaceae, uToObl gaTh OoJiee TOYHBIE BBIBOABI 00 3BOJIOMHUOHHONW U
Mopdornoruueckont nuddepennuanuu. C Ipyroil CTOPOHBI, CEKBEHUPOBAHUE IIEIIBIX
TCHOMOB SIBJISICTCS TICPCIIEKTUBHBIM TI0JIX0JIOM K PEIICHHIO ATOTO BOIIPOCA.

B Hacrosiee Bpemsi cucreMarrka OECIBETHBIX CEpOOaKTEepuil MoJIBepraeTcs
MEepecMOTPy Ha OCHOBAaHWU TEHETWYECKOW HH(popManuu. B mociaeaHeM w3naHuu
ompenenutens  bepru,  MOCBSIIEHHOM  MPOTEOOaKTepusM,  OOJIBIIMHCTBO
CEPOOKUCTSIONIUX ~ TaMManpoTeo0akTepuii  ObUTM  OTHECEHBI K  CEMEWUCTBY
Thiotrichaceae (Garrity et al., 2005). B 2011 roxy Obuta ony0aukoBaHa ctaThs Salman
et al., B KoTopoi#l yKa3bIBajJOCh, YTO 3Ta PEKIACCU(PHUKAIMSI HE OCHOBBIBACTCS Ha
(bUIOreHeTUYECKUX JAaHHBIX U MPOTHUBOPEUUT mpaBuily S1b bakTepuonorudyeckoro
kozaekca (Lapage et al., 1992). Salman ¢ coaBTopamu npeaIoKuIA BEPHYTh CEMEHCTBO
Beggiatoaceae u BkiIrounThH B HETO PO/Ibl, Haubosee onm3kue Kk Beggiatoa (Thioploca,
Thiomargarita), a Taxxe 100aBUTh B COCTaB CEMEHCTBA JEBSATh HOBBIX BHOB
BXOJISIIIIMX B CEMb HOBBIX POJI0B co ctarycoM Candidatus.

CoBcem HemaBHO Oblia onmyOsMkoBaHa ctaThst Boden u Scott (2018), B koTopoit
npejiaraeTcsi HoBasi peBu3usl TUoBoro pona Thiothrix cemeiicrsa Thiotrichaceae.

ABTODEI IIpeAaraloT OTHECTH 4 BHa, paHee BXOAsIIUe B coctaB poaa Thiothrix, B aBa
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HOBBIX poxa: Thiolinea gen. nov. (T. disciformis u T. eikelboomii) u Thiofilum gen.
nov. (7. flexile u T. defluvii), a Taxke npenaaraloT OTHECTH 3TH POJBI B COCTaB HOBBIX
cemeiictB: Thiolinaceae fam. nov. u Thiofilaceae fam. nov. Pomer Leucothrix u
Cocleimonas mpemiaraeTcsi OTHeCTH K cemeicTBy Leucotrichaceae, a B cocrase
cemerictea Thiotrichaceae ocraBute pox Thiothrix ¢ coorBercTByIOIIMHU
U3MEHCHUSIMHU.

Jlo cux Mmop JUCKYTHpPYyeTCs BOIIPOC O cocTaBe cemeiictBa Thiotrichaceae.
CornacHo Boden u Scott (2018), koTopbie pYKOBOACTBYIOTCS MOCIICIHUM H3JIaHACM
onpenenutenss bepru (Garrity et al., 2005), ato cemeicTBO BKJIHO4YaeT B ce0s poj
Thiothrix, wu, Kak CIIOKHJIOCHh HCTOPUYCCKH, COACPXKHUT poasl Achromatium,
Thiobacterium, Thiomargarita, Thioploca u Thiospira. 11 xak nuIIyT aBTOPHI,
TAKCOHOMHUYECKOE TIOJOXKECHHUE IOCICAHUX S5 POJOB HEBO3MOXKHO OIPEICIIUTh,
YUUTBIBas HEJOCTATOYHOCTH JaHHBIX. Salman ¢ coaBropamm (2011) HacTamBaeT Ha
ymajcHHe M3 cocTaBa cemeiicTBa Thiotrichaceae takux pozoB, kak Thiomargarita,
Thioploca, u BriIrOUEHHE UX B cocTaB ceMelicTBa Beggiatoaceae. B crarbe Salman ¢
coaBropamu (2013) pom Achromatium aBTOpbI CTaTbu pacCMAaTPHBAKOT B COCTABE
cemeiictBa Achromatiaceae.

B Hacrosiiee Bpemst IpeI0KEHO TOCTPOSHNE HOBOW TAKCOHOMHUH MTPOKAPHOT
Ha OCHOBE IIOCTPOCHMS (DUIOTEHETHUYECKUX JEPEBbEB MO0 KOHKATCHHMPOBAHHBIM
nocinenoBareiapHocTaM 120 6enkoB (Parks et al., 2018). CornacHo eif, ceMeicTBO
Beggiatoaceae ciemyer oTHOCHTH K OTAeabHOMY mopsaaky Beggiatoales. B cocras
ceMelicTBa IJIaHMPYETCs BKIOYUTH poaa Beggiatoa, Marithrix, Thioflexithrix u

Thioploca (http://gtdb.ecogenomic.org/tree).

Takum o00pa3om, cucrtemaTuka OECIIBETHBIX CepoOaKTepuil 10 KOHIIA HE
3aBepIieHa W TPOAOoKaeT pa3BuBaThcs. llempio manHOrOo 0030pa Oymer Oosee
oIpoOHOE paccMOTpeHue cemeiicTBa Beggiatoaceae.

1.2. MopdoTHunbl cepooKuCIsIOMMNX daKkTepuii U3 ceMeiictBa Beggiatoaceae

CorjacHo mocjeIHeH TaAKCOHOMUYECKON peBU3nH, mpoBeaeHHoi Salman et al.
(2011), B cocraB cemeiictBa Beggiatoaceae BXomIT TpH poja C BaIUIHO

onyOJIMKOBaHHBIMU Ha3BaHusimMu: Beggiatoa, Thioploca u Thiomargarita, a Taxxke


http://gtdb.ecogenomic.org/tree
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ceMb poaoB co crarycom Candidatus: “Ca. Thiopilula”, “Ca. Thiophysa”, “Ca.
Marithoploca”, “Ca. Maribeggiatoa”, “Ca. Isobeggiatoa”, “Ca. Parabeggiatoa”, “Ca.
Marithrix”. ITozgHee kK 3TOM yXe ceMelCTBY ObLIO OTHECEHO ermie JBa poxaa: “Ca.
Allobeggiatoa” (Hinck et al., 2011) u “Ca. Halobeggiatoa” (Griinke et al., 2012).

B nawane 2000-pix TOAOB OBLT NpPOBEJACH KOMIUICKCHBIM aHajdn3 BCeX
MMEIOIINXCS B HACTOSIIEE BPEMsI IOJTHOPA3MEPHBIX MMOCIEA0BATENbHOCTEN TeHOB 16S
pPHK kpynHbIX cepHbix Oaktepuii W ux Mopdonoruu. beuio mokazaHo, 4To
Mop(doJIOrMuecKre  XapakTepUCTUKH  (OAMHOYHBIE  KIETKH,  OOpa3oBaHUE
CBOOOJTHOKMBYIIIUX ~ WJIM  TNPUKPEIUICHHBIX  HUTEH)  9acTo  SIBISIIOTCS
noMu(UICTUYECKUMU, TO €CTh OHHU MPOSBIAIOTCS, IO MEHBIIEH Mepe, B JIBYX
OTIIENbHBIX  (PWIOTEHETHYECKMX  KJIacTepax,  KOTOpble  HE  SIBISIOTCSA
MOHO(DUIIETUUECKUMU CECTPUHCKUMU TPYNIIAMHU, IPOUCXOIALUIMMH OT OAHOTO U TOTO
xe npeaka (Ahmad et al., 2006; Salman et al., 2011).

Haubonee UHTPUTYIOLIUM IpUMEPOM 3TOMU MOp(hOIOTHYECKON
JIBYCMBICIICHHOCTH SIBJISIETCSI MOP(OTUI «CBOOOJHOXKMBYIIAs, CKOJIBb3SIIAs HUTH»
(puc. 1) - wmopdoTun, KOTOPBIH Ha CETOMHSIIHUN J€Hb SBISETCS CaMbIM
pacnpoctpaHeHHbIM cpean cepobaktepuii (Soutar and Crill, 1977, Williams and
Reimers, 1983; Nelson et al., 1989, Larkin and Henk, 1996, Jergensen et al., 2010; de
Albuqguerque et al., 2010; Hinck et al., 2011; Griinke et al., 2011; McKay et al., 2012).

Puc. 1. Hutu Beggiatoa ¢ BkiroueHusIMH 371eMEeHTHOM cepbl. Maciirab 20 MkM.
N3o0paxxenue uz Microbial Diversity 1997 (Rolf Schauder)
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CpaBHeHHE BCeX UMEIOIINXCS B HACTOSAILIEE BPEMs IOCIIE10BATEIbHOCTEN IeHOB
16S pPHK »Tux Gakrepuil BBIABISICT pa3rpaHUYCHUE Ha IIECTh PA3JIMYHBIX POJIOB:
Beggiatoa, “Ca. Maribeggiatoa”, “Ca. Parabeggiatoa”, “Ca. Isobeggiatoa”, “Ca.
Halobeggiatoa”, “Ca. Allobeggiatoa” 1wiroc [1Ba JIOTIOJHUTENBHBIX, €IIC HE
KJIacCU(DUIIMPOBAHHBIX (PUIOTEHETHYECKUX KjacTepa (HUTH W3 Oemoro mara B
Oacceiine ['yaiimac n u3 otnoxkennii Hamuouwn) (Salman et al., 2013).

MopdoTtun «mpukperuieHHasi, HUTh, 00pa3yrolas po3eTKU» TaKXKe SBISETCS

noymdriernaeckum (puc. 2).

Puc. 2. ®ororpadpus Thiothrix lacustris BL, ¢dopmupyroimero po3serky.
Macmrab 10 mxm. (Chernousova et al., 2009)

TpaauumonHo k 3romy mMopdoTuiy oTHOCAT HUTH Thiothrix u Leucothrix us
cemeiict Thiotrichaceae u Leucotrichaceae, Ho B mociieiHee BpeMsl IMUPOKUE HATH C
nonoOHoM Mopdornorueit ObUIM  3apPETUCTPUPOBAHBI B PA3IMUYHBIX  MOPCKHX
ornoxxenusnx (Kalanetra et al., 2004; Kalanetra and Nelson 2010; Griinke et al., 2012)
U uX rnocienoBarensHOCTH reHoB 16S pPHK oOpasoBanu otnensHbIin kimactep (“Ca.
Marithrix spp.”), cBsi3aHHBII ¢ cemelicTBoM Beggiatoaceae, a ve ¢ Thiotrichaceae wim
Leucotrichaceae.

Eme ogun nonudunerndeckuii MOpOTHIT - 3TO «00pa3yrolue My4yoK HUTH»

(puc. 3).



Puc. 3. dotorpadus Thioploca. Macmtab 50 MKM.
(https://alchetron.com/Thioploca)

[TepBoHaYaBHO OBLIM OTKPHITHI TOHKUE MPECHOBOIHBIC HUTH, HO ITO3XKE TAKXKE
ObUTH OOHAPYKEHBI TOHKHE M ITMPOKHE MOPCKUE HUTH, 00pa3yrOIIUe MyYKH

OUIOreHETUYECKH 3TH OPraHU3MbI TPYNIHPYIOTCS B JBa pasHBIX poOJa B
cemelicTBe Beggiatoaceae; oamH KiacTep 10 CHUX IOP COJCPKHUT HCKIIIOUYUTEIHHO
IUPOKKE HUTH W3 Yrumiickoro amBerwtnHra (“Ca. Marithioploca sp.”), a apyroi
COZICPKUT TOHKKE HUTH U3 MOPCKO#, COJIOHOBATOM U IIpecHoBOAHOM cpebl (Thioploca
spp.).

BonbmmHCTBO  MOP(OTHIIOB, HE OOpa3syrOIIUX HHUTH, TaKXKe SBIIAIOTCS
NOJU(PHUICTHUSCKUMHU. ITO JOMOJHUTEIBHO YCIOXKHICTCA TEM, YTO OT/CIIbHBIC
MOHO(HIIETHUECKUE KIACTEPHI MOTYT COAEP:KaTh MOP(OIOIHMYECKH T'eTEPOreHHBIE
Bubl. Hampumep, 0 IMHOYHBIE KJIECTKH BCTPEYAOTCS Y MOP(HOIOTHIECKH TOMOT€HHOTO
Buga “Ca. Thiophysa hinzei” wam y Mop¢OJOTHYEeCKH T'e€TePOreHHBIX BH/IOB

Thiomargarita namibiensis wiu “Ca. Thiomargarita nelsonii ” (puc. 4).
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Puc. 4. Knerku Thiomargarita namibiensis ¢ BkiroueHUsIME 37I€MEHTHOM CEpBHl,
coeqiMHEHHbIE B 1enouky. Macmtad 55 mxwm (https://alchetron.com/Thiomargarita).

1.3. ®du3uoJI0oTHS CEPOOKHUCSIIOIINX OaKkTepHii u3 ceMeiicrBa Beggiatoaceae

Cepreit HuxomaeBnu BuHorpaickuii OTKpbUl O€CLBETHBIE CEpOOAKTEpUU B
koHre XIX Beka. OH HCHOJB30Bal MX B KAaueCTBE MOJICIBHOIO OOBEKTA IS
pa3pabotku koHuenuu xemonutrorpoduu (Winogradsky, 1888). D10 THHMUHBIE
I'paIMCHTHBIC OpraHu3Mbl. [loaBMKHBIE OaKTEpHUU pacIojaraloTcs B TOPU3OHTE, TJIE
BCTPCUAIOTCS  OKHCIMTEIh M  BOCCTAaHOBHTCIh  HEOPTaHMYECKOH  IPUPOJIBI
(Winogradsky, 1887; Schewiakoff, 1892; Hinze, 1903; Nelson et al., 1982).
HexoTopbie HemoABMKHBIC CBOOOIHOXXHBYIIME OJMHOYHBIE KIETKH HYXIAIOTCS B
AMM30/IMYECKOM MEepEeMENIMBaHNM ocajika U kieTok (Schulz et al., 1999; Kalanetra et
al., 2005; Salman et al., 2011); npyrue KJI€TKH OCTAIOTCSI CUASTYUMU, HO UCTIBITHIBAIOT
JTUHAMHYECKHE M3MEHEHUS B XMMHUUYECKOM COCTaBe JOHHOM BOJIBI M, KAaK IOJararor,
UCIIOJB3YIOT 3TH (IYKTyallMd KakK CpEJICTBO TMOJYYEHHUS JIOHOPOB M aKIENTOPOB
anektpoHoB (Winogradsky 1888, Kalanetra et al., 2004; Bailey et al., 2011; Girnth et
al., 2011).

Tunnano# usmonorue npeacraBuTele cemeiicrsa Beggiatoaceae signsercs
OKHUCJICHHE Cynab(duaa 10 cyiabdara mpu MoMoIM Kucjaopoaa wiv Hurpata. [Ipu stom
AJIEeMEHTHasi cepa oOpaszyercss B BHUJAEC MPOMEKYTOUHOTO MPOAYKTAa M 3amacaercs

BHyTpHKIeTouHO B mepurutazme (Winogradsky, 1887; Nelson and Jannasch, 1983).



20

Mopckue npeacTaBuTeNn ceMercTBa OOBIUHO CIIOCOOHBI K JIMTOABTOPO(PHOMY POCTY
na cynbduae (Nelson and Jannash, 1983; Nelson et al., 1989; Kalanetra and Nelson,
2010) wnm  ¢akynbTaTUBHOM  aBTOTpOPHUH, TPH KOTOPOM TaKkKe MOTYT
aCCUMMIINPOBATHCS oprannyeckue coeaunenns (Maier and Gallardo, 1984, Otte et al.,
1999; Schulz and De Beer, 2002); npeano4YuTaroT MHKpPOadpPOOHBIE YCIOBHUS C
pasubsiMH HKOHIICHTpamwssMu kuciaopoaa (Nelson et al., 1982, Williams and Reimers,
1983, Maier and Gallardo, 1984, Schulz et al., 1999). [IpecHoBOIHBIE ITITAMMBI 00JIEE
TOJICPAHTHBI K KHCIIOPOJY, @ HEKOTOPhIE MOTYT PacTH TOJHOCTBIO T€TEPOTPOGHO
(Larkin and Shinabarger, 1983; Strohl and Larkin, 1978). Hekotopsie KpymHbIe
CEpHbIE OAaKTEpUN MOT'YT BOCCTaHABIMBAThH HUTPAT 100 10 ammuaka (McHatton et al.,
1996; Sayama et al., 2005; Schulz and Jergensen, 2001, Otte et al., 1999), 6o 10
razoo0pasznoro azora (McHatton et al., 1996; Mussmann et al., 2007).

OTtaenbHbIE KIETKU, TUAMETP KOTOPBIX MPEBBIMIAET 4-5 MKM, OOBIYHO COAEPKAT
BHYTpEHHHE Bakyosiu. Ecnmu pasmep KieTku cocTtaBiisier okojio 10 MM, B Hei
COJIEPYKUTCS] HECKOJIBKO HEOOJIBIIINX BAKYOJIEH, a TAK)KE BKIIFOUCHHUSI DJIEMEHTHON CEPBI
Y TaKue 3anacarollye BellecTBa, Kak mnoiudocdar u nonu-B-rugpoKCcruankaHoaThl
(Strohl and Larkin, 1978; De Albuquerque et al., 2010; Brock et al., 2012; Hinck et al.,
2011). bonee kpynHble KIETKH (OT HECKOJBKUX JIECITKOB A0 COTEH MUKPOMETPOB B
MaMeTpe), TOMOTHUTEIFHO UMEIOT OOJBIIYIO IIEHTPAIbHYIO BaKyOJIb, 3alIOJTHEHHYIO
KUIKOCTBIO, KOTOPask OTIUYAETCS 110 XUMUYECKOMY COCTaBY OT IIUTOIJIA3Mbl K MOYKET
COJIep)KaTh HATPAT B BBICOKMX KoHIeHTparusax (MM) (Gallardo, 1977; Nelson et al.,
1989; Fossing et al., 1995; Schulz et al., 1999; Kalanetra et al., 2004). 9Ta BHyTpeHHSS
KOMITAPTMEHTAIN3aIlMs YMEHbIIAET [IUTOIIIA3MATHUECKHI CI0HU MPUMEPHO JI0 2 MKM
Ha Tepudepur KJICTKH, YTO B 3HAYUTCIHLHOW CTEICHH YCTPAHSICT OTPAHUYCHHS II0
muhPy3ur TUTATENBHBIX BEHIECTB, BCTPEYAIONIMXCS MPU OOJBIINX KIETOYHBIX
obbemax (Schulz and Jergensen, 2001). HenaBHo ObLIO BBICKA3aHO MPEIONIO0KEHHE,
YTO BaKyoJisipHas MeMOpaHa TaKXKe AaKTUBHO WCIOJIB3YeTCS [JIsi TIPEBPAICHUS

DHEPTHUU 3a CUET TPAHCIIOPTa MPOTOHOB MPU BOCCTaHOBIIeHNU HUTPaToB (Beutler et al.,

2012).
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1.4. KynsTHBMpOBaHHe NpeACTaBUTENel ceMelicTBa Beggiatoaceae

B xunkoi KyJabType CYIIECTBYIOT HECKOJIBKO MUKCOTPO(MHBIX MPECHOBOIHBIX
mrraMMmoB Beggiatoa u Thiothrix, e oOpa3yromux Bakyosu (Strohl and Larkin, 1978,
Strohl et al., 1981, Larkin and Shinabarger, 1983), HO, HECMOTpsI Ha MHOT'OYHCIICHHBIC
MOTIBITKM, HA OJWH MOPCKOW TPEACTaBUTENh KPYITHBIX CEPOOAKTEpH, MMEIONUX
BaKyOJIH, €Ile He ObUI YCIIeIHO KYJhTHBHPOBAH B JaOOpPaTOpWHU, HE TOBOPS YK€ O
BBIJICJICHUH YHUCTOW KyJNbTyphl. Ilociie pa3paboTKu TpaJueHTHBIX KyJIbTyp ObUIH
YCIICIITHO BBIJICIICHBI IBa MOPCKHUX JTUTOTPO(HBIX ImTaMMa Beggiatoa, He copeprkamux
Bakyonu (MS-81-1c m MS-81-6; Nelson and Jannasch, 1983); omHako OHH OBLIH
yTepSHBI W OOJIBIIIE HE MOCTYMHBL. B HacTosmiee BpeMs TOJIBKO OJUMH MOPCKOM
autotpodHbI 1mTamMm, Beggiatoa sp. 35Flor, momnmepkuBaercs B TPaJHCHTHOM
KyJbType. DTOT IITAMM COJIEPKHUT HECKOJIbKO HEOOJBIIUX BaKyoJieH, HE COJEPIKUT
HUTPATOB, HO COJICPKUT OOJIBIIIOE KOIUYECTBO Nosndocdara, u pacTeT B COBMECTHOU
KyJIbType ¢ rerepotpodHbiM mtammoMm Pseudovibrio sp. (Kamp et al., 2008; Brock et
al., 2012; Schwedt et al., 2012). {nsa npyrux Mop(oTHIIOB KPYIHBIX CEpOOaKTEpHUH,
TaKMX KaK HUTH, COOpaHHBIC B TyYKH, WM JFOOBIC THIBI CEPHBIX OaKTepui, HE
GhOpMUPYIONTUX HUTH, HM OJIMH TOJXO0 K 00OTaICHHUIO eIle He MTO3BOJIMII CTAOMIIBHO
BBIPAIIUBATH KJICTKU B TEUCHUE JIIUTEILHOTO BPEMEHHU.

WNHuTepecHo, 9TO rpaaueHTHAs cpeaa, pa3padoranHas Hembconom u SuHamem
(1983), HEOAHOKPATHO MO3BOJISIIA MOTYYaTh HAKOMUTEIBHYIO KYJIbTYPY CKOJB3SIIINX
HUTYATBIX CEPOOaKTeprid, KOTOPhIE, HA OCHOBAHWU HMX ITOCJICIOBATEILHOCTEH TCHOB
16S pPHK, oTtHOCHIMCH TONMBKO K OJHOM (DUIIOTEHETUYECKON MOJATpyIIe ceMencTBa
Beggiatoaceae: 6azampHOMYy KiacTepy cemeiictBa (kmactep «XII», Salman et al.,
2011), xoTtopslii BKitoyaeT B ceOs Beggiatoa alba, mrammer MS (Nelson et al., 1982;
Nelson and Jannasch, 1983), mramm 35Flor (Brock et al., 2012), HaKONMUTEIbHYIO
KyaeTypy Araruama (De Albuquerque et al., 2010) u HakOUTENIbHBIE KYJbTYPHl U3

TUIIEPCOJICHBIX cpejl, KiaccuduimpoBaHHbIX Kak pon “Ca. Allobeggiatoa spp.” (Hinck

etal., 2011).
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1.5. DkoJiorus mpeacTaBuTeIeil cemelicrBa Beggiatoaceae

[MpencraBurenn  cemelicTBa  Beggiatoaceae — sBIAOTCS  TUIHYHBIMHU
oOuTaTeIIIMU CYJIb(PHUIHBIX Cpel, TAKUX KaKk OOraThle OPraHMYECKUMH BEIIECTBAMHU
npecnoBoanbie oTiokenus (Winogradsky, 1887, Keil, 1912, Strohl and Larkin, 1978;
Mezzino et al., 1984, Sweerts et al., 1990), mpubpesxubie eBTpodHBIC 30HBI (Jorgensen,
1977, Sayama, 2001), BeicokonpoaykTuBHBIE oOiactu anBesunara (Gallardo, 1977,
Schulz et al., 1999), mecra Bhixoma ruaporepmanbHbix Boj (Prince et al., 1988;
Jannasch et al., 1989; de Beer et al., 2006; Kalanetra et al., 2004), npoxykTrBHBIE
IIMaHOOaKTepHaIbHbIC MaThl B 03epax u JaryHax (Garcia-Pichel et al., 1994; Hinck et
al., 2007, 2011) u akruBubi wi (Farquhar and Boyle, 1971). Mecrta oOurtanus
npecTaBuTeNel cemeiicTBa Beggiatoaceae mepeurnciceHsl B TaduIe 1.

OTH MHUKPOOPTAaHM3MBI OOpa3ylOT MaThl Ha TIOBEPXHOCTH WIH B Ipeneax
BEPXHUX CAHTUMETPOB CYJIb(UIHBIX 0caakoB. OHHU UCHOIL3YIOT CYIb(QHUI, KOTOPBIHA
6o nuddyHaupyer BBepX M3 OCHOBHOW 30HBI BOCCTAHOBIICHHUS Cyib(ara, JTudo
MOCTYyIaeT B BOJOEM CO CTOYHBIMH BOJaMH. DJIEMEHTHAs Cepa XPaHWUTCS B BHIC
rio0yJI B MEPHUILIa3MaTUYSCKOM MPOCTPAHCTBE M CIAYXKHUT PE3EPBHBIM HCTOYHHKOM
sHeprun. McciemoBaHUS TIO DKOJIOTHMH CEPOOAKTEpHid W HMX TCHETHUYECKOMY
MOTEHIIMATY BBISBHIIN MPUCIIOCOOJICHUS K CYJIb(DHUIHBIM, KHCIOPOIHBIM, HUTPATHBIM
u temreparypubiM rpagueHTam (Kojima and Fukui, 2003; Heijs et al., 2005; Griinke
etal., 2011, 2012; McKay et al., 2012; MacGregor et al., 2013a).
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Tabauia 1. Mecrooburanus mpeacTaBuTeei cemeiicta Beggiatoaceae

[IpencraButens
ceMelicTBa

VcnoBus MecTOOOUTaHUS

['eorpaduyeckoe
MECTOOOHUTaHUS

ITOJIOXKCHHEC

CchpUIKHT

Thiomargarita

Bepxuue cmom (HECKONIBKO €M) 0OraTroro
OpPraHMYECKUMHU BEIIECTBAMH JHATOMOBOTO

Pa3nuynble MOpCKHE OTIIOKEHHUS
10 BCEMY MUPY

Schulz et al., 1999; Kalanetra et al.,
2005; Bailey et al., 2011; Griinke et al.,

nia, METAHOBBIE HCTOYHHKH, 2011; Salman et al., 2011
THIPOTEPMAIIbHBIC CHCTEMBI
Thioploca Mopckue, CoJIOHOBAThIE HIH PeCHOBOAHbIE | EBpasus, Amepuka, Snonus u ux | Wislouch, 1912; Koppe,
BOJOEMBI O00ePEeKbsI 1922; Kolkwitz, 1955; Maier &
Preissner, 1979; Maier & Murray,
1965; Nishino et al., 1998; Kojima et
al., 2007; Dermott & Legner, 2002;
3eMmckast 5 Ip., 2001, 20009;
Hegslund et al., 2010
“Candidatus [TpubpexHbIi arBETHHT [ToGepexbe Ynn Salman et al., 2013
Marithioploca”
“Candidatus Mopckue OTIOKEHHS ¢ MHUHHUMaIbHBIM | [loOepexnbe Hamu6wum, | Salman et al.,, 2011; Griinke et al.,
Thiopilula” COJIEp/KaHUEM KHCIIOpOJa, Mopckue | bapeniieBo Mmope, mobepexne | 2012; Jones et al., 2015
TJIyOOKOBOJIHBIE XOJIOTHbIE UCTOUYHUKHU bap6anoca
“Candidatus Mopckue BObI Heanonuranckuii 3auus Hinze, 1903; Salman et al., 2011
Thiophysa”
“Candidatus I'myOokoBomHBIE  ocagku B pailoHe | Mopckue maHrpoBeie | MacGregor et al., 2013a, 2013Db; Jean
Maribeggiatoa” THIIPOTEPMATEHBIX HCTOYHIKOB omnoxkenuss B Kapubckowm | et al., 2015

Oacceiine, 3anuB ['yaliMuc Ha
nobepexne Mekcuku

“Candidatus
Isobeggiatoa”

“Candidatus
Parabeggiatoa”

B npuGpexHbIX MOPCKUX OTIIOKEHHUIX

®bopa Ha IOKHOM MOOEpexbE

Ywin, MOpPCKHE  MAaHIPOBBIC
ornoxenus B Kapubckom
OacceiiHe

Mussmann et al., 2007; Aranda et al.,
2015; Jean et al., 2015

®bopa Ha IOKHOM MOOEPEKbE
Y

Mussmann et al., 2007; Aranda et al.,
2015
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“Candidatus MuKkpoOHBIE MaThl M3  THUIEPCOJICHBIX | TOPOJ I'eppepo-Herpo | Hinck et al., 2011
Allobeggiatoa” HCTOYHHKOB (Mekcuka), octpoB MoOwuma,
octpoB  DopmeHTepa,  03€po
Yunpana (Mcmanms)
“Candidatus MuKpoOHbIE MaThl W3  THIIEPCOJICHBIX | TOPOJT I'eppepo-Herpo | Hinck, 2008
Halobeggiatoa” HMCTOYHHKOB (Mekcuka)
“Candidatus I'my60KOBOIHBIC MOPCKKE MUKPOOHBIC MaThl | ['psi3eBoi BYJIKAH B | Salman-Carvalno et al., 2016,
Marithrix” B MeECTax BBIXOJa XOJIOAHOrO W ropsumx | Mekcukanckom 3anuBe, Yaiir | Kalanetra et al., 2004, Heijs et al.,
HCTOYHUKOB [Motint (Kamudpopuus, CIIIA), | 2005, Kalanetra and Nelson, 2010,
Munanckuii rpszeBoit  Byikad | Griinke et al., 2012
(BocTOouHOE CpeaunzemHoe
Mope), xpeber Xyan ne Dyka,
bapeHnieBo Mope
Beggiatoa Mopckue, mnpecHoBoaHbIe U coioHoBaThie | Poccus, CIIIA, bapenueso mope, | Mezzino et al., 1984, Dubinina et al.,

BOJIEI

roro-socroydast Munus

2017, de Albuquerque et al. 2010,
Griinke et al., 2012, Nelson et al. 1982,
Saravanakumar et al. 2012, Teske and
Salmam, 2014
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I'naBa 2. Mera6o1u3M npeacraBuTeieil cemelicrBa Beggiatoaceae
2.1. CepHblii MeTa60/IM3M Yy TIpeAcTaBHTEe el cemelicTBa Beggiatoaceae
2.1.1. Oxucaenue cyiabpuaa

Cynbbua oKucasieTcss BCeMHU U3yYE€HHBIMU paHee MPEeCTaBUTEIIMU CEMencTBa
Beggiatoaceae (manpumep, Beggiatoa alba B15LD, B18LD; Beggiatoa sp. B25RD,
L1401-15, OH-75-2a, OH-763-B, MS-81-1c, MS-81-6, 35Flor; Thiomargarita spp.,
“Ca. Marithioploca spp.”) (Mezzino et al., 1984; Nelson and Castenholz, 1981; Nelson
et al., 1982; Nelson and Jannasch, 1983; Hagen and Nelson, 1996; Otte et al., 1999;
Schulz and de Beer, 2002; Kamp et al., 2008; Flood et al., 2016; Winkel et al., 2016).
[ToaToMy oOkuaaercs, 4To CyJab(PUIOKUCIAIOMNE (HEPMEHTHI BCTPEUYAIOTCS Yy BCEX
npeacraBuTened  cemeiictBa.  Cympdumokucisromme  ¢GIaBOMPOTESHHBI  OBLIH
OoOHapy>KeHbl BO BCEX CEKBEHHPOBAHHBIX T'€HOMAaxX IMpEJCTaBUTENCH ceMencTBa
Beggiatoaceae (Kreutzmann, 2013; Mussmann et al., 2007; MacGregor et al., 2013;
Flood etal., 2016; Salman-Carvalho et al., 2016). [IpakTruecku Bo Bcex TeHOMaXx ObLIO
UJCHTU(GUIIMPOBAHO HECKOJBKO (JI0 YEThIPEX) TOMOJIOTOB T'€HOB, KOJUPYIOIIMX
cyabunokucnsaomue (epmentsl. CorjiacHO HEJABHO MPEIJIOKEHHONM cxeMme
kiaccupukanmu (Marcia et al.,, 2010; Gregersen et al., 2011) npenckasaHHbie
cyiabbuaoKKCIsonre (IaBONPOTEHHBI MpeACTaBUTENeH cemericTBa Beggiatoaceae
MOTYT OBITh UACHTU(DUIIMPOBAHBI KaK CyIb(UI:XMHOH OKcuaepoaykTassl (SQR) Tuma
| (SqrA) u Tuna VI (SqrF) u cyowseaunuis! duiaBonporentos (FCCB) duaBonuToxpom
c-cynbunaeruaporenas (FCSD). Tonbko B renome “Candidatus Marithrix” umeercs
T'€H BTOpPOW CyObeauHHIbI (uiaBoruToxpoma ¢ — fCCA. depMeHTBI BCeX TpeX THUIIOB
Koaupyrotcs B renomax Beggiatoa alba B18LD u dunamentos Guaymas. B apyrux
U3YYEHHBIX JApadT-reHoMax ObUIO MACHTU(PUIUPOBAHO XOTA Obl MO OJTHOMY TE€HY
depmenToB okuciacHus cynbhuma (SQrA u FccB B “Candidatus Isobeggiatoa sp.”;
SgrF u FccB B Beggiatoa sp. 35Flor u “Ca. Thiomargarita nelsonii”’; FccB B “Ca.
Parabeggiatoa sp.”). Takoe pacmpeneinenrne ¥ MOHO(DHIETHYECKAS KIaCTEPH3AIIUS
OonpImMHCTBA TOCHEnoBaTenbHOCTE SQrA, SQrF u FccB y mpeacraButeneit
cemelicTBa Beggiatoaceae mokaspIBaeT, YTO BCE TPU THIA CYIbPUIOKUCISIIONIUX

(b1aBONMPOTEMHOB MOTJM OBITH YHACJEJAOBAaHBI OT OOIIETO TpeIKa CeMENCTBa U
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MO3TOMY B TEHOME MOXKET OBITh 3aKOJIMPOBAHO HECKOJIBKO TOMOJIOTOB OJTHOBPEMEHHO.
Jlse mocaenoBaTenbuocTH FCCB, BA02 147 u3 Beggiatoa alba B18LD u BOGUAY
2853 w3 ¢dumamentoB ['yaitmac, (QHIOTEHETHYECKH 3HAYUTEIBHO OTIMYAINACH OT
Jpyrux mocienoBareiabHOCTe FCCB mpesncraButeneii cemerictBa Beggiatoaceae wu,
TakKUM 00pa3oM, ObUIM, BEpPOSITHO, MOJYyYEHBI IMYTEM TOPHU30HTAJIBLHOTO TIEepeHOoca
reroB (Kreutzmann, 2013).

buoxumuueckue skcnepuMenThl ¢ Beggiatoa alba B18LD, BeipamieHHONH B
npucytctBu 200 MxM cynsduna (Schmidt et al., 1987) nmokazanu, uto pepmeHTHI
SQR Tuna SBISAIOTCS OCHOBHBIMU (PEPMEHTAMH, KaTaJU3UPYIOIIMMHU OKUCIICHUE
cyiabduaa B 3TOM IITaMMe. YUYHUTHIBas CBOMCTBA OXapaKTEPHU30BAHHBIX (DEPMEHTOB
SQR Ttunos - SqrA u SqrF, mpeacTtaBiseTcs BEPOSTHBIM, YTO OHU OCYILECTBIISIIOT
OKHCJIEHUE CYJIb(PUIOB ITPHU PA3HBIX KOHIEHTPALUAX CyIb(puIa B OKpYKaIOIIEH cpee.
Bce n3BecTHbIe B HacTos1Iee BpeMst (pepMeHThI SqrA mpOsBIISLIA BBICOKOE CPOJICTBO K
cynbdumy - 3HaueHns Km Obutn npecTaBiaeHbl B MUKpoMoJsipHoM Auamna3zone (Arieli
et al., 1994; Schiitz et al., 1997; Bronstein et al., 2000; Niibel et al., 2000; Griesbeck et
al., 2002; Wakai et al., 2007) u, no-BUAUMOMY, OTBETCTBEHHBI 3a OKUCJIICHUE HU3KUX
KOHIIeHTpaIui cynbduaa. [lokazaHo, 4To eMHCTBEHHBIN W3y4yeHHbIN hepmeHT SqrF
MMEEeT pelarollee 3Ha4eHWe JUIsi PocTa TOJBKO MPU BBICOKMX KOHUEHTpPAIUIX
cynbuna (> 6 MM, Chan et al., 2009). Takum oOpazom, Kaxablii TUI QepMeHTa
(GYHKIIMOHHUPYET MPHU CBOEH KOHIIeHTparuu cyabduaa (Kreutzmann, 2013).
2.1.2. Oxuciienne 3JieMeHTHOM cepbl

Kak u npyrue 3amacarorue cepy Oakrepuu, WwieHbl ceMmelicTBa Beggiatoaceae,
O-BUJIUMOMY,  OKHCJSIOT  3JEMEHTHYI0 cepy IpH  ydyacTUHM  OoOpaTHOMU
JTUCCUMWISIIMOHHON  cynbduTpenykrassl  (rDSR). T'enst dSrAB, koaupyromiue
Karanutudeckue cyoreauHuisl rDSR, unu ux dparMeHTs! ObUTH UASHTUDUITUPOBAHBI
B npadT-reHomax Beggiatoa sp. 35Flor, “Ca. Isobeggiatoa sp.”, uutu ['yaiimac u “Ca.
Thiomargarita nelsonii”, “Ca. Marithrix” (MufSmann et al., 2007; MacGregor et al.,
2013; Winkel et al., 2013; Flood et al., 2016; Salman-Carvalho et al., 2016).
MeTaTpaHCKPUNITOMHBIN aHAU3 TMOKa3al JKcrpeccuto reHa dSTA B mpobax,

coaepxamx HutH “Ca. Thiopilula”, ogHako He BeISBHI 3Kcrpeccuu reHoB dSrB u
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dsrC (Jones et al., 2015). Kpome Toro, nojHbple WK IOYTH MOJIHBIE KOMILUIEKCH T€HOB
dsr (dsrABCEFHLMKJOPN) (Sander et al., 2006; Grimm et al., 2008) coxepskarcs B
CCKBEHHPOBAaHHBIX JpadT-reHomax Beggiatoa sp. 35Flor, “Ca. Isobeggiatoa sp.”
(Mussmann et al., 2007) u HuTsX, BeIACICHHBIX U3 3aiuBa [ 'yarimac (MacGregor et al.,
2013). B otmuuame ot Allochromatium vinosum, mypmypHoi#t cepHoli Oakrepuun, Ha
npuMepe kotopoi Obul m3ydeH myTh rDSR (Dahl et al., 2005), remsr dsr
Beggiatoaceae, mo-BuauMomy, He 00pa3yrOT €IMHOTO KiacTtepa. BMecTo 3TOoro oHu
pacnpeiesIeHbl 10 HECKOJIBKUAM JIOKYCaM, U UX PacIiOIOKEHUE HE CTPOTO MOBTOPSIETCH,
XOTS CXOJICTBO MEXIY Pa3HbIMU T€HOMAaMH OYEBHUIHO.

CnocoOHOCTh OKHUCIIATh HAKOIUJIEHHYIO 3JIEMEHTHYIO cepy A0 cyib(ara Obuia
OJTHUM W3 IEHTPAIBHBIX ACHEKTOB MEPBOHAYAIBHOTO (PH3MOIOTUUECKOTO OMUCAHUS
pona Beggiatoa Bwunorpaackum (1887). DkcrepuMEHTaIbHOE MOATBEPIKICHUE
MOJIHOTO OKHCIIEHHUS CEpbl BIOCIEACTBUU OBUIO MOJYYEHO ITyTEM OIpENeSICHUs
HAKOIUIEHUs1 Ccylbdara BO BpeMs HHKyOallud B MPHUCYTCTBHH BOCCTAHOBJIEHHBIX
coenuHenuit cepol (Beggiatoa sp. OH-75-2a, Beggiatoa sp. D-402 u “Ca.
Marithioploca spp.”) (Nelson u Castenholz, 1981; Otte et al., 1999; I'pa6oBuu, 2005),
a TaK)Ke€ COOTHOIICHUS KUCIOPO/CyIb(HI ¥ TOAKUCICHUS CPel, TPEANOI0KUTEIHHO,
u3-3a oOpaszoBaHus cepHoi kucioThl (Beggiatoa sp. MS-81-6; Nelson et al., 1986).
To4uHO Takke KOHIICHTPAIIUS BHYTPUKIIETOUHOTO CYyJb(aTa, MPEBBIIIAOIIAs BHEIITHHE
YPOBHH JI0 TPEX MOPSAIKOB, ObLIa B 3HAYUTEIILHOM CTEMEHN CBUIETEIHCTBOM TOTO, YTO
Cyib(aT ABISCTCS KOHCUHBIM MPOJIYKTOM OKHCIeHHUS coemuHeHuit cepol (Thioploca
spp., Beggiatoa sp. 35Flor) (Kojima et al., 2007; Berg et al., 2014).

OnHako I HEKOTOPBIX YJICHOB ceMeiicTBa Beggiatoaceae, Takux Kak IITaMMbI
Beggiatoa alba B18LD u B15LD, He Obla moka3zaHa CIIoCOOHOCTb K OKHUCICHHIO CEPbI
(Schmidt et al., 1987). I'east dSTAB He Obliu OOHapykeHbl B reHome B18LD
(Kreutzmann, 2013) u ux He ynajJoch aMIUIM(QUIMPOBATH CO CIEIUPUICCKUMU
npaitmepamu (Loy et al.,, 2009) ana moboro m3 aAByx mTamMmoB. Tem He MeHee
okuciieHue cepbl uepe3 rDSR-nyTh siBNI€TCS, CKOpEe BCEro, HACIEICTBEHHON YepTOil
Beggiatoaceae, o 4yem CBUAETENBCTBYET MOHO(DWICTHYECKAS KIacTEpHU3aIUs OCITKOB

rDsrB u3 ornanennsix npencrasutenei cemeiictsa (Kreutzmann, 2013). meronuecs



28

B renome BI1S8LD rensl kiacrepa rDSR (wanpumep, dsrCEFHMKJ) moryT ObITh
MPOCTO PETUKTAMH, WIH K€ KOAUPYEeMble MMHU O€JKM MOTYT OBITb BOBJICUCHBI B
MEPEHOC CEephbl WX AJIEKTPOHOB B APYTrux MeTabomuueckux mporeccax. [locneannii
daxT 6611 IpoBepeH st 6enka DsrC uz Allochromatium vinosum. aske st mramma,
BBIPAIIEHHOTO XeMoreTeporpodro, ynanenne reHa dsrC mpuBOAMIO K JIETAIBHBIM
nocaeacteusam (Cort et al.,, 2008). Ha camom neme, MHOXECTBCHHBIC T'CHEI,
koaupyrome romosioru DsrC, ObUIM uACHTUGUIIMPOBAaHBI B reHOMax Beggiatoa sp.
35Flor, “Ca. Isobeggiatoa sp.” (Mussmann et al., 2007), “Candidatus Thiomargarita
nelsonii” (Winkel et al., 2013) u B rerome HuTtel u3 3anusa ['yaiimac (MacGregor et
al., 2013).

Takum 00pa3om, MEXaHU3M OKHUCJIEHUS CEphI 10 Cylb(pUTa y IpeACTaBUTEIICH
cemelicTBa Beggiatoaceae mo cux mop /10 KOHIIA HE SICEH.
2.1.3. Oxuciaenue cyiabpura

Oxkwucnenue cynbhura 10 cyiabhara IpoKapuoTaMu MOXKET MPOTEKATh Yepes3 ABa
IbTEPHATUBHBIX MYTU: MPAMOUN U HerpsiMoit. CynbpUTAETUIPOreHa3bl U3 CEMEICTBRA
CyIb(UTOKCHIA3bl OBLTH MPEIJIOKEHBI JIJIsI KaTaan3a MpsIMOT0 OKUCICHHS CyIb(puTa.
OTOT MyTh, MO-BUIMMOMY, O0JIee paCIPOCTPAHEH, U TIOYTH BCE MPOKAPUOTHI, KOTOPHIC
MOTYT OKHCJISITh CYJb(UT TOJBKO Yepe3 OJWH U3 ABYX IyTEH, UCTOIB3YIOT MPSIMON
(Kappler and Dahl, 2001). CooTBeTCTBEHHO, BCE paHee MPOTECTUPOBAHHBIEC IITAMMBI
Beggiatoaceae Obuti CrOCOOHBI HEMOCPEACTBEHHO OKUCIATH cynbput (MS-81-1c,
MS-81-6, OH-75-2a u D-402, Hagen and Nelson, 1997; Grabovich et al., 2001).
OpHako TeH, KOAMPYIONIUN HW3BECTHBIM HEMOCPEACTBEHHO CYIb(OUTOOKUCISIOMNN
dbepMeHT, MepUIIa3MaTUIecKyl0 CylabGUT: (HEepPUITUTOXPOM-C-OKCUIOPEIYKTA3Y
tuna SorAB (Kappler et al., 2000), 661 HIeHTUPUIIMPOBAH TOJIBKO B TEHOME HUTEH,
BbIIeNIeHHBIX U3 3anuBa ['yaitmac (MacGregor et al., 2013). I'ensl, koaupyromue
cyobeaunauily SOrA, Taxxke ObuM uIeHTH(DUIIMPOBaHBI B TeHOME Thiomargarita
BudS10 (Flood et al., 2016). 'omosoru YedY, kKoTopbie TakkKe OTHOCATCS K CEMEHCTBY
depmenToB cynshuTokcuaassl (Kappler, 2011), komupyrotcs Beggiatoa sp. 35Flor,
Beggiatoa alba B18LD u “Ca. Isobeggiatoa sp.”. Onnako dbepment YedYZ E. coli ve

y4acTBYET B OKHCIIEHUH CylbpuTa. BMecTo 3TOro o pyHKIMOHUPYET KaK peayKTasa
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Heu3BectHoro tuna (Loschi et al., 2004). CooTBETCTBEHHO, OCTa€TCsSI HESICHBIM,
SIBIISIETCS TN CyIb(UTACTUApOreHa3a Tuna SorAB wim kakoii-mbo apyroit hepmeHT
OTBETCTBEHHBIM 3a TPSIMOE OKHCJICHHE CYIh(UTa y OONBIIMHCTBA WICHOB CEMEHCTRA
Beggiatoaceae.

B 2012 romy mosiBuioch cooOimieHne 00 y4acTHH T€TepOMEPHOr0 MeMOpaH-
CBSI3aHHOTO KoMIUIiekca 1moj Ha3BaHuem SOEABC (cynbhuTookucnsionmii hepmMeHT)
B OKHCJICHMH CylbuTa B I[HUTOIIA3ME  OPraHoCYIb(OHAT-pa3Iararoniei
xemorpodHo#t anbdanporeodakTepun Roseobacter (Lehmann et al., 2012). benok
S0eABC, mno-BuaMMOMY, SIBIISIETCS COCTAaBHOM 4YaCTBIO CIIOXKHBIX KEJI€30CEPHBIX
mMonuoaonporeHoB U coctouT u3 NrfD / PsrC-momoOHO#M MemOpaHCBSI3aHHOM
cyorequauIel (S0eC) W IByX HUTOIUIA3MATHYECKUX CYOBEIUHHUIL: KEIE30CEPHOTO
oenka (SoeB) u wmonuGmomnporenHa ¢ N-TepMUHAIBHBIM JKEJIE30CBI3bIBAIOIIUM
caiftom (S0eA). Cnenyet otmeTuth, uTo SOEABC u nepumiazmaruyeckue cynbur-
JETUIPOTEeHa3bl SOr-TUIMa OTHOCSTCS K COBEPIICHHO pa3JIMYHBIM CeMEHCTBaM
MOJIMOJIO’H3UMOB. SOFA W ero  pOJCTBEHHUKH  OTHOCATCS K  Oenkam
Cynb(DHUTOKCHIa3aM, KOTOPBIE CBI3BIBAIOT HEMOAU(DHUITMPOBAHHBIA MOIHOIOTITCPHH.
SoeA mnonagaet B cymnepcemeiictBo 0enkoB MopB, cBsi3piBaromiex MoauOa0NTEepHH,
MOAU(PUIUPOBAHHBIN IIyTeM KOBAJICHTHOTO IIPUCOEIUHEHUSA ['MOD
(ryanosuaMoHodocdar) mwin [IM® (uruauamonodocdat) (Dahl et al., 2013). benku
U3 CeMEUCTB SO€ u SOr He 0OHAPYKMBAIOT 3HAYUTEIBLHBIX TOMOJIOTUHM, XOTS BHYTpU
Ka)XJIOr0  ceMmeiicTBa  HAOMIOHAeTCsd  3HAYUTEIBHOE  CXOJACTBO  OEJIKOBBIX
nocienosareiabHocTer (Kisker et al., 1998). I'enbl, koaupyrolye OeIKU, CBI3aHHBIC C
S0eABC, npucyTCTBYIOT KaK B MyPIyPHBIX, TaK M B 3€JIEHBIX CEPHBIX OAKTEpUsX, U B
MOCJICTHUE TOIBI HEOJTHOKPATHO MPE/ITOIarajJoch UX y4acTHe B OKHCIICHUH CyJIb(puTa,
reaepupyemoro cucremort Dsr B nurtormiazme (Frigaard & Bryant, 2008; Frigaard &
Dahl, 2008). lns npeacraButencii cemeiicta Beggiatoaceae okucienue cyiabpura
npu oMo SOeABC moka He OBLIO ITOKa3aHO, OJJHAKO ATO OJWH U3 MOTCHITUATILHO
BO3MO’KHBIX ITyTEH.

B cnywae HempsMOro myTH OKHCJICHHUS Cynb(GUTa OCYIICCTBISICTCS PSI

MOCJIeIOBATENBHBIX peaknuii. B mepBoil peaknuu cynsdur pearupyer ¢ AMD non
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nericteueM ADC-peaykrassl, B pesyiabTare yero oopasyercs ADC u BeiaenseTcs 2
anektpoHa. Jlamee ADC pacmiernsisiercss ¢ BBICBOOOXKIECHHEM cCyibdara, YTO
conpoBoXxaaercs GhochopuIMpoBaHUEM Ha YPOBHE CyOcTpaTa. DTa peakius MOXKET
KaTaJM3upoBaThcst OAHUM U3 JBYX (pepmentoB: ATD-cynbdpypunazoi (EC 2.7.7.4;
Renosto et al., 1991), xotopas oOmenuBaer cBsizaHHbIE ¢ AM® cynbdar Ha
cBoOoanbIii mupodocdar, mgaBas onuH ATD na cynpdar; umm ADC: docdart-
aneHunarTpanchepazoii (ADAT, panee uszBecTtHbli kak AJID-cynbdypunaza; EC
2.7.7.5), xortopas wucmoias3yeTr optodochar B KadecTBe 3aMeHBI Cyib(dara,
BbICBOOOXKIast ALID. AJID-cynbdypunaza gaet 1/2 AT® Ha OKUCIEHHBIN CYIb(UT.
A1®-cynphypuiiaza 10 CUX IOP B OCHOBHOM OOHApyKMBAJACh B IITAMMAax, KOTOPBIE
OJIHOBPEMEHHO coJiepkaiu Takxe 0osee sHeprodddextupayro ATD-cynbhypunasy,
a cpoactBo oboux ¢epmentoB k ADPC mokazan, UYTO B3aUMOJCHCTBHE C
nupodocdaToM 00bdHO sBIsIeTCs Oonee mpeanoururenbHbM (Peck, 1960; Dahl and
Triiper, 1989; Briiser et al., 2000). [To cpaBHeHHIO C IPSIMBIM OKHUCJICHUEM CYJIb(pHUTA
HEIPsIMOE OKUCJICHUE CYIh(UTA, MPEICTABISIOMINUN COO0M NBYXCTaAUNHBIN MpOIIeCC,
3amacaet JOMOJHUTENbHYIO SHEPTHUIO ITyTeM cyOcTpaTHOro GochopunrpoBaHus.
Hemnpsimoii, AM®-3aBUCUMBI TyTh OKHUCJICHHS CyJlb(uTa OBLT BBISBICH Y
00JIMraTHO XeMOJIUTOAaBTOTpOoGHOTrO ImTaMMa Beggiatoa sp. MS-81-1¢ u oTcyTcTBOBAI
y (aKyJIbTaTUBHO XEMOJIMTOABTOTPOMHBIX MM MHKCOTPO(HBIX mTammoB MS-81-6,
OH-75-2a u D-402 (Hagen and Nelson, 1997; Grabovich et al., 2001).
[TpumeuaTenbHO, uTO mTaMM MS-81-1c¢, okucnstonuii CyabGUT MO HEMPSIMOMY
NyTH, CHOCOOEH MPOyLIUPOBaTh MPUMEPHO BJBOE OOJIbIIEe KOJIUYECTBO CYyXOro Beca
Ha €JIMHUIY OKHCICHHOTO CyJb(UTa TO CpaBHEHUIO co ImTammMoMm MS-81-6,
MCITIOJIb3YIOIINM NMPAMOU yTh okuciienus cyibdura (Hagen and Nelson, 1997). I'ensr
aprBA, KOJIMPYIOLIME CyOBEIMHUIIBI ADC-penykrassl, HE  yAaloCh
aMIUIM(UIUPOBaTh C COOTBETCTBYIOLIMMH TipaiiMepamu M3  (DaKyJIbTaTHUBHO
XEMOJIUTOABTOTPO(MHBIX WM MHUKCOTpodHBIX mTamMmoB B18LD, D-401 u D-402
(Meyer and Kuever, 2007). Oguako 3TH Ir'eHbl ObUTH MACHTH(GUIUPOBAHBI B T€HOMAX
“Ca. Isobeggiatoa sp.”, “Ca. Tiomargarita nelsonii”, aureii Guaymas, “Ca. Marithrix”,

YTO IMOATBCPKAACT IMPCAIIOIOKCHUC O I'CTCPOIrCHHOCTH CYJ'II)CI)I/ITHOFO MeTaboJm3Ma B
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cemeiictBe Beggiatoaceae (Mussmann et al., 2007; MacGregor et al., 2013; Winkel et
al., 2013; Flood et al., 2016; Salman-Carvalho et al., 2016).

Ha ¢umorenetnuecknx naepeBbsiX, MOCTPOCHHBIX Mo Oenkam ApPrBA
CEPOOKHUCTSIONIUX TPOKAPUOT, YETKO BBIJICISIOTCS JIBa TTTyOOKUX (DUITOTEHETUYECKHUX
kiactepa, simaus Apr | u muaus Apr |, Tpugem 6enxu simanu Apr 11 (Chlorobiaceae
U JIpyrue) UMeroT 00Jiee BEICOKOE CPOJICTBO ¢ (hepMeHTaMu cepopeaykropoB (Meyer
and Kuever, 2007). ®dunorenerruueckn Oeaku AprA mpeacTaBuTeNell ceMeicTBa
Beggiatoaceae npunamiexkat k auHEE ApPr II, BHYTpH KOTOpOW OHH 00pa3yroT
MoHodueTrueckuit kiactep (Kreutzmann, 2013).

[Ipu padore ADPC-penykrasnl cynbpur pearupyer ¢ AM®D ¢ oOpa3oBaHuem
A®C u 1pu 3TOM BBICBOO0KIAIOTCA HIeKTPoHBI (SO32 + AM® = ADC + 28), KOTOpHBIE
NEepealoTCsl Ha IyJl XMHOHOB MOCPEICTBOM MEMOPaHCBSI3aHHON OKCHUIOPEAYyKTa3bl
(Qmo). O6kruHO KOMIUTEKC TeHOB QMOABC 3akoupoBaH COBMECTHO ¢ reHamMu ADC-
penyktassl (Pires et al., 2003; Zane et al., 2010; Rodriguez et al., 2011; Ramos et al.,
2012).

Bo Bcex aprBA-monoxkutensHbIx reHOMax Beggiatoaceae Obutn 0OHApYIKEHBI
redsl qMOAB. OnHako TeHbI, KOIUPYIOIIHE TPAaHCMEMOPAHHYIO CYOBbEIUHUILY,
B3anMOJICHCTBYIONIYI0 ¢ XuHOHOM, QMOC wm HArE, He Obun OOHapyXCHBI.
[IpumeuaTenbHO, 4YTO TakKWe€ TEHbl TakXkKe OTCYTCTBYeT B Jpyrux Oera- H
ramMManpoTeabakTepusx, cogepxamux Apr |1 (Meyer and Kuever, 2007). OtcyTcTBue
TpaHCMEMOPAHHOTO OeJKa, B3aUMOACHCTBYIOIIETO C XMHOHOM, CTABUT BOIIPOC O TOM,
Kak koMmriekc QMO u, B koHeuHoMm cuere, ADC-pemykrasa 3THX OpPraHuU3MOB
B3aMMOJICHCTBYIOT C O3JIGKTPOHTPAHCIIOPTHOM T1enblo. JIMOO 2JIEKTPOHBI HE
B3aMMOJICUCTBYIOT C ITyJIOM XHHOHOB, @ BMECTO 3TOT'0 BOCCTAHABIMBAIOT HEU3BECTHBIM
[IUTOTUIa3MAaTUYECKUN  aKIenTop, JuOo mpeamnosiaraeMbeiii  komruieke QMOAB
B3aMMOJICHCTBYET C IPYrMM TpaHcMeMOpaHHbIM OenkoM (Kreutzmann, 2013).

I'enst unmu dparmentsl reHoB, kogupyomue ATO-cynsbhypunazy (sat wim
sopT), Bropoit hepment ADC-3aBrucumMoro myTu, ObUTH UACHTUPHUITUPOBAHBI BO BCEX
BBINICYTOMSIHYThIX aprBA-mo3uTuBHBIX TeHOoMmax Beggiatoaceae u B TeHOME

Beggiatoa sp. 35Flor. s mocaenHero mraMmma OCTaeTCs HESICHBIM, KOJUPYIOTCA JIU
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orcyTcTBytoume pepmenTsl ADC-3aBUCUMOrO MYTH TUCCUMUIIILIMOHHOTO OKUCIIEHUS
cyabura unm xe uaeHtupuupoBaHHas ATO-cynsdypuiaza GyHKIHOHUPYET B
ACCUMIJIIIMOHHBIX TIpoIieccax. B moaaepkKy MOCIeAHEero BapuaHTa TOBOPUT TOT
dbakT, UYTO TEeHbl BCEX OCTAIbHBIX (EPMEHTOB ACCUMWISIIIMOHHOTO IYTH
BOCCTaHOBJICHMs Cyjb(aTa ObUIM HaijmeHsl B TeHome Beggiatoa sp. 35Flor
(Kreutzmann and Schulz-Vogt, 2016).

C ucrnosb30BaHHEM METOJIa cay3epH-OJIOTTHHTa y mTamma Beggiatoa sp MS-
81-1c Obu1 WAEHTUGUIIUPOBAH TeH, KOTUPYIOMHMK guccuMuisinuonnylo ATO-
cynbdypunasy, B To BpeMs kak y Beggiatoa sp. OH-75-2a BbIIBUTB JaHHBIN T€H HE
ynainochk (Laue and Nelson, 1994). beuta oTrmedeHa BbICOKass aKTHBHOCTH ATO-
cynbdypmnazer st ADC-penykrazanonoxutenbHoro mramma MS-81-1c, HO s
mramMmmMoB MS-81-6 u OH-75-2a, KOTOpbIe OKUCIISIOT CYIb(UT UCKITIOUUTEIILHO Yepe3
npsIMOi TyTh, akTUBHOCTE AT®-cynbdypunasel He Oblia oOHapykeHa (Hagen and
Nelson, 1997). T'en (apt), komupyroImui aabTePHATUBHBIA CYIb(paToOpa3yroIui
depment - AAD-cynpdypunazy (ADPAT), He ObLT HACHTHPHUIIMPOBAH HU B OJHOM U3
poaHaIM3UPOBAaHHBIX FTeHOMOB Beggiatoaceae, a Taxxe paHee He ObLJIO OOHAPYKEHO
COOTBETCTBYIOIICH (hepMEHTATHBHOM aKTUBHOCTH B mtammax Beggiatoa (MS-81-1c,
MS-81-6, OH- 75-2a) (Hagen and Nelson, 1997).

Takum oOpa3oMm, OKHCIEHHE CyiabuTa y TpeAcTaBUTENIe cemeicTBa
Beggiatoaceae MokeT OCYIIECTBISTHCS 1O IPSIMOMY ITyTH Cpa3y 0 CyJibhaTa UiIH 1Mo
HEMpsMOMY MyTH ¢ 00pa3oBaHueM npoMexyTouHoro npoaykra ADC. Ilpuuem He y
BCexX OakTepuid, coaepkamux B reHoMe TeHbl ADC-penyKTaspl, ObLITN BBISBICHBI TEHBI
AT®-cynbdypunaszsl, MOATOMY HE TTOHSITHO, CIOCOOHBI JIU OHM OKUCIIATH CYJIb(PUT 110
HEMPSMOMY ITyTH.

2.1.4. Iyt okuciaeHus THOCY IbGaTa

Tuocynbdhar y mpoKaproT MOXKET OKHCIATHCS TPEMS Pa3HBIMH ITyTAMH. ITO
npsiMoil SOX-TyTh, B X0A€ KOTOporo (epMmentatuBHbii komiuiekc SOXAXBYZCD
OKHUCIISIET THOCYIh(hAaT N0 cyibdaTa, pa3BETBICHHBIN SOX-TyTh ((PepMEHTATHBHBIM
koMmiiekc SOXAXBYZ okucnser tuocynbdar 10 cynbhara u 3JIEMEHTHON Cephl) U

TUOCYNIb(aTAECTUAPOreHa3a, OKUCIAONAs THOCYIb(AT 10 TETPaTHOHATA.
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M3BecTHO, 4TO HEKOTOpBIE INTAaMMbI ceMelicTBa Beggiatoaceae crmocoOHbBI
OKHCIIATH THOCYNb(Dar (Hampumep, Beggiatoa alba B15LD, B18LD, Beggiatoa sp.
B25RD, L1401-15, OH-75-2a, MS81-c, MS-81-6, D-402) (Giide et al., 1981; Nelson
and Castenholz, 1981; Nelson and Jannasch, 1983; Mezzino et al., 1984; Hagen and
Nelson, 1996; MyuTsu u ap., 2005). IlosiBieHne BKIIOYCHHEA Cephbl IIPH POCTE Ha
THOCYJb(aTe OMHO3HAYHO yKa3blBaeT HA TO, YTO O3TH IITaMMBI TOTPEOISIOT
THOCYNb(AT Yepe3 pa3BeTBICHHBIA MyTh OkucieHUs Tuocyibdara (Hensen et al.,
2006; Grimm et al., 2008; Kappler and Maher, 2013). Peakiuu 3Toro nyTu CHUIbHO
pa3nuuaroTcs JUIsl ABYX AaTOMOB CEpbl, BXOJIIEH B COCTaB TUOCYJbdaTa,
CyJb(OHOBON cephl (CTENEHb OKUCICHUS +5) U Cylb(paHOBOH cepbl (CTENEHb
OKUCJEHHUSI -1), KOTOpbIE OKHUCISIIOTCA JI0 CyibdaTa W DIEMEHTHON Cepbl,
coorBercTBeHHO (Smith and Lascelles, 1966; Triiper and Pfennig, 1966, Kappler and
Maher, 2013). IIpu ucronp30BaHAH Pa3BETBICHHOTO MYTH OKHUCJICHUS THOCYJIb(ara
O’KHMJIA€TCSl COOTHOIIIEHHE 00pa3yronuxcs cepol U cynbdata 1: 1. beuio oOHapyxeHo,
4yro KyabTypa Beggiatoa sp. OH-75-2a oOpa3yer ajieMeHTHYIO cepy M Cyibdar B
HKBUMOJIIPHBIX KOJIMYECTBAaX IMpH BbIpamuBaHuu Ha Ttuocyibdare (Nelson and
Castenholz, 1981).

B cooTBeTCTBMM C TPUBEACHHBIMHA  BBHINIE  HAOMIOACHUSMU  OBLIN
UJCHTU(GUIIMPOBAHBI T€HBI, KOAUPYIOUTHE OOJBITUHCTBO (DEPMEHTOB, BOBJICYCHHBIX B
Pa3BETBJICHHBIA MyTh OKUCIEHUS THOCYIb(dara, To ecTh S0xA, SoxYZ u SoxB, B
reHomax Beggiatoa sp. 35Flor, “Ca. Isobeggiatoa sp.” (Mussmann et al., 2007), HuTb
I'yaitmac (MacGregor et al., 2013) u Beggiatoa alba B18LD, Thiomargarita BudS10
(Flood et al., 2016), “Ca. Marithrix” (Salman-Carvalho et al., 2016). ®parmenTsI
reHoB SOXY u SOXB ObL1n 00HapysxeHsl B renome “Ca. Thiomargarita nelsonii” (Winkel
et al., 2016). OtnenbHbIC T€HBI, KOAUPYIOIIKE SOXX, BTOPYIO CYyObEeIUHUILYy Oelika
SoXAX, He ObUTM OOHApPYKEHBI HU Yy OJHOTO W3 TPEICTABUTENCH CceMencTBa
Beggiatoaceae (Kappler and Maher, 2013). Onnako uaeHTH()UIUPOBAHHBIC OEIKU
SoxA wumeroT N-KOHIEBYIO TMOCIEI0BAaTEeIbHOCTh JMHOM mpumepHo 150-200
AMUHOKHCIIOT, KOTOpas JEeMOHCTPUPYET 3HAUMUTEIbHOE CXOACTBO € SoxX u
oOecrieuynBaeT MOMOJHUTENbHBIN callT cBs3piBaHus rema (CXXCH) mogo6no SoxX.

ITouck B 6aze JaHHBIX I/II[eHTI/I(I)I/II_II/IpOBaJ'I AHAJIOT'NYHBIC ITOCIICA0BATCIIBHOCTHU TOJIBKO
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B SoxA-0Oenkax Halorhodospira halophila (YP 001003514) u Bradyrhizobium
japonicum (WP 018321809). Takum 00pa3om, reHbl, Kogupyrone SoXA u SoxX, Kak
NpeJCTaBIsIeTCsI, CIUTHI Yy TpeactaBureicii Beggiatoaceae, H. halophila u B.
japonicum, ¥ 3To CIIMSIHUE MPEICTABIIACT COOON UCKITIOUCHUE CPEIN U3YUCHHBIX PaHee
SoXAX-6e1koB. @UIOTeHETUUECKUM aHalIu3 THOPHUIHBIX OCJIKOB SOXA IMOKa3aj, 4yTo
BCE IOCIICIOBATCILHOCTH, TOJy4YeHHBIe u3 Beggiatoaceae, TecHO CBs3aHbBI W,
BEPOSTHO, OBLIN YHACJIeI0BaHbI 0T 0o0ImIero npeaka cemeicrsa (Kreutzmann, 2013).
[MpumeuarenbHo, uro SoxA-momen ciautoro Oenka H. halophila SoxAX
UIAECHTU(UUIMPOBAH KaK OMM>KaMIINKA pOACTBEHHUK JOMEHHBIX MOCIIE0BATENbHOCTEN
SoxA, monydeHHbIX U3 Beggiatoaceae. buoxuMudecknux JaHHBIX, MTOATBEPIKIAFOIINX
byHKIHIO crenu@UUecKuX CIUTHIX 0eIK0B SOXAX MpU OKUCICHUU THOCYIb(daTa, Ha
CETOJHSIIHUI JIeHb HeT. TeM He MeHee, MPEACTABISETCS BEPOSITHBIM, YTO 3]1€Ch
unaeHTuguuupoBanHsie 0enkn SOXAXYZB npeactaBistor co0oil (epMEHTaTUBHYIO
CHUCTEMY, OTBETCTBCHHYIO 3a OKHCIICHHWE THOCYJb(]ara depe3 pa3BETBICHHBIA ITyTh
OKHCJICHHS THOCYJIb(aTa y npeacraBurencii Beggiatoaceae.

[Ipu QyHKIIMOHUPOBAHUHU MPAMOTO MYyTH OKUCIEHUSI THOCYJIb(aTa ¢ y4aCTHEM
SoxCD He mnpoHuCXOAUT BHYTPUKICTOYHOTO OTJIOXKEHHUS JJICMEHTHOW CEphl.
BHYTpUKJIETOUHOE OTJI0KEHHUE DJIEMEHTHOW CEpbl MNPEACTABUTEIAMU CEMENCTBA
Beggiatoaceae u orcyrctBue reHoB SOXCD BO BCeX OTCEKBEHHPOBAHHBIX T'€HOMAax
SIBJISFOTCS TOATBEPKICHUEM HEBO3MOKHOCTH (PYHKITMOHUPOBAHUS TIPSIMOTO SOX-TTYTH
s nanHoro cemeiictBa (Mussmann et al., 2007; MacGregor et al., 2013; Salman-
Carvalho et al., 2016). ®epment SoxCD mnpexacraBisier coboii cepo (cynbdan)
JETUIPOTEeHA3y, HaJU4he KOTOPOM TMO3BOJISIET OCYIIECTBIISTH TOJHOE U TIPSIMOE
OKHuCJIeHHE THOCcyibdaTa a0 cyibdara uepe3 cucremy Sox (Friedrich et al., 2001,
2005).

Tpertuii myTh OKUCIIEHUS THOCYIIh(aTa — 3TO MOCJIEI0BATEILHOE €0 OKUCIICHUE
0 TerpaTuoHara, cyiabdura u cynbdara (Ghosh and Dam, 2009). ObpazoBanue
TEeTpaTHOHATa TPU OKHUCICHUM THOCYJIb(ara Mamo u3lydeHo B Beggiatoaceae.
buonornyeckoe okucieHHe THOCYNb(aTa 10 TeTpaTHOHATA KaTalu3upyeT (pepMeHT
trocynbdarneruaporenasa. HemaBHo ObLTH HICHTUDHUITMPOBAHBI T€HBI, KOJTUPYIOIINE

pasnuyHbie THIBI 3T0r0o (epmenta (Miiller et al., 2004; Denkmann et al., 2012).
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I"omomor Tnocyasbhataeruaporenassl u3 Allochromatium vinosum (TsdA) (Denkmann
u ap., 2012) 6s11 o6Hapyx)eH B reHome “Ca. Isobeggiatoa sp.”, a ero yceueHHasl, 1mo-
BUIUMOMY, He(QYHKIMOHaJIbHas Bepcus Obuta oOHapykeHa B reHome ““Ca.
Thiomargarita nelsonii” (THI516 0) (Kreutzmann, 2013). CpaBHeHHE ¢ H3yYCHHBIMH
tuocynbbaraeruaporenazamu tuna TsdA (Denkmann et al., 2012) mokasao, 4To Bce
KOHCEPBATHUBHBIC M, BEPOSATHO, (DYHKIIMOHATLHO BaKHBIC OCTATKH MPHUCYTCTBYIOT B
Oenke, xogupyemoMm “Ca. Isobeggiatoa sp.”, mo3Bojsis eMy (PyHKIHMOHHPOBATH B
KauecTBe THOCYJIb(ATIErHIPOTeHA3HI. [en, KOJAUPYFOIITHIA depMeHT
TETPAaTUOHATTUAPONIA3Yy, KaTaJM3UPYIOUIUN  MpeBpalleHHe TeTpaTHOHaTa 10
cyibpuTa, 10 CUX MOP HE UICHTUPHUITUPOBAICS HU B OJJHOM U3 MPOAHATM3UPOBAHHBIX
reHomMoB Beggiatoaceae. AHamoruuHsiM 00pa3oM, (BU3UOJOTHUECKUE MCCIICTOBAHMUS
HE MPOBOIMJIMCH, M OCTAETCsl OTKPBITHIM BOIIPOC, CITIOCOOHKI ik wieHbl Beggiatoaceae
OKHCIIATH TeTpaTruoHat aanbiie (Kreutzmann, 2013).

Bmecte 3TH naHHBIE CBHIETCIBCTBYIOT O TOM, uTo Beggiatoaceae B memom
MOTYT OKHCIATH THOCYJIb(hAT uepe3 JABa IMyTH, Pa3BETBJICHHBIA IyTh OKHCICHUS
THOCYJb(aTa v, BOSMOKHO, TyTh C THTEPMEIUATOM TETPATHOHATOM. Pa3BeTBICHHBIM
MyTh OKUCIIEHUS THOCYb(aTa, MO-BUANMOMY, IIUPOKO PACTIPOCTPAHEH CPEIU YICHOB
TOr0 CEMEWCTBA, €Cl CYJIUTh MO OOBIYHOMY HAKOIUICHUIO BKIIFOUEHUU CEpbl MPU
OKHUCJICHUH THOCYb(ara. HampoTus, 0OITHOCTh M BaKHOCTh MTyTH C HHTEPMEAUATOM
TETPATHOHATOM B HACTOSIIEE BpeMsi HE MOTYT ObITh OlleHeHbl. OJHAKO HITaMMBI,
KOTOPBIE, MTO-BUIUMOMY, CIIOCOOHBI OKUCIISATh THOCYNb(aT uepe3 TeTparnoHar (“Ca.
Isobeggiatoa sp.”), Takxke, BEpOSTHO, MOTYT HCIIOJIb30BaTh PA3BETBICHHBIH ITyTh
okucieHusi tuocynbdara (SOXAXBYZ). Takum oOpa3oM, JBa MyTH MOTYT
(GYHKIIMOHMPOBATh y OJHUX M TEX JKe MpeAcTaBuTeNel cemelicTBa Beggiatoaceae,
KaTaJu3upysl OKUCICHUE THOCYIh(aTa B pa3IMIHBIX YCIOBHIX OKPYKAIOUIEH CpPeJIbl.
dusronornyeckre MCClIeA0BaHus MypnypHoil cepHoit Oaktepun Allochromatium
VINOSUM TmoKa3ajid, 4YTO OKHCIACHHE THOCYJIb(ara IO pa3BETBICHHOMY IyTH
npeobnagaer mpu 3HadeHUsXx pH Bemme 7,0, Torga kKak myTh C WHTEPMEIUATOM
TETPaTUOHATOM JOMUHUPYET MpHu HelTpanbHoM U kuciaoMm pH (Smith and Lascelles,
1966; Hensen et al., 2006). Tem He MeHEe OKHUCIEHHUE THOCYIb(aTa MOXKET OBITh HE

yHHUBepcallbHOW yepToii Beggiatoaceae, o 4eM CBHICTEILCTBYET OTCYTCTBHUE TaKOif
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aKTUBHOCTH B HECKOJIbKHX MPECHOBOHBIX ITammax (Beggiatoa sp. OH-763-B, OH-
765-B, OH-766-B, OH- 767-B) (Nelson and Castenholz, 1981; Nelson et al., 1982).
Jlo cux mop OKHCJICHHE THOCYyJb(aTa Takke He ObLIO Mmoka3zaHo it Beggiatoa sp.
35Flor, XxoTs 3TOT mTaMM KOJAMPYET BCE KOMIIOHEHTHI KomIuiekca SoxAXYZB
(Kreutzmann, 2013).

2.2. ABToTpodus y npeacraButeieii cemeiicrBa Beggiatoaceae

[MpencraBurenu cemeiictBa Beggiatoaceae oxBaTbIBalOT METa0OIUYCSCKUN
JTMAa3oH OT 00JUTaTHOW XEMOJIUTOABTOTPO(MUHU B IPUCYTCTBUM CEPHBIX COCAMHEHUI
no rerepoTpodHoro wim MuxkcotpodHoro pocra. IlpencraBurteneid ceMencTBa,
CIIOCOOHBIX K aBTOTPOPHOMY POCTY, MOXKHO OTHecTH K AByM rpymmnam (Teske and
Salman, 2014):

1. ABTOTpOo(pHBIE MOPCKHE M MPECHOBOAHBIC IITAMMBI C TOHKUM JHAMETPOM
HUTEH, HE cojepraiue BakyoJied. IIpencraBieHbl (akylnbTaTUBHO aBTOTPO(PHBIM
mrammoM MS-81-6, obnuratHo aBroTpodHBIM mTammoM MS-81-1c (Nelson et al.,
1982; Nelson and Jannasch 1983, Nelson et al., 1986b, Hagen and Nelson, 1996, 1997)
u MopckuM mrTammom 35Flor (Kamp et al., 2008; Brock et al., 2012; Schwedt et al.,
2012), a Takke NpPECHOBOAHBLIM mTamMMoM Beggiatoa leptomitoformis D-4027
(Grabovich et al., 2001). Otu mTaMMbI CITIOCOOHBI K XEMOTAKCHCY U OPUEHTHUPYIOTCS B
rpagueHTe KUCIOPOA/CYab(Ul, KOTOPBIM OHH TMOJACPKUBAIOT IMyTeM OBICTPOTO
OKHUCJICHHS CyTb(}u1a B MUKPOAIPOOHBIX YCIOBUSIX.

2. bonpmme, coaepxamye BaKyOJd, HUTpaT3aracarolive, aBTOTPO(HbBIE
HEKYyJbTHBHpPYEMbIe MOpckue Oaktepuu co cratycom Candidatus, manpumep “Ca.
Maribeggiatoa”, “Ca. Isobeggiatoa”, “Ca. Parabeggiatoa”. KneTku 3TUX KpYIHBIX,
MOpckux HuTeil Beggiatoaceae cocTosT W3 TOHKOTO IMJIHMHIPA IUTOILIA3MBI,
OKPY’KaroIIero OOJIBIIYIO IIEHTPAIBHYIO BaKyoJib. Hanmuure Bakyosin OOBIYHO CBS3aHO
C BBICOKO# KOHIIEHTpalluei BHyTprKierouHoro uurpara (Hinze, 1901, Jannasch et al.,
1989; Nelson et al., 1989; Larkin and Henk, 1996, McHatton et al., 1996), 3a
BO3MOXKHBIM HcKIroueHneM “Ca. Marithrix”, B koTopoM HHUTpaT IMoOKa HE OBLI
obHapyskeH B Bakyousx (Kalanetra et al., 2004)

Bce mpencraButenu cemeiictBa Beggiatoaceae, criocoOHbIe K aBTOTPOGHOMY

pocty, ¢(ukcupyror CO; uepe3 mukn KanpBuna-bencona-baccama. AKTHBHOCTB
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KkiroueBoro pepmenTa nukia Kanspuna-bencona-baccama — PB®K Obina onpenenena
B HECKOJIbKMX mTammax Beggiatoa: MS-81-6, MS-81-1c, 35Flor, D-402, a taxxke y
“Ca. Maribeggiatoa”, “Ca. Marithrix” (Hagen and Nelson, 1996; IlaTtpumkas u mp.,
2001; Nelson et al., 1989; Kalanetra and Nelson, 2010). Ckopocts ycBoenusi CO-
3HAUUTEIBHO pazfinyaeTcs B mpejaenax cemeicrra: oT 2,5 HMonnb COy/MuH/Mr Oenka
g “Ca. Marithrix” (Kalanetra and Nelson, 2010) go 112-139 amons CO2/MuH/MT
oenka misa Beggiatoa leptomitoformis D-402 (ITatpuiikas u ap., 2001), 4To cpaBHHEMO
¢ aktuBHOCThIO PB®K y tunmuaeix aBTOTpOodHBIX opranu3moB. J[lus “Ca.
Maribeggiatoa” mnomumo akTuBHOcTH PB®K eme ogHuM MOATBEpKIACHHEM
cocOOHOCTH K aBTOTpodGHOMY pocTy 0Lt onbIT ¢ 4C m3otomom (Larkin et al., 1994).

JIns HEeCKOJBKUX TpeIcTaBUTENCH ceMelicTBa Beggiatoaceae aBToTpodHBIN
pocT He ObLT NMOKa3aH, HO HEKOTOphIe reHbl ukia Kanseuna-bencona-baccama 6buin
BbIsIBJICHBI B reHoMax. Hampumep, PBOK dopwmer | Obuta oOHapyxeHna B reHomax “Ca.
Isobeggiatoa” u “Ca. Marithrix” (Teske and Salman, 2014). B mocnemnem reHome
Tak)Ke OBUIO BBISIBJIEHO HECKOJBKO KOIHH reHa, komupymomero Oemoxk Hat/HatR,
nonomatomniero CO, B kapOokcucomax y rmanooakrepuii (Salman-Carvalho et al.,
2016).

Jns  npeacrasurencii  Buga  ““Ca. Thiomargarita  nelsonii”  Obuim
OTCEKBEHUPOBaHbI TeHOMBI JBYX mTammoB: BudS10 u BOGUAY. B renome BudS10
coaepxurcs ren PEBOK Broporo tuma (CbbL). B 060ux 0TCEeKBEMPOBAHHBIX IITAMMAaXx
OTCYTCTBYIOT T'€HBI, Koaupyromue Gpykro30-1,6-6uchocdarasy wimm cemorentysnoso-
1,7-6ucdocdarazy. MacGregor et al. (2013) moctynupoBaiu, 4TO (PYHKIMH STUX
dbepMeHTOB MOXKET BBIMOIHATE nupodocdat (PP1)-3aBucumas 6-bochodpykToknHaza
(PfkA), kaKk y HEKOTOPBIX raMManpoTeOaKTepHil, SBISIONIMXCS dHIOCUMOMOHTAMHU
(Kleiner et al., 2012; MacGregor et al., 2013a). B renomax mrammoB BOGUAY u Bud
S10 ObuTO BBIABICHO fBa MpeAmonaraeMbix rena, koaupyrommx PFfkKA (Flood et al.,
2016).

2.3. Meruaorpodus y npeacraButesieii cemeiicrBa Beggiatoaceae

Cpenu mnpencraBuTelieli  cemelictBa  Beggiatoaceae crmocoOHOCTE K

meTrioTpoduu ObLIa OKa3aHa y AByX mrammoB Beggiato alba, BISLD u OH75-2a.

OTH mITaMMBI OBIJIM CIHOCOOHBI MCITOJIB30BaTh METAHOJ B Ka4yeCTBE CANHCTBCHHOI'O
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UCTOYHHUKA yTJepoaa W SHEpruu. ['eHbl, Koaupyrolme OOJbIIyI0 CyOheaMHHILY
METaHOJI JIETHAPOTCHA3bl M YeThIpeX (EPMEHTOB TETPAruApOMETaHHONTEPHUH-
3aBHUCUMOTO TyTH okucienus Ci-coenuHeHuil Obun naeHtTuduuuponansl B B18SLD.
Hukakux pokazaTenbcTB MeTaHOTpoduu He Obuto 0OHapyskeno (Jewell et al., 2008).
2.4. JIntoTpodHbIi pocT NpeacTaBuTeIel ceMeiicTB Beggiatoaceae na Bogopoae

Kpymubie cepHble Oaktepun cemeiictBa Beggiatoaceae (Salman et al., 2011)
OOUTAIOT Ha TPaHUIIE adPOOHON M aHadPOOHOW 30HBI, TJIE€ OHM YaCTO HAKAILJTMBAIOT
00JBIIOE KOJMYECTBO OMOMACChl M CYIICCTBEHHO BIMSIOT HA MECTHBIC ITUKIIBI
yriepoja, cepsl, azota u (ocdopa (Fossing et al., 1995; Schulz and Schulz, 2005;
Prokopenko et al., 2013). Kpome Toro, OBLIO IIOKa3aHO, YTO MOPCKOM
XeMoJInToaBTOTpOo(dHBIN mTamm Beggiatoa 35Flor okucnseT MoieKyIspHBII BOIOPO
¢ Bbicoko# ckopocthio (Kreutzmann and Schulz-Vogt, 2016). M3BecTHO Takke, 4To
rerepoTpodHble TPECHOBOAHBIC INTaMMBI Beggiatoa OKUCIAIOT BOAOPOA TPH
KpPaTKOBPEMEHHOM TIOTAJIaHuU B aHadpoOHbIe ycioBus (Schmidt et al., 1987). [lns
HEKOTOpPBIX  OpPraHM3MOB  OBUIO  MOKa3aHO, 4YTO OKCHOpeccHs THAPOTeHas,
MpEeIHA3HAYCHHBIX I KAaTaJM3UPOBAHUS  OKHUCIUTEIHbHO-BOCCTAHOBUTEIBHBIX
peakiuii ¢ yuactuem mapsl H* / Hy, gacto cBs3ana ¢ ¢ukcanueii azora (Brito et al.,
1997; Axelsson et al., 1999; Elsen et al., 2000; Happe et al., 2000). Muorue
npejcTaBuTeNn cemeiicTBa Beggiatoaceae cnoco6nsl k azotdukcarmu (Nelson et al.,
1982), npuueM ObUIO MOKAa3aHO, YTO BOJIOPOJ] BBIIEISETCS MPHU 3TOM KaK OOOYHBIN
npoaykt (Burgess and Lowe, 1996). OmHako OTCYTCTBUE YHCTBIX KYJIBTYD
IOPENIATCTBYeT (PU3UOJOTUYECKUM HCCIEIOBAaHUSIM MeTabojanM3Ma BOAOpoAa B
OOJIBIIIMHCTBE POJOB 3TOro cemeiictBa. Hamportue, OonpmmacTBO Beggiatoaceae
SBJITFOTCSL yIOOHBIMH OOBEKTaMU IS TEHETUYECKOTO aHalii3a, HE3aBUCUMOTO OT
HaJIMYHsI YACTON KynbTYphl. IX OOJbIITNE M 3aMETHBIC KJIETKA MM HUTH JIETKO MOTYT
OBITh pPa3JENCHBl CTEPUIBHBIM 00pa3oM M3 00pa3lioB OKPYXKAIOIICH Cpeabl WA
HAKOIUTEIbHBIX KYJIBTYP U, TAKUM 00pa3oM, MOTYT CIIYKUTh B KQUECTBE MATPHIL JIJIsi
amIunUKaIMK ONpeIeCHHBIX TeHoB i renomoB (Mussmann et al., 2007; Salman
etal., 2011, MacGregor et al., 2013).

B Hacrosiee Bpemsi pu3HaHbI TpU (DUIOTEHETUYECKH HECBSI3aHHBIX Kilacca

ruaporcHas, KOTOpPbIC OTIINYar0TCA aMUHOKMCJIOTHOM IIOoCJIACA0OBAaTCIBbHOCTEIO 1 HOHOM



39

meTaiia B aktuBHOM 1ieHTpe: [NiFe], [FeFe] u [Fe] (Wu and Mandrand, 1993; Vignais
et al., 2001; Vignais and Billoud, 2007). I'maporenassr kiacca [NiFe] cuurarorcs
HanOonee pacnpoctpanenusivMu (Vignais and Billoud, 2007), u Bce ruaporeHassl,
WICHTU(UIIMPOBAHHBIC y MpecTaBuTescii Beggiatoaceae, oTHOCITCS K 3TOMY THITY
(Kreutzmann, 2013).

['ensl TuapOTeHa3 OBUIM BBISIBICHBI B TEHOMAaX WM aMIUTM(UIIUPOBAHBI MPHU
nomoIM crenuduieckux npariMepos y Beggiatoa 35Flor, B. alba B18LD, B.alba
B15LD, opamxkeBbic HuTH u3 3amuBa ['yaiimac, “Ca. Allobeggiatoa salina”
(Kreutzmann, 2013) u “Ca. Thiomargarita nelsonii” (Kreutzmann, 2013; Flood et al.,
2016; Winkel et al., 2016). JlutoTpodHBIH pOCT Ha BOJAOPOAC OBLT MOATBEPIKIACH JIJIs
Beggiatoa 35Flor mpu momoIy MUKPOCCHCOPHBIX M3MEPEHHI OKUCIICHHUS BOJOPOa
(Kreutzmann and Schulz-Vogt, 2016) u ana “Ca. Thiomargarita nelsonii” myrem
U3MEpEHHS KOHIICHTPAIIMU BOJOPOIa C TETpa3oIreBbIMU Kpacuteiasmu (Bailey et al.,
2017).

2.5. O0pa3oBaHMe MOJIUCAXAPUIHBIX YEXJI0B

B xome Hamiero wuccienoBaHHs Mbl OOHApYyXWIH, YTO y OJHOTO W3
npefcTaBuTeNell cemeiictBa Beggiatoaceae BOKpYr HHTH MOXKET (OPMHUPOBATHCS
OTPOMHBIN CIM3UCTHIN YEXOJI, TIPEAMOIOKUTEILHO COCTOSIINN U3 TMOJHCaXapuaoB.
[ToaToMy B maHHOM 0030pe OBUIO PEIICHO PAacCMOTPETh BO3ZMOXXHOCTH 0Opa30BaHUs
MIOJIUCAaXapPHUIHBIX YEXJIOB Y IPYTUX OaKTEpHH.

OOpa3oBaHue MOJIMCAXAPHUIHBIX YEXJIOB HAOIIOAAETCS Y HEKOTOPBIX BOJHBIX
HUTYATHIX OakTepuii, npuHaIekKammx Kk Gunymy Proteobacteria (van Veen et al.,
1978; Kanagawa et al., 2000; Howarth et al., 1999; Larkin and Shinabarger, 1983;
Williams and Unz, 1985), Bacteroides (van Veen et al., 1973). Otu 0060104KH
CTUMYJIUPYIOT TPHUKPEIVICHUE K TBEPABIM IMOBEPXHOCTSIM, 3aIIAIIAIOT KJICTKA OT
3acyxu, nHUIMpoBaHus OakTepruodaramu U nmpocTermmmu XuHuKaMu. O001049Ka
oOpa3oBaHa JIOKAJbHOW arperamvel TOJUMEpPOB, CEKPETUPYEMBIX KIIETKaAMHU.
Tunuyaele  OakTepUaNbHBIC  BHEKJIICTOYHBIC  TOJUMEpPHI  HE  COOMparoTcs
YHOOPSIIOUEHHBIM 00pa3oM, a o0pa3yrloT JMOO0 CIy4ailHyl0 CETKY, JUOO CIM3UCTHIN
cioit. [Tommepsl, oOpa3zyroiue 000J09KY, aCCOIMUPYIOT aBTOHOMHO ¢ 00pa3oBaHuEM

YIOPSIOYCHHBIX CTPYKTYP B (hopMe MUKPOTPYOOUEK.
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Oo6omoukn OakTepuii u3 ¢uiyma Proteobacteria xoporro u3yuensr (Romano
and Peloquin, 1963; Emerson and Ghiorse, 1993; Takeda, 2010). B atom punyme Ob11m
UACHTH(UIIMPOBAHBI TPH POJA, CHHTEC3UPYIONINX BHEKJICTOUYHBIC ITOJMCAXapUTHBIC
obpazoBanus: poasl Sphaerotilus u Leptothrix B kiacce GeranporeodakTepun (van
Veenetal., 1978) u pox Thiothrix B kitacce rammanpoteobakrepun (Williams and Unz,
1985). s pomos Sphaerotilus u Leptothrix ¢popmupoBanue nonrcaxapuaHbIX YEXI0B
SIBIIICTCS TUIMYHBIM Ipu3HakoM (van Veen et al., 1978; Siering, 1996). Xumuueckast
CTPYKTypa CHHTE3UPYEMBIX MMM SK30IOJIHCAXAPUIOB MOXKET CHIBHO Pa3HyYaThCs.
HenaBHo ObuTO 0OHapyxeHo, uto obomouku Sphaerotilus-Leptothrix cobuparorcs n3
YHHKAJIBHOTO TMOJIMMEPHOTO NIMKOKOHBIOTaTa, M3BECTHOIO KaK THOICHITHIOTIINKAH
(Kondo et al., 2011; Takeda et al., 2010). TuonenTHIOTIMKAH SBJISIETCS ITOJIUMEPHBIM
TITHKOKOHBIOTATOM, COCTOSIIIAM U3 OCHOBHO eTIH amM(pOoTepHOTO
reTeporojrcaxapujaa M OOKOBBIX IIeTIeH JWMIICNTHIA, COCTOSANIMX W3 TIUIUHA H
ructerHa. OOWIIME THOJIOBBIX TPYIII, BEPOSTHO, HTPACT BaKHYIO POJIb B MO ISP KAHUH
CTPYKTYPBI 000TOUKH.

Bunsr Thiothrix MoxxHO pa3menuTs Ha ABE OCHOBHBIC TPYIIBI ¢ TOYKH 3PCHUS
dbopmupoBanus obosouku. T. nivea (van Veen et al., 1973), T. fructosivorans
(Hoiczyk, 1998), T. caldifontis (Zippel and Neu, 2011) u T. lacustris (Zippel and Neu,
2011) cmocoOGHBI 00Opa3oBBIBaTh O00O0JOYKY, TOTJIa KaK BCE OCTaJbHbIE BHUIBI HE
MOKPHITEI 000oukoit. Cpeau oOpas3yrommx 000J0YKY BHIOB OBLIHM HCCISTOBAHBI
tonbko T.nivea (Takeda et al., 2010) u T. fructosivorans (Kondo et al., 2011).
OOHapyxeHo, 4YTO 00e¢ 000JI0YKHM OOBIYHO coOuparorcs wu3  (1,4)-CBA3aHHBIX

TIFOKO3aMHUHOTTIOKaHOB, MOAU(UIIMPOBAHHBIX JIe30KCHcaxapaMu (puc. 5).
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Puc. 5. Xumudeckas cTpykrypa noiucaxapuaos y T. fructosivorans



41

Jle3okcucaxapHble OCTATKH, BBICTyMNAlOLIME M3 TJIOKO3aMUHOTIIIOKAHA B
nososxkeHnu 3 Glc, Moryt crnocoOcTBOBaTh TUAPOGOOHBIM U BOJOPOJIHBIM CBSI3SIM
mexy nonucaxapunamu (Takeda et al., 2012; Kondo et al., 2013; Kawasaki et al.,
2016). O6ue BHEKIETOYHBIC MTOIMCAXAPU/IbI, CEKPETUPYEMbIEe OaKTEPUSIMU, OOBIYHO
acCOLIMMPYIOT € OOpa3oBaHUWEM CJIOS CJIM3U, KamcCylbl WIM TIUKOKAJIUKCAa B

3aBHCHMOCTH OT (PM3NYCCKUX CBOMCTB mosucaxapuaoB (Siering and Ghiorse, 1996).
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I'naBa 3. HoBble «0ecuBeTHBIE CePOOAKTEPUI)

B mocnegHee aecsaTUieTHE PACIHIMPSETCS COCTaB TPYMIBI  «OECIIBETHBIC
cepobakTepun». K 370l rpyrie craau OTHOCHTH MPEACTABUTENICH Pa3HBIX KJIACCOB
IpOTe00aKTEepUii, KOTOpPbIE paHbLIE CYUTAIM TUINUYHBIMH TeTepoTpodamu.
CnocoOHOCTH K JIMTOTPO(GHOMY POCTY Oblila IOKa3aHa B IPUCYTCTBUU TUOCYIIb(aTa u
cepoBofopoaa. Ilpu okucneHun cepoBogopoAa B KIETKAaX IMOKa3aHO OTJIOKEHHE
AIIEMEHTHOU Cephl, YTO XapAKTEPHO ISl TUIIMYHBIX OECIIBETHBIX CEPOOAKTEPUIA.

Jlo HenmaBHero BpeMeHM Oaktepun pona Leucothrix He oTHocwIu K
cepobakrepusim. ynbrieBoit H.M. u lyoununoii I'.A. (lynsuesa, 1996; JlynslieBa u
ap., 1996) u3z mopckux »nuuUTHBIX oOpacTaHui JMTopanu beroro Mops BOEpBbIC
ObUIM BBIJICJIEHBI HOBBIE CEPOOAKTEPUH, CIIOCOOHBIE BHYTPHUKJIETOYHO HAKaIlJIMBaTh
JJIIEMEHTHYIO Ce€py B MPHUCYTCTBUM BOCCTAHOBJICHHBIX COEIHEHUN Cephl U
mopdoorrmueckn cxoaHble ¢ Leucothrix: Leucothrix thiophila (dymeueBa u ap.,
1996). K coxaneHuto, KyJabTypbl ObUTH YTEpSHBL. Y THUIIOBOTO BHJA 3TOTO Poja -
Leucothrix mucor wuccienoBaTeny TakXKe paHee OTMEYAd CIIOCOOHOCTh K
CHOPaJINYECKOMY HAKOIUICHUIO 3JIEMEHTHOW Cepbl BHYTPUKJIETOUYHO B MPHUCYTCTBUU
BOCCTAHOBJICHHBIX coeMHEeHUM cepbl (Brock, 1992).

Nzyuenue yriaepogHoro m cepHoro wmerabonmmsma L. mucor DSM 2157
NOKa3ajgo, 4YTO H3TOT UWITAMM CHOCOOEH UCHOJIb30BaTh COEIMHEHUS CEphl B
HHEPreTHYECKOM META00IM3Me, HO TOJIBKO IPU HU3KUX KOHLEHTPALUIX OPraHUuYEeCKUX
coenunenuii (Grabovich et al., 1999). V L. mucor DSM 2157 npu reteporpodHOM
pocte Oblia BbIsiBIeHA BhICOKas akTUBHOCTH (hepMeHTOB LITK. Bputo mokaszaHo, 4to
JMILb TPU HU3KOW KOHIEHTPALMU OPTaHUYECKUX COEMHEHUH, KOIr/la X KOJIMYecTBa
HEJAOCTAaTOYHO ANl  KOHCTPYKTHMBHOIO M DHEPreTHYECKOro  MeTadosm3ma,
BOCCTAHOBJICHHBIE COCMHEHHSI CEPhl BKIFOYAIOTCS B DHEPTETUYECKUIT METa0OIN3M U
OaKTepuy MEePeKITIOYArOTCS Ha TUTOTeTepoTpodHbIN pocT (I'paboBud u ap., 1996).

Takke TUMTUYHBIMH T€TePOTPOGHBIMU OPTraHU3MAMH CUUTAIUCH TIPEACTABUTEIH
pomos Sphaerotilus u Azospirillum. Oxnako okosio 10 jeT Ha3aa B CEPOBOAOPOIHBIX
ucrounukax CeBepHoro Kapkaza ObulM OOHapyXeHbl MHUKpPOOHBIE COOOIIECTBA
CEpOOKHCIAIOMNX OaKTepuid, BKJIIOYAIOIIKUX MPEACTABUTENECH JaHHBIX POJIOB

(T'puanesa u ap., 2009; Uepnoycosa u np., 2008; Lavrinenko et al., 2010). Insa Hux
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Takke OBLT TIOKa3aH JHUTOTPOMHBIA pPOCT B MPHUCYTCTBUU BOCCTAHOBJIICHHBIX
coenunenuii ceprl (bemoycosa, 2011; ®ponos u ap., 2013).

[IpoBenenublii  monuas3HbId  aHANIW3,  BKIIOYAIONIMKA  HCCIIEOBAHHE
(EHOTUNTNYECKUX, TEHOTUITUYCCKUX H (PHIOTCHETUYECKUX CBOWCTB ITO3BOJIHII
pacIMpuTh TPAHUIIBI B paMKax BUaa S. natans - onucano 2 moasuaa, S. natans subsp.
natans u S. natans subsp. sulfidivorans. Beinenenne nogsuna Sphaerotilus natans
subsp. sulfidivorans ocHoBaHO Ha CHOCOOHOCTH INTAMMOB JAaHHOTO IOABHA
JOMHHHUPOBAaTh B OHOTOMNAaX, TPEJACTABICHHBIX MPHPOJHBIMU  CYJIb(UIHBIMH
WCTOYHHUKAMH, U UCTIOIH30BATh HEOPTAHNIECKHE BOCCTAHOBJIICHHBIC COSTMHEHHSI CEPBI
(cepoBoz1OpOI, THOCYJIb(AT) B KAYECTBE IHEPrETUUECKOro cyocTpaTa. B mpupoaHbIx
YCIIOBUSIX B TPOTOKE CEPOBOJOPOMHBIX BOJ KJICTKH HAIOJIHCHBI BKIFOYCHUSIMHU
aneMeHTHOH cephl. CriocoOHOCTh K juroTpoduu y Sphaerotilus natans subsp.
sulfidivorans moarBepskieHa Ha OMOXMMHYECKOM U TCHETHYSCKOM YPOBHSX: MPOIIECC
OKHCJICHHS THOCYJb(ara g0 Ccyib}aToB CONpsbkeH ¢ (yHKIIMOHUPOBAHHUEM
AJIGKTPOHTPAHCTIOPTHOM IEeTIH; OOHAPY>KEHBI TeHBI JEPMEHTOB CEpHOTO MeTaboHM3Ma,
Takue Kak aprBA, SOXB u sqr, komupyromue ADC-penykrasy, OUH U3 TEHOB SOX-
KOMILJIEKCA U CYJIb()HUI-XUHOH OKCHIOPEAYKTa3y; MOKa3aHa SKCIPeccus TeHOB aprBA
u SOXB; oOHapyxkeHa akTUBHOCTh ADC-peaykra3bl U CyJIb(PUTOKCHUAOPEAYKTA3BI.
CriocoOHOCTh K JIMTOTPOGUU MHAYIUPYETCs Y OONbIIMHCTBA mTaMmMoB Sphaerotilus
natans subsp. sulfidivorans B MUKpoa3spoOHBIX YCIOBHSIX.

B nannoMm 0630pe MbI 60J1ee o IPOOHO pACCMOTPUM OJHOTO U3 MPEACTABUTENCH
poma Azospirillum, koTopblii paHee He OTHOCWIM K OaKTEpUsAM, CIOCOOHBIM K
JTUCCUMIJIAIIMOHHOMY OKHCJICHHIO BOCCTAHOBJICHHBIX COCIMHEHUH cepbl — A,
thiophilum.

Pon Azospirillum sBasiercs wieHoM Kiacca  anb(hanpoTeOOAKTECPHH.
[MpencraBurenu poaa Azospirillum oTHOCSTCS K acCOIMUPOBAHHBIM a30T(HHUKCATOPAM.

Ynenst poma Azospirillum B OCHOBHOM pacmpOCTpaHEHBI B MOYBaX M YacTO
acCOLIMMPOBAHKI C TpaBaMu, 3epHOBbIMU KylbTypamu (Ddbereiner & Day 1976, Ladha
et al., 1987; Lin et al., 2015; Kirchhof et al., 1997). Azospirillum rugosum (Young et
al., 2008) u Azospirillum picis (Lin et al., 2009) Obli1 BBIACICHBI M3 3arPs3HEHHON

He(PTHIO TOYBBI U TIpUAOPOXKHOTO Mycopa. Azospirillum thiophilum 6bu1 BeIgCTEH K3
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cyiabbuaHoro ucrounuka (Lavrinenko et al., 2010). Azospirillum humicireducens
(Zhou et al., 2013) ObL1 BeIIETIEH U3 MUKPOOHOTO TOITUBHOTO AJIEMEHTA.

B Hacrosmiee Bpemsi Bubl, puHaaexkamme Kk poxy Azospirillum ¢ Bammaao
OIMyOJIMKOBAaHHBIMU  HA3BaHUSIMHM, PETUCTPUPYIOTCS Ha  BeO-caiite  LPSN

(HomeHkIaTypHbIH crnrcok Euzeby, http://www.bacterio.net/azospirillum.html). Ha

TAHHBIA MOMEHT TaM Hac4yUThIBaeTcs 17 BUIOB.
3.1. Cepubrii MmeTadoau3m y Azospirillum

Ja  A. thiophilum BV-ST, BelgeneHHOro U3 yMEPEHHO TEPMAaJLHOTO
cyiabbhuaHoro ucroynmka (Lavrinenko et al., 2010), moka3aHa CcIOCOOHOCTH K
JTUTOTPO(GHOMY POCTY 3a CUET OKHUCIEHHS BOCCTAHOBJICHHBIX COCIUHEHHHA CEpHI.
OCHOBHBIM  (haKTOPOM, OIPEHCISAIONIMM THIT SHEPreTHYEeCKOro MeTabosm3Ma
(opraHoTpoHBIH WU JTUTOTPO(MHBIN) B MPUCYTCTBUU THOCYIb(aTa, SBISETCS
KOHIICHTpAIIUs KUCJIOpOo/ia B cpefie. B MUKPOa’spOOHBIX YCIOBUSAX MPH KOHIEHTPAIHA
okonmo 2 wmr/m O, B xumkoi cpeme A. thiophilum BV-ST ocymectsuser
JUTOTeTepOTPO(HBIN T METa00IM3Ma, a OKHCIICHHE THOCYIb(aTa 10 TeTpaTnoHaTa
U cyibdara TPOUCXOAUT C ydacTHeM (EpMEHTOB CEpPHOTO MeTaboJu3Ma
JTUCCUMMIIAIIMOHHOTO THMa. B kjeTkax OOHapy»KeHbI JBe (EPMEHTHBIC CHCTEMBI:
THOCYJIb(ATACTHIPOreHA3a, KaTATU3UPYIOIIast HETIOJHOE OKUCIIEHUE THOCYIIb(haTa 10
TETPATUOHATA, U THOCYJIb(PATOKUCIISIOMUN (hePMEHTHBIN SOX-KOMIUIEKC, C y4aCTHEM
KOTOPOT'0 MPOUCXOIUT MOJTHOE OKHCICHHE THOCYIb(daTa 10 cyabdata. Y A. thiophilum
BV-ST BhiBIEeHA TeHETHMYECKas JETEPMHHMPOBAHHHOCTH KOMIIOHEHTa SOX-
KOMILJIEKCa: OOHapyXeH reH SOXB M mokaszaHo, 4TO B MHUKPOA3pOOHBIX YCIOBHSX
KYyJIbTUBHPOBAaHUS TI0O CPaBHEGHHIO C adpoOHBIMH OJKCHpeccuss TreHa SOXB
yBenuuuBaeTcs B 32 paza (Pposnos u ap., 2013).
3.2. ABToTpodus y npeacraButesieid poaa Azospirillum

BonpmmHCTBO azocnupuiul He cmocobHo K aBToTpodHOMY pocty. s A.
lipoferum Obina mokasaHa crocoOHOCTH K aBTOTpodHOMY pocty. Accummisius CO;
ocymecTBisieTcs: yepe3 nukia KanbBuna-bencona-baccama, ofHako Hajauuue reHOB
ITOTO IHMKJIA HE OBLJIO MPOJEMOHCTPHUPOBAHO NMpH aHaim3e reHoma y A. lipoferum
(Baldanietal.,2014; Sant'Anna et al., 2011), a B 6a3e qanabix I 'enbank ©MErOTCS ML

redpl Oonbmot u manon cyowenuuuiy PBOK u wux dparmentsi. B renome A.
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amazonense Y2, BmociueACTBHM pekiaccubuiupoBannoi kak  Nitrospirillum
amazonense (Lin et al. 2014), 610 MOKa3aHO HaJIWUYWE KJacTepa T'CHOB ITMKIIA
KaneBuna-bencona-baccama. OCHOBHBIMHM I'€HAaMU 3TOrO KJIacTepa SIBISIOTCS T'€HbI
cbbL u cbbS, u oHu KOAUPYIOT COOTBETCTBEHHO OOJBIINE M MAaJbie CyObEIUHHIIBI
PB®K (Sant'Anna et al., 2011; Cecagno et al., 2015).
3.3. Metunorpodus y npeacraBureneid poaa Azospirillum

Tpu mrramma Azospirillum, B2, B21 u B22 Obutn BIEICHBI U3 HAKOIUTEIbHBIX
METAHOKHUCIISIONIMX KYJIbTYP, MOJy4YEeHHBIX U3 ¢(parHOBOTO 00JI0Ta, ITOATOMY I HUX
ObLIa MPEAOIoKEHa CIIOCOOHOCTh K pocTy Ha Cj-coemuueHusx (JlopolieHko u ap.,
2007). Jns mramma B2 HemaBHO ObuT ostyueH Apadt-reHoMm (Grouzdev et al., 2018),
KOTOPBII CMOJKET MPOJIMTh CBET HAa META0OIMUYCCKHUI MOTCHITUAI TaHHBIX OaKTepui, a
UMCHHO CIIOCOOHOCTh K METHIIOTPO(PHOMY POCTY, OJTHAKO aBTOPHI ITOKA HE MPOBOIMIH
aHaJIU3 T€HOMa, M HE BBISBIISLIN TCHBI, KOAUPYIONUE (PepMEHTHI, YIaCTBYIOIINE IPH
METaHO- WM METHJIOTPOPHOM pocTe. bonbliie HU IS OJHOTO MPEACTABUTEIS POja
Azospirillum gaske He BEICKA3BIBATIOCH MPEATIOIOKEHUE O CIIOCOOHOCTH K METaHO- MJIH
METHJIOTPO(GHOMY poCTy. [ eHbI, KoaupyrolIre PepMEHTBI OKHCICHUS METaHOIa, ObLITH
oOHapy»eHbI B TeHOMax 1ByX BumoB Azospirillum - A, lipoferum u A. humicireducens,
HO Ha JAHHBIH MOMEHT HET JKCIIEPMMEHTAIbHBIX JaHHBIX, YCTAHABIUBAIOIIMX HX

CITOCOOHOCTH K OKHCJICHHIO METAHOJIA.
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SAKJIIOYEHUE IO OB30PY JIMTEPATYPbI

st OONBIIMHCTBA OECIBETHBIX CEPOOKUCISIONIUX OaKTepuil JOCTyIHA
uHpopMaIUs TOMBKO O MOP(OJOTUM W CHUKBEHCaX OTIEIBHBIX Te€HOB. MHorue
MOJIyYCHHBIE paHEE YMCThIE KYJIbTYpbl CEpOOAKTEPHUI OBLTU yTpaudeHbl, ISl APYTHX
OpPraHU3MOB TIOJIYYHTh YUCTHIE KYJbTYPhl HUKOT/Ia HE YIaBaJIOCh. B Mk TyHapOTHBIX
0azax  JaHHBIX  OYEHb  MaJ0  BBICOKOKAYECTBEHHBIX  TOJHOTEHOMHBIX
MOCJIEIOBATEIBHOCTEH I MpeJcTaBUTeNel JaHHOW rpynmnbsl. B ocHOBHOM
MIPEICTABIICHBI Apa(T-TeHOMBI WU TIOCIEOBATEIPHOCTH OTACIBHBIX TeHOB. [10 aTM
MPUYMHAM HA CETOIHSIIHUN JIEeHb CePO0aKTEPUN OCTAIOTCS CI1a00M3yYEHHBIMH.

XapakTepHBIM MPU3HAKOM OCCIBETHBIX CEPOOKHUCIISIIONTNX OaKTePUi SIBISETCS
CIIOCOOHOCTH K JTUTOTPOGHOMY POCT B IPUCYTCTBUHA BOCCTAHOBJICHHBIX COCIMHCHUN
CEpBbI, a TAK)KE BHYTPUKIIECTOYHOE 3aIIaCaHUE CEPHBIX 100y B MPUCYTCTBUHU CYIIb(huUIa
unu  Ttuocyibdara. C yBeJIMYEHHWEM HAIIUX 3HAHUW O OWopasHOOOpasuu u
MeTaboJIM3Me COCTaB JaHHOW TPYIIbI MEHseTcs. B Hee BKIIOYAIOTCS HEKOTOPHIE
OpraHU3Mbl, paHee CUMTABIIMECS TUIIUYHBIMHU TeTepOTpO(aMu, MOCKOJIbKY JJIsi HUX
OOHApY)XMBAETCSI CIIOCOOHOCTh K JHUTOTPOHOMY pOCTY Ha BOCCTAHOBIIEHHBIX
coenuHeHusx cepbl. C Apyroil CTOPOHBI, HEKOTOPBIX OaKTepUi, KOTOPBIX paHee
OTHOCHJIM K OECIIBETHBIM CEPOOKHUCIISIONIUM, HCKIIOYAlOT W3 JIaHHOW TPYIIIIHI,
MTOCKOJIBKY JJISI HUX TIOKa3aHO, YTO OKHCJICHHE CEPHBIX COCTMHCHHUA HE COTPSKEHO C
dbynkuuonupoanuem I TL u ocymiecTBIsSETCS O MEPEKUCHOMY MEXaHU3MY.

CucremMatuka O€CHBETHBIX CEpOOaKTepUil A0 KOHIA HE 3aBeplleHa W
MPOJIOJDKAET Pa3BUBATHCA. TpPagUIIMOHHO CEPOOAKTEpUid, OTHOCSIIMXCA K KJIAcCy
raMManpoTeo0akTepun, Kiaccu(uIMpoBalid B TpU ceMelicTBa: Beggiatoaceae,
Leucotrichaceae u Achromatiaceae. Oanako B 2005 romy OBLIO MPEATIOKEHO
00BEIMHUTHL BCE TPU CEMEWCTBAa B eamHOe cemeiicTBo Thiotrichaceae. Jlannoe
MPEIIOKCHUE HEOTHOKPATHO IOABEPTajoCch KPUTHKE, MOCKOJIBKY MPOTHBOPEUUIIO
npaBuity 51b bakrepuonornueckoro xoaekca: B 2011, 2013 roxy 6puU10 IpeAsioKEHO
BEpHYTh ceMmeiicTBo Beggiatoaceae u Achromatiaceae, a B 2018 — BbIACTUTH TaKXKe

cemeiictea Leucotrichaceae, Thiolinaceae fam. nov., Thiofilaceae fam. nov. u
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Thiotrichaceae, B xotopoe Bxoaut pox Thiothrix. CocraB cemeiictBa Thiotrichaceae
JI0 CUX TIOp JUCKYTUPYETCH.

B 00630pe mompoOHO paccMOTpeH MeTaboJiu3M NpeACTaBUTENECH CeMecTBa
Beggiatoaceae. Oto aBTo-, TeTEepO- WM MUKCOTPO(HBIC OPraHU3MbI, CIOCOOHBIC KaK
K XEMOOPTaHOTPOPHUH, TaK U K XeMOJUTOTPOGUH B MIPUCYTCTBHH BOCCTAHOBIICHHBIX
COCIMHCHUSX CEphl WM MOJEKYJSIPHOTO Bojopoaa. KOHEUHBIM akIenTopom
AJIEKTPOHOB BBICTYMAET KUCJIOPOJ M MHOTNA HUTpaThl. HekoTopble mpencTaBUTeNn
ceMeicTBa ClIoCOOHBI K METUIIOTPO(HOMY POCTY.

[Tpu nutoTpodHOM poOCTEe TpeacTaBUTENel ceMelicTBa Beggiatoaceae B
MPUCYTCTBUH THOCYIb(aTa MOCISIHIN MOKET OKUCIISATRLCS 110 Pa3BETBICHHOMY SOX-
myTH ¢ o0pa3oBaHWEM CYyJIb()aTOB U BHYTPHKJICTOYHBIM HAKOIUICHUEM DJIEMEHTHOU
cepbl. JIIsl HECKOJBKUX TMPEACTaBUTENECH ceMelcTBa ObUIO MOKa3aHO HaJIM4YKe
cucteMbl IDSR, KoTOpass MOKET OKHUCIISATh BHYTPHUKICTOYHBIC CEPHBIC TIIOOYIBI 10
cynbdura. Hu y oHOTO npeicTaBuTeNs ceMeicTBa He ObLIIO MTOKa3aHO HAJIMYKEe T€HOB
SoxCD, xoTopbie MPUHUMAIOT Y4acTHE B MPSMOM ITyTH OKUCJICHHS THOCYJb(ara 10
cyabdara. JJ11 HEKOTOpPhIX TpEeACTAaBUTENIE ceMeilicTBa OBLUIO  BBICKA3aHO
MPEANOJI0KEHNE O CIIOCOOHOCTH OKHUCISTh THOCYJIh(hAT MO MYyTH C UHTEPMEAUATOM
TETPATHOHATOM TIPH TIOMOIITH THOCYIb(MATAETHAPOTECH3bI, OJTHAKO HA B OJTHOM CIIyJac
JTaHHOE TIPETONI0KEHNE He OBLITO JOKA3aHO.

[IpencraBurenu cemeiicTBa Beggiatoaceae crmocoOHBI K IUTOTPOGHOMY POCTY
Ha CyJIb(UAC, OKUCISSI €T0 IO CEPhl IPH TTOMOITH CYJIb(QUA: XMHOH OKCHIOPETYKTa3hl
tuna | (SQrA) wim tuma Il (SQrF), nm6o mnpu momorm  (HIaBOIUTOXPOM ¢
cynbuaaeruaporenassl (FccB).

IIpu aBTOTpObHOM pOcTe Bce mpeactaBuTenu cemeiictBa ¢ukcupyor CO;
yepes uukn KansBuna-bencona-baccama, a mpu pocTe Ha MOJIEKYJISIPHOM BOJOPOJIE
ucnonb3ytot [NiFe]-ruaporenassr.

OmHako MHOTHE BOITPOCHI, CBI3aHHBIE C TAKCOHOMHUEH U META00IM3MOM I'PYIIITHI

CEPOOKHUCIIAIONMMX OaKTEPHii, ITOKa OCTAIOTCS HE PEIICHHBIMHU.
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OKCIIEPUMEHTAJIBHASI YACTb
I'maBa 4. O0LEKTHI M METOALI HCCJICIOBAHUSA
4.1. O0BbeKTHI uccjae10BaHus
B kadecTtBe O0O0BEKTOB HCCICAOBAHMS OBUIM HMCIIOJIB30BAaHBI  IITAMMEI

O€CLIBETHBIX CepOOaKTEpUil, IPUBEICHHBIC B TAIHIIC 2.

Tab6muma 2. [IItammbr 6akTepHid, UCIIOJIB3yeMbIE€ B padoTe.

Bun Itamm No B MeKTyHapOIHBIX KOJIIEKIHSIX
MUKPOOPTaHU3MOB

Thioflexithrix psekupsensis D3T KCTC 62399, UNIQEM U981

Beggiatoa leptomitoformis D-4027 DSM-14946, UNIQEM U 779

Beggiatoa alba B18LD ATCC 33555

Beggiatoa alba B15LD DSM-1416

Azospirillum thiophilum BV-ST DSM-21654, VKM B-2513

4.2. MeToabl HCCJIEI0BAHUS
4.2.1. CocTaB mUTaTEJIbHBIX Cpe/l

JI1st KynbTUBUPOBaHUS TaMMa D3 ucnonb3oBalid cpery CAeayIomero cCocrara
(r - ! quctunmuposannoi Boasl): (NH4),SO4 — 0.5, KH,PO, - 0.15, K,HPO, — 0.075,
CaCl;2H,0 - 0.05, MgSO4 -7H,0 — 0.1, Na;S;03:5H,0 — 1.5, NaHCO; — 0.5; arap —
0.5. B cpeny nepen moceBoM BHOCHIIM HAOOP BUTAMUHOB U MUKpodjieMeHToB (Pfennig
and Lippert, 1966; Kuznetsov and Dubinina, 1989). pH cpeasl mepea moceBoM
TOBOIUIN 10 3HadeHus 7,2 — 7,5. Jng KyJabTUBHPOBAHUS HCIIOIH30BAIM METOJ
CO3/IaHUsI TPAJAMEHTHBIX cped. B kaduecTBe HMKHErO CJIOSi MCIOJIb30BAJIA CTOJIOUK
arapa B KoHieHtpanuu 15 /1, comepxammii NapS-9H,O (600 mr/m); B kauecTse
BEPXHETO0 CJI0SI CPEAY BBIIICONMMCAHHOTO cOcTaBa. BricoTa HUKHETO CJI0SI COCTaBJIsIa
3-4 cm, a BbIcOoTa BepxHero cios - 4-5 cm. Uakybuposanu npu temmneparype 29 °C.
HNHuTtepBan Mexay nepeceBaMu COCTaBIsI 3-4 CYTOK.

Jns kynetuBupoBaHus mtamma BV-S ucnonszoBanmu xuakyro PSS cpeny
caemyromero cocrasa (r - 1t guctrmposarHoii Boasl): (NH,),SO, - 1,0; CaCl,-2H,0
- 0,03; MgSO4-7H0 - 1,0; Na S,03° SH,0 - 1; cykimnar Hatpus - 1,0; mentoH - 2,0;
HaOop BUTaMuHOB W MukpodinementoB (Pfennig and Lippert, 1966; Kuznetsov and

Dubinina, 1989). Jlns aBTOTPpOGHOTO KyJIbTUBUPOBAHKSI B MUKPOAdPOOHBIX YCIOBHSIX
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UCIIOJIb30BAJIM CPEy BBILIEYKa3aHHOTO cOcTaBa 0e3 CyKIIMHATa HATPHUS U TENTOHA,
BHOCS B KaueCTBE €JMHCTBEHHOTo MCTO4YHHMKa yriepoma NaHCO; (0,5 rnt) u B
Ka4eCcTBE JOHOPA >IeKTPoHOB — THocyabdar (1 r-rt) mu6o Hy (50% ot razoBoii (aser).

JIIs KyJnbTHBHpOBaHHUS INITaMMOB pojaa Beggiatoa wucmonp3oBaid SKHIKYIO
cpeny cuemyromero cocrasa (r - mt mauctmanmposannoil Boael): NaNO; — 0,62;
NaH,PO4 - 0,125; CaCl,2H,0 —0,03; Na;SO4— 0,5; KCI - 0,125; MgCly6H,0 — 0,05.
[lepen wHOKymsAIIMEH B 1 11 cpenbl MOOaBISIM B KadeCTBE CTEPUIBHBIX PacTBOPOB
MukpodaeMeHTsl 1 Butamunbl (Pfennig and Lippert, 1966; Kuznetsov and Dubinina,
1989) — 1 mur; pH cpeasl noBoauau a0 3HadeHus 7,2 -7,5.

[Ipy  KyIbTUBUPOBAHMH B  JIUTOTETEPOTPOPHBIX  YCIOBUSX  IOCIIE
aBTOKJIABHPOBAHHUS BHOCHIIM cleayrome coeaunenus (r/m). NaHCO; — 0,125;
Na;S;035H,0 — 1,0; maktat mHatpus — 0,5; menron — 0,5. Ilpu mermmoTpodhHOM
KyJnbTUBHpOBaHUH mTamma D-402 nocne aBroknaBupoBanusi BHocuian CH;OH — 0,3
r/n, pH cpenbr noBoammm pactBopom NaOH, 1%.

4.2.2. Mukpoaspo0Hoe KyJbTUBHPOBAHHE

bakTepun KyIbTUBUpOBaIX BO (priakoHax eMKocThio 0,5 11 ¢ mpokiagkamMu U3
MoJIMOYTHIIOBOM PE3UHBI M 3aBUHYMBAIOITUMUCS METAJUTMUECKUMU KoJimaykamu B 100
MJT KUAKOM cpenbl. Co3maBaiu ra3oByo (ha3y ¢ pa3IudHbIM COJIEPKAHUEM KUCIOPO/Ia.
C »oToii menpl0 OYTHUIM CHaYajia 3aloJIHAIU JIOBEPXY CBEKETPOKUIITICHON
CTEpUJILHOM CPEJION U 3aTE€M BBITECHSUIH ONPEICTICHHBIN 00beM KUJIKOCTH apTOHOM H,
JOTIOJTHUTEHHO, HEOOXOAUMBIM 00BEMOM BO3/TyXa B OTPEICICHHBIX COOTHOIICHUSX.
Crepunuszainus ra3oBoii  ¢a3pl  JOCTHrajach IyTeM MPONMYCKaHUs  4epes
OakTepuanbhbie ynbTpaduibTpel guameTpoM 0,2 mxm (Millipore, CIIIA). [Tocne aToro
BHOCWJIM KyJbTypy. COoOTHOIIEHHE 00bEMOB KUAKOM U Ta3oBoil (a3 cocrasisio 1:4
JUTSI TIPEIOTBPAIIEHUS 3aMeTHOTO cHIKeHUs: O B Ta30BOM M KUAKOM (hase 1mo Mepe ero

notpedaeHus 0akTepusamu (tadi. 3).
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Tabnuna 3. ConeprkaHue KUCIOPOa B Ta30BOM U )KUIKOH (Dazax B 3aBUCUMOCTH OT
KOHIICHTPAIIMU BO3TyXa B Ta30BOH (haze

Copeprkanue Bo3myxa B razoBoi (aze, % 7,1 3,55 1,75
CopeprkaHue KHCIOpoJa B Ta30Boit dase, % 15 0,7 0,35
Konuenrpanusa pactsopennoro O B cpene, %o 2,1 1,0 0,48

4.2.3. MeToabl nzyueHusi MOp(¢o10ruu, yJbTPACTYKTYPbl 1 BHYTPHKJIETOYHBIX
BKJIIOYCHUN

Mopdonoruto kierok uccienoBain B Mmukpockone CX-41 gupmbr «Olympusy»
c (a30BO-KOHTPACTHBIM yCTpoiicTBOM. Pa3mepsl KkieTok wu3Mepsan B (dasze
Jgorapu(pMUYECKOro pocTa nociie 24 4acoBOM AKCIO3MIMKM Ha CTAaHAAPTHOM Cpene ¢
MIOMONIBI0 OKYJISIpMUKpOMeTpa. [lpemapaTel s MUKPOCKONUPOBAHUS TOTOBHIIH
OOLIEHPUHATHIMA METOAAMHU. OJIEMEHTHYIO Cepy U JIMINHABl BHYTPU KIIETOK
UACHTU(DULIMPOBAIM MO XApaKTEPHOMY CBETONPEIOMJICHHUIO B  IPOXOJSALIEM
HOJIIPU30BaHHOM CBETE.

[IpenapupoBanue kieToK ((UKcanuioo, O0E3BOKMBAHME U 3aKJIIOYEHUE B
SIOKCHIHYIO CMOJIy) ocymiecTBistiin 1mo weromy Strohl and Larkin, 1978.
VYbTpaTOHKHE Cpe3bl MOHTHUPOBAIM HA OIMOPHBIE CETOYKH, KOHTPACTHPOBAIM B
teuenue 30 muH B 3% pactBope ypanunauerara B 70% crnupre U JOMOTHUTEIBHO
KOHTPacTUPOBaJIM I[HUTpaToM cBuHOA 1o PeitHonpacy (Reynolds, 1963).
Y IbTpaTOHKHE CPe3bl MPOCMATPUBAIN B 3JEKTpoHHOM MuKpockore JEM-1200 EX
(JEOL, Anonus) npu yckopsitorieM HanpspkeHuu 80 KB.

4.2.4. IlonyyeHne KJIETOYHOH cycnieH3UH U (pepMEHTHBIX IKCTPAKTOB

CycneH3uro KIETOK TMOJy4yaldu MyTeM LEeHTPU(DYrupoBaHUS  KYJIbTYD
mukpoopranuzmoB npu 8000 g, B Teuenue 10 munyt. Knetku otrmeiBanu 0,05 MM
tpuc-HCI-0ypepom (pH = 7,5). LleHTpudyrupoBanue NpOBOIWIA HA ICHTPUYTE
MiniSpin (Eppendorf, CIIIA).

Kinerounble 3KCTpakThl (FOMOre€HAT) MOJy4Yaldd B PE3YJbTAaTe pa3pyLICHUS
OaKTepHaIbHBIX KIIETOK C MOMOILBIO YJIBTPa3BYKOBOTo ne3uHTerpatopa Y3AH-2T
(Yxppocnpubop, Ykpauna) npu mourHoctd 500 Bt 1 yactote 22 kI'11 3 pasza o 30 cex

Ha sensHou 6ane. CynepHaTaHT (IUTOIUIA3MATHYECKYIO (DPAKIIMIO) MOy TTOCIe
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ueHTpudyrupoanust romorenara mnpu 8000 o6/MuH ¢ oxnaxaeHueMm B TedeHue 10
MUHYT.
4.2.5. MeToabl onpe/esieHnsi AKTUBHOCTH (DePMEHTOB

Omnpenenenre (GepMEHTATUBHOW AaKTUBHOCTH TIPOBOJWIM B CyINEpPHATAHTE
KJIETOYHOTO OJKCTpaKTa M3 JBYXCYTOYHOM KyJIbTypbl B cepeauHe (a3l
IKCIOHEHIIManbHOro pocta (I'paboBuu, 1984). VaenbHyto akTUBHOCTH (P€PMEHTOB
(E-mr Genka™) BeIpakany B MKMOJIb MUH - Mr Genka™,

Meron onpenenenus akTuBHOCTU PHEDK (KD 4.1.1.39) ocHoBaH Ha mpsiMoM
CHEKTPOPOTOMETPUUECKOM H3MEPEHUH CKOPOCTH HCUYE3HOBEHMSI puOyno30-1,5-
ouchochara. Wamepenuss mnpoBogunu npu 280 uM (PomanoBa, 1980) Ha
cunerpodotomerpe CD-56 (OKbB Cnektp, Poccus).

AKTUBHOCTB ¢pocghopubynokunazer (KO 2.7.1.19) ompenensyiu 1mo CKOpOCTU
HAKOIUIEHUsI  ImejouHoruapoiusyemoro  ¢ochopa  pubynozo-1,5-nudocdara
(Pomanoga, 1980).

AxtuBHOCTb Kapboaneuopazvr (KO 4.2.1.1) Obuta omnpeneneHa ImyTeM
U3MEpPEHUsI BPEMEHH Iepexojia I[BeTa MHANKAToOpa (OpOMTHUMOJIOBBIN) OT CHHETO K
wénromy (Wilbur and Anderson 1948). AKTUBHOCTH (hepMEHTa PACCUUTHIBAIU B
YCIOBHBIX equnuLax (y.e.) Buns6ypa n Angepcena: Mun™-mr 6enka’.

AKTUBHOCTD gocgoznokomymasvl (KD 2.7.5.1) onpenessiv
cnekTpooroMerpruuecku pu A = 750 HM MO CKOPOCTH YMEHBIIICHUS KOJUYECTBA
nerkoruapoauzyemoro dochopa (Pomanosa, 1980).

AKTHBHOCTb  Mmemanonoecuopoeenazbi (KO 1.1.2.7) omnpemensim 10
MouduirpoBanHoMy meroay Anthony C. u Zatman J. (Anthony & Zatman, 1967;
Kalyuzhnaya et al., 2008).

AKTUBHOCTh  hopmuamoecuopocenazor (KO 1.2.1.2) dukcupopanu 10
YBEIMYCHHUIO OMTUYECKOM MJIOTHOCTH pacTBopa 3a cuet HakoruieHuss NADH npu A =
340 am. U3mepenns npoBoamiuch B pocharaom 6ydepe pH 7,0, kKoTopsrit comepskait:
1,6 mM NAD; 0,3M dopmuata Hatpusa. Peammro wHUIIMUpOBaM 100aBlIeHUEM
¢depmenTatuBHoi BeITsKKU (Egorov et al., 1979).

Merton onpenesieHus akTUBHOCTH yumoxpom cssi hepokcudaszvl (KO 1.11.1.5)

OCHOBaH Ha CHEKTPO(POTOMETPUUECKOM HU3MEPEHUU CKOPOCTH  OKHCIICHUS
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deppoumroxpoma B mpucyrctBun H,O, u nepokcunassl. M3mMepenus mpoBoanan npu
515 uMm (Foote et al., 1983).

Onpenenenue akTUBHOCTU cynepokcuooucmymaser (1.15.1.1) ocyiiecTBisiiin
cormacHo Metony Winterbourn. DTOT METOJ OCHOBaH Ha CIOCOOHOCTH (pepMEHTa
uHTHOMpOBaTh BoccTaHoBieHue peaktuBa Nitro Blue Tetrazolium (NBT). U3mepenus
npoBoauiauck npu A = 540 um (Winterbourn et al., 1985).

AKTHBHOCTB muocynbghamoezuopozenasol (K® 1.8.2.2) U
muocyabghoeuoponaszvi SOXB omnpenensim cnekTpopoToMeTpUuuecKy B CylepHaTaHTe
o ckopoctu BoccTanoBjaeHHs K3[Fe(CN)s] (A=420 um) uiau mutoxpoma ¢ (A = 550
HM) B PUCYTCTBUU OKHCIIIEMOro cydctpata — tuocyibdara Hatpus (5 r/m) B 0,1 M
tpuc-HCI, pH=4.5 u 8 0,1 M tpuc-HCI pH=7.5, cooTBeTCTBEHHO.

AKTUBHOCTB pooorazvl (KD 2.8.1.1) onpenensiiiv 1o BUAOU3MEHEHHON METOIUKE
Sorbo (Sorbo, 1955) mo oOpa3oBaHHIO THONMOHATA, KOTOPBIA OMPEICIISITH
KOJIOPUMETPUIECKIM METOJ0M. AKTUBHOCTH (DepMEHTA YUUTHIBAIM B CylEpHATAHTE
0 CKOPOCTH OOpa3oBaHMsI THOIMOHATA KOJOPUMETPUUECKHM METOAOM Ha
cnektpodoromerpe CD-26 nipu A=460 HM.

AKTUBHOCTH euopocenasvl (KO 1.12.1.2) onpenensiiu npu A = 600 um. Cpena
doromeTpupoBanus (Mmoiib/n): Tpuc-HCIl-0ydep — 100 (pH 9.2); meTrinBHONMareH —
20,0; ATT - 0,5. IIpenBapurenbHo 0,2 ma kynbTypel u 1,0 M cpenabl
dboTomerpupoBanusi uHkyoupoBanu 10 munyt B atmocdepe Bomopona mpu 27°C.
3atem M00aBIISIIA AUTUOHUT JIJI BOCCTAHOBJICHUSI MeTuBHoareHa. O6 akTMBHOCTU
CYIWJIN TIO TAJCHUIO ONTUYECKON TJIOTHOCTH BOCCTAHOBJIECHHOTO METHJIBHMOJIATE€HA
(Children and Kenneth 1984).

N3yyenue akTUBHOCTH cykyunamoezuopozenasvt (K® 1.3.99.1) mpoBoauim
dbenazuameracynbdarasiM MetogoMm nipu A = 600 amM (Veeger 1969). Omnpenenenue
POBOJMIIN B TOMOTEHATE.

AKTUBHOCTh JIETUJPOTEHA3 OMpPENelsyii B cynepHartante mpu A = 340 HM 110
CKOPOCTH OKHCJIEHMsI (BOCCTaHOBJIEHMS) COOTBETCTBYIOIUX KodepmeHToB: HAJIH
WIn NADPH (manamoecuopocenasvi (KD 1.1.1.37; 1.1.1.82), wu
uzoyumpamoecuopozenasvl (K® 1.1.1.42) (Pomanona, 1980), B COOTBETCTBYIOIIHNX

PEaKUMOHHBIX CpElIax.
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AKTHBHOCTB THpaTa3 OMPEICIISLTA METOJIOM, OCHOBAHHOM Ha Y4€Te Pa3HOCTH
TOMJIOIEHUS JTyueH ipu A = 240 HM [IUTPATOM I10 CpaBHEHUIO ¢ Iuc-akonuTaroM (Rice
and Pon, 1975) u manatom o cpaBHeHuto ¢ pymapatom (Reyns and Leonis, 1974),
s akonumameuopamazvl (KO 4.2.1.3) u pymapameuopamazer (KO 4.2.1.2)
COOTBETCTBEHHO.

AKTUBHOCTH  uzoyumpamauazel (KO 4.1.3.1) onpenensmm 1o pa3HUIE
MOTJIONICHHST TIPH TP A = 324 HM KOMIUJIEKCa, OOpa3yIolerocss B pe3ysbTare
B3aMMOJICUCTBUS (EHWITHUIPA3NHA, TPUCYTCTBYIONIETO B PEAKIIMOHHOW cperae, U
TJIMOKCUJIATa, BOSHUKAIOIIETO B X0JI¢ (hepMEHTATUBHOM peakuuu (3eMIISSHYXHUH U JIp.,
1986).

LHumpamcunma3zy (K® 4.1.3.7) u maramcunma3zy (K® 4.1.3.2) onpenensnu npu
A = 412 uMm. Meroa ocHOBaH Ha CHEKTPOPOTOMETPUUYECKOM H3MEPEHUU CKOPOCTU
MOSIBJICHUSI THUOJIOBBIX Tpymil cBoOogHOro CoA, perucTpupyeMoro C IMOMOIIbIO
peaktuBa DimaHa. O0pa3yroNMiics MEpKaNTHI-UOH UMEET MAaKCUMYM TOTJIONICHUS
npu A =412 um (Pe3nuxos u np., 1970).

Coneprxanue Oenka onpenessuiy mo merony Jloypu (Lowry et al., 1951).

OnbiTel  TIpoBOAMIAM B 3-4 KpaTHBIX MOBTOPHOCTSAX, AHAIUTHYECKUE
OMpENeNICHUsT JUIA KaXJI0W NpoOBbl OCYIIECTBISUIM B TpPeX IOBTOPHOCTAX. I[lpm
CTATUCTUYECKOM 00pabOTKe TaHHBIX UCIIOJIH30BAJICS HEMApaMETPUIECKUM t-KpUTEpHit
CreronenTa. OOCyX)Ial0TCs CTaTUCTHYECKH JOCTOBEpHBbIE paziuuus npu p < 0.05
(JTakun, 1990).

B Tabnuiax uudpel npeacTaBisiOT CPpEAHNE BETUYNHBI U3 TPEX OMPECICHHM;
pa30poc naHHbIX He TpeBbiman 10 — 15 %.
4.2.6. DU3NKO-XUMHYECKHE MEeTOAbI AaHAJIN3A
4.2.6.1. OnpenejieHue XUHOHOB

JIpIxaTebHbIC XUHOHBI aHaIM3upoBayiM ¢ momonibio cucteMbl HPLC Agilent
1260 (CIIA) (xomonka CI18, omnoBpemenHoe ELSD (matymk ucmapuTeIbHOTO
cBeTopaccesHus) U Y D-IeTeKTUPOBaHUE) CO CTaHAAPTHBIMH OOpa3llaMd XWHOHOB
(Sigma-Aldrich) u xunonoB u3 stanonHsx mramMmoB (E. coli), ucrmonb3yeMbix ajs

KaJIMOPOBKHU KOJIOHKH.
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4.2.6.2. AHAJIN3 )KUPHOKHUCJIOTHOTO COCTABA

[Tpodumu KUPHBIX KUCIOT KICTOK OMPEIEISUIA C UCIIOJIb30BaHUEM Bepcuu 6.1
s iporpammHuoro obecnieuenus Microbial Identification System (MIDI) Sherlock
(Meton u Tabnuma nukoBoro HaumeHoBanus: ANAERG6), kak omucano Sasser et al.
(1990).
4.2.6.3. MeTOabl OnpeaejieHusi NPOAYKTOB NMpeBpallieHusi COeIMHEeHUii Cepbl

PasnensHoe ompenenenue S;03%, S406%, S306> mnpum uMX COBMECTHOM
npuCyTCTBHM B Cpefe NpOBOAWIM METOAOM pPa3feibHOr0 HOIOMETPUIECKOTO
tutpoBanus (Pesnuko u ap., 1970). SO4> Onpemensan XIOpaHUIATHEIM METOIOM.
DJeMeHTHYIO Cepy Ompenensuii 10 meroxy Moppuca (Morris et al.,, 1948).
DneMeHTHYI0 Cepy BHYTPH KJICTOK HASHTUOUIMPOBATN 10 XapaKTepHOMY
CBETONPETIOMIICHHUIO TTPOXOISAIIEM MOJISIpU30BaHHOM CBETE.
4.2.7. MeToabl MOJIEKYJIAPHO OMo1orun U 6MonHGOPMATHKH
4.2.7.1. Boineaenue JIHK, cekBeHupoBaHue H aHHOTHPOBaHHE F'€HOMOB

lenomuas JIHK 6buia BeumeneHa us KyiasTypel BV-ST ¢ ucnonb3oBanmem
CTaHJAPTHOTO IIPOTOKOIA (PEHON-XI0POPOPMHON DKCTPAKIUH, U3 KyIbTyphl D-4027 —
no meroxy Mapmypa (Marmur, 1961), a u3 xymeTypsl D3" ¢ ucnonb3oBanuem
komMmepueckoro Habopa QIAGEN (CIIA) ¢ momudukanusmu. KaugectBo mpob
ollecHUBAJIOCh TiyTeM »sJekTpodope3a B 1% araposnom rene B TBE Oydepe,
kouuentpamuss JJHK ompenensnace mpu momonm crektpodotomerpa ND-1000
(NanoDrop Technologies, CIIIA). I'eHOMBI CEKBEHHPOBAJIM C HCIOJIb30BaHUEM
matdopmbl  cekBeHupoBanusi  Pacific  Biosciences RSII.  onomxutenbHbIe
TeHETHYECKUE TpeJCcKa3aHuss M (PYHKIIMOHAIbHBIA aHaMU3 ObUIM BBITIOJHEHBI C
ucnosb3oBanue cepsepoB RAST (Aziz et al., 2008) u KAAS (Moriya et al., 2007) c
napamMeTpaMu MO yMOJYaHW0. JOmoJIHWTENbHAs aHHOTAIUS HEKOTOPHIX TEHOB
npoBoawiack BpydHyto, npu mnomonm BLAST (Altschul et al, 1990) c¢
WCITIOJIb30BAaHUEM HEM30BITOUHOU OeNKOBOM 0a3bl MaHHbIX. [lomapHoe BhIpaBHUBaHUE
MOCJICIOBATEILHOCTEH MPOBOAMIM C TIOMOIIBI0  alTOPUTMa  BBIPABHUBAHUS

Hunnmmana—Bynma (Needleman—Wunsch) (http://www.ebi.ac.uk/Tools/psa/emboss
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needle/). Kpyroseie kapThl XxpoMocoM ObLIH cennanbl ¢ momoiibio DNAPIotter (Carver
et al., 2009)
4.2.7.2. IlocTpoeHue pUIOreHETUYECKHUX 1€PEBbEB M CTATUCTHYECKAS OLlEHKA
Pe3yJbTaTOB KJIACTePU3ANNHU

Jist MTOCTPOEHUS (buIOreHeTUYECKUX JIEPEBHEB WCITOJTH30BAITH
MOCJICIOBATEIPHOCTH, JOCTYIIHBIE B IyONHYHBIX 0a3zax MJaHHBIX OaHKa TEHOB
HAIMOHAJIBHOTO LIEHTpa OMOJIOrMYeCKOM uHpopMaru (NCBI -
http://www.ncbi.nlm.nih.gov) u momydeHHbIE HAMU TTOCIICIOBATEIIHHOCTH.

[TocnemoBarenpHOCTH OBLTM BBIPOBHEHBI ¢ wucmnoiab3oBanneM MUSCLE

(https://www.ebi.ac.uk/Tools/msa/muscle/). Bpibop Hawmydmiei wMojenu 3aMeH

ocymectBisuics B nporpamme MEGA X (Kumar et al., 2018). ®unoreneTrueckue
JIepeBbsl OBUTH PEKOHCTPYUPOBAHEI C McmoNb3oBaHueM metonoB Neighbour-Joining u
Maximum-Likelihood (Felsenstein, 1985; Saitou and Nei, 1987). Craructuyeckas
OLIEHKA Pe3yJIbTaTOB KJIacTepU3allii POBOIMIACH C TOMOILBIO “bootstrap” — aHanuza
1000 anbTepHATUBHBIX IEPEBBHEB.
4.2.7.3. Onpenesnenne ypoBHsi IKCIPeCCHU FeHOB

PHK Bwigensuin ¢ momomnisto peareHta ExtractRNA (Evrogen, Poccust) mo
nporokoiy npousBoautens. Kauectso PHK onennBanu ¢ momoipio 3iaexkrpodopesa B
2% arapo3noM reie ¢ 2,2M ¢opmansaeruna. Konuenrpanuto PHK uzmepsnu ¢ Qubit
R RNA HS Assay Kit (Thermo Fisher Scientific, USA) na ¢gnroopumerpe Qubit 2.0
(Thermo Fisher Scientific, USA). 1000 ur PHK 3arem Obutn 00paTHO
TpaHCKpuOupoBanbl Ha nmpudope Eppendorf Mastercycler Personal ¢ ncions3oBannem
M-MulV  (SybEnzyme, Russia) cormacHo  mOpOTOKOIY  MPOU3BOIUTEIS.
Konmyectsennyto [IIP npoogunu ¢ ucnosin3oBannem SYBR Green | na Bio-Rad
CFX96TM Real-Time System (Bio-Rad, USA). Uto0bl HaliTH ONTHMAIbHYIO IS
aMIUTMpUKAIMK ~ TeMIepaTypy, ObUT TpPUMEHEH TeMIIepaTypHbIH T'paJHCHT.
[TomydyeHnHas mporpaMma BKJIrO4aia HAaYaIbHYIO IeHaTypauuto pu 95° C B TeueHue 3
MuH; a 3arem 39 uuknoB aeHarypauuu 20 ¢ npu 95 ° C, 20-CeKyHAHBIN OTKUT
npaiimepa nipu 57° - 60° C u 30 cexkynn snonranuu npu 72° C. Ilpaiimepsi,

HCIOJIb3YEMBIC B pabore, o0 upau B PrimerBLAST


http://www.ebi.ac.uk/Tools/psa/emboss%20needle/
https://www.ebi.ac.uk/Tools/msa/muscle/

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

IIOCJICA0OBATCIIbHOCTH,

TEMIICPATypa OTKHUI'da U JJIMHBI IIPOJAYKTOB ITPUBCACHBI B Ta6JII/II_[e 4,

Tabnuna 4. [IpaiiMepsl kK TeHaM, UCTIOJB3YEMBIE B paboTe

Temnepa- Tnmia
[Hramm Fen IIpanmep IlocnenoBarenbHOCTh ypa MpPOAYKTa,
OTIKHIa,
oC 1.0.
wOXE [Tpsimoit AACTTCGCCCTGTTTGGACA 60 339
O6patnswiii | TGTTGGTTTCGCCTTTGCTG
mdh2 [Tpsimoit ATTCCCACCGTTTACCCGAC 59 334
O6parssiii | CCTTCAACGAGAGGACGCAT
frk [Tpsimoit GCCCCCTACAATCAAGACCC 60 058
O6parssiii | TAATCTGGCATACGGCGCAA
. Mpsmoii | CGTTGTAGAACGGGAACGAT
D-4027 | vbel g et | GGCTTCCATCGCAAATAAAA 59 208
SoxB [Tpsimoit CCCTCACGCTTTATTCCCGA 57 187
Oo6patuwiii | GCGTATGTCCGCCAAGGATA
165 [Tpsimoii TGGTAGTCCACGCCCTAAAC 59 261
O6patuwiii | CCATGCAGCACCTGTCTCTA
ayrB [Tpsimoii TGTGTCTGTGGTCAATGCGT 58 282
Oo6patnwiii | ATCTTCGCGTCCTGTGGTTT
rbel. [Tpsimoii AACCCAAGGACACCGACATC 58 352
Oo6patuwiii | GGTCTTCAGATAGGCGACCG
mxaE [Tpsimoit GACCATGACCATTTTCGCCC 59 181
O6patnswiii | TATAGACGATGCCGTTGCGG
orkB [Tpsimoit GACCTGCTGTTCTACGAGGG 59 293
BV-ST O6patnswiii | CTGAACTGCGGGCAGATGTA
mdh2 [Tpsimoit AAGGGCTTCTACCAGCACAC 59 383
O6patnswiii | GCTGTAGGACATCGGGTTCC
«OXE IIpsimoit GCCGTCATAGTCCCATTCGT 59 377
Oo6patuwiii | ATCAACACCGGCAAGATGGT
ayrB IIpsimoit CGAGTTCAATGCCGACAAGA 58 200
Oo6patnwiii | TTCAGATACCGTTCCCTGGC
D37, D- . IIpsimoit TGACGTGTTAGGTGACGTGG
2027 | "M O6parmii | TCTTCACGGTCGGTGTTACG 59 206
T [Ipsmoii GACGATCCGTAGCTGGTCTG
D3 165 O6partuseiii | TTAGCCGGTGCTTCTTCTGG 59 232

4.2.8. Onpenenenne 001mero ComepkaHus yriaeBo10B
Jlist onpenenieHyst KOHIIGHTPAIMK TOMCaxapu10B OaKTepuu KyJIbTHBUPOBAIIN
B MHKPOa’pOOHBIX YyCIOBUAX. YTJIEBOABI Ompenesian (EHOIbHBIM METON0B Ha

ciektpodoTomeTpe CD-26 npu amune BOnHbI 488 um (Iepxaps, 1984).


http://www.ncbi.nlm.nih.gov/tools/primer-blast/
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4.2.9. BoiesieHHe IK30M0JIUCAXAPU/IOB

buomaccy T. psekupsensis pecycrneH3WpoBald B JECATHKPATHOM OObeMe
docdatno-coneBoro 6ydepa (pH 6,8), caemyromero cocraba (r/m): KH,PO4 — 3,39;
Na;HPO, — 3,53; NaCl — 8,0. CycneH3uio KIETOK MepeMEIIMBaId Ha MarHHTHOM
Melajke B TeueHue 30 MUH, KJIIETKU ocaxianu neHtpudyruposanuem mpu 3000xg 30
MuH. Hamocamounyro  JKMAKOCTH  OTOMpanM, a OCaJ0K KIETOK BHOBb
pecycneHAupoBaIu B CBexel mnopuuu Oydepa u mpoueaypy HOBTOPSIIH.
O0benuHeHHbIE (HpaKIUHU CyIIepHATAaHTOB KOHIeHTprpoBanu npu 40°C Ha poTOpHOM
BakyyMHOM wucnapurene Laborota 4000 (Heidolph, I'epmanus) qo obbema S5 wui,
JIMATM30BaIM MPOTUB JUCTHJUIMPOBAHHOM BOJLI 48 4, BHOBH KOHIIEHTPUPOBAIU U
muodunuzupoBaiu Benchtop 2K (Virtis, CIITA).
4.2.10. OnpenesieHre MOHOCAXaAPU/HOI0 COCTABA MOJHCAXAPUIOB

[ToaroroBky o6pasnos s [ KX ocymectrisin o metoay Sawardecker et al.,
1965. IIC (0,3 mr) pactBopsuin B 2 M tpudropykcycHoir kucimore (0,3 mi) u
TUAPOJIU30BAIM B TEPMETHUUYECKH 3aKpbITOM KOoHTeiHepe 2 4 mpu 120 °C, 3arem
KUCJIOTY ymnapuBaju Jocyxa B Toke Bosayxa. ['maponusar [IC BoccranaBimBamu
CBEXEMPUTOTOBICHHBIM pacTBopoM (0,3 mur) Goprumpupa HaTpusi B THIAPOKCHIIEC
ammonust (10 mr NaBHs B 1 mn 1 M NH4OH) B Teuenue 2 4 nmpu KOMHATHOM
temneparype. M30bITOK Oopruapuaa HEUTpaIM30Bald  KOHIIEHTPUPOBAHHOM
yKCycHOM Kuciaotoi (30 MKIT), pacTBOPUTENb YAAJISAIN yIIAPUBAHUEM JI0CYyXa B TOKE
Bo3ayxa. [logoOHyro mpouenypy npoBoauiau omuH pa3 ¢ 10 %-HbIM pacTBOpoM
YKCYCHOM KHCJIOTHI B METAHOJE W TPWXKABl C METAaHOJOM. AIETUIMPOBAHUE
MPOBOAMIIM CMECHIO TUPUAMHA U YKCycHOTO anruapuaa (1:1) 0,6 ma B repmeTuuecku
3aKkpbeITOM KOHTeHHepe | 4 mpu 100 °C, aeTnaupyronyr cMech yIIapuBaJId JOCyXa B
TOKE BO3/yXa, MOJYyYEHHBIE alleTUIUPOBAHHBIC TIPOU3BOIHBIE MTOTUOJIOB PACTBOPSIIH
B 50 MKJI 3THJIALETATA.

Momnocaxapuasl uaentuduimposanu metogamu KX Ha xpomatorpade Ha
xpomarorpade GC-2010 (Shimadzu, SAnonust), CHaOKEHHBIM KAMMIIIIPHON KOJTOHKOM
DB-5 (Hewlett-Packard, CIIIA), B rpaguente Temnepatyp ot 160°C (1 mun) 1o 290°C

COo ckopocTthio HarpeBa 7°C/muH. OTHOCHUTEIBHOE CONEpPKAaHHE CaxapoB OBLIO
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MPEACTABICHO KaK COOTHOIICHHE IUIOIIAJe MUKOB IO TIOKa3aHUAM JETEKTOpa
npuodopa.
4.2.11. llonyuyenue AMP-cnexkTpa

Cnektpsl SIMP H saperucrpuposansl Ha npubope Bruker Advance DPX300
(I'epmanus) B8 D,O mpu 30 °C. B kadecTBe cTaHgapTa WCIOJIB30BaHBI CHUTHAJIBI

OCTAaTOYHBIX IIPOTOHOB PACTBOPHUTENA B criekTpax SIMP H.
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PE3YJIbTATBI U OBCYXJIEHUE
I'naBa 5. Huruarble npeacraBuTesin ceMeiictBa Beggiatoaceae

CemeticTBO Beggiatoaceae BkirrodaeT KpyImHbIEe OCCIIBETHBIEC CEPOOKHUCITSIFOIINE
oaktepun. CoracHo nocienHeit punorenerndeckoit pesusuu (Salman et al., 2011), B
HETO BXOJAT TPH BAJIMIHO ONMCAHHBIX poja: Beggiatoa, Thioploca u Thiomargarita u
neBsaTh ponoB co crarycom Candidatus: «Candidatus Maribeggiatoa», «Candidatus
Isobeggiatoa», «Candidatus Parabeggiatoa», «Candidatus Halobeggiatoa»,
«Candidatus Allobeggiatoa» «Candidatus Marithioploca», «Candidatus Thiopilula,
«Candidatus Thiophysa» u «Candidatus Marithrix». OgHaKo HH IJIs1 OJHOTO TAKCOHA
co cratycom Candidatus, a taxxe mist pogoB Thioploca u Thiomargarita ve ynanoch
MOJIYYNTh YHCTYIO KYJIbTYPy, UYTO CYIIECTBEHHO OTPAaHUYMBACT BO3MOXXHOCTH
UCCIIeIOBaHMsI UX MeTaboim3ma. Bce cBeleHuss 0 HUX OBUIM TOJNyYEHBI TJIABHBIM
oOpa3oM Ha OCHOBaHMH Mopdosorun u apadT-reHoMoB. B coctaB poma Beggiatoa
BXOJISIT JiBa KYJIbTHUBUPYEMBIX MPECHOBOIHBIX BHuaa: B. alba u Beggiatoa sp. D-402.
Ha momeHT Hammx wuccienoBanmii tonbko mis B. alba B18LD Owiia momydena
redomHass mocnenoBareabHocTh (NZ_ AHMAOQO0000000.1). Takxke B I'enbanke
conepxkurcs okosno 20 mocnenosarenbHocTedl 16S pPHK ¢ pomoBsiM HazBaHuem
Beggiatoa (Salman et al., 2011; Ahmad et al., 2006; De Albuquerque et al., 2010;
Hinck et al., 2007; Teske et al., 1995). ITocnenoBarenpHocTH TeHoB 16S pPHK ObLn
MIOJTyYEHBI KaK JIJI MOPCKUX, TaK U JJIS TPECHOBOIHBIX OaKTEPHIA.
5.1. IItamm D3

B maHHOM pasjene onmuchIBacTCs BBIICICHUE M XapaKTEepHCTUKA mTamma D3
MPECHOBOJIHBIX HUTYATBIX CEPOOKUCIAIONINX OaKTepuil, OTHOCAILIETOCS K HOBOMY
poJly B cocTaBe cemelicTBa Beggiatoaceae.
5.1.1. Boigesienue mramma D3

[Iramm D3 Obu1 BeIAeeH U3 oOpasiia, COOPAHHOIO M3 CEPHOTO Mara B
MHUKPOa’pPOOHON 30HE TEPMAIBLHOTO CYJIb()PUIHOTO HWCTOYHHKA B ropoje [ opsumii
Kitou, Kpacnonapckuii kpaii, Poccust (N44 ° 38 'E39 © 08') B aBrycre 2012 rona (puc.
6). Temmnepatypa BoJbl B MecTe 0TOOpa mpod coctasisia 35 °C npu Temmeparype

Bo3nyxa +32 °C, pH 7,5-8,0, cymmapnast Munepanuzanus 1,56-1,66 /11, KomudecTBo
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kuciopoaa 0,5-1 mr/n, konudectBo cyinbbuaa 4,3 mr/n. [loctymienue kuciopoaa B

BOOY UCTOYHHKA ITPOUCXOONUIIO IIPU KOHTAKTC C BOS,HYIHHOﬁ CpGI[Oﬁ.

Puc. 6. Cynbpuanslii uctounuk B ropoje ['opsumit Kmrou Kpacnomapckoro
Kpasi, U3 KoToporo Obu1 BeieseH 1. psekupsensis D3. Macmra6, 10 cwm.

[Ipy BBIOENEHMH YHCTOM KyJbTYpbl HCHOJB30BAIM CIIOCOOHOCTh HUTEH K
CKOJIBXKCHHMIO M0 TBepAoMmy cyoOctpaty. OOpaszenr momemanud B yamku lletpu c
HEOOJIBIIUM KOJMYECTBOM BOABI M3 HcTouHMKa. Yepe3 30-60 MUHYT HUTU H3-3a UX
YYBCTBUTEJIBHOCTH K TIIOBBIIIEHHOW a’paliy KOHILIEHTPUPOBAINCH B HEOOJBUINX
KoMoukax. Hutu oréupaiu noa OMHOKYJISIPHOU JTYTOW MUMETKOW C TOHKO OTTSIHYTOM
KOHIIOM U TIEPEHOCUITH B HEOOJBIIION 00heM MPUPOTHON CTEPHIIBHON BOJIbI, BBUITUTON
B yamky [lerpu. IIpouenypy OTMBIBKM HUTEW OT KOHTAMHUHAHTOB IMPOBOAWIM 3-4 pa3a.
OTMBITBIE HUTH TOMEUIAIM Ha IMOBEPXHOCTh TBEPAOro arapa B damku lletpu,
IpeIBapUTENbHO MOACYIIEHHOTO B TeUeHHe 4-6 4 B TepMocTaTe npu temmneparype 60
° C nns ynaneHust KoHaeHcaTa. Yepes peryisipHble IPOMEKYTKHA BpEMEHH OT 4 110 6
4acoB M Yepe3 JEHb HUTH, KOTOpBIE OTIION3JM C YYacCTKOB IIOCEBA, OCTOPOXKHO
MEePEHOCUITM B HEOOJBINON 00BeM KUAKON cpeabl. KyabTypbl MHKYOMpOBaM Mpu
temmnepatype 32 ° C B TeueHue 72-96 yacoB. DTH METO/IbI TTO3BOJIUIN U30ABUTHCS OT
MHOTOUYHCJICHHBIX COMYTCTBYIOMIMX OAaKTEpUaIbHBIX KJIETOK, CBSI3aHHBIX CO CIU3bIO,

CerCTpreMOﬁ JaHHBIM MUKPOOPraHu3mMOM B OOJIBIIINX KOJMYCSCTBAX.
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Oty OakTepuio KyJIbTHBHPOBAJIM B MPOOUPKAX MOJ BaTHBIMHU MpPOOKaMU Ha
IPaJMEHTHON cpele BBINIEYKa3aHHOTO cocTaBa. MHTepBan Mexay Maccakamu
COCTaBJISLI 5-7 JHEH.

5.1.2. MopdoJiorusi KjieTok

becuseTHbIe MMIMHIPUYECKUE KIETKH MTamMmMa D3 00beTMHEeHBI B HUTH JJTMHOMN
10 200 mxM. JlmameTp KJIETOK B HUTSAX cocTaBiseT 2,4-2,7 MKM, a JUTHHA KJIETKH - 3,4-
3,9 Mkm. HuTu pacnpocTpaHstoTcs pu oMo ropmMoronnii. Hutu u ropmoronuun
CIOCOOHBI K CKOJBKECHHUIO. BHYTpH KJIETOK 3amacaroTcsi TI00YIIbl JJIEMEHTHON CEphI
(puc. 7 A), kotopsie oTkIaabiBaroTcs B mHBaruHarax L{IIM (puc. 7.B). Takxke kieTku
4acTo COAEpKaT BHYTPHUKIETOUHbIE TpaHynsl mnoiudocdara wu  momu-f-
TUApOKCHANIKaHoaTa. KIIeTKH MMEIOT TUIMUYHYI0 TPaMOTPHIATEIBLHYIO KICTOYHYIO

CTCHKY.

TR S SURE YT ]

Puc. 7. A - Mukpodororpadus T. psekupsensis D3. Macmrad, 10 Mxm. b —
VYnabrpaTonkuii cpes. Macmra6, 0.2 mxm. CM — nuromnasmaruyueckas MmeMOpana, S —
CEpHBIE TII00YJIbI.
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5.1.3. ®u3nojoruyecKne XapaKTepucTUKH

O6nuratHeiii  xeMonuToaBTOTpOd. JloHOpamMu 3JIEKTPOHOB MOTYT OBITh
taocynbdar, cymppuag wu Hp. Ilramm D3  sBasercs Mukpoa’podUIbHEIM
dakyabTaTUBHBIM aHa’poOboM. OH o00pa3yeT MOIIHBbIE CIHM3UCThIE O0pa30BaHMI,
KOTOpBIE CHHXKAIOT CKOpPOCTh AU(GY3UH KUCIOpoAa B KIETKM BO BpeMs
KynbTuBHpoBaHus (puc. 8). OH cnocobeH k aHa’dpoObHOMY nbixanuio Ha JJMCO u

dbymapare.

Puc. 8. A - ciimsucTeie 0Opa3oBaHus pH KyIbTUBUpoBaHuH 1. pSekupsensis D3.
Macmra0, 1 cMm. b — anekrponnas mukpodororpadus T. psekupsensis D3. Maciura6

0.2 MKM.

B kadecTBe HCTOYHHKA a30Ta MOT'YT UCIIOIB30BaTh AMMOHHMIA, HUTPAT, HUTPHT,
NETITOH, THPOJIN3AT Ka3enHa, acliapTaT U IPORHOKEBOH IKCTpakT. OpraHu3M CriocoOeH
K (HUKcalMi MOJEKYSIPHOrO a30Ta. Bce TeHbl HUTPOTCHA3HOIO KOMILIEKCa
(NIfENXAHDKTSUVWZBOQ) nipucyTcTBYyIOT B reHoMe Iramma D3 (ta6:. IT1, puc.
10). Dkcnpeccust MmapkepHoro reHa Hutporenassl (NifH) Ha cpexe 6e3 UCTOUHHMKOB

a30Ta okazayiach nmpuMepHo B 150 pa3 Beillie, YeM Ha a30Tcozepxaiiei cpeae (puc. 9).
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Puc. 9. VYposenr oskcnpecun rena nifH y T. psekupsensis D3 mpu

KyJbTUBUpOBaHMK Ha mosiHo# cpene (N+) u Ha cpeze 6e3 ucrounukos azota (N-). * p
<0,05.

Htamm D3 He cnocoben ruaposnn3oBath kpaxmai. KatanasaoTpuuareabHbIi.
Okcuaa3zanonoKUTENbHbIN. TeMnepaTypHbIld HHTEPBA ISl pOCTAa HAXOAUTCA MEXKIY
10 u 43 ° C, ¢ ontumymowm tipu 32 ° C. Inanazon pH s pocra cocrasinser 6,8-7,6,
npu ontuMansHoM pH 7,2. He pacter npu konuentpauu NaCl Boie 2%. Opranuzm
ycToituuB K pudammnuiuny (100 mr/m).

Huddepennmanpuble  XapakTepucTUKu ImTamMma D3 W JOCTynmHBIX Ha
CEerOAHSIIHUN [JI€Hb B YHUCTBIX KyJbTypaX THUIOBBIX IITAMMOB IPECHOBOJIHBIX

Beggiatoa nepeuncnens B Tabmuie 5.
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Ta6muma 5. Yeptsl, Xxapaktepusyromue mramm D37, 1 1Ba THMOBBIX mITaMMa
5 5

IpeCcHOBOIHBIX Beggiatoa

1, Thioflexithrix psekupsensis D3T; 2, Beggiatoa leptomitoformis D-402T; 3, Beggiatoa alba
ATCC 33555". Bce manHble ObUIM HMCCIIENOBaHBI aBTOPAMH B TEX K€ JabOPATOPHBIX
YCIOBHSIX, HEKOTOphIE M3 HUX ObLIH omyOnukoBaHbl panee: 2 (Dubinina et al., 2017), 3
(Mezzino et al., 1984; Kobayashi & Shibata, 1999). H.o. — He onpeaemnsuin.

[lItamm D3 He MOXKET MCIIOIB30BaTh HKM OMH M3 MPOBEPEHHBIX OPraHUYECKHE CyOCTPaTOB
JUTsl OpraHoTpo(HOro pocTa. B KauecTBe HCTOUHMKOB a30Ta MOYKET MCIIOJIh30BATh AMMOHUH,
HUTpPAT, HUTPUT, NIENTOH, THIPOJIU3aT Ka3eHHa U acrapTar.

Bce Tpu mitamMmma cnocoOHBI K (DHKCAIIMA MOJCKYJIIPHOTO a30Ta, KaTala3a0TPHUIATEIIbHBI,
OKCH/1a3aTI0JIOKUTENIbHBI, CIIOCOOHBI HCIOB30BATh CYAbQUI U THOCYIb(PAT B KAaueCTBE
JIOHOPOB 3JICKTPOHOB M HE MOTYT MCIIOJIb30BaTh TJIMIIEPHH B KAUECTBE HCTOUYHUKA YIIICPO/Ia.

XapaKTepUCTUKU 1 2 3

JluaMeTp KJIETKH / JTuHA 2.4-2.7/13.4-3.9 1.5-2.5(3.0) 3.0-3.5(5.0)
KJIETKU (MaKkCUMaJIbHOE
3HAYCHHE), MKM

JlnuHa HUTEH (MKM) 200 50-200 60-120
[Ipenensl (1 onTUMYyM) 10— 46 (32) 8-35 (28) 0-38
temmnepatypsl, °C

[penensl (1 ontumym) pH 6.8—7.6(7.2) 6.0-8.2 (7.5-7.8) | 7.0-7.3(7.2-7.3)
MaxkcumanbHas 2% 0.3% 1%
konuenrpanus NaCl s

pocTa

I'+1] cocraB JIHK (mo:1. %) 42.1 42.1 41.1
Boccranosnenue S° win - + +

S203” 10 Ha2S
Hcnons3zyemple akenTopsl
9JIEKTPOHOB:

dymapar + - -
AMCO + - -
07} +* + +
I'maponus kpaxmaina - + -
Hcnons3yemblie TOHOPHI
9JIEKTPOHOB:

H, + + -
CS - - H.O.
s° - - H.0.
S40¢* - + -
[TpucyrctBue u popma +, 1AQ + 1C +, IC
PBD®K

Hcrounuku yriepopa:
Opranuveckue KMCJIOTHI: + +
Aluerar, CyKUMHAT, MaJjar,
JIaKTaT, IUpyBaT, aKOHUTAT, -
OKCaJIoaleTar
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Tabmuma 5. Ilponomkenue

XapaKkTepUCTUKHU 1 2 3

dymapar - - +

Hutpar, uzonurpar, - H.O. -

IJIMOKCUJIAT, TJIMKOJIAT

dopmuar - + -

CnupTsi: - + +

Metanos, sTaHoj, OyTaHou

YraeBoabi: + -

I'moko3a, ranakrosa,

apabuHo3a, padpuHo3a, -

caxaposa, MaJjbT03a,

JIaKTO03a, copbo3a

AMHUHOKHCJIOTHI: H.0 -

I'yramar, acnaprar -

CepuH, acnaparux - + -

Tpuntodan, ananuH, - + +

TUCTH]INH, (CHIIIATAHUH

ITostumepHbBIE - + +

opraHnyeckKue

CoOeUHEeHUsI:

[TenTon, npoxxKeBOU

9KCTPAKT

ABTOTPOQHBIH pocT + + -

I'eTepoTpodHbIil pocT - + +

MeTtminotpodHslii pocT - + +

IIpucyrcTBHE reHOB, DsrABEFHCMLJOP | DsrEFHCMKJ DsrEFHCMKJ

KOJIMPYIOIIHNX KOMITJIEKC NR

rDSR

JIOMUHHPYIOIITHE KUPHBIC C18:107(37.6 %), Ci3:107(40.9 %), | C16:1(25.4 %), C1s:

KHCJIOTBI C16:0(34.7 %) and C16:0(32.9 %) 0 (16.2 %), C1s:1
Ci6:107 (27.7 0/0) and Cis: 1 w7 (21.7 (53.3 %)**

%)
XUHOHBI UQs UQs H.O.

* TOJILKO B MUKPOA3pOOHBIX ycioBusix; ** manusie mist B. alba B15LD (Dubinina et

al., 2017)

5.1.4. XeMOTaKCOHOMUYECKHIT aHAJIN3

OCHOBHBIMH KUPHBIMH KHCIIOTaMU SBISIOTCA Cig . 1 o7 (37.6 %), Ci6:0(34.7 %),
U Cis .1 o7 (27.7 %). [pyrue »upHbIC KUCIOTHI MPUCYTCTBYIOT B MUHOPHBIX HIIH

CIIEIOBbIX KonuuecTBax (MeHee 5% oOmIero cojiep:kaHus S>KUPHBIX KHCIIOT).

JIOMUHUPYIOIIUM JbIXaTeIbHBIM XUHOHOM siBisieTcst UQG.
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5.1.5. ®uiioreHeTHYECKUI aHAIU3

ramm D3 dopmupyer Ha nepeBe OTACIbHYIO (UIOTCHETHYECKYIO BETBb,
KJIACTePU3YIONIYIOCS ¢ MOPCKMMHM TipeacTaButensiMu Beggiatoa (puc. 10). YpoBeHb
uneHtnyHoctd reHa 16S pPHK mramma D3 ¢ mpeacraBuTensiMu  ceMeicTBa
Beggiatoaceae cocraBnsier 86-88%, a ¢ apyruMu TPENCTaBUTENSIMU TOPSIKA
Thiotrichales - 83-86% (ta6x. 6). T0 MOpoOroBoe 3HaUCHUE JIJIS BBIJICIICHUS HOBOTO
cemerictea (Yarza et al., 2014). Omnako cemeiictBo Beggiatoaceae ouveHb
TeTepOreHHO, M ISl OYeHb OTPAHWYCHHOI'O YHCJA €ro MpelcTaBUTeNeh (BCero s
JIBYX BHJIOB), JOCTYITHBI YHCThIC KYJIbTyphl. TakuM 00pa3oM, Ha JaHHBIH MOMECHT Y
HAaC HEJIOCTATOYHO JTAHHBIX JUTSI pEKIIacCU(UKAITIN CEMENCTBA, U MBI OTPAaHUINBACMCS
ormucanreM mTamma D3 B kadecTBe mMpeacTaBUTENsT HOBOTO pojaa. MbI mpesjiaraeM
KiIaccuuIMpoBaTh M3YUYCHHBIH opranu3M, kak Thioflexithrix psekupsensis gen. nov.,
sp. nov.
5.1.6. Amarno3 Thioflexithrix gen. nov.

Thioflexithrix (Thi.o.fle'xi.thrix. Gr. neut. n. theion cepa, L. masc. adj. flexus
u3ornyteiid, Gr. fem. n. thrix sonoc; N.L. fem. n. Thioflexithrix, cepubiit u3orayThIii
Bosioc). Ckomp3simmasi  OecuBeTHass cepoOaktepus. LlumuHApPHUUYECKHE —KICTKH
oObeauHeHbl B TpuxoMmbl. Cepa 3amacaercs BHYTpUKIETOUYHO. KitlerouHas cTeHKa
rpamMoTpuliaTeIbHOTO TUMa. OOJUraTHBIA XEMOJUTOABTOTPOPHBIH MHKPOa’poo,
UCTIOJIB3YIOMIMI THOCYIbGAT, CyIb(pua WIM MOJEKYJISPHBIA BOJAOPOA B KauecTBE
JIOHOPOB 3JIEKTpOHOB. Ha ocHOBaHmm ¢unoreHeTndeckoro ananm3a resa 16S pPHK

poj oTHOCHUTCS K ceMercTBy Beggiatoaceae. Tumnoroii By Thioflexithrix psekupsensis.
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40

100 || 90

50

100
52 . L
“Candidatus Marithrix”

100 = “Candidatus Thiomargarita nelsonii”
100 .
48 Thioploca
100 Candidatus Parabeggiatoa

0 m— Candidatus Maribeggiatoa”
“Candidatus Marithioploca”
100 Guaymas orange mat

100

—

——mmmm  Guaymas white mat

“Candidatus Thiomargarita joergensenii”

J

“Candidatus Thiomargarita namibiensis”

100
100

“Candidatus Thiopilula”
“Candidatus Thiophysa”

“Candidatus Halobeggiatoa”

100

——el  Condidatus Isobeggiatoa”

100 s “Candidatus Allobeggiatoa”

54

Beggiatoa sp. LPN (EU015402)

1

Beggiatoa sp. AA5 (AF110275)

100 100 Beggiatoa leptomitoformis

100 7

100
2 Beggiatoa alba
Beggiatoa sp. 1401-13 (L40997)
100 |Thioflexithrix psekupsensis D3" (KP056307)

64

L Thioflexithrix psekupsensis KB-A (F1799356)
[ Beggiatoa sp. Clone HMW-52139 (FR847884)

Beggiatoa sp. Arauama | (GU117706)

100 — Beggiatoa sp. Arauama |l (GU117707)

70

I~ Beggiatoa sp. MS-81-6 (AF110277)

— Begagiatoa sp. 35Flor (FR717278) Beggiatoaceae

100 I

Cocleimonas flava KMM 3898 (NR_112909)

100 s [ eucothrix

Leucotrichaceae

100

100 ey Thiofilum

84 |

Thiofilaceae

100 | |

J3

m— Thiolinea Thiolineaceae

100

TOUCT

Thiothrix Thiotrichaceae

—
0,050

Halothiobacillus neapolitanus Parker strain X (NR_104929)

Puc. 10. dunoreHerryeckoe IEpPeBO, CKOHCTPYHPOBAHHOE HA OCHOBAHHH
HYKJICOTHIHBIX mocienoBaTenbHocTeir 16S pPHK metomom Maximum-Likelihood,
JIEMOHCTpUpYyIoIee mnojoxkenue Hosoro poxa Thioflexithrix psekupsensis D3T.

IlocnemoBaTensHOCTE

[MammanporeobakTepun

Halothiobacillus  neapolitanus

UCIIOJIb30Bajach B KadecTBe BHEIIHeW rpynnbl. [{udpamu nmokasaHa 10CTOBEpHOCTD
BETBJICHUS, YCTAHOBJIEHHAS C TOMOIIBIO “bootstrap” — ananuza 1000 abTepHATUBHBIX
nepeBbeB. Macmita0, 0,05 3aMeH Ha HYKJICOTUIHYIO MTO3ULHUIO.
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5.1.7. Imarno3 Thioflexithrix psekupsensis sp. nov.

Thioflexothrix psekupsensis (pse.kups.en'sis N.L. fem. adj. psekupsensis B uecTb
pexu Ilcekync B KpacHomapckoMm kpae, Poccus, B KOTOpYIO BIAJaeT TEPMaJIbHBIN
CepHBIN UCTOYHHUK, U3 KOTOPOTO OBLI BBIACICH mTaMM D3)

becuBeTHbIe TUIMHAPUYECKUE KIETKU C 3aKPYTICHHBIMU KOHIIAMH, pa3Mep 2.4-
2.7 x3.4-3.9 MkM, popMHPYIOT TpUXOMBI JyHHOM 10 200 MkM. Pa3mHOXkatoTcs myTeM
MOMEPEYHOr0 OMHAPHOTO JEJICHHS KIETOK B HUTAX. Hutu oOpasyloT ropMoroHuu
nyTeM (pOpMUPOBaHUS HEKPUIUATIBHBIX Y4aCTKOB. HUTH M TOPMOTOHUU CIIOCOOHBI K
CKOJB3AIIEMY JBUKEHUIO. 3anacaloT BHYTPUKIETOYHO TJI00YIbl 3JIEMEHTHON CEpHI.
Kietkn vacto cojepkaT BHYTPHUKJIETOUHBIC TpaHylbl mnojudocdaTtoB U mosiu-f-
rujipokcuankanoata. OOMUTraTHBI XeMOJIUTOABTOTpOod. AIlleTaT, CyKIIMHAT, Majart,
dbymapar, okcanoanerar, UATpaT, U30LUTPAT, JIaKTaT, ¢GopMHaT, MUPYBaT, aKOHAT,
TJIMOKCHWIIAT, TJIUKOJIST, METaHOJ, 3TaHOJ, OyTaHOJI, III0K03a, TajlakTo3a, apabuHOo3a,
padbdunoza, caxaposza, MalbTO3a, JIAKTO3a, cCOpOO3a, TIyTamar, CEpHUH, acraprar,
TpunTodaH, ajdaHUH, TUCTUAUH, (EHUIAIAHUH, aclaparuH, MENTOH U JAPOXIKEBOU
HKCTPAKT HE UCIIOJIb3YIOTCS B KAUECTBE UCTOUHUKOB yriaepoaa. CO, accuMunupyercs
yepe3 uukia KaneBuna. PBOK otHocutcs k popme IAQ. MoxeT ucnonb3oBaTh B
KaueCTBE JOHOPOB JIEKTPOHOB THOCYNIb(AT, CyIb(Ul U MOJIEKYISpHBIA Bogopoa. He
MCIIONB3YET B Ka4ecTBe JJOHOPOB 211eKTpoHOB CSy, SP, SOz% m S406%. 1llTamm D3 —
MaKkpoa’poUIIbHEIN (paKyIbTaTUBHBIN aHAdP0O. CIOCOOEH K aHadPOOHOMY JIBIXaHUIO
Ha ¢ymapare u [JMCO, u He criocoOeH AbIaTh Ha CyJb(arax u HUTpaTax.

B kadecTBe MCTOYHMKOB a30Ta YTWIM3UPYET MOJEKYJSPHBIA a30T, aMMOHMH,
HUTpPAT, HUTPUT, IENTOH, TUAPOIN3AT Ka3euHa, acapTar U JIPOxKKEeBOH skcTpakT. He
WCIIOJIb3yeT B KAaueCcTBE HMCTOYHMKA a30Ta Tiyramar. He ruaponmsyer kpaxmal.
Karanazaorpunarensubii. OKCHIa3aMoONOKUTENIbHBINA. POCT oOCyIlecTBISIETCS B
npenenax ot 10 go 43 °C, ¢ onrumymom mipu 32 °C. [{uanaszon pH mns pocra 6.8—7.6,
ontumyM - 7.2. He crmoco6en pactu pu koHmentpaiuu NaCl Borire 2 %. Y cToiuns k
pudammuiuay (100 mr/n). ['+1] coctaB JHK - 42.1 moi. %. JloMUHHPYIOLIUE KUPHBIS
KUCIOTHI - Cig: 17, C16:0, U Ci6: 1 7. JJOMUHUpYIOMIMI ABIXaTEIBHBIN JUIOXUHOH -

UQs. Tumosoii mramm D3 (=KCTC 62399 =UNIQEM U981), BblgcneHHbIH U3
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OaKTEepHAIIBHOTO CEPHOr0 MaTa W3 TEPMAIBHOIO CEPOBOJOPOJAHOIO HCTOYHHKA B
ropoze ['opsunii Kirrou, Kpacnonapckuit kpait, Poccust.

Tabnuna 6. Yposens unentuanoct reHoB 16S pPHK mramma D3 u npyrux
npeacTaBuTeleii nopsiaka Thiotrichales.

baxrepus ITopsinkoBblit YPOBEHb UICHTUYHOCTU
HOMep I'eHa rena 16S pPHK co
mraMmoMm D3
Beggiatoa alba AF110274.1 87 %
Beggiatoa sp. MS-81-1c AF110276 88 %
Beggiatoa sp. Arauama Il GU117707 88 %
Beggiatoa sp. MS-81-6 AF110277 88 %
Beggiatoa sp. 35Flor FR717278 88 %
Uncultured Beggiatoa sp. clone HMW-S2139 FR847884 88 %
Beggiatoa sp. OH-75-2a AF110273 87 %
Beggiatoa alba 140994 86 %
Beggiatoa sp. 401 AY583995 88 %
Beggiatoa leptomitoformis strain D-402 AY583996 87 %
Beggiatoa sp. LPN EU015402 87 %
Beggiatoa sp. AASA AF110275 88 %
Beggiatoa sp. 1401-13 140997 87 %
Beggiatoa sp. Arauama | GU117706 88 %
“Candidatus Allobeggiatoa halophile” EF428583 87 %
Leucothrix mucor strain LJIS0601 EU025026 86 %
Beggiatoa sp. 'Carmel Canyon' AY580013 87 %
“Candidatus Parabeggiatoa communis” AF532774 87 %
“Candidatus Isobeggiatoa divolgata” AF532769 86 %
“Candidatus Marithrix” sp. Canyon 246 KU942607 87 %
Thioploca ingrica 140998 85 %
Beggiatoa sp. 'Bay of Concepcion' AF035956 88 %
Cocleimonas flava strain KMM NR_112909 85 %
Thiothrix nivea strain DSM 5205 NR_118036.1 84 %
Thiolinea disciformis strain B3-1 NR_024756.1 84 %
Thiofilum flexilis strain EJ2M-B NR_024757.1 84 %
Thiomargarita namibiensis clone GER003 FR827867.1 88 %
“Candidatus Thiomargarita joergensenii” isolate NAMO033 FR690923.1 87 %
“Candidatus Thiomargarita nelsonii” isolate Costa COS014 FN811662.1 88 %
“Candidatus Thiopilula” sp. ST-S116 FR847876.1 86 %
“Candidatus Thiophysa hinzei” isolate NAMO091 FR690986.1 89 %
Achromatium oxaliferum (clone 5) L42543.1 85 %
Piscirickettsia salmonis strain LF-89 NR_025980.1 84 %
Francisella noatunensis subsp. orientalis strain Ehime-1 NR_044552 83 %
Fastidiosibacteraceae bacterium strain SYSU SYW-6 MH329654.1 84 %

5.1.8. XapakTepucTuKa reHoma

Hpadt-rerom T. psekupsensis yraaoch coopath B 5 KOHTHIOB OOLIUM pa3MepoM
3904281 mn.o. TI+I cocraB, paccuuTaHHBIA HAa OCHOBAHMUM TE€HOMHOMU
MMOCJIEI0BAaTEILHOCTH, cocraBuin 42,1 %. Yucino  6enoK-KOIUPYIOIIHNX
nocyenoBaTenbHocTel coctaBmiio 3331, u3 Hux 2185 ¢ u3BecTHBIMU QYHKIUSIMU U

1146 ¢ neusBectHbiMM QyHKUUAMH. B renome kogupyercs 60 PHK: 10 pPHK u 50



70

TPHK. Opranmzamus reHOB OCHOBHbIX Meraboaudeckux myteir y Thioflexithrix
psekupsensis D37, o6cyknaeMbIX B JaHHOM paboTe, MpUBeaeHa HA pucyHKe 11.
5.1.9. ABTOoTpO(HBIIi pocT

tamm D3 sBrisiercst o6mMraTHBIM aBTOTpodoM. B ero reHoMe ObLITH BBISIBIICHBI
reHbl Bcex (epmeHTOB nukia KampBuHa-beHcona-baccama, 3a MCKIIOYEHHEM TeHA
ceporenTyno3o-1,7-6udocdaraser (tabn. I11, puc. 11). OmHako W3BECTHO, YTO
peakIys, KaTajauzupyeMasl ceiorentyino3o-1,7-6udocdarazoii, y O0akTepuii MOXKET
OCYIIECTBIIThCA  (PpykT030-1,6-OMdocdarazoii ¢ nBOWHON CHEMUPUUHOCTHIO K
caxapam (Tamoi et al., 1996). Taxxke OTCYTCTBYeT TE€H TpaHCAIbIOJA3BI,
KaTaJN3upPYIOLIeH MpeBpalleHue TPeX- U CEMUYTIIEpoIHOTO (pococaxapa B 4eThIpex-
U 1ecTUyriiepoanbidi. OgHaKO HMMEETCS TeH TPaHCKETOJa3bl, KaTaJIu3upYyIOIIeH
IPEBPALICHUE TEX K€ UCXOIHBIX COCTUHEHHH B JIB€ IEHTO3BI.

B xnerkax Thioflexithrix psekupsensis D3" Gbina BbISIBIEHA AKTHBHOCTD
KIIo4eBbIX  pepmenTtoB nukia KaneBuna-bencona-baccama — PBOK wu
dochopubOyoknHa3pl, a TaKKe BCIOMOTaTelbHOTO (epMeHTa MHKIA —
KapOoaHTIpa3bl. 3HAUCHUSI aKTUBHOCTH MTPUBEICHEI B Ta0IHIIE 7.

Tabmuua 7. AKTuBHOCTB (hepMeHTOB aBTOTpo(HOM accumuisiuun CO2 B
kietkax Thioflexithrix psekupsensis D37

DepMeHT AKTHBHOCTh
PE®K 0,66 + 0,04 MKkMOJIb - MUH * - MT Genka™
dochopubynokrHaza 1,71 £0,11 Mmxmounb - MUH - Mr Oenka™
Kap6oanruapasa 44,00 £2,10y.e. - munt-mr Genka™

Yro6er ompeaenuts Tun PBOK y mramma D3, O mpoBeneH
¢dumnorenernueckuit ananus 6enka RbcL (CbbL). Ha nepere, ckoHCTpyHpOBaHHOM 110
aMUHOKHCIIOTHBIM TTociieoBarenbHocTssM Rbcl (CbbL), mramm D3 kmacrepusyercs
C HECKOJBKMUMHU MOPCKMMH HUTUATBIMU IMPEICTAaBUTEIIME ceMeiicTBa Beggiatoaceae
- Beggiatoa sp. 4572 84, Beggiatoa sp. PS, Beggiatoa sp. 1S2, Thioploca ingrica —y
koTopbiX GyHknuoHupyet PBOK dopmer IAQ (puc. 12). Eme ogHo moaTBepkacHHe
dbopmbl PBOK B mramme D3 — pacniosioskeHre reHoB 00JIbIION 1 Maliol CyObeIMHMII

3Toro (hepMeHTa B COCTaBe €AMHOTO onepoHa ¢ OenkoMm-aktuBatopom (Badger and
Bek, 2008).
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Opr aHHn3alusa rcHoB IIUKIIa KanpBuHa
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Puc. 11. Opranuzanusi TeHOB OCHOBHBIX META0OJMYECKUX MYyTeH, 0OCYXKTAaeMbIX B JTaHHOW paboTte, y

Thioflexithrix psekupsensis D3". O603Ha4enus reHos ykazansl B Ta0uue I11.
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Rhodobacter sphaeroides ATCC BAA-808 (AAA26115)

100/100 AP .
Bradyrhizobiun japonicum USDA 110 (AAD05386) = IC
| 100/100 Ij Beggiatoa leptomitoformis D-402" (ALG69257)
91/56 Beggiatoa alba B18LD" (ENJ41327) #
98/77 Oscillatoria accuminata PCC 6304 (AFY80686)
100/98 _|: Oscillatoria sp. PCC 10802 (WP_017717367) L 1Be
100/34 I__ Oscillatoria nigro-viridis PCC 7112 (AFZ10011)
Oscillatoria sp. PCC 6506 (CBN56225)
100/99 Hydrogenovibrio crunogengs XCL-2 (ABB41434)
96/83| Thiomicrospira aerophila AL3" (AHF02037)
Thiomicrospira cyclica ALM1" (WP_013836097) — lAc
100/94 Thiomicrospira pelophila DSM 1534 (WP_029933618)
77/35 L Thiomicrospira microaerophila ASL8-2" (WP_044406641)
Thioflexithrix psekupsensis D3' (WP_086488998)
100/100

Beggiatoa sp. 1S2 (OQW93888)

Beggiatoa sp. PS (EDN69613) I1Aq
Beggiatoa sp. 4572 84 (0QY55332)
Thioploca ingrica, Lake Okotanpe (WP_045477294)

0.050/0.10
—

Puc. 12. dunoreHernueckoe IepeBO, CKOHCTPYMPOBAHHOE HA OCHOBAHUU
aMUHOKHCIIOTHBIX TociienoBarenbHocteld ChbL mpu momomm meromos Neighbour-
joining / Maximum-likelihood methods, nmemoHcTpHpyrOIIEE TOJIOKCHUE
npencrasurens Hosoro poxa Thioflexithrix psekupsensis D3'. Iudppamu mokazana
JIOCTOBEPHOCTh BETBJICHHUS, YCTaHOBIICHHAs ¢ ToMoIIbto “bootstrap” — anammza 1000
albTepHATUBHBIX JepeBbeB. Macmrad, 0.05 / 0.1 3ameHa Ha aMHHOKHCIOTHYIO
NO3ULIHUIO.

5.1.10. Cepnplii MeTa60/113M

B renome T. psekupsensis oOHapyskeHbI TeHbI Pa3BETBICHHOTO ITyTH OKUCIICHHS
THoCcyb(dara ¢ oopazoBanueM cepsl U cyiabhatoB (SOXAXBYZ) (taba. I11). B renome
HE OBLJIO OOHApYXEHO OTIAENBHOrO reHa, Komaupyromero Oenok SoxX, ogHako is
IIPEICTABUTENIEN CeMeuncTBa Beggiatoaceae IOKa3aHa BO3MOKHOCTb
¢dbyHkmonupoBanus rudbpugHoro Oemka SOXAX. UToObl MpPOBEpPUTH HATHYHE
KOHCEPBATUBHBIX MOTHBOB SOXX B cocTaBe SOXA ObLIO MPOBEACHO BHIPABHUBAHHE
AMHHOKHUCIIOTHOM TmocnenoBatenbHocTd  SOXA  T. psekupsensis ¢ u3BeCTHBIMU
nocienoareabHOCTIME SOXA, SOXX, SOXAX npyrux Oakrepuii (puc. 13).

Omun wu3 caiitoB cBsi3biBaHus remMa ¢ (CXXCH, BbIAENIEHO KEITHIM)
pacnoJioKeH B MPEINoJiaraeMoM JoMeHe SOXX M HCIOJb3YyeT B KayeCTBE OCEBOTO
JIUTaH/la METUOHUH (BBIIENEH 3€JI€HBIM), YTO COIJIACYeTCs C JAHHBIMU IO APYTUM
oenxkam SoxX (Kappler & Maher, 2013). JIBe napyrue TeMOBBIE TPYIIIbI

pacroyiararorcss B mpeamnojiaraeMoM  AoMeHe SOXA.  C-TepMUHANBHBIA —TeM-
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CBS3BIBAIOLIMN CAMT UCIOJIb3yeT B KaYECTBE OCEBOTO JIMTaH/Aa IUCTEUH (BBIAEICHO
KpacHBIM) BO BCEX U3BECTHBIX Ha CEroJHSAIIHMIA 1eHb Oenkax SOXA (Kappler & Maher,
2013), Bxroyas OelkM TpeicTaBUTENel cemelicTBa Beggiatoaceae (Kreutzmann,
2013), B Tom wumcie u T. psekupsensis D3'T. Hamporus, N-koHIEBOM reMm-
CBSA3BIBAIOMMH  caT SOXA  (UeHTpaJdbHBIA  CBs3bIBAIONIMK  calT  SOXAX)
JTEMOHCTPUPYET CYIIECTBeHHbIE pasznuuus. Kreutzmann oOHapyxuna, dYTO B
nociieoBaTeabHOCTAX SOXAX y mpeacTaBuTelieii cemeiicTBa Beggiatoaceae Bropoii
OCEBOH JIMTaH]I ITUCTEeHH (BBIICIICH KpacHbIM; Kappler & Maher, 2013) 3amensieTcs Ha
ructuaud (Kreutzmann, 2013). Mbl 00HapYXHJIM Ty K€ CaMyl0 3aMCHY B OCCBOM
nuragge nocnenosatensHocTn SOXAX 3 T. psekupsensis D3T. Takum o6pasom,
BBIPAaBHUBAHHUE IMOCIEOBATEILHOCTEH TO3BOJNMJIO  JOKa3aTh HaJIW4YHe BCEX
KOHCEpBAaTUBHBIX caliToB S0XX B SOXA W pe3yibTaThl BBIPABHUBAHUS IMO3BOJISIOT
yTBEpKaaTth, 4To SOXAX ¢QyHkMoHHpyeT B mramme D3, u, ciegoBaTelbHO,
KOMILJIEKC SOX paboTaeT MOJTHOCTHIO.

I'ensl, xomupytomme SoxCD, ydacTByrOIIME B HEpPA3BETBICHHOM IIyTH
OKHCIIeHUsI TUOCYJIb(aTa 110 cyib(dara, a Takke reH Tuocyibbataeruaporenassl (Tsd),
KOTOPBIN OKUCIISET THOCYNIb(AT 10 TETpaTHOHATA, HE OB 0OHAPYKEHBI; aKTUBHOCTh
THOCYJb(aTaeruaporeHassl Takke He Oblla BbIsIBICHA. [ eHbl Sox-KoMIuiekca B
mramme D3 He 00pa3yroT euHbIN KlacTep, a KOJUPYIOTCS B pa3HbIX JOKycax (puc.
11). D10 coryacyercsi ¢ JUTEPATYPHBIMH JTaHHBIMH 00 OIICPOHHOM OpraHHW3aluu
TCHOB, KOJIUPYIOIMIMX SOX-KOMIUIEKC B oTcyTcTBHE SOXCD.

UtoObl MOATBEPAUTh MEXAHU3M OKHCIICHUS THOCYJIb(dara y mramma D3 Obuia
M3y4eHa TMHAMUKA OKHCIICHUS THOCYb(aTa U HAKOTUICHHS €T0 MPOIYKTOB B TCUCHUE
72 yacoB (puc. 14). Bputo moka3zaHo, YTO THOCYJIb(GAT OKUCIACTCS IO DJIEMEHTHOU
cephl U cynbdaTa B IKBUMOJSIPHBIX KoJu4yecTBaX. AKTUBHOCTh SoxB cocrasmia 33,0

+ 1,7 amounb - Mun! - Mr Genka™.
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soxX
Pde sOxX =~ mom oo MSSHLWHAAVVAMAIATPAICETAPKDVDYAEGAVEASLTGVPGNPEEGVRVMTTNAL-GNCVAC
Sag_soxX = oS- mo oo oo oo oo oo oo — oo MFKGATQFSLPAAFAGLAVLAASAAAAGTVAPDSVPIEDMELSQSLTGVPGDPLAGREAFADRKK-GNCLAC
BPS_soxAX SSSFQDIESPINGNPENGKKLVADRKRGGSCFSC
Tps_soxAX VGKMQPVPNPIVGDAENGKKLVADRSRGGSCYAC
BIS_soxAX VTPPQKFSDPLSGDAEKGQKLVADRSRGGSCYAC
Bal soxAX
Ble soxAX
Pde_soxA
Sag_soxA
Pde soxX
Sag soxX
BPS soxAX
Tps_soxAX HAMPGASL-PG-- --GVFTQQEIFDIVTYLKTLTGKGGYPDSMENPFTRPEPVEDR-
BIS soxAX HVMPGANL-PG----- NVGPDLSTVATWQRTDEHLENYIYDAR-NVNPNTVMPPWGTH-----—-—=-=—-———-——-——-—— QVFTPEEIKDMVAYLKTLTTATVFKSSDEDPAKRPVPVEHR~
Bal soxAX HVMPNANL-AG----- NIAPDLSTVATWGRTDEHLENYIYDPR-VYNPASVMPPWGAH---—--—-——-——-—————-——-—— QVFSDAEIMDIVAYLKTLNKATQFTDDKENPKTRPVPVETR-
Ble soxAX HVMPGATL-PG----- NVAPDLSTVATWGRTDEHLENYIDDPR-RYNPTTVMPPWGAH---—-—-—=-——-—————-——-—— QVFTEAEIMDIVSYLKTLKTPSKFADNKENPQTRPVPVEDR~-
Pde soxA --MPRFTKTKGTLAATALGLALAGAAFAEPAEDELVIETDDGPVEIATRTTPPAFLAD-——-==-——-—————-—————-—-— T-F--DEIY---—--——-—-— S-=—=———=——-- GWLFRDDTTRD
Sag soxA = —o--—--—-—--- ML--AALMVSTSASLAGGPVDEKLVI---DGELEIDTR--VPAPEGH-----—-—-——-———-——-——-—— P-F--DELI--=-—-—---— S-=—=—=—=—=-- GWHYRTDETRD

. * . *

SOXA
Pde_soxX
Sag_soxX
BPS_soxAX SSLDPFENTAMFSLDLGEELFEM-QGPNGKSCQODCHEAALKTQFTTWAATMPKFETRLNQVIGIEEFITRHARATTGA-EYPSQSEENLGLAIYLRYLANGQPINIDQSDVNTQAATKRG
Tps_soxAX DNLDLFENPGMLGQELGEQLYSV-AGPNGQSCASCHEKPA-QLFKTWATSMPRFEARLNKMLGIEEFITRHARATMDI -DYPMQSKONTGLSIYLRHLANGQAIAMDTSDPNTQAALARG
BIS_soxAX DNLDEFTNPAMLSIEVGKNLEFNQ-VGPMNKSCKNCHDDPK-ELFKTWATTMPQYEPRLKKMVGIEELITRHARATTGA-DYPVQTEDNLSLAIYLRYLANGQPTIATIVTDDANTQAALKRA
Bal soxAX ANLDAFENPAMFGTELGEKLFKQ-TGATGKSCASCHEQAE-QAFKTWAASMPKYEPRLKKVVGVEEFVTRHAMATTGE-SYLAQSEENLGLAIYLRYLANGQPIQINAGDKATKAALKRG
Ble soxAX DNLDPFENPGMFGTELGTSLFNK-VGATGKSCASCHENAT-KTFQQWAVTMPKYEPRLKKIMGVEEFITRHARATTGE-EYLAQSTENLGLAIYLRYLANGQTIQIKAEDANTKAALQRA
Pde soxA MERDDFDNPAMVFVDRGLDAWNAAMGSNGESCASCHQGPE-T-MAGLRAALPRVDETSGKLMILEDYVNACVTERMGLEKWGTTSEDMKDMLSLISLOSRGMAVNVAI-DGPAAHFWEQG
Sag_soxA LEADSFQONPGMLYVERGEEIWNTVDGAAGKSCASCHEDAE-SFLKGLGASYPKWNEDAGKPFNIELQINQCREQNMOAEPYKFDAPDQKALTTY IKHQSLGMPMHVDLSEGEMQAWWEKG
Pde SOXX = o T oo o
Sag_SOXX T T T T T
BPS_soxAX NALTQRKMGQLNFACMDCHGLLANRWIRGQYLVSMSSIYDHFPTYRTSRGEIWDIRKRFQWENVSIRANELPPNAPEYGDIEIYLATINQGQKLSVPGIRH
Tps_soxAX EALSVVKLGQLNFACIDCHDFGAKRWIRGQYLSGVEGMIAHFPTYRTSRTEIWDIRKRLOQWCGVAIRANELPPDAPEYGDIELFLNVKNNGKTFSVPGIRH
BIS_soxAX EILVKRKVGQLNFACTDCHTVSANKWIRGQYLANTKAMLDHFPTYRTSRTEIWDIRKRIQWENIAVRANELPPDAPEYGDLELYLAVAGQGQKLSVPGIRH
Bal_ soxAX EQLMTRKIGQLNFACNDCHVFGANHWVRGQYLSGFDGMLDHFPTYRTSRAEIWDIRKRLOWEGVAVRANELPPDAPEYGDIELYLMQLSNGKNLSVPGIRH
Ble_ soxAX EQLMKRKIGQLNFSCNDCHDFGANHWIRGQYLSGLTGMIDHFPTYRTSRAEIWDIRKRLOWEGVATIRANELPPDAAVYGDIELYLMQVNNGKVESVPGIRH
Pde_soxA REIYYTRYGQLEMSCANCHEDNYGNMIRADHLS--QGQVNGFPTYRLKDAGMVTAQQREFVGEVRDTRAETFKAGSDEFKALELYVASRGNGLSVEGVSVRH
Sag_soxA KDLYYTRTGQLNLSCATCHENYNGSYIRADHLS--QGNVNGFPTYRLKQSEMVSLHNRFRGEIRDTRAAFPPAFSDELMALEVYVTWRGSGLDIETPAVRQ

Puc. 13. BelpaBHUBaHHE aMHHOKHCIIOTHOM mocienoBarenbHocTH SOXAX mpesacraButeneil cemeiictBa Beggiatoaceae (Kreutzmann, 2013) ¢
AMHUHOKHCIIOTHBIMH TIOCHeioBaTeibHOCTIMU SOXA tuna | (kmaccuduxanus Kappler and Maher, 2013) u cOOTBETCTBYIOIIMMHE MTOCIETIOBATEILHOCTIMHU
SoxX. Pde: Paracoccus denitrificans (WP_011750382.1/ WP_011750379), Sag: Stappia aggregata (EAV42296/ WP_006937184), Bal: Beggiatoa alba
B18LD (WP_002691438.1), Ble: Beggiatoa leptomitoformis D-402" (ALG68158.1), BPS: Beggiatoa sp. PS (EDN69619.1), BIS: Beggiatoa sp. 1S2
(OQW94375.1), Tps: Thioflexithrix psekupsensis D3* (WP_086487844.1). Touku (.) B BBIpaBHUBAaHHU — 3TO OTCYTCTBYIOMIAs HHPOPMALUs, IPOUEPKH
(-) o603HauaroT mpobensl. [Ipeamonaraemas mocieaoBarenbHOCTs SOXAX n3 reHoma T. psekupsensis D3T Beiieiena skupHBIM.
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Puc. 14. Jlunamuka OKUCIICHHS THOCYJIb(haTa U 00pa30BaHUS MPOAYKTOB €T
okucacHus y T. psekupsensis D3

ramm D3 Ttakxke crnoco0eH K JMTOAaBTOTPO(YHOMY pPOCTY B HPHUCYTCTBHH
CEepOBOJIOPO/A, KOTOPBIM OKHCIAETCS 1O JJIEMEHTHOM cepbl. B reHoMe Oblin
oOHapyXeHbl TeHbl, Komupytomme SoxF (mepuruiasmatuueckuit Oenok) u  Sqr
(cBsA3aHHBIM ¢ MeMOpaHOM O€NOK, OPUEHTUPOBAHHBIM B NEPUIIa3My), KOTOpHIE
y4acCTBYIOT B OKHCJICHHUH Cyibduaa 1o snementHoi cepol (Weissgerber, 2013), (tabur.
[11). DnemenTHasi cepa MOXET OBITh JOMOJIHUTEIBLHO OKHCJIEHA N0 Cylb(ura c
yuyactueM IDsr mytu. I'eHbl 3TOro myTu OBUIM 3aKOAMPOBAaHBI B OJHOM KJIAacTepe,
coctosiieM u3 14 reHos (ASTABCEFHLMKJOPNR). (Ta6:. IT1, puc. 11). Panee rensr
dsrAB, xomupyromue KaTaJUTHYECKHE CYObeIMHHUIBI Komiuiekca DSR, Obun
BBISIBJICHBI TOJIBKO B TEHOMaX MOPCKHUX TIpe/icTaBuTelel cemelictBa Beggiatoaceae. T.
psekupsensis — mepBbIii MPECHOBOJAHBIA MPEACTABUTEIb CEMEHCTBA, Yy KOTOPOTO
MPUCYTCTBYET MOJIHBI HAOOP T€HOB JAHHOIO KOMILIEKCA.

Takum o6pa3oM, okucieHue THOCyidb(aTta B mrTamme D3 mpoucxoaut uepes
nyte SOX/DSR, koTopblii xapaktepu3yercss OTCyTCTBHeM OenkoB SoxCD wu
HAKOIJIECHUEM BHYTPUKIETOYHOM CEpbl, KOTOpas 3aTE€M MOXKET OKHUCIATHCA
komriekcoM IDSR.

Jnsa mramma D3, kak W 18 MHOTHX JOPYTMX NPEACTAaBUTENIEH CEMEWCTBA
Beggiatoaceae, MmexaHu3m OKucIIeHUs CyJIbGUTA 10 CyTb(ara 0 KOHIIA He siceH. [ eHbl

SOr u SOe, KOAMPYIOUIME COOTBETCTBYIOIIME (EPMEHTHI MNPSAMOrO OKHUCICHHS
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Cynb(uTa, CBI3aHHOTO C OKHCIUTEIBHBIM (pochopriimpoBaHueM, a Takxe I'eHbl apr,
sat u copT, xomupyromue ADPC-penykrasy u paszueie TUnbl ATD-cynab(ypunazbl
(HempsiMOe OKHCIIEHUE CyIb(pUTa, CBA3aHHOE ¢ CyOCcTpaTHBIM (HOCHOPUIHPOBAHUEM),
He ObLIIM 0OHAPYKEHBI B €T0 TEHOME.

Ob6mas cxema cepHoro Merabonm3ma y Thioflexithrix psekupsensis D3

MpUBE/ICHA HA pUCYHKE 15.
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Puc. 15. Ipenmonaraemas o0rias cxema cepHoro meradbonusma y Thioflexithrix

?
SO>——» S0,%

psekupsensis D3.

5.1.11. JIurtoTpodHbIii POCT B NPUCYTCTBUM MOJIEKYJISIPHOT0 BOJIOPO/ia

tamm D3 ciocoOeH kK TUTOTPOPHOMY POCTY B MPUCYTCTBUU MOJIEKYIISIPHOTO
BOJIOPOJIa B KAYECTBE JJOHOPA JICKTPOHOB JIJIsl JHEPTETUUECKOT0 MeTabonn3ma. B ero
reHome ObLTH MaeHTH(GHUIMPOBaHbI r'eHbl, Koaupyromue [NiFe] -ruaporenasy - hyaA,
hyaB, hyaCb, a taxxe rensr hyp, yuactByromme B co3peBanuu [NiFe] -ruaporenas

(tabmn. I11). AKTMBHOCTB T'HAPOreHaskbl coctasuna 3,8 + 0,2 MKMOJIb-MUH *-MT Genka™
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5.1.12. Onpenenenue kojanuyecTna s3xk3onoaucaxapuaon (AI1C) u ux MoHoOMepHOTO
cocraBa. I'eHbl, koaupywmue GpepMeHTbl, y4aCTBYIOLINE B CHHTE3€e raJIaKTaHa

T. psekupsensis siBnsieTcst MUKPOadpOMIBHBIM (DaKyTbTaATUBHBIM aHAIPOOOM.
B npucyTcTBUH BBICOKON KOHILIEHTPALMU KHUCJIOPOAA MPOUCXOAUT YTHETEHUE POCTA.
[lpu xynpTuBHpoBaHWU T. pPSekupsensis B 1abOpaTOPHBIX YCIOBHUSAX BOKPYT
¢unameHnToB  HAOMIOJANOCH OOpa3oBaHHE SIBHO BHU3YaJU3WPOBAHHOTO  CIIOS
DKCTPAKIETOUYHOU cyOcTaHINH, MPEIOIOKUTETBHO MOJIMCaXapUIHOTO
IPOUCXOXKACHUs (puc. 8).

N3BectHo, uto JIIC OGaktepuil XapaKTEepU3YIOTCS Pa3IMYHON MPOYHOCTHIO
CBSA3BIBAHMS C KJIETOYHOW CTEHKOM MUKPOOPTaHMU3MOB. MBI HCIIOJIB30BaIN O3TAITHOE
BbIJICICHHE BceX BO3MOXHbIX (¢pakuuid OlIC. ChHavama MeXaHUYECKUM
nepeMmemmBanueM cycnensun kinetok B 0.15 M NaCl Obuia  mnomydeHa
JerkootaensemMass oT KieroyHod creHkn (pakmus (DIIC1), a g nomydeHus
npouHocBsizaHHOW (pakiuu (BI1C2) MBI BOCHOJIB30BAIUCH METOJOM JKCTPAKIIUU
TJIMKOTIOJIMMEPOB  TOBEpXHOCTH Oaktepuii  Oydepom, coxepxkammm DJ[TANa.
MoHocaxapuaHblii cOCTaB MOdMy4YeHHbIX npenapatoB JIIC onpenensmu meToaoM
["KX. B pesynbrare ananmmza B coctaBe JIIC1 Obumu uaeHTHGUIIMPOBAHBI paMHO32

(Rha), manno3a (Man), rimroko3a (Glc) u ranakrosa (Gal) (puc. 16).
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Puc. 16. Monocaxapuansriii cocta II1C u caxapos, BeiaenseMbix Thioflexithrix
B Cpey KyJIbTHBHPOBAHHS
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OnHako ciaenyeT OTMETUTh, 4To JaHHas Gpakius I11C noMmumo nonucaxapuaos
coJieprKalia TaKkke OeJKU, Cper KOTOPBIX MOTJIA MPUCYTCTBOBATh U TJIMKOMPOTEHHBI.
Kpome Toro, Henp3s wuckimouarb npucyrctBua B OIIC1  mpomykros
KU3ZHENIEATCIbHOCTH OaKTepHii, B YaCTHOCTU pPa3IUYHBIX YIJIEBOJIOB, HaIpUMED,
ABJIAIONINXCS MPOAYKTAMHU YIJIEBOJHOIO OOMEHA B KIIETKE IIFOKO3bI MU MAaHHO3BI.
[ToaTOMy JaHHBIM Mpenapar He MO3BOJIMJ CAEelaTh OJAHO3HAYHBIMA BBIBOJ O COCTaBe
OIIC T. psekupsensis. JIas MHOTHX IpaMOTPHLIATEIILHBIX OAKTEPHIA, IPEICTABUTEICM
KOTOPBIX sBiIsieTcs T. psekupsensis, 0puta otMeueHa pouHas cBsi3b DI1C ¢ KireTouHoM
CTeHKOW. B cBA3M ¢ »TMM Hamu Obl1a MosiydeHa (pakuus KIETOYHBIX CTEHOK
UCCJIETYyEMOTO OpraHuM3Ma, OCBOOOXKJIEHHAas OT aCCOIMMPOBAHHBIX C HEH OEJIKOB.
OTtcyTcTBUE O€JIKOB KOHTPOIUPOBaIH AiekTpodope3oM B ITAAI. Pesynbrar ananuza
MoHocaxapugaHoro cocraBa DIIC2 T. psekupsensis mo3BoJIMII BBISIBUTh NMPHCYTCTBUE

¢IMHCTBEHHOTO MOHOCaxapuia — raiaktossl (Gal) (puc. 17).

25000+

25000

13.668/GAL

20000

17500+
] [lanakTo3a

15000

125001

10000+

NHTeHcuBHOCTb, MB

7500

5000

2500
O:JWWMWW

L L LN N LN N LN R LN LS L LR LR RRRRE LR

8 9 10 11 12 13 14 15

Bpewms, MuH

Puc. 17. Monocaxapunubiii coctaB DI1C, npoyHO CBA3aHHBIX C KJIETOYHOM
crenkoit T. psekupsensis
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Jlist onipesiesieHus CBsI3ed MEXAy OCTaTKaMU TaJIaKTO3bl UCIIOJIb30BAIU METO
SMP. Curnan 4,58 M.A. (MIIIMOHHASI JIOJIsI) OTHOCATCS K MpoToHy mpu 1 atrome C

Oera-ranakTo3sl, 4.12 M.J. yKa3pIBaloT Ha 1,4 MIMKO3WIHYIO CBs3b (pHcC. 18).

M. 1. 65 60 55 50 45 40 35 30 25 20 15 10 05

Puc. 18. Cnektpsl IMP 1H Curnan 4,58 m.j1. otHOCsTCS K ipoToHy npu 1 atome C -
rajgakTo3bl, 4.12 M.11. yka3piBatoT Ha 1,4 TIIMKO3UIAHYIO CBS3b

B renome T. psekupsensis Obuti 0OHApYKEeHBI TeHbI, HEOOXOIMMBIE JJIs1 CHHTE3a
rajlaktTaHa u3 rioko30-6-docdara (puc. 11, tadn. I11). Ouu He 0Opa3yroT B TeHOME
€UHOTO KJIaCTepa, a pacroyiararoTcs pa3po3HEHHO.

Morsble 3K30MONMCaxapuaHble cjaou, oOpasyeMble BOKpYr Huted T.
psekupsensis D3, BeposTHO, MOI'YT CJIIYKWATb OJHHUM M3 MCXAaHM3MOB 3alIUTHI OT
KHCJIOPO/a, TMOCKOJIbKY CIM3UCThIE 00pa3oBaHus, KaK M3BECTHO, CO3/Al0T YCIIOBHS,
KOTOpbIE CHIXKAIOT CKOPOCTh MudPy3un Kucaopoaa B KICTKU. [ mOATBEpKICHUS
JTAHHOT'O TPEIOJIOKEHHUSI Mbl U3MEPUJIN KOJIMYECTBO TMOJUCAXapUI0B U Oenka Mnpu

pas3HBIX KOHIICHTpAIUIX KUcIopoa (Tad. 8).
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Tabnuua 8. BiusHue KUCIOPOIHOTO PEKUMA KYJIHTUBUPOBAHUS Ha
HakoIuIeHne Oenka u 3kx3ononucaxapuaos (I1C) y T. psekupsensis D3

Konnenrpamust | Conc™*, mr/n Coema™ ¥, Céenxa : %C 3 HCOs5” %C n3 HCO3”
02, % MI/I1 Comc MOLIENIINI Ha | IIOLIENIINI Ha
cHUHTE3 OeKka cunte3 D1IC

1,5 21,00 £+ 1,00 2,60+0,13 1:8 3,70+ 0,19 29,60 + 1,50

0,7 15,00 £ 0,75 2,30+£0,11 1:6,5 3,20+ 0,16 21,10+ 1,00

0,35 14,00 + 0,70 2,15+£0,12 1:6 3,10+ 0,16 19,70 + 1,00

* - yriiepoJ HoJIMcaxapua0B PACCUNTHIBATIN KaK YTICPO/ IITIOKO3HI,
** - yrnepon Oenka kieTok paccunthiBasiv corstacHo Nelson and Jannash, 1983.
bru1o nokazano, 4to konuuecTBo yriaepoaa uz CO,, uaymero Ha cuHTe3 Oelnka,
COCTaBJISIIO OKOJIO 3% M HE 3aBHCENO OT KOHIEHTpauuu kuciaopona. KosmuecTBo
yraepoaa u3 CO2, uAyliero Ha CUHTE3 MOJIMCaXapUI0B, IPH PA3HBIX KOHIIEHTPALUAX
kucsopona cocrasisuio oT 20 1o 30%. Ono ymensmanocs Ha 10% npu ymeHbIeHUN
koHUeHTpauuu O, B 2 pasza. Takum oOpa3oM, Ha CHHTE3 3K30IO0JHCAXapUIOB
Thioflexithrix ncnons3yer B 10 pa3 Oosiblie yriepoja, 4eM Ha CHHTE3 Oe€lika, uTo
CBUCTEIHCTBYET O BAKHOCTH TOJHCAXapHUIOB B >KU3HEACATEIHLHOCTH JAaHHOTO
MUKpPOOpraHU3Ma.

Jlis Toro, 4yTtoObl JOKa3aTh 3aBUCUMOCTh MHTEHCHBHOCTH cuHTe3a OIIC or
KOHIICHTpAIlMU KHUCJIOpOoJa B Cpele KyJIbTUBHUPOBAaHUS OblIa TaKXke OIpeeicHa
aKTUBHOCTH (hepMeHTa (HoCchOTITIOKOMYTa3bl, MPEBPAIIAIOIIETO TIIFOK030-6-PocdaTt B
ri0K030-1-pocdar, ogHOrO U3 MHTEPMEIUATOB, YYACTBYIOIIMX B LIETIOYKE CHUHTE3a

HK30MO0JIMCAXapUJIOB rajJakKTaHOBOUM MpUpO kI (TabII. 9).

Tabnuna 9. AkTUBHOCTH (pocdormokoMyTasel y T. pSEKUPSENSIS mpu pa3HbIX
KOHIICHTPALIUSAX KHCIOPOA B CPE/Ie KYJIbTUBUPOBAHUS

Konnentpanust kucmopoga B KHIKOCTH, | AKTUBHOCTb dbocdoraokoMyTassl,
MT /71 MKMOJIb - MHH ! - MT Genkat

1,00 + 0,05 0,014 = 0,007

6,00 £ 0,25 0,640 = 0,035
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[Ipu MuKpoa’poOHOM KYyJIbTUBUPOBAHWU (KOHIIGHCTpAIUS KHCIOpOAAa B
ra3zoBoil ¢aze 0,7%, KoHIEHTpanus Kuciopoja B xkuakoit ¢gaze 1,00 = 0,05 mr/mn)

1. mr 6enka™.

akTUBHOCTH (pepmenTa coctaBuia 0,014 £+ 0,007 MKMOJTb + MUH™

[Ipu OOBIYHOM KYJIHTUBUPOBAHWM HA TPATUEHTHOM NUTATEILHOW Cpeje B
HUKHEM CJIO€ COACPKUTCA CyIbpuUI HATPHsi, KOTOPHIM XWMHUYECKH CBS3BIBACT
HEKOTOPOE KOJMYECTBO KHUCIOpona, Nu(PyHANPYIOMIET0 B MUTATEIBHYIO CPEdy U3
BOo3/yxa. KoHueHTpalus Kuciaopoa B KuJIKoW (aze Oblia onpesesieHa M0 METOAY
Bunkiepa u cocraBmna 6,00 £ 0,25 mr/n. AKTHBHOCTH POC(OTTIOKOMYTa3bI TIPA STOM
cocrasuna 0,640 = 0,035 mxmonb - muH?' - Mr Gemkal. Takum obpazom, mpu
YBEIMYEHUH KOHLEHTpAlMUd KHUCIOpPOJa B IKUAKOCTH B 6 pa3 aKTHUBHOCTH
dbocdoraokomyTasbl Bo3pactaeT B 45 pas.

Takum oOpa3zoM, yBEIMYEHHE KOJIMYECTBA CUHTE3UPYEMbIX IMOJIMCAXAPUIOB U
YBEJIMYEHHE aKTUBHOCTU (pocdorimokomyTasel, ydactByronieil B cunrese OIIC, c

BO3PACTAaHUCM KOHIOCHTpAaOHHK KHUCJIOpOAad IIOATBCPIKAACT, YTO IIOJIMCAXapHUAbI

y4acTBYIOT y T. PSEKUPSENSIS B 3aIMTe OT KUCIOPOJIHOTO CTpecca.

5.1.13. ®epMenThl, yYacTBYIOIIME B 3alIMTe OT Kucaopoaa y T. psekupsensis D37

CHHTEe3 aHTHOKCHJIAHTHBIX ()EPMEHTOB MOXET OBITH €IlIe OJJHUM MEXaHH3MOM
3alIUTHI OT U30BITOYHOTO COJIEPIKaHUs KUCIIOpoaa. B reHoMe Obltn 0OHApYKEHBI T€HBI
HECKOJIbKUX ~aHTHOKCHIAHTHBIX (epMeHToB: SO00B (kommpyer Fe-3aBucumyto
cynepokcumaucmyrazy (COJl), EC 1.15.1.1), sodC (xomupyer Cu/Zn-3aBHUCHMYIO
CO/l, EC 1.15.1.1) u ccp (komupyeT muToxpoMm c-551 mepokcuaaszy, EC 1.11.1.5).
['eHbI, KOOUPYIOMIKE KaTanaszy, B TCHOME He ObUTH OOHApY>KeHBI. AKTHBHOCTH 3TOTO
dbepMeHTa Takke HE YHanoch OOHApYXUTh. AKTHUBHOCTH nepokcuaaszsl U COJ|
OTIPEICITMIIA TIPU PAa3HBIX KOHIIEHTpAIUAX KUCIOpoa B razoBoi ¢asze: 0,35 u 1,5 %.
bbuto moka3aHO, YTO MPW YBETUYCHHH KOHIICHTPAIMU KHUCIOPOJa aKTHBHOCTH

IIUTOXPOM-Css51 TISPOKCHIa3bI Bo3pacrTaeT Ha 35 %, a aktuBHOCTH COJl —Ha 55 % (Tabm.

10).
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Tabauma 10. AKTUBHOCTH (hepMEHTOB aHTHOKCHAAHTHOM 3amuThel y Thioflexithrix
psekupsensis mpu pa3HbIX KOHIICHTPAIUAX KHCIIOpO1a

Konnenrpanus O2 B AKTHBHOCTbH (DEpMEHTA, MKMOJIb - MHH * - MT Oenka ™t
ra3oBoii aze, % conp [luToxoM-Css1 mepokcuaasa
0,35 % O> 2,10+ 0,10 5,70 + 0,29

1,5% O> 3,26+0,16 8,70+ 0,44

5.1.14. llenTpaabHbIid MeTa00IU3M

T. psekupsensis oOnamaer OpIxaTenbHBIM TUIIOM MeTabonm3Ma. B ero reHome
3aKOAMPOBaHbI Bce reHsl rimkonn3a, LITK n rimokcunatHoro nukia. [ns npoepku
¢ynknuonupoBanuss LITK w rmmokcmnatHoro mwkina y T. psekupsensis Oboia
oIpesiesieHa aKTUBHOCTh OOJBIIMHCTBA (PYHKIIMOHUPYIOIIUX B HUX (DEPMEHTOB.

3HayeHUs aKTUBHOCTHU NMpUBEACHBI B Tabsmie 11.

Tabnuna 11. AktuBHocTh pepmerToB LITK u rmuokcunatHoro nukia y T.
psekupsensis

depMeHT AKTHBHOCTB, MKMOJIb * MUH - Mr™* Gesnika
Manataernaporesasa 0,00480 + 0,00024
M3onutpataeruaporeHasa 0,00060 + 0,00003

dymapaTrupaTasza 0,00540 + 0,00029
CyKIuHaTACTuApOreHas3a 0,0040 + 0,0002

AKOHHTaTTHIpaTasa 0,00080 + 0,00004

W3ouuTparnuaza 0,0128 + 0,0006

BrisBieHHass aKTUBHOCTH (EPMEHTOB Ha 2 TOpsAAKAa HIDKE, YeM y
rerepoTpoHBIX MpoKapuoT. Takas HU3Kas AaKTUBHOCTH (DEPMEHTOB, BEPOSTHO,
oOyCiaBIMBaeT O0JIUraTHyIO aBTOoTpoduio y mramma D3.

5.1.15. IpixaTeabHasi Henb

B renome T. psekupsensis D3 nmeercst moIHBINA HAOOP F€HOB ISt KOMIIOHCHTOB
sneKTpoHTpaHcnoptHoi 1enu (tabdi. I11). B reHome Takke 3aKOIWPOBAHBI T'€HBI
TepMUHAIBHBIX aHa’poOHbIX peaykTa3: IAMCO-peaykra3bl u (epMeHTa C JBOHHOM
cnenuuIHOCTHIO: (PyMapaTpenyKTas3bl / CyKIIMHATACTHIPOTCHA3HI.

Oomas cxema meradbonmueckux mporeccoB y Thioflexithrix psekupsensis D3

npuBezeHa Ha pucyHke 19.
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Puc. 19. O6mas cxema MeTabonunueckux npoueccos y Thioflexithrix psekupsensis D37
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5.2. Beggiatoa leptomitoformis D-4027

J10 2017 rona B coctaB ceMmeiicTBa Beggiatoaceae BX0oau1 ¢ IMHCTBEHHBIH BU/I C
BaJIUHO OMYOJIMKOBAaHHBIM Ha3BaHHWEM, ISl KOTOPOTO ObUTa JOCTYITHA YHCTas
KyneTypa — Beggiatoa alba. B uucroit kynbType Takke MOAICPKHBAIICSA MITAMM
Beggiatoa D-402, Beinenennsiii emie B 1980-p1e roast Jyonnunoii I A. 1 CaBBUYEBBIM
A.C., HO paHee He omnucaHHbId. [lomydyeHHe TE€HOMHOW MOCIENOBATEIbHOCTH st
mramma D-402 nano BO3MOMKHOCTH ONMUCATh €ro Kak HOBBIM BUJ B COCTaBe poja
Beggiatoa — B. leptomitoformis.

5.2.1. MopdoJiorusi KieTok

becuBeTHble MUIMHAPUYECKUE KIETKH OOBEAUHSIOTCS B TPUXOMBI JITTMHON OT
200 mxm 110 1 cM. JlnaMeTp KIETOK B TPUXOMAxX BapbUPYET B 3aBUCHUMOCTH OT YCIOBUU
KyJIbTUBUPOBAHUSI U COCTABISIET B cpeaneM 1,5-2,5 mxm. Ilpu pocre Ha rpagueHTe
H,S-O; muametp kieTok yBenuuuBaetcs 10 2,7-3,0 MkM. [T100yIIbI 57IeMEHTHON Cephl
HAaKaIJIMBAIOTCA BHYTPUKIIETOYHO MPHU POCTE HA T'PAJUEHTHBIX CPENAaX, COAECPIKALIUX
cynbduasl (NazS, CaS uiau FeS). ObmipHOe HakorieHne S° Takyke HaOJroaeTcs Ipu
KYJbTUBUPOBAHUU IITaMMa B MPUCYTCTBUU THOCYJb(]aTa, TeTpaTHOHATa, IUCTCHUHA
WJIU CEPOOPraHUYECKUX COECTUHEHUIA.

Kierkn wuMeroT TUNWYHYIO TpaMOTPUIATEIbHYIO KJIETOUYHYIO CTeHKy. Ha
YIBTPATOHKUX Y4YacTKax B MEPUILIa3MAaTUYECKOM MPOCTPAHCTBE M B MHBArvMHaIMSIX
IIUTOIIJIa3MAaTHISCKOM MeMOpaHbl HAOIIOAaeTCs OTJIOKEHHUE TIJIOOYJI AJIEeMEHTHOM
ceppl. Kpome cepHbIX T1100yn HaOMIOMANUCh BHYTPUKIETOUHBIC BKJIHOUYEHUS
nomdocdara u monu-f-ruApoKCcUaITKaHOATA.

5.2.2. ®u3nojoruvyeckue XapakTepucTUKH

D-402" Gbu1 mepBHIM NPECHOBOAHBLIM InTaMMOM Beggiatoa, crocoGHbIM K
JUTOABTOTPOPHOMY POCTYy C HCIIOJH30BAHUEM PA3JIMYHBIX BOCCTAHOBIIEHHBIX
COEIMHEeHUN cephl (Cynbpui, THOCYNIb(aT, TETPAaTUOHAT U TPUTHUOHAT) B KayeCTBE
nonopos antekrponos (Grabovich et al., 2001). JIutoaBroTpodHbIii pocT mramma D-
402" npoucxoaMI B MHKPOadPOOHBIX YCIOBHSX C KOHLEHTPALMEH PacTBOPEHHOTO

KHcaopoJa B cpene, e 6omaee 0,5 mr/n (IMatpunikas u ap., 2001).
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Hamm manHbIe CBUETENBLCTBYIOT O BRICOKOM a/IalITUBHOM MOTEHIIMAJIE IIITAMMa
D-4027. B 3aBHCHMOCTH OT OKUCJIHUTEILHO-BOCCTAHOBUTEBHBIX YCIOBUH CPEMIbI, OH
MOXKET  HCHOJBb30BaTh  OPraHoOreTepoTpPO(dHBIN,  JIUTOABTOTPOPHBIA WK
MUKCOTpOGHBI THI MeTaboiau3Ma. JIMToaBTOTPOHBI POCT BO3MOXKEH TOJIBKO B
MHUKPOa’pOoOHBIX ycimoBusX. [lITaMmm MOKET MCTIONIB30BaTh PA3IMYHBIE OPTAaHUIECKUC
COCIMHCHHUS, COSAMHEHUS CEPHI U BOJAOPO]I B KAUECTBE JIOHOPOB AJIEKTPOHOB.

IlItamm D-4027 MoOKeT HCIIONB30BAaTh INUPOKUM CIEKTP OPraHMYECKUX
CcyOCTpaTOB 11 OPraHOTPO(HOTO POCTA: OPTAHMUECKUE KUCIOTHI (aleTar, akOHUTAT,
UpyBaT, JIAKTaT, MajaT, CyKIMHAT W (OpMHAT), CIHUPTHI (ITAHOI, METAaHOJI U
OyTaHoJ), YriaeBoAnl (TJIIOKO3a, Tajakro3a, apabuHo3a, padduHOo3a, caxaposa,
MaJibT03a, JIaKT03a, cop003a, JIeByJio3a, pudo3a U KCHJI03a), aMUHOKUCIIOTHI (CEpHH,
TpuntodaH, ATAHWH, TUCTHINH, (heHUITaIaHUH, acCTlaparvH, apTHHUH ¥ BAJIMH), TETITOH
U IPOAOKEBOM IKCTPAKT. B KaduecTBe HICTOYHUKOB a30Ta MITAMM MOYKET HCIIOIB30BATh
aMMOHHUH, HUTPAT, TICTITOH, THAPOJIN3aT Ka3enHa, aJJaH!H, aclapTar, TiIyTaMaT, CEpHH,
IIUCTCHH, ITUCTHH W METHOHHWH. [laHHBIA IITaMM TaKXe CIOCOOCH K (UKcamuu
MOJICKYJIIPHOTO a30Ta. JTO TMOATBEPKIAeTCS HAJIMYAEM B TEHOME BCEX T'CHOB
HUTPOTCHA3HOTO KOMIUIEKCA, YBEIMYCHHUEM YPOBHS IKCIPECCHHM MapKEPHOTO TEHa
azordukcaruu NifH mpu xynbTHBHpOBaHMHM Ha cpele 0€3 UCTOYHUKOB a30Ta IO
cpaBHeHUIO ¢ mojHOU cpemoi (puc. 20). Takke Oblma ompeaesieHa aKTUBHOCTH
HUTPOTEHA3bl METOZOM alleTHiIeH-peaykiuu. OHa BapbUpoBaJia OT 3 A0 / MKMOJb

1

9THJEHA - Ut - Mr Oenkal.
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Puc. 20. YpoBens 3kcnpeccuu rera NifH Ha cpene 6€3 HCTOUHUKOB a30Ta U Ha
noytHOM cpene. * p < 0,05.

Illtamm  D-4027  cnocobeH  TUAPOIM30BaThL  Kpaxmal,  SBISIETCS
KaTaja3a0TPUIATEIHPHBIM U OKCHA3aIT0I0KUTEIbHBIM. CTIOCOOCH pacTy B IHAMa30HE
pH 6,0-8,2 ¢ ontumymom nipu pH 7,5-7,8 u B TemneparypHom nuanazone 8-35°C ¢
ontumymoM 1ipu 28° C u nipu costeHoctH He 6osee 0,3% NaCl. Opraausm yCcTONYUB K
pudamnuuny (100 mr/in) u nHeomununy (10 mr/m).

Juddepenuunansapie xapakrepuctuky mramma D-4027 u unorenerudecku
OJM3KKX MPECHOBOHBIX IMITAMMOB Beggiatoa npuBeneHs! B Tabnuie 12,

5.2.3. XeMOTaKCOHOMHUYECKHIT aHATU3

XeMoTakcOHOMMYECKHH aHanu3 mist mramma D-4027 nposoauin B cpaBHEHUH
CO ITaMMOM THIIOBOTO Buja poja Beggiatoa — B. alba B15LD. Ilpodwim xupHbIX
KHCIIOT 3THX INTaMMOB ObUTH TMOXO0XH. IIpeoGnamarommMu KUPHBIMH KHUCIOTaMHU
o Cig: 1 (46,1 1 53,3%), Ci6:0(15,5 1 16,2%) 1 Ci6:1 (32,9 1 25,4%) nist mraMMoB
D-402" u BI5LD coorBerctBenHo (Tabn. 13). JIOMUHUPYIOIIMM AbIXaTEIbHBIM
xuHOHOM i mrtamma D-402 sensercs UQ6. JlaHHBIE 0 cocTaBe >KUPHBIX KHCIOT U

XHUHOHOB JIpYyrUX mTaMMoB Beggiatoa oTcyTcTBYIOT.
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Ta6muua 12. Tuddepenuunansapie xapakTepucTky mramMmma D-402" u

¢dutoreHeTHYECKU OJIM3KUX BUIOB IPECHOBOIHBIX WICHOB poja Beggiatoa.

Itammser: 1, D-402T, DSM 14946; 2, B. alba B15LD DSM 1416 (nannsie Mezzino et al., 1984;
Kobayashi & Shibata, 1999); 3, B. alba B1ISLD" ATCC 33555 (naunsie Mezzino et al., 1984; Kobayashi
& Shibata, 1999). «-», He BBISBICHO; H.0., HE ONPEACIISLIN

XapakTepuCTUKH 1 2 3
JlnaMeTp KJIETKH, MKM / JJIMHA KJIETKH, MKM 1.5-25 2.8-3.0 3.0-3.5
(MaKCHMajabHOE 3HAYEHHE, MKM) (3.0) (3.2) (5.0)
JlnnHa HUTEH, MKM 50-200 60-120 60-120
Jluanason (1 ontTuMym) Temieparypbl °C 8-35 (28) 0-38 0-38
Huanazon (1 ontumym) pH 6.0-8.2 7.0-7.3 7.0-7.3
(7.5-7.8) (7.2-7.3) (7.2-7.3)
Jwnamazon (1 ontumym) NaCl, % He 6onee 0.3 % < 1% < 1%
Conepxxanne ['+1] B JIHK (mo11. %) 42.1 40.0 41.1
Boccranobnenue S° wm S>03° 1o HoS + + +
Otnomenue x O Aspo0, Aspo0, Aspo0,
MHKpPOa’pod  [MHKpoa’pod MHKPOa’poo
Oprannyeckne KHCJIOTBI:
Anerar + + +
Ddopmuar + - -
dymapar - + +
I'muokcunar H.O. - -
H3zonmrpar H.O. + -
Jlakrar + + +
Mamnar + + +
[TupyBar + + +
Cykuunar + + +
CnupTel: DTaHOI + + +
I'munepon - - -
Metanon + - +*
AMHUHOKHCJIOTHI:
Acnaparux + - -
Acnaprar H.O. - -
I'myramar H.O. - -
YriieBoabl: IIH0K03a + - -
Duxcammsg N» + + +
I'naponus kpaxmasia + - -
Karanaza - - -
Okcuyaza + + +
Boccranosnenue JIMCO + H.O H.O
Oxuciaenne: Ho + - -
H»,S + + +
82032_ + + +
S406™ + - -
JMC, IMCO, TAA, TIIE + H.O H.O.
ITpucyrcrBue PEOK +H* - RE
ABTOTPO(HBIN pOCT S Salalakad

*Jewell et al., 2008; ** GenBank ID ALG69257.1; *** GenBank ID E1J41327.1; ****
[MaTpunkas u np., 2001
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Ta6Jmua 13. CpaBHCHI/Ie JKUPHOKHUCIIOTHOI'O COCTaBa NPECHOBOJAHLBIX IITAMMOB
D-402" u B. alba B15LD. Illtammsr: 1, Beggiatoa leptomitoformis D-4027; 2, B. alba
B15LD.

Kupnas xuciora 1 1
Ci2:0 2.3 2.0
C12:03-0H 1.1 1.2
Cus:0 2.2 1.9
Ci:1 32.9 25.4
Cis:0 15.5 16.2
Cis:1 46.1 53.3

3HaUCHUS SIBISIOTCS MIpOOCHTAMHA OT O6H.I€l"0 COACPKaHUA KUPHBIX KUCIIOT U OBLIH
IMMOJIYYCHBI B JAHHOM HUCCJIICIOBAHHU.

I + 11 8 JJHK y llItamm D-4027 cocrasun 40,5 mon. %. 3HaueHre rTubpuaM3aum
JHK-IHK mexmy mrammom D-402T u mrammom B. alba B15LD cocrasuio 33%.
5.2.4. ®ujioreHeTHYECKUIT aHATU3

Tomosnorus nepeBbEB, MOCTPOCHHBIX JBYMS METOJaMH, COBIMaaaeT. bbuio
nokasano, uto mwramM D-4027 punoreneTnueckn HanGoee GIM30K K IIPECHOBOIHBIM
npecTaBUTeNIsIM poJia Beggiatoa u oOpasyeT ¢ HUMH OTACIbHBINA (PUIOTCHETHUSCKUN
kiaactep (puc. 21). Yposenb wuaeHtuunoctu reHa 16S pPHK mramma D-402 ¢
ONMKAaUIIIMMU POJICTBEHHUKAMU cocTaBull 98%, 4TO ykas3blBaeT Ha MEXBUIOBBIC
pasmuyusl.

benok-koaupyromue TreHbl TakKKe HCIOJIb3YIOTCS TPU OINPEACICHUH HOBBIX
Bu0B. [ToaTomy yHKIMOHATBHBIE reHbl NSP60 ObLIM TPOaHATH3UPOBAHBI B KAUECTBE
JOTIOJTHUTENBHBIX (DPHIIOTEHETHUECKUX MapKepoB i auddepeHimanud TakCOHOB Ha
YpOBHE BHUIOB U MTaMMOB. CXOJICTBO HYKJICOTHIHBIX IMMOCIEAOBATEILHOCTEN T'eHa
hsp60 (HQ909769) mexxny D-402™ u B. alba B18LDT (JF745935.1) cocraBuio 94%.
Ha ocnoBe monudaznoro ananmza Mbpl IpejiaraeM KiacCUu(PUIMpoBaTh W3YYCHHBIH

OpraHu3M B cOCTaBe HOBOro poja Beggiatoa, kak B. leptomitoformis sp. nov.
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Beggiatoa sp. OH-75-2a (AF110273)

Beggiatoa alba B15LD (L40994)

Beggiatoa alba B18LDT (AF110274)
94/9
99/100

51/50 Beggiatoa sp. 4027 (AY583996)
b1/6C Beggiatoa sp. LPN (EU015402)
82/91 Beggiatoa sp. 1401-13 (L40997)
Beggiatoa sp. MS-81-1c (AF110276)
— Thioploca chileae (L40999)
59/65 62/79

95/99 _|——Thloploca ingrica Randersfjord (L40998)
57/63 Thiomargarita namibiensis (AF129012)

Thiothrix nivea DSM 52057 (L40993)
89/89 Leucothrix mucor DSM 2157 T (X87277)

Achromatium oxaliferum (L42543)

Sulfurospirillum barnesii SES-3 (AF038843)

0.050/0.020

Puc. 21. dunoreHernueckoe IepeBO, CKOHCTPYMPOBAHHOE HA OCHOBAHUU
HYKJICOTUAHBIX mocieaoBatenbHoctedt 16S pPHK Metogamu Maximum-Likelihood /
Neighbor-Joining, nemoHcTpupylolee TMOJIOKEHHEe HOBOro Buaa Beggiatoa
leptomitoformis D-402T. [TocnenoBaTeTbHOCTH DNCUIIOHIIPOTEO0AKTEPUHN
Sulfurospirillum barnesii SES-3 wucnonb3oBaiach B KaueCTBE BHEIIHEH TPYIIIbIL.
[Muppamu mnokazaHa JOCTOBEPHOCTh BETBJICHHUS, YCTAHOBJIEHHAs C IOMOIBIO
“bootstrap” — ananuza 1000 anprepHaTHBHBIX AepeBbeB. Macirab, 0,05 / 0,02 3aMeHbI
Jxykca-KaHTopa Ha HyKJIE€OTHUIHYIO TTO3ULUIO.

5.2.5. Inaruno3 Beggiatoa leptomitoformis sp. nov.

Beggiatoa leptomitoformis (lep.to.mi.to.for'mis. Gr. adj. leptos toukwuii; Gr.
masc. n. mitos uutsk, L. fem. n. forma dopma; N.L. fem. adj. leptomitoformis B popme
TOHKOW HHTH). BeclBETHBIC IMIMHIPUYCCKUE KICTKH C 3aKPYTJICHHBIMHA KOHI[AMH,
pasmep 1.0-2.5x3.5-4.0 mxMm, popmupyet Tpuxomsl aauHOH 10 50-200 MxMm (10 1 cm).
JluaMeTp KIJIETOK 3aBUCHUT OT YCJIOBUH pocTa (MaKCHUMAaJIbHBIN TUaMeTp KJIETOK — 3
MKM). PazMHOKaeTcs myTem nomnepeyHoro OMHapHOTO JIeJIeHHs KJIETOK B HUTAX. Hutu
00pa3yloT rOpMOTOHUU TyTeM (HOPMHUPOBAHMS HEKPUAMAIBHBIX Y4acTKoB. Hutu u
TOPMOTOHUU CIIOCOOHBI K CKOJB3fALIEMY JBIKeHUI0. [Ipu pocrte B NpUCyTCTBUU
BOCCTAaHOBJICHHBIX COEIMHEHUN CEpbl TPAHYJIbl 3JIEMEHTHOM Cepbl HAKAIUIMBAIOTCS B

NNepUuIIasSM€ M HHBArnHaTtax I_[I/ITOHHaSMaTI/IIICCKOI\/'I MCM6paHBI. BHYTpI/IKHCTO‘IHaH

CCpa MOXKCT HUCIIOJIB30BATHCA B KAUCCTBC AKICIITOpPA J3JICKTPOHOB B OTCYTCTBUU
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kuciopona. Kiietku wyacto conepxkar rpaHyisl nohudocdaroB wid  moiu-f-
rujipokcuankanoata. OpraHu3mbl CHOCOOHBI K JIMTOABTOTPO(PHOMY pOCTy B
MIPUCYTCTBHUH CyJb(rIa, 3IEMEHTHOM Ccephl, THOCYIb(aTa, TETpaTHOHATA, TPUTHOHATA
u MousekyisipHoro Boaopona. PBOK ortnocutrcs x tumy IC. Ilpu oxucnenuu
CEPOOPTAaHUYECKUX COCAMHEHUH (THOIMATAHOJI, THOAIETAMUJ, AUMETIICYIbOUI H
JAMCO) cepa 3anacaetrcsi BHYTpHUKIETOYHO. CHOCOOEH UCHOIB30BaTh IIMPOKUI
CHEKTp CyOCTpaToB JUisl OpraHOTPOGHOTO POCTa: OpraHUYEeCKHUe KHUCIOTHI (alerar,
aKOHUWAT, TUPYBaT, JIAKTAT, MajaT, CyKIIMHAT U (OPMHAT), CIIUPTHI (ITAHOI, METAHOIT
u OyTtaHoJ), yriieBojbl (IJIFOKO3a, TajlakTo3a, apabuHo3a, padduHOo3a, caxaposa,
MaJibT03a, JIaKT03a, copO03a, JIeByJio3a, pudo3a U KCHJI03a), aMUHOKUCIIOTHI (CEpHH,
TpunTodaH, aTaHWH, THCTHINH, (PeHWITaIaHWH, acTlaparvuH, apTMHUH U BaJIMH), TISTITOH
U JIPOXIKEBOM DOKCTpakT. MOJIEKYJISIpHbIA a30T, aMMOHHWM, HUTpAT, IIEITOH,
TUAPOJM3aT Ka3eWHa, allaHWH, acnapTaT, TJyTaMar, CEpUH, IUCTEHH, LUCTHH U
METHOHUH MOTYT HCIIOJB30BAThCSl B KAYECTBE €IMHCTBEHHBIX HMCTOYHHKOB a30Ta.
[Munponusyer kpaxmai. Katanazaotpunarensubiii. OKCHIa3amonoKUTENbHbINA. PacTeT
npu pH 6.0-8.2 ¢ ontumymom nipu 7.5—7.8, mpu temneparype 8-35 °C ¢ ontumymom
npu 28 °C. He cnocoben pactu mpu konieHTparmu NaCl Berme 0,3 % (w/v).
Ycroruus k pudammununy (100 mr/n) u neomunmny (10 mr/m). I'+1] cocras JIHK 42.1
MouL. %. JIOMUHUPYFOIITNI TBIXaTeIbHBIN TUMOXUHOH - UQs.

Tumnoso#i mramm D-402 (=DSM 14946=UNIQEM U 779T), BblAcICHHbII 13
IIPECHOBOIHOTO HUCTOYHUKA, 3arpsi3HEHHOTO MTPOMBITTUICHHBIMA u
CEJIbCKOXO3SIICTBEHHBIMU CTOYHBIMU BOJIAMH.

5.2.5. XapakTepuCcTHKA reHOMa

I'enom Beggiatoa leptomitoformis D-402" mpencraBieH OOHOM KOJBIEBOI
xpomocomoii. Ee pasmep 4.27 mun 1.0., a cpeaanii ['+11 cocras - 40,5% (puc. 22).
Yucno 0enok-KoAUPYIOMKMX MoclieoBaTeibHoCTe cocTtaBuwiio 3453, u3z Hux 1915 ¢
n3BeCTHBIMH (QyHKIMSIMH U 1538 ¢ Hen3BecTHRIMU PyHKIMsAIMU. B reHOMe Koupyercs
47 TPHK, 8 uxPHK, u 6 pPHK. Cpenusis nnunHa rena npubnusutenbHo paBHa 1025

Iap OCHOBAHWM, a IUVIOTHOCTH reHoB cocrtaBisieT 0,86 reHa Ha T1.m.0. Opranuzanus
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IF€HOB OCHOBHBIX METAa0OJIMYECKUX TyTeW, OOCyXJaeMbIX B JaHHOW pabore,

pUBEEHA Ha pUCYHKE 23.
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Puc. 22. Kpyrosas kapta xpomocomsl B. leptomitoformis D-402". [Ise BHemHue
JOPOKKM  TTOKA3bIBAIOT  OCIOK-KOAMPYIONIUE IOCIEIOBATEILHOCTH B IMPSMOM
(mypmypHBIil) 1 00paTHOM (CHHUIT) HalpaBICHUSX.

Tpetbss w  yeTBepTas  JOPOXKKH  IMOKA3bIBAIOT  OEJIOK-KOIUPYIOIIHE
IIOCJICIOBATSILHOCTH, OTHeCeHHbIe K moacucremMaM RAST. LlBeroBas nerenmga «Z»
BHU3Y OOBSICHSIET 1IBETA, HCTIOIB3YEMBIE /st 0003HaueHus noacucteM (A, kodakTopsl,
BUTAMHUHBI, IPOCTETHYCCKHE TPYIINBI, MUTMEHTHI, B, KileTouHas cTeHka u karncyna, C,
BUPYJICHTHOCTb, 3a0oJieBaHUsA W 3amurta, D, oOmen kamms, E, pasnoe, F, darm,
npodaru, TpPaHCTIO3UITMOHHBIC AIEMEHTHI, T1a3Mubl, G, MeMOpaHHBIH TpaHcTopT, H,
yCBOEHHE U MeTabou3M xenesa, |, metadbonuzm PHK, J, Hykneo3uipl 1 HyKJI€OTH B,
K, OenkoBeIii 00MeH, L, KiIeTouHOE JIeJieHne W KJIETOYHBIN 1uki, M |, perynsauus u
curHammzanus  kiaetok, N, merabomm3m JIHK, >kupHBIE KHCIOTBHI, JWMUILI H
U30IMpeHou/Ibl, P, MeTabonu3m azora, Q, mokoii u cnopyssiius, R, npixanue, S, crpecc-
peaknus, T, MeTa0OJM3M apOMaTUYECKUX COoeIWHCHHMA, U, AMHHOKHCIOTHI M HX
npousBosiHble, V, Metabonusm cepbl, W, merabonusm docdopa, X, yrieBoisbl).
Jlopokka 5 TIOKa3bIBa€T TE€HBI, yYaCTBYIOIIME B METAa0OJIM3ME OTHOYIJICPOIHBIX
COEMHEHM, IBETOBas JereHaa «Y» oObsACHAET UCHOoIb3yeMble 11BeTa (1, okucienue
MeTaHojia a0 (dopMmanapaeruaa, 2, okKuciacHue dopMmaabaeruaa 1o CO?, 3, uukn
KaneBuna). Ha 1Byx BHyTpeHHUX nopoxkax oroopaxkaercsa GC-cocraB u GC-caBwur.
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Opranu3zaius reHoB SOX-KOMILIeKca

soxB ”:\)** XA

0’0 SO
-e—) /(e /- f—

~1 mun.mo.  ~353 T.11.0.

OpraHu3zaiys TeHOB METaHOJAeTUAPOreHas u omocunteza PQQ

P $ &
mdh2 Qo‘m & pggE™ & XoxF
7 /—EA— /
~179 t.11.0. ~539 T.11.0. ~1780 T.11.0.

Opranu3zaiuys reHoB TeTParuipoMeTaHONTEPUHOBOTO MYy TH

mtdB mch mptG fae fhcD fthcC fhcB fhcA = OkuclieHue MeTaHoJjia
e ¥ s S s S o S X s s S /A ]
~652 r.m.o. ~1200 T.1.0. ~475 T.11.0. ~434 T.11.0. ~599 T.11.0.

Opranuzanms TeHOB OpMHUATACTHAPOTCHA3BI

fdh2D fdh2A fdh2B  fdh2C
s e - /
1 r.a.0.
OpFaHI/I?)aIH/ISI TCHOB IIHUKJIA KanbBuna
rbcL  rbeS rpiA rpe gapA . tktA tpiA prkB, fop cbbX | pgk
N s s e S G (i /) Ay Vo A A
~5.7 t.mo. ~224 r.m.o.  ~139 t.1mm.0. ~136 T1.11.0. ~76 T.mo. ~534 T.1m.0. ~64 t.11.0. ~591 T.m.o.

OpFaHI/I?)aII,I/IH I'CHOB HUTPOTI'CHA3HOI'0 KOMILJICKCA

nifg kH P nifN_ = nifX  nifx2 p nifA '\H P nifH, ~ nifD =~ nifK  nifT p nifS nifU P
—| M ) N o)~ A )—L )~
1459/T.1'I/t|. ' ' ~57€nf:| 124{.1{:' ' ' ' ~67/8 o, ~14o/oT/,;).
nifV nifW nifZ nifB  nifB2nifO nifQ
>
~940 T1.1m1.0.

Puc. 23. Opranuzaiiys reHOB OCHOBHBIX METa0OIMYECKUX MyTel, 00CyKIaeMbIX B JaHHOW padote, y Beggiatoa leptomitoformis
D-4027. O603HaueHUs T€HOB NIPHUBE/eHbI B Tabmuue [12.
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5.2.6. CepHblii MeTa00J1M3M

['enbl, kogupyomue GEPMEHTHI, YIaCTBYIOIIME B OKHUCICHUH THOCYJb(dara ¢
obpaszoBanueM cepsl U cynabharos (Friedrich et al., 2001), 6puH HACHTHPUITIPOBAHBI
Kak reHbl Sox-cucteMbl (SOXXBYZ) (tab:. I12) ¢ orcyrcrBuem reHoB SOXCD. Onu He
00pa3yIoT B TCHOME €MHOTO KIIacTepa, a 3aK0IMPOBaHbI B Pa3HBIX JOKycax (puc. 23).
['eH, KOOMPYIOIIMI LHUTOXPOM C-TUIA, YYAaCTBYIOIUMH B OKHCIEHHUU CEpbl, SO0XX,
coctouT u3 AByx obnacreit: «thiosulf SoxX» u «thiosulf SoxAy». Crnenyer oTMETUTD,
YTO TMPUCYTCTBHUE THUOPHUIHBIX OenkoB SOXAX y HECKOJbKHX MPEACTaBUTEICH
cemelictBa Beggiatoaceae Owuio mokazano panee (Kreutzmann, 2013). YrtoGsr
IPOBEPUTh HATMYWe KOHCEPBATUBHBIX MOTHBOB SOXX a cocraBe SOXA ObLIO
NPOBE/ICHO BBHIPAaBHUBAaHUE aMUHOKHCIOTHOW TocienoBareabHOCTH SOXA Beggiatoa
leptomitoformis ¢ u3BecTHBIMU TTOCIEAOBATEIBHOCTAMU SOXA, SOXX, SOXAX apyrux
Oaktepuii (puc. 24). O603HaYCHHUS KOHCEPBATHBHBIX MOTHUBOB IMPHUBEICHBI BBHIIIC B
OIMCAaHWH aHAJOTHYHOTO BhIpaBHUBaHMS a1 1. psekupsensis. Bece koHcepBaTHBHBIC
MOTUBBI SOXX ObUIM BBIABJIEHBI B cocTaBe SOXA. OHU OKa3auCh HJICHTUYHBI
aHAJIOTMYHBIM KOHCEPBATHUBHBIM caiitaM y T. psekupsensis. CiemoBaTenbHo, SOXAX
dbynkuuonupyer B mramme D-402, u, crnegoBaTesNbHO, KOMIUIEKC Sox paboTtaer
MOJTHOCTHIO.

AKTUBHOCTh SOX-KoMmIuiekca B KierBax B. leptomitoformis D-402T 6buia
nokazaHa panee. llpu aBTOTpOoPHOM pocTe aKTHBHOCTH SoxB B KieTkax
yBennuuBaiach B 5-10 pa3 mo cpaBHeHuIo ¢ mutorepotpodubiM poctom (Grabovich et
al., 2001).

AKTHUBHOCTH  THUOCYyNb(aTaeruaporeHassl He Obuia BbIsiBIeHA y  B.
leptomitoformis D-402" Guoxumudeckrumu MeTogaMu, U red tSAA He GbL1 OOHAPYKEH.

Bruto ycranosieno, uro B. leptomitoformis D-4027 moseT ucnons3oBath,
KpoMme THOCyIb(daTa, Takke Cylmb(QUA B Ka4yeCTBE JOHOpA DJJICKTPOHOB MJIs

JUTOTPOHOTO pOCTa.
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SoxX
SoxX = MSSHLWHAAVVAMATIATPAICETAPKDVDYAEGAVEASLTGVPGNPEEGVRVMTTNAL-GNCVACHQIG
SoxX 1= MFKGATQFSLPAAFAGLAVLAASAAAAGTVAPDSVPIEDMELSQSLTGVPGDPLAGREAFADRKK-GNCLACHANA
SoxAX BPS .. .MKYFLITSTGLALSLFLPTPLLAAEMSQAVPLELEKPAYVTPWKRYPHWNQSDWKDEFSNLK-———————=———— NNIRARSSSFQODIESPINGNPENGKKLVADRKRGGSCFSCHILP
SoxAX Bal REFITSFYLVSVS---VLLGSIPVVWAAEISSAVPLELKKPAYVSPWKRYKDWSSDNWSNFNSLD-=--—===—=—=———— KNSSPKVGKIKKIDKLAAGDAEKGKKLVADRSRGGSCYACHVMP
SoxAX Ble ...MRFFTL-IL---SLFTFITPLLAAEFSPDIPLDITKPSYANPWKRYKDWAKEDWKTFNTLT--—---—-—-———— ESTSPAVGGLKKIDKPIEGNADNGKKLVADRSRGGGCYACHVMP
SoxA P e e e e e e e e e e e e MP
SoxA 1=
SoxX Pde ALPDVEFPGT----- IAPPLDGAADRWTEA--QLRGIVANAKMTFE-GTFMPAFYKGEGFVRPGDGFTGKAGTEPLAPILNAQQIEDVVAFLVTLKE--——-—-=---—-—-—=————————————
SoxX Sag DLSDQLFHGE----— VGPVLDGAADRWSEA--QLRATIVVNSKDVFGDQTIMPGEFYTLKVGINVDEEFAGK-—--———— TILSAQEVEDVVAYLLTLKEN--—--=-=-==-——————————————
SoxAX BPS DGSM---PGN—-—-—-—— IGPALSMIGI-WNRSDERLENYIYDARQY-NPNTVMPPWGAH--—-—-—-=-——==—————————— GLYTKAEIKDIVSYLOQTLKQPINFSNPODNPATRRAPDEDKHS
SoxAX Bal NANL---AGN-----— IAPDLSTVAT-WGRTDEHLFNYIYDPRVY-NPASVMPPWGAH---——-—-——-—-——————————— QVFSDAEIMDIVAYLKTLNKATQFTDDKENPKTRPVPVETR-A
SoxAX Ble GATL---PGN----- VAPDLSTVAT-WGRTDEHLFNYIDDPRRY-NPTTVMPPWGAH-----—--—-—-——————-—-—— QVFTEAEIMDIVSYLKTLKTPSKFADNKENPQTRPVPVEDR-D
SoxA Pde RFTK--TKGTLAATALGLALAGAAF-AEPAEDELVIETDDGPVEIATRTTPPAFLAD-——————————————————— T-FD-—---- El--——-——————— === YSGWLFRDDTTRDM
SoxA Sag = ... ML--AALMVSTSASLA-GGPVDEKLVI---DGELEIDTR--VPAPEGH-----—-—-————————————— P-FD-—---- EL--——-—————————- ISGWHYRTDETRDL

SOxXA
SoxX 2o e
SoxX 1=
SoxAX BPS SLDPFENTAMFSLDLGEELFEM-QGPNGKSCQDCHEAALKTQFTTWAATMPKFETRLNQVIGIEEFITRHARATTG-AEYPSQSEENLGLAIYLRYLANGQPINIDQSDVNTQAATIKRGN
SoxAX Bal NLDAFENPAMFGTELGEKLFKQ-TGATGKSCASCHEQAEQ-AFKTWAASMPKYEPRLKKVVGVEEFVTRHAMATTG-ESYLAQSEENLGLAIYLRYLANGQPIQINAGDKATKAALKRGE
SoxAX Ble NLDPFENPGMFGTELGTSLFNK-VGATGKSCASCHENATK-TFQQWAVTMPKYEPRLKKIMGVEEFITRHARATTG-EEYLAQSTENLGLAIYLRYLANGQTIQIKAEDANTKAALQRAE
SOoxA Pde ERDDEFDNPAMVEVDRGLDAWNAAMGSNGESCASCHQGPET--MAGLRAALPRVDETSGKLMILEDYVNACVTERMGLEKWGTTSEDMKDMLSLISLOSRGMAVNVAI-DGPAAHFWEQGR
SoxA Sag EADSFONPGMLYVERGEEIWNTVDGAAGKSCASCHEDAES-FLKGLGASYPKWNEDAGKPFNIELQINQCREQNMOAEPYKFDAPDQKALTTYIKHQSLGMPMHVDLSEGEMOQAWNEKGK

SoxX =

SoxX = L
SoxAX BPS ALTQRKMGQLNFACMDCHGLLANRWIRGQYLVSMSSIYDHFPTYRTSRGEIWDIRKRFQWCNVSIRANELPPNAPEYGDIEIYLATINQGQKLSVPGIRH
SoxAX Bal QLMTRKIGQLNFACNDCHVFGANHWVRGQYLSGFDGMLDHFPTYRTSRAEIWDIRKRLOQWCGVAVRANELPPDAPEYGDIELYLMQLSNGKNLSVPGIRH
SoxAX Ble QLMKRKIGQLNFSCNDCHDFGANHWIRGQYLSGLTGMIDHFPTYRTSRAEIWDIRKRLOQWCGVAIRANELPPDAAVYGDIELYLMQVNNGKVFSVPGIRH
SoxA Pde EIYYTRYGQLEMSCANCHEDNYGNMIRADHLS--QGQVNGFPTYRLKDAGMVTAQQRFVGCVRDTRAETFKAGSDEFKALELYVASRGNGLSVEGVSVRH
SoxA Sag DLYYTRTGQLNLSCATCHENYNGSYIRADHLS--QGNVNGFPTYRLKQSEMVSLHNRFRGCIRDTRAAFPPAFSDELMALEVYVTWRGSGLDIETPAVRQ

Puc. 24. BrlpaBHUBaHHE aMHHOKHCIOTHOW ToOcienoBaTenbHocTH SOXAX mpenctaButesiel cemeiictBa Beggiatoaceae (Kreutzmann, 2013) c
AMHHOKHUCIIOTHBIMH TTOoclieioBaTeabHOCTsIME SOXA tuna | (knaccudukarus Kappler and Maher, 2013) u cooTBETCTBYIOIIMMHU MOCIIEIOBATEIBHOCTSIMU
SoxX. Pde: Paracoccus denitrificans (WP_011750382.1/ WP_011750379), Sag: Stappia aggregata (EAV42296/ WP_006937184), Bal: Beggiatoa alba
B18LD (WP_002691438.1), Ble - Beggiatoa leptomitoformis D-402"7 (ALG68158.1), BPS — Beggiatoa sp. PS (BOGUAY_3083). Touku (.) B
BBIPABHUBAHHUH — 3TO OTCYTCTBYIOIIas HHMopmaIus, mpodepku (-) o6o3HavaroT npodensl. [Ipenmnonaraemas mociaenoBareabHOCT SOXAX U3 TeHOMA
Beggiatoa leptomitoformis D-402" Brienena skupHbIM.
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lenoMubiii aHanu3 mramma D-4027 BBISBMI T'eHBI CIEAYIOIMX (EPMEHTOB,
YYacCTBYIOIIMX B OKUCICHUU CYIH(MUIIOB 10 CEPBI: CYIb(PUA-XUHOHOKCUIOPETYKTa3bl
u cynbhua-aeruaporerassl (diasonuroxpoM ¢) (EC 1.8.2.-)] (tabxa. 12). Mexanusm
OKHUCJIEHHS cephl 110 cylbhuTa U cylbdura 10 cynbdaTa 0CTaeTCAd HEACHBIM, T.K. HE
ObUTH BBISIBJICHBI T€HBI, YYaCTBYIOIIKE B OKUCIECHUH Cylib(uTa 10 Cyab(paToB, a TAKKE
OTCYTCTBYIOT TeHbl OSrAB, koaupyrompe KaTaluTU4YeCKHe CyObeauHHIBI IDSr-
KOMILJIEKCA, OTBETCTBEHHOT'O 32 OKUCIIEHUE CEPBI J0 CYJIb(PUTa.

[ToMMMO HEOPraHMYECKUX COEIMHEHHH cepbl, mramM D-4027 moxer pactu ¢
HEKOTOPBIMU CEepOOPTaHNYECKUMU COEIMHEHUSIMHU: JUMETHIICYTIb(DUIOM,
THO(EHOBBIM 2-areTatoM i THoaudTanooM (Kelly et al., 1994).

OGmas cxema cepHoro mMertabomusma mramma D-4027, ckoncTpynpoBanas Ha

OCHOBAHHHU I'CHOMHBIX M 3KCIICPUMCHTAJIBHBIX JAdHHBIX, ITPUBCIACHA HAa PUCYHKC 25.

- 2- 2-
HS S;03 SO,
A
0000P000000000000000000000000000000000000000000000000000000000000000000000000000000000000DO000000000000000000000000000000000000000HV00.
0000000000000000000000000000000000000000000000000000000000000000000000000000000000000000J000000000000000000000000000000000000000000D000
0000P000000000000000000000000000000000000000000000000000000000000000000000000000000000000PO0000000000000000000000000000000000000000JO00
0000000000000000000000000000000000000000000000000000000000000000000000000000000000000000000000000000000000000000000000000000000000D000
)POOOO00000000000000000000000000000000000000000000000000000000000000000000000000000000POO000000000000000000000000000000000000000U000
0000000000000000000000000000000000000000000000000000000000000000000000000000000000000000J000000000000000000000000000000000000000000D000
)OPOOOO000000000000000000000000000000000000000000000000000000000000000000000000000000000POO00O000000000000000000000000000000000000J000.
[00/07410/010/0/010/0/010/010]0/0100/0]0/010]0/0/0]010/0/0/0/010/0 010 01010 010 0010/ 0/0100/0]0/0[0 /0 0]010/0/0/0]010/0/0/0/010/0/010 0010 /0 0/0/0 /0.0 0/0]0]0/00/0'¢ (010/0]0/0/010/0/010 0010/ 0/0 0/ 0 /0 0/0/0]0/0/0]0/0/0]010/00/0/010/0/0100[0[0] V0/0'0)

nepuIuiasma : 2
2(n-1) 2(n-1) S:05”
(&)

-S-SH
or HSp41”
? R-S-SH
SO <+—— 805" or HS,” -S-SH SO

3MKH,

Sulfur globule

DsrMKJ
3MK

UTOILIa3Ma

DsrEFH

Puc. 25. Ilpeanonaraemass oOmiass cxema cepHoro wmerabonmmsma y B.
leptomitoformis D-4027
5.2.7. JInToTpo(HBIii POCT B NPUCYTCTBUU MOJIEKYJSIPHOTO BOAOPOIA

Iltamm D-4027 tarxxe cnocoOGeH K JNUTOTPOGHOMY POCTY B IIPUCYTCTBUH

MOJIEKYJIIPHOTO BOJOpOAa. Beuto oOHapyxkeno, uro B. leptomitoformis D-4027
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cogepkuT reHbl hyaAB (tabm. I12), xoTopble KOAUPYIOT OOJBIIYI0O U Mallyio
KaTaJuTHIecKue CyOneanHuIIBI MeMOpaHcBsa3anHo [NiFe] -ruaporenassl rpymmsl [
(Volbeda et al., 1995; Vignais et al., 2001).
5.2.8. Meta6oau3m Ci-coequHeHH I
5.2.8.1. Okucienne Ci-coennnenuii 10 CO>

B renome B. leptomitoformis D-402T me ObIO OOHApPYXEHO TEHOB
METaHMOHOOKCHTEHA3 U He ObLIT 3apETUCTPUPOBAH POCT B MIPUCYTCTBUU METAHA.
5.2.8.2. OkucijieHue MeTaHoJ1a 10 popmanbaeruaa

B renome B. leptomitoformis D-402 6butn 00HApyKEHBI T€HBI, KOTUPYIOIINE JBE
PQQ-3aBrcuMBbIC JeTHIPOTreHa3bl ceMericTBa MeTanon / ataHoi, WP_062154153.1 u
WP_062149546.1 (Tabmx. I12).

[TepBas mocnenoBatenbHocTh (WP_062154153.1) uMeeT BBICOKHIT YpPOBEHBb
UICHTUYHOCTH ¢ O€lKaMu MeTaHOJAeruaporeHassl  XoxF-tuma, a BTOpas
nocienoareiabHocTh  (WP_062149546.1)  oOmamaeTr  BBICOKMM  yPOBHEM

UJICHTHYHOCTH ¢ OenkaMu MeTanoaeruaporenas Mdh2 (tab:. 14).

Tabnmuma 14. UneatnaHOCTh MKy Oenkamu 1ByX PQQ-3aBUCHMBIX
JCTUPOTeHa3 ceMelicTBa MeTaHoJ / atanon y B. leptomitoformis D-402 u B.alba u
TUMUYHBIX METUIOTPO(DOB

Howmep PQQ- Howmep HazBanue Wnentnunocts, | Tum mertano:n-
3aBHCHUMOM METaHOJI- CpaBHMBAEeMOM % JIETUAPOTECHA3bI
JETUPOTeHas3bl | JETUIpOreHasbl | OakTepuu B CpaBHHUBAaeMOMU
ceMelncTBa CpPaBHUBAEMOU OaxTepun
MeTaHo / OakTepuun
sTa”on y B.
leptomitoformis
D-402
WP_062154153 | WP_002682507 | B. alba 92 XoxF
ACS40517 Methylobacterium | 68
extorquens AM1
ABAT78735 Rhodobacter 74
sphaeroides 2.4.1
WP 011746370 | Paracoccus 70
denitrificans
WP_062149546 | EGK72216 Methyloversatilis | 66 Mdh2*
universalis FAM5

* Methyloversatilis universalis FAMS npunamnexur x nopsaxy Rhodocyclales. Ipucyrcrsue M/
tuna Mdh2 cBoicTBEHHO BCeM MPEACTABUTENSIM JaHHOTO MOPSIKA.
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Mcxoas U3 3THX JaHHBIX, MbI IIPHIILIM K BBIBOAY, 4T0O reHoM B. leptomitoformis
D-402 coaepxut reasl Mdh2 u XoXF, orBercTBeHHBIC 3a cHHTE3 PQQ-3aBHCHMBIX
MeTaHoJIeruaAporenas. J[ns  (GyHKIIMOHUPOBAHWS JAHHOTO THMHA (EPMEHTOB
HeoOxoauMm kodepmeHT PQQ. Bce renbl, HeoOXoauMble Il €ro OHWOCHHTE3a,
3aKOJUPOBaHbl B cocTaBe ojHOro omepoHa PUQABCDE (ta6m. I12, pmc. 23).
AMHHOKHCIIOTHEIE IOCIIEI0BATCIBHOCTH OeNKOB OmocuHTe3a PQQ mMmenn BBICOKHUIA
ypOBEHb TOMOJOrMH ¢ Oeiakamu TunugHoro wmetmiaorpoda Methylobacterium
extorquens AMI1 u mramma B. alba B18LD, mns xoToporo panee Obuta mokKa3zaHa
crocoOHOCTh K MeTunoTpodaomy pocty (30-71% u 84-100% cooTBeTcTBEHHO) (TAOII.
15). B To e BpeMs KiIacTep TIE€HOB, HEOOXOAUMBIX ISl (PYHKUHOHUPOBAHUS
KJIACCUYECKOM MeTaHoJiernaporenassl MxaF orcyrcTtBoBan B renome D-402, a Takxke
B renome B. alba B18LD. B cTaThe, MOCBSIIEHHOM OMUCAHUIO0 METHIOTPO(PHOIO pocTa
B. alba (Jewell et al., 2008), 6b1111 0OHAPYKEHBI TOJIBKO T'€HBI METAHOJIACTUAPOT CHA3HI
tuma XoxF. OpHako B XoJe aHaidu3a TeHoMa Mbl OOHapyxuiu reH Mdh2-
metanosaeruaporenassl (WP_002685746.1) B B. alba. Dto npsmMoe 10Kka3aTeibCTBO
TOr0, YTO JBa BHJA TNPECHOBOIHBIX Beggiatoa wWMerT OAMH W TOT K€ THII

MCTAaHOJIACTUAPOIrCHA3.

Ta6nuna 15. Unentuunocts Mexay 6enkamu PgQ-kinactepos y B.
leptomitoformis D-402 u Methylobacterium extorquens AM1 u Beggiatoa alba

B18LD
Benoxk Homep y M. Wnentunocts, | Homep y B. alba NneHTudHOCTb,
extorquens AM1 % B18LD %
PqgA WP_015857429.1 71 WP_002684738.1 100
PqqB ACS39594.1 32 WP_002684739.1 89
PgqC WP_012752611.1 47 WP_002683015.1 94
PqgD WP_012752611.1 30 WP_002683014.1 84
PgqE AAB58898.1 46 WP_002683013.1 93

5.2.8.3. Oxkucaenue ¢popmanbaeruaa a1o ¢popmuara u CO;

B renome mramma D-402 wumerorcs TeHBI, KOAMpYrONIHE (PEpMEHTHI
terparupomeranontepuHoBoro (TI'MII) mytu oxuciaeHuss dopmanpaeruaa o
dopmuara. OHM He 00pa3ylOT €IMHOTO KiIacTepa, a HaXOAATCA Ha OOJBIIIOM

paccrosauu  apyr ot apyra (puc. 23). Hamnportus, rensi NAD-3aBucumon
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dbopMuaTAETHAPOTEHA3BI, OTBETCTBEHHON 3a NajbHEHIIee OKHciIeHue GopmMuaTa 10
COg, fdh2ABCD, 0bu1H pacmosioxeHsl B 0HOM Kinactepe (taou. 12, puc. 23).
AMMHOKHCIIOTHBIE TTOCJIEIOBATEILHOCTH (DEPMEHTOB, OTBETCTBCHHBIX 32
okucnenue popmanpaeruaa 10 COz, 6putn Ha 30-70% UASHTUYHBI TEM ke pepMeHTaM
u3 tunuyHoro Mmetmwiotpoda M. extorquens AMI u Ha 66-93%, HICHTUYHBI
dbepmenTam u3 MetmiiotpodHoro mramma B. alba B18LD (ta6u. 16).
Tabnuna 16. UneHTHYHOCTH OENKOB, MPUHUMAIOIINX YIaCTHE B OKUCIICHUN

dopmansaeruaa 1o CO, y B. leptomitoformis D-402 u Methylobacterium extorquens
AM1 u B. alba B18LD

benok M. extorquens AM1 B. alba B18LD
Howmep N nedTnyHOCTS, Howmep N nedTnyHOCTS,
nocaeaoBareasHoct | % nociegoBareasHoct | %
TeTparupoMeTaHONTEPUHOBBIN MYTh
Fae AAG32954.1 67 E1J44303.1 93
MtdB ACS39572.1 30 ENJ42041.1 91
Mch AAC27022.1 55 E1J42043.1 91
FhcA AAG32950.2 42 E1J41926.1 92
FhcB AAG32951.1 30 ENJ43238.1 66
FhcC ACS39599.1 39 E1J43681.1 80
FhcD ABY30224.1 52 E1J43680.1 90
MptG ACS39603.1 50 WP_002685517.1 77
dopMuaTIeruaporeHasa
Fdh2A AAO32146.1 70 WP_002691892.1 92
Fdh2B AAO032145.1 61 WP_002691890.1 93
Fdh2C AAO032144.1 46 WP_002691888.1 87
Fdh2D AAO032147.1 40 WP_002691894.1 84

5.2.8.4. Pocr B. leptomitoformis D-402 B npucyTcTBHH MeTaHOJIa

B. leptomitoformis D-402 neMoHCTpUpOBai CTAOMIIBHBI POCT B adpPOOHBIX
YCIIOBHSIX B TEUEHHE HECKOJBKHX TACCAXKEH C METAHOJIOM B KaU€CTBE €IMHCTBEHHOTO
MCTOYHUKA yriepoaa u suepruu. [Ipupoct 6enka cocrasun 12,0 + 0,6 mr/i.

N3BeCcTHO, 4YTO BBICOKOAKTHBHBIE METAHOJIETUAPOreHaspl Tumna XoxF
MPOSIBJISIIOT aKTUBHOCTh B MPHUCYTCTBUHM PEIKO3EMENbHBIX METAJIJIOB-JIAHTAHOUOB
(Chuetal. 2016; Hibi et al. 2011; Nakagawa et al. 2012). Takum oOpa3om, 100aBIeHNE
JAHTAHOUJIOB B MUTATEIbHYIO CPEy MOXKET CTUMYJIMPOBATh POCT METHIOTpodoB. B
HamieMm ciydae nobasnenue xnopuaa jantaHa (III) nelicTBurensHO MpUBOAMIO K

YBEIMYECHHIO OMOMAacchI 2,75 pa3a, mpu 3ToM npupocT 6emnka cocrtami 33,0 £1,5 mr/im.
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Takum o00pa3om, mOpupocT Oenka MOpH METUIOTPOPHOM KyIbTUBUpOBaHUU B.
leptomitoformis D-402 comocTaBuM ¢ MPUPOCTOM O€JIKa MPHU JTUTOrePOTPOGHOM POCTE
(C'paboBu4 u mp., 1998), Korna HakKaIIMBAaeTCsl MAKCHMallbHAsE OroMacca.

Panee ObuTO TMMOKa3aHO, YTO TIPH JIMTOABTOTPO(HOM poCTe THOCYIb(DAT
okmcnsgeTcs 10 S°, KOTopas BHYTPHKIIETOYHO HAKAIUIMBAETCSA B MepuIviasme, 1 SO4%
(Dubinina et al., 2017) (puc. 26 A). Ilocne 2-3 maccaxkeid OakTepuii Ha cpenue ¢
METaHOJIOM, HO 0e3 THocyJb]aTa, cepHbIe TJI00YIbI Hcue3anu (puc. 26 b), 6akrepun

MEPEXOMIH OT JINTOTPO(HOTO POCTa K METHIOTPO(HHOMY POCTY.

Puc. 26. Mopdonorus B. leptomitoformis D-402" npu KynbTHBMpPOBaHHMU B
muToTpodHBIX (A) 1 MeTroTpodHbIX (b) ycnoBusx.

5.2.8.5. AKTHBHOCTH MeTaHOJIJIErHAPoreHasbl U (popMuaTIAeruaporeHasbl
AKTUBHOCTh MeTaHoJseruaporenassl (obmas aktuBHOcTh XOXF u Mdh2) u
gopmuaraeruaporenass cocrasuna 35,00 = 1,75 u 0,07 £ 0,01 Mxmons mMua? Mr
benka?, coorBerctBenno. B mpucyrctBum  La (III) o6mas axTUBHOCTH
METaHOJJIETUAPOTreHa3bl U (hopMHUaTACTUPOreHas3bl yBeIMunBaiach B 2,6 u 3,5 pasa,
COOTBETCTBEHHO (Tabi. 17). Ml nipeamonaraem, 4To yBeJaudeHne akTuBHOCTH X0XF B
npucyrctBun La (III) mpuBeno K yBelIMYeHWIO KOHIICHTPAIIMA KOHEUYHOTO MPOYKTa

peakiuu, hopMaibAeruaa, YTo MPUBENIO K YBEIUUECHUIO KOJIMUECTBA MPOMEKYTOUHBIX

npoaykro TI' MII-niytu.
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Ta6numa 17. AKTUBHOCTh METAHOJIETUIPOTeHA3bl U (hOPMUATIECTUIPOTECHA3BI,

MKMOJIb MUH L Mr Oemkat

Metanomaeruaporenasa (Mdh2 + XoxF) | ®opmuatneruaporeHasa
-LaCl; 35,00 + 1,75 0,07 £0,01
+LaCl; 91,00 + 5,25 0,25+0,01

DT0, B CBOIO OuYepe/b, MPHUBEIO K YBETUYCHHIO KOHIIEHTpauuu (opmuara.
Takum oOpazom, poGabinenue La (III) ynpaBaser MexaHM3MOM KacKaJHOTO
YBEIMYEHHUS] KOHEUYHBIX MPOAYKTOB pEaKlUd M, KaK CJIEACTBUE, MOBBIIICHUEM
3¢ (HEKTUBHOCTH aCCUMUIISIIUU METAHOJIA.
5.2.8.6. YpoBenb s3xcnpeccun reHoB mdh2 u xoxF

KommmuectBennsii 1P ananmn3 nmponeMOHCTpUPOBANI yBEIUYEHNE IKCIIPECCUN
mdh2 u xoXF B 1,6 m 2 paza mpu METHIOTPOHOM pOCTE IO CPABHCHHIO C
JUTOreTepOTpOoPHBIM pocToM (puc. 27). YpoBeHb JKcmpeccuu TeHa XOXF mpu
MeTuI0TpopHOM pocte B mpucyrcteuu La (I1T) Obut B 2,2 pa3za Bblllie IO CPAaBHEHUIO €

meTrioTpodHBIM pocToM 0e3 La (IIT) (puc. 27).

*
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Puc. 27. VYposenb oskcnpeccun reHoB prkB, rbcL, xoxF u mdh2 mpu
aurorereporpodHOM pocte, MmeTraorpodHoM pocte 6e3 La (I11), u metunorpodrOM
pocte ¢ La (I). T'ensr 16S pPHK u gyrB ucnosns3oBanuck B kauecTBe pedepeHcos. *
p <0,05; ** p<0,01.
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OTHU pe3yabTaThl COTIACYIOTCS C paHee OMMCAHHBIM BIMSHUEM PEIKO3EMETbHBIX
meTaioB Ha aktuBHOcTh MJIIT XoxF-tuma (Chu et al., 2016; Hibi et al., 2011;
Nakagawa et al., 2012).
5.2.8.7. Accumuisinus yriaepoaa u3z Ci-coeqmHeHui 15 aHa00au3Ma

Jlinst GakTepwii M3BECTHO TPU OCHOBHBIX ITyTH YCBOCHHS yriepoja s
aHaboIM3Ma TIpu METUIOTPOGHOM pocte: pudyro3zomoHodochatuerii (PM®D) muk,
cepuHOBBIN 1K 1 KT KanbBuHa-bencona-baccama (Tpouenko u ap., 2008).

['enpl, xomupyoomue kimoueBbie (epmeHTsl PM® nukia, rekcyno3o-6-
docharcunrasy (hxlA) u hocdorekcynozonzomepasy (hxIB) u Heckonbpko hepMeHTOB
CCpUHOBOIr0 ITMKJIA. CEPUH-TIIMOKCUIaT-aMuHOTpaHcdepasy (Sga), TiuiepaTkuHaszy
(gck) m mammr-CoA-imasy (mcl) - He 6111 0OHapy)eHBI B reHoMe B. leptomitoformis.
Takum 006pa3om, ITH IIUKJIBI, TO-BUAUMOMY, HE MOTYT YHKIIMOHUPOBATH B 1mTame D-
402.

Onnako 6611 OOHAPY>KEH MOTHBIA HaOop reHoB aiis nukia KansBuna-bencona-
baccama (ta6m. [12). Cnegyetr oTMETUTD, UTO T'€H, KOJUPYIOIMIUNA celorenTyso3o-1,7-
oudocdarasy, orcyrcTByeT B renome B. leptomitoformis, Ho y 6akrepuii ero pyHkImio
MOXXET BBIIOJHATH (PyKT030-1,6-Oudocdaraza ¢ aBOITHON cHenUPUUHOCTHIO K
caxapam (Tamoi et al., 1996). Taxxke OTCYTCTBYeT TE€H TpPaHCAIbIO0JIA3bI,
KaTaJIM3UPYIONIEH MpeBpaIlleHre TPEX- U CEMUYTIIEPOTHOTO ocdocaxapa B YETHIPEX-
U 1ecTuyryiepoanbii. OQHAKO HMMEETCS TEeH TPAHCKETOJas3bl, KaTaIU3UpYyIoIen
MIPEBPAIICHUE TEX K€ UCXOIHBIX COCTUHEHUN B JIBE TIEHTO3BI.

I'ensr mukina KanbBuHa-beHcona-baccama He 00pa3yroT B T€HOME €IMHOTO
kiactepa (puc. 23).

C ucnosb30BaHUEM KYJIbTYpPATbHBIX M OMOXUMHUYECKHUX ITOIXO0B paHee ObLIO
nokazano, uto B. leptomitoformis D-402 mosxeT pacTu JIMTOAaBTOTPO(HO TOJHKO B
MUKpoa’poOHbIX ycioBusax (Grabovich et al., 2001). [Toatomy, 4TOOBI TOATBEPIUTH
dbyHKroHupoBaHue nukia KanpBruHa, Mbl OMPEIETIIIA YPOBEHb SKCIIPECCUN TEHOB,
KOJUPYIONIMX ero kKitoueBble (Gepmentsl, PrkB u rbcl, mpu MukpoaspodOHOM
KyJbTuBHpoBaHu. KonuuectBenusii [I[P ananu3 mnpoaeMoOHCTpUpOBai, 4TO B

MHKPOa’pOOHBIX JTUTOABTOTPODHBIX yCIoBUsX ypoBHH PrkB- u rbcL-MPHK 6b11m B 3
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1 9,5 pazau B4 u 13 pa3 Bblllle, YeM B IUTOTETEPO- U OPraHOTeTEPOTPOPHBIX YCIOBUIX

COOTBETCTBEHHO (puc. 28).
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Puc. 28. YpoBens skcnipecun reHoB PrkB m rbcl mpu opranorerepotpodHOM,
JUTOTETEPOTPOPHOM U INTOABTOTPOHHOM MUKpoadpodbHoM pocte. ['ensr 16S pPHK u
gyrB ucnons3oBamick B kadecTBe pedepencon. * p < 0,05; ** p < 0,01.

boin oOHapyxkeH MeTHIOTPO(HBIA a’3pOOHBIA POCT, MOATOMY OBUIO PEIICHO
BBISICHUTh MexaHu3M accummisaimu CO; mpu adpo6HOM pocTe. C 3TON TENbI0 MBI
OLICHWJIM aKTUBHOCTb OJHOTO W3 KIIOYEBBIX (hepMeHTOB ayig ycBoeHus CO; vepes
nukn KansBuna-bencona-baccama, ¢ochopubynoknnasel, npu METUIOTPOPHOM
pocte. UToObI NOATBEPAUTH MPUBEIECHHOE BhIIIE Npeanosioxenue o BiaussHuu La (111)
HA Bech MyTh mpeBpameHuss Ci-coeMHEHUH, MBI HU3MEPWIN aKTUBHOCTD
dbochopubynokunassel ¢ La (III) u 6e3 nero. [Ipu metunorpodHOM pocTe B adpOOHBIX
ycnoBusix ¢ La (IIT) aktuBHOCTh hochopudynokurHaszel 6112 B 1,6 pasza Bbile, yem 0e3

1 Mr Oemkal. AKTHBHOCTH

La (IIT), u umena 3Hauenue 2,1 £ 0,1 MKMOIbL MUH
dbochopulyokrHa3spl TPU  adPOOHOM METUIOTPOGHOM POCTE COMOCTaBHUMa C
aKTUBHOCTBIO ATOro (hepMEHTa MpPH JIMTOABTOTPO(GHOM MHUKPOAIPOOHOM pOCTE C
tuocynspaTtom (Grabovich et al, 2001), Yro KOCBEHHO TOICPKUBACT
dbyukimonupoBanue nukia KansBuna-bencona-baccama npu metunotpopHom pocrte

B a9POOHBIX YCIOBHSIX.
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Jist naneHedimero noarBepxkiaeHust ycBoenus CO; uepe3 nukn KanbBuHa-
bencona-baccama Mbl ucnonp3oBamu KoiauuecTBeHHbIM [IL[P anamu3, KOTOpBIH
nokazan, 4to ypoBHu PrkB- um rbcL-mPHK mpu wmermmorpodroM a’spobHOM
KyJIbTUBUPOBaHUU ObutM mpuMepHO B 10 pa3 Bellie, 4eM MpH JUTOTETEPOTPOPHOM
KyJIbTUBUpOBaHuH (puc. 27).

Takum o00OpazoM, Mbl HOKazam, 49ro mramMm D-4027 cmocobGen k
METUIIOTPOGHOMY POCTY B a3pOOHBIX YCIOBUSIX U MOXKET OKUCIATh MeTaHod 10 CO; B
TPU dTama: METaHOJ OKHcisercs A0 (opmanpaeruma aByms PQQ-3aBucuMbiMu
MeTtanoseruaporenazamu, XoxF m Mdh2; ¢gopmanbaerun nanee OKUCISETCS 0
dbopmuara mo TIT'MII nytu, a dopmuar npespaimtaercss B CO, ¢ nomombio NAD-
3aBUCUMOI (popMuaTAeruaporeHasbl. bpuio nokaszaHo, 4T0 HCTOYHUKOM YyIJIepoAaa st
KOHCTPYKTUBHOTO MeTabonmuzma ciayxuT COz, acCUMHIMPOBAHHBIM Yepe3 MK
KansBrHa-bencona-baccama.

5.2.9. llenTpanbHblili MeTa00U3M

B. leptomitoformis ucnonb3yeT npixaTeabHbINA THIT MeTaboIu3Ma. B ero renome
OB BBISIBJIEH MOJHBIM HaOOp T€HOB, KoJAUpyromMX (epMeHThl raukonusa, L[TK u
TJTHOKCHIATHOTO nukia (tads. [12). BeisBieHHEe B TEHOME COOTBETCTBYIOIIMX I'CHOB
CIY)XUT TIOATBEPKICHUEM TMOJYYEHHBIX paHee JaHHbIX 00 aKTUBHOCTU
cooTBeTCTBYOMUX GpepmenToB (I'padosuy u np., 1998).

5.2.10. IpixaTebHas LeMnb

B renome B. leptomitoformis D-402 umeercss moniHbIH HAOOp TEHOB IS
KOMITOHEHTOB 3JICKTPOHTPaHCHOPTHOM 1enu (Tabum. I12, roayObie MosoCkl HA MATOM
JIOPOKKE Ha pUC. 22), 4TO JeiaeT BO3MOXKHBIM JIIXaHUE ITOTO IITaMMa Ha Pa3HBIX
PHEPreTUYECKUX cyOcTpaTax, BKIto4ast MeTaHod U apyrue Ci-coeAMHEHUS!.

[Mpennonaraecmas obmas cxema Mmetabonusma Beggiatoa leptomitoformis D-
402" mpu IMTOABTOTPO(PHOM MHUKPOA’POOHOM M METHIOTPO(GHOM a3pobHOM

KyJIbTUBUPOBAHUY NIPUBEICHA HA pUCYHKE 29.
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Puc. 29. Ilpenmonaracmas obmas cxema Merabonmsma Beggiatoa leptomitoformis D-402"T npu muroasroTpodHOM
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I'masa 6. Azospirillum thiophilum BV-ST

B cocrtaB pona Azospirillum Bxoaut 17 BumoB 0akTepuii, HO TOJBKO IJIS OJJHOTO
u3 Hux — A. thiophilum BV-ST — 6b11a mokasana crioco6HOCTb K TUTOTPOGHOMY POCTY
B IPHCYTCTBHH BOCCTAaHOBIICHHBIX coeauHeHui cepsl (Lavrinenko et al., 2010;
®ponos u ap., 2013).

I'enom A. thiophilum Opur cexBeHmpoBan u momenieH B GenBank mouru
oxHoBpeMenHo Hariei (Fomenkov et al., 2016) u eme oaHOM HCCIIEI0BATCILCKOM
rpynmnoi (NZ_LAEL00000000 .1) (Kwak and Shin 2016). B pabore Kwak u Shin
OBLJIO MOKAa3aHO HAJMYKME T€HOB HUTPOT€HA3HOTO U SOX-KOMILJIEKCA, YTO COTJIacyeTcs
C paHee MOJyYEeHHBIMU JTaHHBIMU 10 (DUKCAITUU MOJIEKYJSIPHOTO a30Ta M MEXaHU3MY
okuciieHus: Tnocyibdara (Lavrinenko et al., 2010; ®posoB u ap., 2013). OHu Takke
UJACHTUGUIIMPOBAIM T€HBI, KOAUpYolue pudynno3o-1,5-6uchocdarkapbokcunazy u
dbochopudynokrnazy. OgHaKO CHOCOOHOCTb ATOTO OpraHu3Ma K aBTOTPOPHOMY POCTY
U K JUCCUMIIAIMOHHOMY CEpHOMY METa0OIu3My He OblIa IOATBEPXKIACHA
sxcnepumenTtaibio (Kwak and Shin 2016).

6.1. XapakrepucTHKa reHomMa

I'enom A. thiophilum coctouT M3 BOCBMH 3aMKHYTHIX Xpomocom (puc. 29)
(NZ_CP012401.1-NZ_CP012408.1) ¢ oOmel mmHOW 7,6 MIH.ILO H CPEIHUM
comepkaaneM G + C 68,2%. CeMpb 3aMKHYTBIX IHKIHYECKHUX TEHETHUECKHX
AJIEMEHTOB UMEIOT OJMHAKOBOE MOKPBITUE 0KOJI0 370, 4TO yKa3bIBaeT HA TO, YTO OHU
MPEICTABIICHBl OJMHAKOBBIM YHCJIOM KOMHA W, BEPOSTHO, PEIUIMIIUPYIOTCS C
MPUMEPHO PABHOW CKOPOCTHIO, 32 HCKIIOUEHHEM XPOMOCOMBI 7, KOTOpas HMEET
nBoitHoI oxBaT 660 (Fomenkov et al., 2016). Bsiio npeacka3ano B 001Iel CII0KHOCTH
6393 Genok-koaupyomux mnocieaoarensHoctrerd (CDS), 79 TPHK, 4 uxkPHK u 26
pPHK. 4328 CDS umMmeroT cX0JICTBO C IMOCJIEN0BATEILHOCTIMU H3BECTHBIX T€HOB H
2065 CDS c¢ HneuwsBecTtHbiMU (yHKuusMU. CpenHsisi UIMHA Te€HAa COCTaBIISIET
npubausutenbHo 1010 1m.0., a mI0THOCTH KoaupoBaHus coctasiser 0,84 reHa Ha T.11.0.

Opranu3zaiis TeHOB OCHOBHBIX META0OJMYYCCKHX ITyTCH, OOCYKIAaeMBIX B

JaHHOM pabote, mpuBeaeHa Ha pucyHke 30.



106

1300000

3000000 ©

cooood 9
)
Leh e i d)

2400000
Chr 1
NZ_GP012401
3037424 bp

NZ_CP012402
1354909 bp

o N

Cow w 3
| Pt o,
e gy [PRL Rt L
i Tl WA r o
d '“f{ga'fé’i‘f.ﬂfunwﬂ T ‘M‘l‘\lllf'-(
650000

——

1500000
700000 @

st A

NZ_CP012403 NZ_CP012404
878428 bp ] 712512 bp

540000

-

;
1
|
| NZ_CP012406
4

NZ_CP012405
694460 bp

518276 bp

e

Chr 8

NZ_CP012408

NZ_CP012407
83026 bp

330423 bp

o W//}j/ﬂnm\\\\

T
150000

Puc. 29. Kpyrossie kapTsl xpomocom A. thiophilum BV-ST.
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Xpomocoma 3
tsdA ttrB, ttrC ttrA
—) ) ) —
~ 7 1.11.0.

Puc. 30. Opranusaius reHOB OCHOBHBIX METa0OJNMUECKMX MyTel, oOCyXTaeMbIX B JaHHOW pabote, y Azospirillum
thiophilum BV-S'. Hassanus renos npuseneHs! B tabmune I13.
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6.2. JInToTpodHbIi pocT B NPUCYTCTBUU THOCYJIb(paTa
Amnanus renoma A. thiophilum BeistiBrn Hannune kiaacrepa renoB SOXABCDXYZ,
9TO  MO3BOJISIET OKHCJICHUsI ~ THOCYJb(daTa

MMpCAIIOJOKUTD BO3MOXKHOCTB

myiabTHGEepMeHTHBIM Sox-komiuiekcoM (Fomenkov et al., 2016; Kwak and Shin,
2016).

Hecmotpss Ha TO, 4TO paHee OBUIO Mpelncka3aHo Hammyue TeHa (SdA,
KOJIMpyrolero Tuocynbdaraeruaporenasy (TsdA), oH He ObLT aHHOTHPOBAH B TCHOME
A. thiophilum BV-ST. Ogmako B 0ase pgammeix NCBI Obin Halinen G6enok,
MPUHAJICKAIINN K CEMEHUCTBY IIUTOXPOMOB, KOTOPBIM KOJAUPYET T€H, TOMOJIOTUYHBIHI
tsdA (cyt ¢) Ha TpeTheit XxpomocoMe. BeIpaBHHBaHME ATHX IOCIICIOBATEILHOCTEH C
TIOCJIeIOBATEIBHOCTSIMHA TOMOJIOTHYHBIX OeTkoB n3 Gammaproteobacteria mo3sosmio

BBIAIBUTH KOHCCPBATHBHLIC MOTHBbLI, dAHAJIOTUYHBIC TCM, YTO IIOKAa3aHbI AJIA PAHCC

orucanHbix TsdA (puc. 31).
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FTNTQQYA-- -

DKVITLA
GRLITLE
KQINTME
REVVTFQ
DKVNSYA
GTVDTIQHRII
LKKIDFISRA
IPTLTLE-RE
FGKVEKADGG
FTPVNRT-RA
YPEVPQPQGG
FIKVPKPPQT

RLIKAAS
RQATAAG
RIDTAAA
KVKTAAQ
RINTAAA
RIDTAAG

ERSMNG
ERSLNG
TYSMNA
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QFSMNG
MYSMDG

QD
Q
QG|

ADPKKGKATIY
PDGVHGEALY
YDPGRGAAVF
PSTENGEILY
FDIAKGRQIY
PDLARGEAVY

YIKE
FIKH
FIKH
FIKA
FIKES
FIKA

QGA
LGA
L5Q
LGR
LGK
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Puc. 31. MHOXeCTBEHHOE BbIpaBHHBaHHE INocieaoBareiabHocTet TSAA wu3
mrammoB  Campylobacter jejuni (Cam) wu Allochromatium vinosum (All) ¢
rOMOJIOTHYHBIMA aMHUHOKHCIIOTHBIMHU TIOCJIeIOBaTeIbHOCTIMU M3 Beggiatoa sp. PS
(EDN69405.1) (Beg), Pseudomonas sp. BAY 1663 (EXF46491.1) (Pse), Thiobacillus
denitrificans (WP_011310641.1) (Thi) wu Azospirillum thiophilum (Azo).
KoHcepBaTHBHBIC aMUHOKHCIIOTHI, crietiuuunbie 11t TSAA, BbIIeIeHbI B PAMOYKH.
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B MUKp0aspoOHBIX YCIOBUSIX MPHU JTUTOTETEPO- I TUTOABTOTPOGHOM pocTe A.
thiophilum cmocobeH K IUCCUMHIALMOHHOMY OKHCIICHHIO THOCYIb(dara, dYTO
MPUBOJNUT K 00pa3oBaHUIO cyib(hara u TerpaTuonara. Cynbdar oOpasyercs 3a cUeT
SOX-cucreMsl, Torja Kak akTUBHOCTh TsdA mpUBOAUT K CHHTE3Yy TeTpaTHoHaTa (puc.
32). AKTHBHOCTh COOTBETCTBYIOIIUX (PEPMEHTATHUBHBIX CHUCTEM, & TaKXe CKOpPOCTb
9KCIIpeccuu TeHa SOXB Obuta m3mepena panee (®posoB u ap., 2013). B otiauuwne ot
npeacTaBuTeell cemeiictBa Beggiatoaceae y A. thiophilum BeisBiensr rensr SOXCD,
KoAupyomue (GpepMeHTsl mpsMoro SOX-myTu. Jpyroi uccienoBaTenbCKoi Tpyrie
ynanoch skcrpeccupoBath reH tSdA B kierkax mramma E. coli BL21 (DE3), B
pe3yJsibTaTe 4ero ObUI MOJyYeH PEKOMOUHAHTHBIN OeNIOK THOCYIb(aTaAeruApPOreHas3bl
(Orlova et al., 2017).

bputo Takke yCTaHOBIIEHO, YTO MOJISIPHOE KOJHMYECTBO OKHCICHHOTO
THOCYNb(aTa TPH JHUTOABTOTPOPHOM MHUKpoa’dpooHOM pocte A. thiophilum
YBEIIMYUBAJIOCH B 5-6 pa3 1Mo cpaBHEHUIO C MUKCOTPO(PHBIM POCTOM, UTO YKa3bIBaeT HA
BO3PACTAIONIYIO POJIb THOCYJIb(aTa B HHEPreTUYECKOM METa0OoJM3ME B KauecTBE

JIOHOPA IEKTPOHOB B MUKPOA3pOOHBIX YCIOBHX.

6 60
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Puc. 32. lunamuka okucieHus THOCYIb(haTta U 00pa3oBaHMs MPOIYKTOB €O
okucnenus y Azospirillum thiophilum BV-ST

I'enpl, xommpytone QEPMEHTBI, YYacTBYIONIUE B JUCCHUMIISIIHOHHOM
OKHCIIGHUM Ccyibpuaa a0 dJeMeHTHOM cepbl (SOXF), cepsl 1m0 cynbdura
(dsrABEFHCMLJOPNR) u cynsuta 10 cyabdara (SopT, sat, apr, SOr u SO€), He ObLH

OOHapy>KEHBI.
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[Tpenmonaraemast o6binast cxema cepHoro Meradonusma y A. thiophilum BV-S

pUBEcHA Ha pUCYyHKe 33.
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Puc. 33. IIpeanonaraemae o61as cxema cepHoro Meradonmsma y A. thiophilum
i pOCT B MPHCYTCTBHM MOJIEKYJISIPHOTO BOAOPOAa
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-rugporenassl rpynnsl [ (Volbeda et al., 1995; Vignalis et al., 2001). Ota

rpynma sKCTPAIUTOILIa3MaTHIECKUX (PEPMEHTOB OCYIIECTBIISIET PEAKITIO0 OKUCIICHUS

(Vignais et al., 2001). B
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KaTaJIMTHIeCKuX cyobenunuil, renoM A. thiophilum coxepsxut rerst hypABCDE. Onu
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KOJUPYIOT Oeliku, yyacTByromue B co3peBanuu [NiFe] -rugporenas (Wolf et al., 1998)
(tabm. I13).

Jnst moarBepkaeHus criocoonoctu A. thiophilum k pocty Ha Bomopone Obutn
IIPOBEICHBI PKCIIEPUMEHTHI 110 OTNIPEACTICHUIO aKTUBHOCTH THAPOTeHa3bl. AKTUBHOCTD

1 mrl Genka.

ruaporeHassl B A. thiophilum cocraBuna 11,8 £ 0,6 MKMOIL MHUH
Jlutorpodueiii poct A. thiophilum B mpumcyrcTBum H; mnpomcxomun TOJIBKO B
aBTOTPO(HBIX MUKPOa3pOOHBIX ycrmoBusx. [Ipu aTom morpedbnenue H, cocrasisio no
20% ot BHecennoro Hy (50% ra3oBoii ¢a3sr).

6.4. ABTOoTpOdHBIII pocT

Panee  Obmto  mokazano, 4ro A thiophilum  cmocoben  k
XEMOOpraHoreTepoTrpoHoMy u XxemosuroreporpodHomy pocty (PposioB u Ap.,
2013). Ero cocoOHOCTh K aBTOTPO(HOMY POCTY OCTaBajach MOJ BOIMPOCOM. XOTS
Kwak wu Shin (2016) oOHapyXwin TeHBI, KOIUpymoImue puodyno3o-1,5-
ouchocdarkapookcmnazy u  dochopudynokunazy B reHome A. thiophilum,
aBTOTPO(HBIN POCT /IS ATOTO OpraHu3Ma paHee He ObLT MOKa3aH.

AHanu3 TMOJHON€HOMHOM TMOCJIENOBAaTEIbHOCTH, TIIOJYYEHHOW B  HAIIEeH
nabopaTopuu, MOKa3al, YTO OH COACPIKUT MOJTHBIA HAOOP T€HOB, KOAUPYIOMIUX UK
KaneBuna-bencona-baccama (puc. 30, Tabm. I13). ['eH, koaupyronuii ce10renTyao3y-
1,7-6udocdarasy, e ooHapyxeH B reHome A. thiophilum. Ognako y Oakrepwmii ero
GyHKIHUST ~ MOXET  BBINOJMHATBCS — PpykTO30-1,6-Omdocdarazoit ¢ ABOMHOMN
cnequpuyHocTh K caxapaM (Tamoi et al.,, 1996). Takxke OTCyTCTBYyeT T€H
TpaHCaNbI0a3bl, KAaTAIM3UPYIOIICH TMpeBpalieHue TPeX- U CEMHUYTJIEPOIHOTO
docdocaxapa B 4eTbIpeX- U MIECTUYTIIEPOAHBIA. OJIHAKO UMEETCS T€H TPAHCKETOIa3bl,
KaTaJIM3UPYIOIEH TPEBPAIICHUE TEX JKE€ UCXOTHBIX COSTUHEHUHN B JIBE TIEHTO3HI.

["ensl, komupyromue GepmenTsl 1ukia Kanppuna-bencona-baccama (pgk, fba,
gapA, tktA, rpiA, rpe, tpiA, cbbR, rbcL, rbcS, cbbX, fbp, prkB u fbaA), ve odpasyror B
reHOME €JIMHOTO KJlacTepa, a pacrmpeseieHbl Mo Tpem xpomocoMam (1, 2 u 5).
BOJIBIIMHCTBO M3 3TUX T'€HOB PACIIOJNIOXKEHBI B IIEPBOM M BTOPOM XPOMOCOMAax M
npejcTaBiieHbl oqHOM komueil. [lepBbriM uckimouenuem spisiercs NADPH / NADP-

3aBUCUMas  mimIepaibaerua-3-gocharneruaporeHaza, MPEACTABICHHAS JBYMS



112

KOMUsIMU TeHa (apA B mepBod W NATOM XpoMocomax. Bropoe wuckiroueHue -
TpaHCKeToJla3a ¢ Tpems Komusimu reHa tktA, pacnonokeHHOTo B NepBOiA, BTOPOH U
sAToi Xxpomocomax (puc. 30).

YroObl 3KCIIEPHUMEHTAIHO MOATBEPAUTH pabory mukia KanpBuHa-bencona-
baccama, MBI M3MEpHIM AKTUBHOCTh HECKOJBKUX (EPMEHTOB, YYACTBYIOIIUX B
accummsinuu CO; ¥ €ero BOCCTaHOBICHUH MPH aBTOTPO(HHOM pocTe.

B xierkax A. thiophilum, BeipaiieHHON B aBTOTPOGHBIX YCIOBHSIX, BBISBJICHA
aKTUBHOCTh OJIHOTO M3 KIOueBHIX (epmeHTOB IMKiIa KanpBuna-bencona-baccama,
dochopubynokunasel. Ona cocrasuna 2,50 + 0,13 mrMons Mua™' mrt Genka. Ipu
JUTOreTEPOTPOPHOM POCTE AKTHBHOCTH 3TOr0 (epMeHTa He Oblla OOHapyXKeHa.
AKTHBHOCTH KapOoaHTHApasbl, (EepMEeHTa, YYACTBYIOUIETO B MPEBpALICHUH
OukapOoHaTHbIX MOHOB B CO, KOTOPBIH HEMOCPEICTBEHHO B3aUMOJIEHCTBYET C
PB®K, npu nuroaBTOoTpopHOM U IuTOrepoTpohHOM pocte coctasisiia 19,60 + 1,00 u

3,30 + 0,17 ycnoBHbIX enunull BunOypra u Augepcena, CooTBeTCTBEHHO (Tadu. 18).

Tabnuua 18. AkTuBHOCTH (hochopruOyTOKUHA3EI U KapOoaHTHIpasbl y A.

thiophilum mpu nuTOaBTO- M MUTOTETEPOTPOGHOM KYJIBTUBUPOBAHUU

YcnoBus AKTHUBHOCTh (hepMEeHTa
KYJbTUBUPOBAHUS dochopudynokuHasa, Kapboanrumpasa,
MKMOIIb MUH ™ Mr'! Genka | y.e. - Mun™-mr Genka™
JInToaBTOTPOQHBIN pOCT 2,50+0,13 19,60 + 1,00
JIutoretepoTpodHbIN POCT - 3,30+ 0,17

Jns  moarBepxkaeHust pabotel 1ukina KaneBuHa-bencona-baccama B A.
thiophilum Obita ompenenena skcmpeccust reHa rbcL, komupyromiero OOJbIIYO
cyoseaunuy Pb®OK, nis kynbTypsl, pacTyiiei B aBTO- U TeTEpOTPO(HBIX YCIOBUSIX.
KosmuectBennsiii [11[P-ananu3 mpoaeMoHcTpupoBai, uyto ypoBeHb rbcL-MmPHK B

aBTOTPO(HBIX YCIOBHIX MPUMEPHO B 8 pa3 BHINIE, YEM B T€TEPOTPOGHBIX YCIOBUIX

(puc. 34).
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El ABTOTpO(HBII pocT
7 . TeTeporpodHBIi pocT

HopmanusoBanHas sxcnpeccust
SN

*

- "

rbcL

Puc. 34. YpoBeHns skcnpeccuu reHa rbcl nmpu aBToTpodHOM U reTepoTpoPHOM
pocte B Azospirillum thiophilum. * p < 0,05.

B renome A. thiophilum Tarke comepxkurcs reH, koaupyrouii PBOK,
oTHOcsAlytocss kK tumy IV. OTto 06enok, ctpykrypHo mnonooHslii PB®K, HO He
CIIOCOOHBIN KaTalu3upoBaTh pud0s1030-1,5-6ucdhocdarzaBucumyro dukcanuo CO;
(Hanson and Tabita 2003).

Takum ob6paszom, ¢ukcamuss COz A. thiophillum npu aBroTpodHOM poOcTe
ocyuiecTsisieTcs yepe3 unki KansBuna-bencona-baccama.

6.5. Mera6oau3m Ci-coennHeHn i

B renome A. thiophilum He ObLTO OOHApPYKEHO T€HOB METAHMOHOOKCHUTE€HA3 U
He OBLIT 3apETHCTPUPOBAH POCT B IPUCYTCTBUH METAHA.

6.5.1. Oxkucienue meraHoJia

B renome A. thiophilum 3akomupoBaHbl reHbl (PEPMEHTOB, YYAaCTBYIOIIUX B
OKHCIIEHUU MeTaHosa a0 Gopmanbaeruna. OHH pacmoiIoXkeHbl BO BTOPOH M TSTOU
xpomocome (tabu. I11, puc. 30).

B Hacrosiiee Bpemsi u3BecTHBI TpH THMA MeTtanonaeruaporenas (M. MAT
MIEPBOI0 THUIIA MPEJCTABISIOT COO0N (DEPMEHTBI, COCTOSIIIUE U3 CYObEAMHUI] Pa3HBIX
TUTIOB: KaTaTUTHYECKUX (reHbl MXaFl), akienTopoB 3JIeKTpOHOB IUTOXpoMa ¢ (TeH
mxaG), cyobeguHuUII, HEOOXOUMBIX JIJIsl IEPEHOCA HOHOB KaJIBIIUS B AKTUBHBIN LICHTP

(rersr MXaACKL) u cyOobenunuil ¢ HensBecTHOUM ¢yHKIMen (Tersl MXaRS). Bropoii
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tun MetaHoseruaporenas (MDH2) Bcrpeuaercst y mnpeacTaBUTENe MOPSIKOB
Burchorderiales u Rhodocyclales. Drtor ¢epMeHT COCTOMT W3 OJHOIO THIIA
cyoreauauIl. HemaBHO OnMcaHHBIN TPETHA TUIT MeTaHOAeTUAporeHas (0enok XoxF)
TIOKa elie HeJocTarouHo oxapakrepu3obaH (Chistoserdova, 2011).

B renmome A. thiophilum oOHapykeHBI TeHBI BCeX TpeX THIIOB
MeTaHoyIeruaAporenas. Jlyis moarBepxkacHUS WX (YHKIMOHAIBLHON pPOJU  OBLIO
MPOBE/ICHO BbIPABHMBAHHWE WX AMHHOKHCIIOTHBIX IMOCJEI0BAaTEILHOCTEN ¢ OenkaMu
TUOUYHBIX ~ MeTuioTpodoB.  MxaF-meTtanonmermaporeHaza  MepBOro  THUMA
neMoHcTpupyeT 77,6 % uaeHTHYHOCTH ¢ roMosioruuHbiM Oenkom Methylobacterium
extorquens DM4 (CAX26759.1). Mdh2-meraHonaeruaporenasa BTOPOro THIA Ha
90% wuaeHTHYHA aHAJIOTMYHON IociemoBaTeabHocTH B renome Methyloversatilis
universalis FAMS TopsiKa Rhodocyclales (WP_026188192.1). A
MeTaHoJaeruaporeHaza XoxXF tperbero tumna Ha 64,3 % uIeHTHYHA C TOMOJIOTUYHBIM
oenxom M. extorquens DM4 (CAX24146.1).

I'enom A. thiophilum comepxuT reHbl KiacTepa MXa, KOIUPYIOIIETO
kinaccuueckyro M/, bpulo  mpoBeAeHO  BBIPABHUBAHHE  AMHHOKHCIOTHBIX
nocjenoBareiabHocTeld OenkoB A, thiophilum, komupyembiX >THMH TreHamH, C
AMUHOKHCJIOTHBIMU TIOCJIETIOBATEILHOCTSIMU TIEPBOUM OakTepuu, JUIsl KOTOPOH ObLia
onucana MJII" mnepBoro Tmnma - M. extorquens. WaeHTUYHOCTH MEXIY
nocaenoBareapHocTaMu Mxal, MxaA, MxaC, MxaD, MxaK, Mxal, Mxal, MxaG,
MxaS, MxaR u MxaB A. thiophilum u M. extorquens Bapsuposaina ot 41,3 1o 68,8%
(tabmn. 19). Bmecte onu chopmupoBaiu kaHOHHYECKUH TUIl kiactepa mxa (Lidstrom

et al., 1994; Anthony, 2004; Lidstrom et al., 2006).
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Tabmuna 19. Unentruunocts Mexay Oenkamu Mxa-kimactepa A. thiophilum
BV-ST u Methylobacterium extorquens

benok | Homep mocnenoBatensHoctu M. extorquens B I'enbank | Waentuunocts (%)
Mxal CAX26756.1 64.6
MxaA CAX26753.1 45.8
MxaC CAX26752.1 49.6
MxaD CAX26749.1 47.3
MxaK CAX26751.1 41.3
MxalL CAX26750.1 52.0
Mxal CAX26758.1 50.2
MxaG CAX26757.1 50.0
MxaS CAX26754.1 45.0
MxaR CAX26755.1 68.8
MxaB CAX26746.1 40.9

6.5.2. Okuciaenue popmajnbaeruaa

Oxwucnenne Gopmanpaeruaa 10 Gopmuara npoucxomut B A. thophilum wepes
teTparupoMmeranontepuHoBelid yTh (TI'MII-iyTh). B reHoMe OblIu OOHApYKEHBI
re’sl, Koaupytoume Bce (epmertsl 3toro nytu (tadn. 13, puc. 30). Onwu
PacroJIOKEeHbI B MIATOM XpOMOCOME.

dopmmmeranpypanaeruaporenassl C, A, B u N-popmumirpancdepassr (D)
IpeICTaBICHBI KOMIUIEKCOM (popmuMeranypanTpancdepassl / ruaponassl (FTR /
THIPOJIa3HBIM KOMIUIEKCOM), KoaupyembiM renamu ThcCDAB.
6.5.3. Oxkuciaenue popmuara

Oxucnenue (opmuaTta SBISETCS KOHEUHOM CTaaued LEenu peakuuid mpsiMoro
OKHCJICHHS B a3pOOHBIX METWIOTPO(HBIX OakTepusix. AHanu3 reHoma A. thiophilum
nokaszay, 4ro (¢GopMmuaTaeruaporeHaza dtoro opranu3Mma seiusercs  NAD-
Mmoo aeHcoaepkanmuM pepmentom. Ona koxupyercs reHamu fdSABGD. B renome
JIOTIOJTHUTEIILHO COJIEPIKUTCS 110 Tpu Koruu reHoB anbga (fdhA) u nenpra-cyobenuHuI
(fdhD) (Taba. I13).

JJ1st TOATBEPIKIACHUSI TEHOMHBIX JIAaHHBIX OBIJIO TPOBEIECHO KYJIhTUBUPOBAHUE

A. thiophilum BV-S na nutaTenbHO# cpefie, BKIIIOYAIOMICH B KAUeCTBE €AUHCTBEHHBIX
UCTOYHUKOB YTIIepoJa W DHEPTUHU METaHON Win ¢opMuat. lJis mpoBEepKH BIUSHUSA
Pa3HBIX KOHIEHTpAIMK KUCIOpOoJa Ha METHUIOTPO(MHBIN pOCT OaKTepHH CO31aBajIH

a’poOHBIC, MUKPOAPOOHKIE U aHAYPOOHBIE ycIoBUs. BrimoaHeHo 4 maccaxka OakTepuii
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c rerepoTpodHON cpempl, IpUYeM KIETKH TOJCYUTHIBAINCH KakK TOCTE MEPBOTO
naccaxa (0 Touka), Tak U 4Yepe3 TPOe CYTOK.

[lomyuennbie Trpa@uKud JAEMOHCTPUPYIOT BBICOKHME 3HAYCHHUS MPUPOCTA
OakTepuil B IEPBOM IaccaXke HE3aBHCHMO OT CO3/laBaeMbIX ycioBwii (puc. 35, 36, 37).
OTO0 OOBSICHACTCA HAIMYHMEM B METHJIOTPOGHOW Cpele OCTaTOYHOIO COJACP KAHUS
NenToHAa W CYKIMHAaTa u3 rerepoTpodHoit cpeapl. C yBelIHYEHHEM KOJIUYECTBA
naccakeid mpupocT OMOMAcChl YMEHBIIIAJICS, CTAOMIN3UPYSICh K YETBEPTOMY MACCAKY.
VYBenuuenne OWMOMAacChl HaONIONAIOCh KAk Ha Cpele C METaHOJIOM, TaK W C
gopmuarom, Ge3 SBHBIX pasaMuuii. YBenmudeHue Ouomaccel cocrasumio 16-31 - 10°
KJ1/Mi1. B utore Obu1 IpoieMoHCTpUpoBaH MeTmiioTpodusIit poct A. thiophilum BV-S
NIpH HaIMIuK opMuaTa WM METaHOJIA B Cpelie Ui KyIbTHBHPOBAHUSI.

Taxxe B X0/1€ 9KCIEPUMEHTOB € KYJIbTUBUPOBAHUEM OBbLIO BBISIBJICHO BIMSIHHUE
KOHLIEHTpalMy KUCJIOpOJia Ha MpUpOoCcT Ouomaccel Oaktepuil. [lokazano, uro B cpene
0e3 KHCIIOpo/a ¢ TEeTPaTHOHATOM B KadeCTBE TEPMUHAIBLHOTO akienrtopa (puc. 37)
IPUPOCT KIIETOK BhIpoC B 3,3 pa3a, B TO BpeMsl KaKk B a3pOOHBIX U MHUKPOA’pPOOHBIX
ycioBusix (puc. 35, 36) yBenuWyYeHUE KOJUYECTBA KIETOK OBbUIO MPAKTHUYECKH
OoJIMHaKOBBIM (B 4,5 paza).

CornacHo OmouMH(OPMATUYECKUM JaHHBIM, ACCUMWJISIUS yriepona y A.
thiophilum BV-S npoucxoaut toasko Ha ypoBHe CO; B nukiie Kanseuna-beHncona-
baccama. B renome A. thiophilum He ObUTH BBISBICHBI I¢HBI HEKOTOPBIX (PEPMEHTOB
cepuHoBoro nukiaa (AGXT, hprA, mtkAB), a Takke TeHbI KIFOYEBBIX (EPMEHTOB
pudynozomonopocharHoro (hxIAB) mmkma. Takum o00pa3oM, 3TH IHUKIBI, IO-
BUIAMMOMY, HE MOTYT o0ecrieunBaTh aCCUMHIIAIIIO popmaibaeruaa y A. thiophilum.

[Ipenmonaraercs, uytro BHeceHue dk3oreHHoro CO; B cpely BBI30BET
yBEJIMYEHHUE MTPUPOCTA B HECKOJIBKO Pa3 3a CYET yCUIICHUS (PYHKIIMOHUPOBAHUS ITHKIIA
KanbBuna-bencona-baccama. B xome skcmepuMeHTOB OBUIO TMOATBEPXKICHO HTO
npeanosiokeHne. Tak, JOMOJHUTENBbHOE BBEACHHE K METHWIOTpodHOU cpere
ruapokapoonara Harpus (0,1 1/11) BeI3Bano yBenuueHue 6uomaccol OakTepuii B 7 pa3
(puc. 38). CpaBuenue 3HaueHU ) TOYKK U 3 CYTOK IPH a3POOHOM KYJIbTHBHPOBAHUHU
Ha MeTaHoJie 0e3 COJIbl U C COJION MOKa3ajo MOBBIIIEHHE MpUpocTa KieTok B 1,5-1,8

pasa.
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KynpTuBHpOBaHKE C METAHOJIOM B a3POOHBIX YCIOBHUSIX MOKA3AJI0 CTA0MIBHBIN
POCT KyJbTYphI B T€UCHUE HECKOIBKMUX Taccaxei. [I[pubaBka Oenka cocTaBmiia OKOJI0
69 mr Gemka . Jlnsg u3ydeHUs BIMSAHUS METAUIOB JAHTAHOMIHOTO PSAa HA POCT
OakTepuil K cpene KyJbTHUBUpOBaHMS n00aBmsum xmopua jantana (III), yto
MPUBOJIUIIO K MpHUpocTy Onomaccel B 1,6 paza (puc. 39). M3 mosydeHHBIX JaHHBIX
CJIeAyeT, YTO XJOPHUJ JaHTaHA, CTUMYJIUPYs DKCIPECCUI0 HEKOTOPBIX TuoB M/II,
CIIOCOOCTBYET MOBBIIIIEHHOMY 00pa30BaHui0 nMpoaykToB M/II', 4To mpUBOAUT K POCTY

HHTCHCUBHOCTH BCCI'O SHCPICTHICCKOTO MeTa0oJIu3Ma.
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Puc. 39. lunamuka npupocra 6enka y A. thiophilum BV-S npu metunorpodrom
pOCTe C JaHTaHOUAAMU U 0e3.

Ucxonas u3 Toro, 4to ONIyTUMOM pa3HUIIBI B MPUPOCTE OAKTEpHil HA METaHOJIE
B a3pOOHBIX U MUKPOA’IPOOHBIX YCIOBHUSX OOHAPYKEHO HE ObLIO, TO JaJIbHEHIINE
HKCIIEPUMEHTHI IPOBOAMIIUCH C KYJIBTYpOH, BBIPAIIICHHON B a3POOHBIX YCIOBHSIX.

Panee ObUIO yCTAaHOBJIEHO, YTO METAJUIbl JIAHTAHOWUJHOTO Psiia CIIOCOOHBI
pPEryJIMpoBaTh SKCIPECCUIO, &, CIIEIOBATENIbHO, U3MEHATh AKTUBHOCTH BCEX THUIIOB
MJTI (Huff, 2017, Krause et al., 2016, Vu et al., 2016, Wehrmann et al., 2017). s
TOT0, YTOOBI SKCIIEPUMEHTAIIBHO J0Ka3aTh pyHKIMoHUpoBaHue MJII", Obuia u3mepeHa
cyMMapHasi akTuBHOCTh MJII' B KynbType, BBIpAallleHHOM Ha MeTaHojie 0e3
JJAHTAHOWJIOB U C MPUCYTCTBUEM XJIOpUJa JlaHTaHa. B KynbType, BbIpallleHHOW Ha
dbopmuare, 6pu1a onpeaencHa akTuBHOCT, NAD-3apucumoit /I,

B pesynerate y A. thiophilum BV-S 6buta oO6HapyxeHa 00Ias akKTHBHOCTD

pasubix Tunos MJII' u ®I", cocrapusmas 17,50+ 1,25 u 2,30+0,03 MKMOJIB - MUH™ -
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Mr Genka?, COOTBETCTBEHHO. XJIOPHI JIaHTaHA BhHI3BAJl YBEIMYEHHE AKTHBHOCTH
nerunporeHas. Tak, cymmapHasi aktuBHOCT, M/II BhIpoca B 3 pasza, akTuBHOCTb @ /II
yBenuumiack B 2 pasa (tabn. 20). AxtuBHocts DI’ mpu KyIbTHUBHPOBAHUHM HA
dbopmuare okazajach B 2,7 pa3a BbIII€ MO CpaBHEHHIO ¢ akTUBHOCThIO DJII' Ha
MeTaHoJe. YBENWYeHHE KOHILEHTpauuu (opmuara B Cpeie BBHI3BAIO YBEIUUYCHHE

akTuBHOCTH D/II.

Tabnuma 20. AktuBHOCTE (hpepmenToB OJII" u M/II™ y A. thiophilum BV-S B
OTCYTCTBUH U PUCYTCTBUH XJIOpUA JTAHTAHA

depMeHT AKTHBHOCTB (pepMEHTa, MKMOJIb * MUH 1"Mr Oeka ™’
dopmuar — LaClz + LaCls
MeraHonnernaporeHasa — 17,50+1,25 54,00+1,75
(cymmapHasi akTUBHOCTb )
dopMuaTaeTruaIporeHasa 6,30+0,03 2,30+0,03 4,70+0,03

Jlist ipoBepku  (PYHKITMOHMPOBAHUS PA3HBIX THIIOB METAaHOJICTHAPOTCHA3
OBLTO TIPOBEICHO CPaBHEHME dKCIIpeccuu reHoB Mxa, mdh2, XoxF B rerepoTpodHbIX,
METHUIIOTPOPHBIX YCIOBUAX, B METHIIOTPOPHBIX YCIOBHUAX C XJIOPUIOM JaHTaHa. belio
MOKAa3aHO YBEIMYECHHE DKIPECCUH MXa B METUIIOTPOHBIX ycioBusiX B 18,6 paza mo
cpaBHeHuI0 ¢ rereporpodubiMu, Mdh2 — B 15,7 pasa, XoxF —B 2,8 pa3a. Hanuune
JAHTAHOMUJIOB B Cpejic KYJIbTHBUPOBAHHUS CTUMYJIHpoBaio skcipeccuto mdh2 B 2 pasa,
XOXF — B 7,3 pa3a. Dkcnpeccus sxe mxa B mpucyrcrsuu La (I11) camxanacs B 2,5 pasa.
Taxkum 00pazoM, MOKa3aHO, YTO YTUIU3AIMS METAHOJIA B METHIIOTPO(HBIX YCIIOBHSIX
obecrnieunBaeTcs B OCHOBHOM 3a cueT padotel MII" 1 u 2 tuna. [lo6asnenue La (I11)

BKJIfogaeT B padoty M/ 3 tuna, Ho narubupyer MJII' 1 tuna (puc. 40).
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Puc. 40. YpoBeHs dKcipeccuu reHoB MeTaHoeruaporenas y A. thiophilum mpu
opraHoreTepoTpodHoM, MeTHIIOTpoHOM U MeTrnoTpodHOM B ipucytcTBun La (I11)
pocte. * p <0,05, ** p <0,01, *** p <0,001.

Takum oOpa3oMm, aHanu3 TeHoma mokaszan, uro A. thiophilum wucnone3yer
METaHOJI U (opMHAT B KauyecTBE MOHOPOB 3JeKTpoHOB. CO2, 00pa30oBaBIIMICS BO
BpPEeMsi 3TOr0 MpoIlecca, MOXKET ObITh Jajiee HCIOJIb30BaH depe3 Iuki KajgbpBuHa-

beucona-baccama.

6.6. LlenTpaJbHbIi MeTA00JIM3M

A. thiophilum ucnione3yer npixatensHbli THIT MeTaboMM3Ma. OH HEe CIIOCOOCH K
dboToTpopHOMY POCTY U HE MOXET cOpaxuBaTh yrieBoAbl. COOTBETCTBEHHO B €ro
reHoMe ObUT BBISBJICH TOJIHBIM HA0Op I'€HOB, KOJUPYIOMIMX (DEPMEHTHI TITMKOJIN3A,
HTK u rimokcunatHoro mukia (tabm. I13). OOpasyromuiics B XOJe TJMKOJIM3a
NUpYyBaT Jlajee OKucisiercs 10 aneTui-KoA nocpeacTBoM nupyBaTaeruIporeHa3Horo
komiutekca. Y A. thiophilum 3ToT KOMIUIEKC COCTOMT M3 IATH THUIIOB CYyOBEAMHHMII,
koaupyembix renamu PdhABC, dld u aceFE (ta6u. I13).

Jlnst nontBepxkaeHust pynkiuonnpoBanus [{TK u rmuokcunaTHoro mukina y A.
thiophilum 6sL1a onpenescHa aKTUBHOCTH OOJIBIIMHCTBA (DYHKIIMOHUPYIOIIUX B HUX

bepmenToB (Tabm. 21).
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Ta6muna 21. AxktuBHocTh hepmenToB LI TK 1 rimrokcunaTHOro HuKia, MKMOJIb

- MuHT * Mr Oenka’l

Manarneruaporesasa 0,67 £ 0,03 CykuuHaTaeruaporeHasa 0,58 £0,03
(NAD)
[{utparcunTasza 0,10+ 0,01 dymaparruparasa 3,00+0,15
AxoHUTaTrHIpaTa3a 0,39 £0,02 N3ouurparnerunporenasa 1,10 £ 0,05
(NADP)
M3onurparnuasa 0,11 +£0,01 MaaTcuHTa3a 0,12+0,01

Taxxe B renome A. thiophilum Obm oOHapykeHBI TeHBI PPC U PCKA,
kompupytomue (docdar-zapucumyro DEIl-kapookcmiazy u ['Td-3aBucumyro DEII-
KapOOKCHUKHHA3Y, CJIEI0BATEIIBHO, JAHHBIN OpraHu3M crocoOeH K
JnekapOOKCUIIMPOBAHUIO OKcaloalerara K ¢ocdoeHonnupyBaTa. Takke B T€HOME
ObLII0 0OHApYKEeHO JBe Konuu rena maeB, koaupyrorero NADP -3aBucuMbIil MaJIuK-
HH3UM, KOTOPBII MOKET 00pa30BbIBATh MUPYBAT OCPEACTBOM JI€KAPOOKCUIINPOBAHUS
manata. ['en maeA, xomupyronuii NAD-3aBUCHMBIA MaJIUK-PH3UM, HE OBLI
OoOHapy>KeH.

AHaIM3UPYEMBIM ~ T€HOM  TaKK€  COAEPKAI  TEHbl,  KOAUPYIOLIUE
acnapraramuHoTpaHcdepaszy (aspC, 2 Kommu), KaTaIH3UPYIOIIYI0 TPEeBpAIICHHUC
acraprara W 2-OKcorjiyTapara B okcaimoaneraT u riayramar, u gdh, komupyromimii
rilyTamMaTAEeruIporeHasy, KoTopas y4acTBYeT B BOCCTAHOBUTEIIBHOM aMHUHHPOBAaHUU
2-okcoriyTapara B riryramar. Takum oOpasoM, Beixod u3 LITK Ha KOHCTpYKTHBHBIN
MeTa00JIM3M MOKET TaKK€ POUCXOIUTH Yepe3 2-0OKCoryTapar.

[ToaTomy HekoTopble npomexyTounbie TpoaykTel LITK (okcanoanerar, manat
U 2-OKCOTJTyTapaT) MOTYT ObITh BOBJIEUEHBI B aHA00IMUECKHUE MPOIIECCHI, TPUBOIAIINE
K oOpazoBanuto GocdoeHonmupyBara, nupyBaTa 1 aMUHOKHUCIIOT COOTBETCTBEHHO.
6.7. IpIxaTeabHas LeNb

B renmome A. thiophilum 3akomupoBaHbl BCE OCHOBHBIE KOMIIOHEHTHI
AJIEKTPOHTPAHCHOPTHOMU LIETIH.

Kommnekc [, NADH: XuHOH-OKCHMAOpEAYKTa3a, KOJHUPYETCS T'€HaMH,
obpazyrontumu niBa kinactepa: NUOABCEFGHJIKLMN u nuoDI.

Kommnekc 1I, cykimunaTaeruaporeHasza, KOJUPYETCs ONEPOHOM U3 YETHIPEX

renoB: rena SOhC, komupyromiero cyOweauuuily nuroxpoma b556, renma sdhB,
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KOJIUPYIOIIETO Kele30CepHbIi Oenok, reHa SOhA, komupyroiiero cyObeauHHUILY
¢raBonporenna, u rena SdhD, kogupyromero ruapodoOHbI MEMOpPaHHBIN SKOPHBIA
OeJIoK.

Kommnekc I, yOMXMHOH-IIMTOXPOM C-OKCHAOPEAYKTa3a, COCTOUT U3
JKEJIe30CEPHOI CYOBheIUHUIIBI (KOAUPYEMOi reHoM FPil), cyObeAMHMIIBI IUTOXpoMa b
(komupyemoii reHoM CYtB) u cyObeTMHUIIBI IUTOXPOMA C1 (KOJUPYEMOM reHoM CYyCl).
Bce 31U reHbl pacnosioskeHbl B OJTHOM OMEPOHE.

Kommnekc [V npeacTaBieH naThio TUNIAMU OKCUAa3: 4 cyObeAMHUIIBI THIa cbb3
(komupyembie CCONOPG), 3 cox-cyObenuHuilbl (kKoampoBaHHBIE COX123), 3
cyobenmuHuIbI  mUToXpoM O yomxuHONMoOKcuaassl (komumpyrorcs CydABCD), 2
cyOobeauHULBI TUuTOXpoM bd (3akomupoBanHbl rennmu OXtl u gxtll) u 4 cyObeauHuIBI
IIUTOXPOM O yOUXHHOJIOKCHIa3bl (koaupyeTcst CYOABCD).

Cunre3z AT® uz AJD ocymectBisgerca npu oMo AT®-cunrasel F-tuna,
KoTopas koxupyercs oneponoM atpABCDEGH u oTaensHO pacmosioKeHHBIM T€HOM
cyobeaunauibl b AT®as3er H * -Tpancnioptupyroriero tuma, atpF.

®docdatel, HEOOXOaAUMBIE I PyHKIIMOHUpOBaHUS AT®da3bl, MOCTaBISAIOTCS
Heopranudecko nupodocdarazoit, kogupyemoit reHoM ppa u noiaudocdar kuHa30MH,
xkonupyemoii ppk. ppk pacnonoxen psaom ¢ npyrumu renamu ATdassl, a reHa ppa
JISKHUT BHE ITOTO KJIacTepa.

6.8. TepmuHanbHBbIE OKCHIOPEIYKTA3bl AaHAIPOOHOIO IBIXaTEJILHOI0 MMYTH

A. thiophilum OpuT cocoOeH K aHa’pOOHOMY JBIXAaHHIO Ha TETPATHOHATE
(Richard, 1977; Barrett and Clark, 1987). IIpu ananu3e reHoMa ObLT BBISIBJICH OIIEPOH,
ttrABC, xomupytonuit A, B wu C-cyObeAMHHIIBI  TETPATHOHATPEAYKTA3bI
COOTBETCTBEHHO.

HNuTepecHo, 4TO I'EH, KOAUPYIOIIUN THOCYNb(hATIETUIPOTCHA3Y,
OTBETCTBEHHYIO 32 JINTOTPO(DHBIN POCT B MPUCYTCTBUU TUOCYJIb(aTa U €ro OKUCICHHUE
0 TeTpaTHOHATa, PACHOJIOKEH HEMaNeKo OT TEHOB TETPATHOHATPETYKTA3bI
(paccrostaue ~ 7 1.11.0 , puc. 30).

HabGmonanoce  yBenmudeHne OWOMAcChl KJIETOK TMPH  TeTepOTPOPHOM

aHa’poOHOM KynsTHBHpoBaHuU A. thiophilum ¢ TeTpatronaTom. bakTepuanbHbIi pocT
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COIIPOBOXKAAJICA 3KBUMOJIAPHBIM BOCCTAHOBJICHUEM TCTPATHOHATA 10 TI/IOCYJ'IB(baTa B

COOTBETCTBUH ¢ ypaBHeHUEM: S;06% + 28 = 2 S,03% (puc. 41).
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Puc. 41. /lunaMuka BOCCTaHOBJICHUSI TE€TpaTHOHATA MPU aHA3POOHOM pocte A.
thiophilum BV-ST

B renome 3akogupoBaHBI T€HBI €HI€ OJAHOW TEPMHUHAJIBHOW JIBIXaTEIbHOMU
penykrasel — NO-penykrasel (Martinez-Espinosa et al., 2007). Onu BXoaaT B cOCTaB
onnoro kmacrepa NOrCBQDE (ta6n. I13). Opnnako Qusnonoruyeckas poiib
npenckazanHon NO-penykrassl y A. thiophilum He TOATBEPXKACHA, U 10 CUX TIOP HET
uHpopmanuu o cnocodHoctu A. thiophilum BoccranaBimBate HuTpatsr 70 NO.

6.9. Azorpukcanus

Cmocoonocts  A. thiophilum ¢ukcupoBath MoOJIEKYJIApHBIA a30T Oblia
MpoJIEMOHCTpUpOBaHa 3kcnepuMmeHTanbHo (Lavrinenko et al., 2010). Ksak u [lun
POAEMOHCTPUPOBAIM HAIMYUE BCEX T'E€HOB, HEOOXOMWMBIX A (huKcammu as3ora
(Kwak and Shin 2015). Bce 3T TeHBI pacmiofioKeHbI B IEPBOH XPOMOCOME U 00pa3yroT
IIECTh KJIACTEPOB, YTO COTVIACYETCS C HAIIMMU JaHHBIMU (Tao. I13).

O6mias cxema merabonusma Azospirillum thiophilum BV-ST npusenena na

pucyske 42.
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3AKJIIOYEHUE

B xoje Hamux nccneaoBaHuil ObUT CYIIECTBEHHO PACIIMPEH COCTAB CEMENCTBRA
Beggiatoaceae - ommcaHbpl W y3aKOHEHBI KaK HOBBIC TAaKCOHBI 2 BHJa W 1 pom:
Thioflexithrix psekupsensis gen. nov., sp. nov. u Beggiatoa leptomitoformis sp. nov.
Yposenb unentuunoctr reHa 16S pPHK Thioflexithrix psekupsensis ¢ ommkaimmvu
(UITOreHETUYECKUMHU COCEIMU COCTaBIISIET TOJIBKO 86%, UTO SBISETCS MOPOTOBBIM
3HAUECHUEM JUIsl BBIJCJIICHUS HOBOTro ceMmeilcTBa. OJHAKO B HACTOsIIEe BpeMs K
cemeiicTBy Beggiatoaceae oTHOCAT OOJBIIOE KOJWYECTBO POJIOB CO CTATyCOM
Candidatus, cpeau KOTOpbIX ypoBeHb HaeHTHUHOCTH TeHOB 16S pPHK koneOnercs B
npenenax 89-91%. DT 3HaUYeHHsA TaKKe IMO3BOJSIOT OMHCATh KAXKIBIA PO Kak
oTnenpHOe cemeiicTBo. OaHaKo Ha JaHHBIA MOMEHT OTCYTCTBHE YHCTBIX KYJIBTYp U
MaJjioe KOJMYECTBO IKCIMEPUMEHTANBHBIX JAaHHBIX HE JaeT BO3MOXXHOCTH IMPOBECTH
NIOJIHYIO pekiaccudukanuio cemeiictsa Beggiatoaceae.

CoryiacHO BbIIIIE CKa3aHHOMY MbI TakXKe€ HE CYHTAaeM CBOEBPEMEHHBIM
kinaccupuimpoBath  Thioflexithrix — psekupsensis kak mpeacTaBuTeIs] HOBOTO
ceMeicTBa. DTO 3ajaya Ha Oyxyiee, Koraa OyJeT MojJydeHo OOoJblie JaHHBIX IO
JpyruM OECIIBETHBIM CEPOOKHCIISIONIMM OaKTepHsIM U3 ceMeiicTBa Beggiatoaceae.

JIist OecIBETHBIX CEepOOaKTEepHil XapaKTEPHO Pa3BUTHE B CHEIU(UUSCKHUX
HKOJIOTHYECKUX HHUIIAX — B MUKpO30HE rpagueHTa HyS/O,. B aTHX MecTooOMTaHUSIX
CO3MIAlOTCS. MHUKPOA’pPOOHBIE YCIOBHSA, KOTOpPhIE OOYCIaBIMBAIOT OCOOCHHOCTH
yIIEPOAHOTO, A30THOTO M CEpHOT0 MeTabonmmn3ma 6aktepuit. OOuTasi B HEpaBHOBECHBIX
YCJIOBUSIX, OECIIBETHBIE CEPOOAKTEPUHN MOCTOSIHHO HAXOJSTCS B COCTOSIHUM CTpecca:
UX POCT JUMUTUPYETCS KOHIICHTpAllUeW KHCIIOpOJa, HAIWYUEM Pa3IUYHbIX
MUTATEIBHBIX BEIIECTB, a 4Yalle OHU WCIBITHIBAIOT BO3JEHCTBHE HECKOJIBKUX
daktopoB. [loaTomMy nJisi BbDKMBaHUS B OBICTPO MEHSIOMIUXCS YCJIOBHUSIX CPEIb
OakTepuu JOJKHBI 00J1a1aTh MIMPOKUM METa00IUYECKUM TTOTEHITUATIOM.

B  xome  wHameir  paboTel  OBUIM  TOMYYEHBI  TOJIHOTCHOMHBIE
MOCJICTIOBATEILHOCTH TPEX ITAMMOB OECIIBETHBIX CEpOOaKTEepUid, aHAIN3 KOTOPHIX

MTO3BOJISET BEISBUTH NX META00TMUECKUH IMOTCHIMAJI U CACJIaTh BBIBOL O BO3MOXKHOCTH
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UX ajanTaiud K MEHSIOIUMCS YCIOBHSIM Cpeabl. [ eHbl MeTaboIMuecKux IyTeH,
o0CcyXIaeMbIX B JaHHON paboTe, MPOCYyMMHUPOBAHbBI HAa pUCYHKE 43.

B cmydae B. leptomitoformis u A. thiophilum xkucnopomusiii pexum
ONpe/eNsieT TUM MeTadoM3Ma JaHHBIX OakTepwii. B a’poOHBIX yCIOBUSX OHHU
CIIOCOOBI K OPraHOTETEPOTPOPHOMY H JIUTOTETEPOTPOPHOMY POCTY B MPHUCYTCTBUH
BOCCTAHOBJICHHBIX COCIMHEHHHA CEPbl W MOJEKYJSIPHOTO BOJIOPOJa, HO TOJHKO B
MUKPOAdPOOHBIX YCIOBUSX OHU CIIOCOOHBI OCYIIECTBIISATE INTOABTOTPOMHBIHN pocT. T.
psekupsensis 1 BoBce HE CIIOCOOCH K a3pOoOHOMY POCTY, a SBIseTCs (haKyIbTaTHBHO
aHa’POOHBIM MHUKpPOa’poPmiIoM. ITOT MmTaMM OOpa3yeT OrpOMHOE KOJIMYECTBO
AK30IIOJIUCAXapUI0OB, CHIDKAIOIMINX CKOPOCTh auddy3nn Kuciopoda B KieTku. Ha
CHHTE3 ToJIMcaxapuaoB oH HampasiseT B 10 pa3 Gomblie yriaepoja, 4yeM Ha CHHTE3
OeJika, YTO CBUJIETEIBLCTBYET 00 OIPOMHOM BaKHOCTHU 3aIUTHI OT U30BITKA KUCIOPO1a
JUTSl TAaHHOTO MUKPOOpPTaHW3Ma.

Kak u3BecTHO, 11a30TpodHbIE MPOKAPUOTHI, KAKUMU SIBIISIFOTCSL UCCIIEAYEMbIe
OaKkTepuu, B MPUPOJIE 3aHUMAIOT SKOHUIIIN ¢ MUKPOA’pOOHBIMU yCIoBUsIMU. IMEHHO
MHKPOa’pOOHBIE YCIOBHS OOECIIEYMBAIOT BBICOKYIO AKTHBHOCTH HHUTPOTEHA3HOTO
KOMILJIEKCA, KOTOPBIH, KaK U3BECTHO, YYaCTBYET B acCUMIIIALINY Ny U HHAKTUBUPYETCS
TIPY BBICOKHMX KOHIICHTPAIUSAX KHUCIOPO/Ia.

[TpencraButenu cemelictBa Beggiatoaceae u A. thiophilum B mpupone
pPa3BUBAIOTCS B CEPOBOJAOPOIHBIX OMOTOMAX, YaCTO TOMUHUPYS B HUX. AHAIN3 reHOMa
U DKCIIEPUMEHTAJIbHBIC JaHHBIC TIO3BOJIMJIN BBIIBUTH IyTH JUCCUMHUJISITHOHHOTO
OKHCJIEHUSI CEPHBIX COCIUHEHUW MCCIEIOBAHHBIX IIPEICTABUTENIEH CEMENUCTBA
Beggiatoaceae u A. thiophilum. B renHomax ObUIM BBISIBJICHBI T'€HBI, KOIMPYOIIUE
(epMEHTBI, OKHUCIAIONME CYIb(GUI JO DJIEMEHTHOW cepbl: SOXF, KOIupYOIIHiA
¢maBoruroxpom ¢ y T. psekupsensis u B. leptomitoformis, u sqr, xomupyrormii

CyJIb(PUI-XUHOH PEIyKTa3y Y BCEX UCCIEAYEMbIX OAKTEPUA.
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T. psekupsensis D3

B. leptomitoformis D-402

A. thiophilum BV-S

I'ensl nukna Kaapeuna

rbcLS, pgk, gapA, fbp, tktA,
rpiA, rpe, prkB, tpiA, cbbQ

rbcLS, pgk, gapA, fop, tktA,
rpiA, rpe, prkB, tpiA, chbX

rbcLS, pgk, gapA, fbp, tktA, rpiA,
rpe, prkB, tpiA, cbbX, cbbR

Oco0eHHOCTH IMKJIA
Kanbsuna

PBOK 1Aq
OrcyTCTBHE CEIOreNnTYI030-
1,7-6ucdocdoraszsr
OTcyTCTBHE TPaHCATHI0A3HI

PBOK IC
OrcyTcTBHE CEAOTENTYII030-
1,7-6ucdochorazsr
OtcyTCcTBHE TPaHCATBI0Ta3bI

PBOK IC, IV
OTcyTCTBHE CEIOTENTYII030-
1,7-6ucdocdorazb
OtcyTcTBHE TpaHCANb0Na3bI

Iensl [NiFe]-rumporenas:

Iensl [NiFe]-runporenas:

Iensl [NiFe]-runporenas:

I'ensl nuTOTpOPHOTrO hyaABCh hyaABCh hyaABCh
pocTa Ha H, T'enbl co3peBaHus THIPOTreHa3! ["ennl co3peBanHus ruIporeHas: T'ensl co3peBaHus THIPOTeHA3!
hypABCDE hypABCDE hypABCDE
TeHbl HHTOTpoq)HOFO SOXAXBYZ SOXAXBYZ SOXAXBYZCD
- - tsdA
pocta Ha dsrABEFHCMLJOPNR dsr EFHCMKJ -
BOCCTAHOBJICHHBIX soxF SoxF -
sqr sqr sqr

COCOAUHCHUAX CCPBI

['ensr meTmnoTpodHOTO
pocTta

MJI': mxaF, mdh2
TI'MII-niyts: fae, mtdB,
fhcABCD, mptG
O fdh2ABCD

MJI: mxaF, mdh2, xoxF
TI'MII-nyts: fae, mtdB,
fhcABCD, mptG
®r: fsdABDG, fdhAD

['ensl ana’po6HOTO
JIBIXaHUS

JIMCO-penykTasza: dmsABC
dymaparpeaykraza: SIhABCD

TeTparuonatpemykrasa: ttrABC

Puc. 43. Hannumne reHoB MeTabOJMYecKHUX MyTeH, oOCY)KIaeMbIX B JaHHOHM pabore, B reHomax T. psekupsensis D3, B.

leptomitoformis D-402, A. thiophilum BV-S. UepHbiM BbIi€ICHBI T€HBI, IPUCYTCTBYIOIINE BO BCEX TPEX FT€HOMAX, CHHUM — TOJIBKO

B JIBYX, KPACHBIM — TOJIbBKO B OAHOM. - , 'CHbI JJAHHbIX METa00JINIYECKUX HYTeﬁ HC BBISABJICHEI.
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bbulo mokazaHO, 4TO Yy BCEX TpeX HCCIEAyeMbIX OaKTepuil OKUCIECHUE
THOCYJb(aTa ocyHiecTBIsETCS 3a cUeT GYHKIMOHUPOBAHUS SOX-KOMIUIeKca, a y A.
thiophilum — eme u 3a cuer TnocynbdaraeruaporeHassl.

[MpencraBurenu cemelicTBa Beggiatoaceae mnpu KyJIbTUBUPOBAHMHM Ha
cynbdume wim THOCYIb(aTe CIIOCOOHBI K BHYTPHUKJICTOYHOMY HAKOIUICHHUIO TJIO0YI
AIIEMEHTHOM Cephl, KOTOpas HMCuUe3aeT IMOCJieé HEeCKOJIbKUX Taccaked Ha cpene 0e3
BOCCTaHOBJICHHBIX CEepHBbIX coemuHeHuid. Jlms T. psekupsensis ynaioch ycTaHOBHUTH,
YTO CEepHBbIE TJIOOYJBI MOTYT OKHCISTHCS 10 Cylb(HTa MOJ JAEWCTBUEM KOMILIEKCA
rDSR, monubiii HaOOp TeHOB KOTOPOro ObUT BBISIBIIEH B TeHoMme. B renome B.
leptomitoformis oTcyTCTBYIOT I'eHBI KaTaJMTHYCCKHX CYyOBEAMHHII KOMILIEKCA, YTO
xapaktepHo u ans B. alba m HekoTOpBIX APYruX HUTYATBHIX cepobakrepuid. Y A.
thiophilum ne Obumn BbIsIBIeHBI TeHbl IDSR  komiuiekca. ITosTomMy MexaHHM3M
OKHCIICHHUS CEpHI JI0 CyIb(PUTa y ITUX CEPOOAKTEPHil 10 CUX TMOP OCTAETCS 3araakoil.
Taxxe 17151 BCeX Tpex ILITaMMOB HETIOHSTEH IyTh OKUCIEHUS CylIb(puTa J10 cynbdara.

Bo Bcex Tpex aHanM3MpyeMbIX T'eHOMax ObLIM BbIsiBiIeHbI TeHbl [NiFe]-
rugporeHa3 hyaABCb u rensl, koaupyomue (GpepMeHThI, TPUHUMAOIINE y9acTHe B
cospeBanuu  ruaporeHas3 — hypABCDE. J[leTekTupoBaHHBIE  THAPOTEHA3bI
o0ecrneyuBaOT JUTOTPOPHBIN poct B mpucyrctBuu Hp. Crenyer 3amMeTUThb, YTO
auToTpodus B mpucytcTBuM Hp st uccneayembix OakTepuil Obljia BO3MOYKHA TOIBKO
B MUKPOA3pPOOHBIX YCIOBUSIX.

Bce Tpu mccnenoBaHHBIX MITaMMa CIHOCOOHBI K JTUTOABTOTPO(PHOMY POCTY
TOJIKO B MHUKPOA’pPOOHBIX YCIOBUSIX 3a cUeT (PyHKIIMOHUpOoBaHMs nukia KanpBuHa-
bencona-baccama. I{uki y Bcex HCCIEIOBAHHBIX CEpOOAKTEpPUl MMeeT OOIIHe
ocobeHHocTH: 1) BO Bcex TIeHOMax OTCYTCTBYET T€H CeaorenTysno3o-1,7-
oucdocdarasbl, U TaHHAS peaknus Katamuzupyercs Ppykro3o-1,6-6ucdocdarasoit ¢
JIBOWHOM CIIeNM(UIHOCTBIO K caxapaM; 2) Y BCeX OTCYTCTBYIOT TPaHCAJIbJ0JIa3bl, HO
(YHKIIMOHUPYIOT TPAHCKETOJIa3bl, KOTOPHIE 00ECIIEUNBAIOT CUHTE3 IIEHTO3 B MPOIlecce

pereHepanuu akienTopa - pudyno3o-1,5-6ucdocdara.
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Cnenyet otMetuth, uto PB®K y npencraBuresneii cemeiictea Beggiatoaceae u
A. thiophilum otHocutcs k pasubiM Gopmam: y T. psekupsensis ¢opma IAQ, y B.
leptomitoformis - dopma IC, a y A. thiophilum nsa Trma PB®K, IC u IV.

A. thiophilum u B. leptomitoformis crmocoOHBI K POCTY C HCIIOJIb30BAaHHEM
METaHOJIa B KAYeCTBE €JMHCTBCHHOTO UCTOYHUKA yriieposa u 3uepriu. CriocoOHOCTh
YTWIN3APOBATh ITO TOKCHYHOE COCIMHEHHE HUMEET JJIsi HUX OOJIBIIOE 3HAYCHHE,
NOCKOJIBKY OHHM OBUIM BBIJICJICHBI W3 MECTOOOMTAaHWH, B KOTOPBIX MOXKET
MPUCYTCTBOBATh Me€TaHON — HedTerazoHocHas obnacte CeBepHoro Kaskaza (A.
thiophilum) U WCTOYHUK, 3arpsi3HEHHBIN CTOYHBIMU BOJIAMU
nepeBooOpadarkiBaromiero komounara (B. leptomitoformis). Oxucnenne meTaHoa
Ipyu METHJIOTPO(HOM pocTe 00a IITaMMa OCYLIECTBISIIOT B TpHU 3Tana. Ha mepBoit
CTaIUM METAHOJI OKHCIISICTCS 10 (hopMalibCTH Ia IPH ITOMOII METaHOJIICTHIPOTCHA3,
koaupyeMmbix reHamu MmxaF, xoxF u mdh2 y A. thiophilum u xoxF u mdh2 y B.
leptomitoformis, nmanee Qopmanpaerun okucisercs A0  (opmuata  uUepes
TETPAruPOMETaHONITEPUHOBBIA MyTh U Gopmuar aanee okucisgercs o CO, mpu
nomonin  NAD-3aBucumbix  dopmuataeruaporesas. OOpazyromuiicss B XO0€
MeTrioTpoHOTro pocta sHAOreHHbld CO; yXKe HCHOJIb3YeTCs B KOHCTPYKTHBHOM
MeTabon3Me, acCUMHINPYsch B 1ukie KanbBuna. Hanuuwe HECKOJIBKHX THITOB
METaHOJIICTUAPOTeHA3 U ACCHMMUIISAIINS HE TOJIKO DHIOTCHHOTO, HO U DK30TCHHOTO
CO;, 3HAYUTETHHO MOBBIIAIOT aANTUBHBIA MOTEHIMA UCCIICIOBAHHBIX IITAMMOB.

Y CTaHOBJICHO, YTO BCE MCCIICIOBAHHBIC CEPOOKHCISIONINEG OAKTCPUH HUMEIOT
JIBIXaTeJIbHBIN THIT MeTabou3Ma. B KauecTBe TEPMUHAIBHOTO aKIIENITOPa AJICKTPOHOB
y BCEX UCCIICIOBAHHBIX IIITAMMOB MOYET BBICTYIATh KKciaopoa. Y T. psekupsensis sty
poib MoryT Takxke BoImosHATH JIMCO u dymapar, a y A. thiophilum — Terparnonar.
B03MOKHOCTh MCIOJIb30BAHUS aIbTEPHATHBHOI'O aKIENTOPA SJICKTPOHOB MOBBIIIAET
aIanTHBHBIN MOTEHIMAA UCCICIOBAHHBIX IITAMMOB M CIYXXHT IPUCIIOCOOIEHUEM K
MEHSIFOIIUMCS YCIIOBHUSM CPEJIbI.

Takum 00pa3oM HaJIM4YHE YUCTHIX KYJIBTYp, MOCIEI0BATEIBHOCTEH ICHOMOB,
UX aHaJlU3 M SKCIEPUMEHTAIbHOE MOATBEP)KIACHUE psijia CBOWCTB IO3BOJHIN HE

TOJIBKO PACIIMPUTh TAKCOHOMHYECKOE Pa3HO00pa3ue CEPOOKUCTIONINX OaKTEPHil, HO
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TaKKe MO3BOJIMIM BBISBHTH META0OIMYECKOE Pa3HOOOpAa3He MPEACTaBUTENCH POIOB
Beggiatoa, Thioflexithrix u Azospirillum, ux BbICOKMIf aganTallMOHHbIN MOTEHIIUAT U

00OCHOBaTh  MPUYPOYCHHOCTh  JAHHBIX  OPraHU3MOB K  MHKPOa’pPOOHBIM

CCPOBOAOPOAHBIM OomoToIam.
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BbIBO/IbI

1. CymiecTBeHHO paclIMpeH cocTaB ceMmeiicTBa Beggiatoaceae — omucanbl u
y3aKOHEHBI 2 HOBBIX TakcoHa (B ToM umciie 1 HoBbId pox): Thioflexithrix psekupsensis
gen. nov, sp. nov. u Beggiatoa leptomitoformis sp. nov. Jlns oboux IITaMMOB U3
cemeiictBa Beggiatoaceae u mms mramma A. thiophilum BV-S Opimm mosmydeHsl
TCHOMHBIE  TOCTICIOBATEILHOCTH,  aHaJdW3  KOTOPBIX  TIO3BOJMI  BBHISIBUTH
MeTaboTMUECKUN TTOTEHITUAT JaHHBIX OaKTEepPHiA.

2. TTokazano, uro T. psekupsensis D3T - o6nuraTHpIii XeMOJAUTOABTOTPO(, B TO
Bpems kak B. leptomitoformis D-402T u A. thiophilum BV-ST cmocoGubl K
OpraHoreTepoTpoHOMy, JUTOTETEPOTPOGHOMY U JUTOABTOTpoPHOMY pocty. [lpu
JTUTOTPO(GHOM POCTE BOCCTAHOBJICHHBIC COSTMHEHUS CEPhI K MOJICKYJISIPHBIN BOJIOPOJT
SBIISIIOTCSL  TOHOpAaMHU  3JIGKTPOHOB  JJIsl  dHEpreThdeckoro Merabonm3ma. B.
leptomitoformis D-402T u A. thiophilum BV-ST mepexomir x mMTOaBTOTPO(pHOMY
POCTY TOJBKO B MUKPOA’POOHBIX YCIOBUSX KYJIbTUBUPOBAHUS.

3. B reromax Tpex Oakrepuii 3aKOJUPOBAHBI T€HbI (DEPMEHTOB, OKUCIISIONINE
cynbpua A0 dSJIeMEHTHOW cepbl: SOXF, komupyromuii ¢daaBouuToxpom c¢ y T.
psekupsensis u B. leptomitoformis, u sqr, koaupyromuit cyib(hua-XUHOH PEAYKTA3y Y
BCEX HCCIEAyEeMbIX OakTepuil. Y BceX TpeX HCCIENyeMbIX OaKTepuil OKHUCIICHHE
THOCYJIb(aTa MPOUCXOINT 32 CUET PYHKIIMOHUPOBAHUS SOX-KOMILICKCA: Y HUTUATHIX
cepobakTepuii 3TO pa3BeTBiCHHBIN, a y A. thiophilum - mnpsmoii Sox-myTs. ¥V A.
thiophilum B oxucnennu THocynbdaTta B MUKPOAIPOOHBIX U aHA3POOHBIX YCIOBHUSX
NPUHUMAET y4acTHe THOCYIb(haTaeruaporenasa. JINTorpoHbI pOCT B MPUCYTCTBHU
H, y Bcex mccnemyembIx OakTepuil OCYIIECTBISIETCS 3a CUeT (YyHKIIMOHHPOBAHHS
[NiFe]-runporenas.

4. Bce TpU HCCIIEIOBAHHBIX IMITAMMA CIIOCOOHBI K aBTOTPOGHOMY POCTY 3a CUET
¢dbynkunonupoBanus 1ukia KanbBuHa-beHcona-baccama. Bo Bcex reHomax
OTCYTCTBYET T€H CeIorenTyno30-1,7-0uchocdorassl u TpaHcanbaoigaszbl, HO 3TU
peakiuu MOTYT KaTalu3upoBaThes PpykTo30-1,6-6ucdocdarazoit u TpaHCKETOIA30M,

coorBerctBeHHO. PB®K y T. psekupsensis D3 orHocutcst k ¢dopme [Aq, y B.
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leptomitoformis D-402 — x dopme IC, a y A. thiophilum BV-S — B renome
3akoaupoBansbl ABa Tuna PbOK: IC u IV.

5. B. leptomitoformis u A. thiophilum criocoGHBI K METHIOTPOPHOMY POCTY TIPU
yuactuu TT'MII-3aBucumMoro mytu. MeTaHOJ MOXKET OKUCIATHCS J10 popMalibieruia
1OJ| JICUCTBUEM pa3IMyYHBIX MeraHoiaeruaporenas (mxaF, xoxF u mdh2 y A.
thiophilum u xoxF u mdh2 y B. leptomitoformis). Accumusius Ci-coeTuHEHUIA
ocyuiecTBisieTcst yepes uukil Kansuna-bencona-baccama.

6. Bce Tpu uCCleIOBaHHBIX IITaMMa SIBISIOTCA AMA30TpodaMu U UMEIOT
JIBIXaTeJIbHBIN THUIT METa00IM3Ma, CIIOCOOHBI K a3poOHOMY JbIxaHHI0. T. psekupsensis
u A. thiophilum criocoOHBI kK aHa’POOHOMY NBIXaHHIO: B KAQ4eCTBE TEPMHHAIBHBIX
aKIENTOPOB AMEKTpoHOY y T. psekupsensis moxeT BoicTynath JIMCO (reasr dmsABC)
u pymapar (SdhABCD), a y A. thiophilum — terpatuonar (ttrABC).
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IMPUJIOKEHHUE

Ta6muua I11. I'ensl, kogupyromue Metabonmueckue pepmentsl Thioflexithrix psekupsensis D3,
KOTOpbIEe 00CyXIaroTcsi B padote. ['eHbI OpraHn30BaHbl B COOTBETCTBUH C MIPUHAICKHOCTBIO K

MeTa00INUYECKUM IIyTAM.

No B renbanke Ha3Banue dpepmenra ‘ I'en
I'iiukonu3
WP_086486723 | IToaudocdar rmokokunaza (EC 2.7.1.63) glk
WP_086488623 | I'moko30-6-dpochar nzomepaza (EC 5.3.1.9) pgi
WP_086487757 | 6-bochodpykrokunasa 1 (EC 2.7.1.11) pfk
WP_086489509 | ®pykro30-1,6-6uchocdarasza, tum | (EC 3.1.3.11) fbp
WP_086488188 | ®pykro3o-6ucdocdar anbmonasa, kiacc |l (EC 4.1.2.13) fbaA
WP_086487681 | ®pykro3o-6ucdocdar anbmonasa, kiacc | (EC 4.1.2.13) fbaB
WP_086488401 | Tpuoszodocharuzomepasza (EC 5.3.1.1) tpi
WP_086488191 | NADPH-3aBucumas raunepaibaerua-3-¢pocdar aeruaporeHaza gapA
(EC 1.2.1.13)/ NAD- 3aBucumas rimiepanbaerua-3-gpocdar
neruaporenasa (EC 1.2.1.12)
WP_086488190 | ®ocdornuneparkunasa (EC 2.7.2.3) pgk
WP_086487928 | 2,3-6uchocdormuiepar-3apucumas pochornumepar myrasa (EC bipgmA
5.4.2.11)
WP_086489555 | Enomasa (EC 4.2.1.11) eno
WP_086488189 | IMupysarkunasa (EC 2.7.1.40) pyk
Buocunres IIIC
WP_086487173 | Anbspa-D-riaroko3zodochar-crienupuyanas ochormokomyrasza Pgm
WP_086488295 | UTP--rmroko30-1-hochar ypununrpanchepasa galF
WP_086489415 | UDP-rmroko30-4-3numupasa galE
WP_086489336 | UDP-ramakronupaHo3omyTasa glf
ITK u riamoKkcuIaTHBIA UK
WP_086486847 | Iutparcunrasa (EC 2.3.3.1) gltA
WP_086488039 | Akonurtarrumaparasa 2 (EC 4.2.1.3) acnB
WP_086489225 | U3onutpataeruaporenasa (NADP-3asucumas) (EC 1.1.1.42) idh
WP_086488055 | 2-okcoriyrapataeruaporenasa E1 kommnonent (EC 1.2.4.2) SUCA
WP_086487002 | Cykiuaun-CoA-cunTeTasa anbda cyobeaunnna (EC 6.2.1.5) sucD
WP_086487003 | Cykuuauia-CoA-cunterasza 6era cyobeaunanna (EC 6.2.1.5) sucC
WP_086489374 | CykmuHatmeruaporeHasa, GaBoIdTOXpOMHAs sdhA
WP_086489372 | cyOobeaunuma sdhC
WP_086489373 | CykuuHaTaeruIporeHasa, CyobeJuHUIa IIATTOXPOM sdhD
WP_086489375 | b556 sdhB
CyKuuHaTIeruIporeHasa, MeMOpaHCBs3bIBAOIIAs
cyObenuHuIa
CyKIMHATACTHIPOTeHA3a, )KeJIe30CepHast CyObeAMHNIIA
WP_086489151 | dymaparrumparasa, kinacc | (EC 4.2.1.2) fumA
WP_086488056 | Manarneruaporenasa (NAD-3aBucumas) (EC 1.1.1.37) mdh
WP_086486628 | M3ouurparnuaza (EC 4.1.3.1) aceA
WP_086486735 | Manarcunrasza A (EC 2.3.3.9) aceB
WP_086487300 | ManaraeruaporeHasa (okcamoanerar-AeKapOOKCHIHPYOLast) maeB

WP_086486914

(NADPY); manuk-su3um (mpeamnosoxurensHo) (EC 1.1.1.40)
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uka KaasBuna-bencona-baccama

WP_086488040 | ®ocdopudynokunaza (EC 2.7.1.19) prkB
WP_086488997 | Pubyno3obucdocharkapbokcuiasza, Maias cyobeauauna (EC rbcS
4.1.1.39)
WP_086488998 | Pubymno3obucdocharkapbokcuiasa, 6onpmas cyoseaunuia (EC rbcL
4.1.1.39)
WP_086488190 | ®ocdornmuueparkunasa (EC 2.7.2.3) pgk
WP_086488191 | NAD-3aBucumast rmiiepaibaerua-3-pocdaraeruaporenasa (EC gapA
1.2.1.12)
WP_086488401 | Tpuo3zodocdaruzomepasa (EC 5.3.1.1) tpiA
WP_086487681 | ®pykro3oduchocharanpaonasa, kiace | (EC 4.1.2.13) fbaB
WP_086488188 |dpykTozobuchocdaranbmonasa, kiacc Il (EC 4.1.2.13) fbaA
WP_086489509 |bpykro30-1,6-6uchocdarasa, Tum | (EC 3.1.3.11) fbp
WP_086488192 [Tpanckeronaza (EC 2.2.1.1) tktA
WP_086489399 |Pubymno3o-dpochar-3-snumepasa (EC 5.1.3.1) rpe
WP_086489601 [Pu6030 5-dpocdar nzomepasa A (EC 5.3.1.6) rpiA
®epMeHTbI AHTHOKCHIAHTHOM 3aIUTHI
WP_086489036.1 |Cymepokcuamucmyrasa [Fe] (EC 1.15.1.1) sodB
WP_086487816.1 (Cynepokcupaucmyrasa [Cu-Zn] precursor (EC 1.15.1.1) sodC
WP_086488662.1 [[lutoxpom css1 nepokcumasza (EC 1.11.1.5) ccp
Cepnblii MeTa001U3M
WP_086488810 |TuocynbdaT-okucnstonuii 6e1ok-nepeHocynk SoXY soxY
WP_086488713 (Tuocynbdar-OKHCISIOMNN KOMITIEKCHBIN O€IOK-TIepeHOCUHK SOXZ  (SOXZ
WP_086487844  |CepOoOKUCISIONIHANA ITATOXPOM C-THITa SOXA SOXA
WP_086488324  |[Tutoxpom C SOXF
WP_086488907 (Tuocynbdoruapomnasza SoxB soxB
WP_086487870 |[luccumunsTopHas cyiabpuTpeaykrasa, anbda cyobeaunnma (EC dsrA
1.8.99.3)
WP_086487871 |[IuccumunsTopHas cyiabpuTpeaykrasa, 6era cyoreaunuiia (EC dsrB
1.8.99.3)
WP_086487872 |(CepoTtpaHcdepasHblii KoMILIeKkc, cyobeqununa TusD dsrE
WP_086487873 |Cepotpanchepa3ubiii KOMIUIEKC, cyobeauauna TusC dsrF
WP_086487874  (CepotpaHcdepa3Hblii KoMmIiekc, cyobequanna TusB dsrH
WP_086486773 [TusE/DsrC/DsvC cemeicTBO CepHBIX OEIKOB dsrC
WP_086487875
WP_086487876 [Kommiekc DSTMKJOP, cBsi3aHHBII ¢ BOCCTaHOBICHHEM cepbl, Oeok [dSrM
DsrM (= HmeC)
WP_086487877 [Kommiekc DSFMKJOP, cBsi3aHHBIi ¢ BOCCTaHOBICHHEM cepbl, Oemok ([dsrK
(=HmeD)
WP_086487878 |Manast cyObenuHuIla riryraMaTcuHTa3o-mogooHoro 6emka [NADPH],/dsrL
KJIACTEPHU3YIOIETOCs C CYJIb(PUTpETyKTa30M
WP_086487879 [Kommiuekc DsSrMKJOP, cBsi3aHHBI ¢ BOCCTaHOBJICHHEM CepbL|dsr]
MyabTHreMHBIN 6etok Dsr (=HmeF)
WP_086487880 |Kommiuexke DSFMKJOP, cBsi3aHHBIN C BOCCTAHOBJIEHHUEM CEPHI, dsrO
pkesie30-cepHbiid 0eok DsrO (=HmeA)
WP_086487881 [Kommiekc DsSrMKJOP, cBsi3aHHBII ¢ BOCCTaHOBJICHHEM cepbl Oeok (dsrP
DsrP (= HmeB)
WP_086487883 |KobOupunoBas kucnora A,C-auamus cHHTa3a dsrN
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WP_086487884 |IscA-nionoGHEIii 6eok, DsrR dsrR
dukcanus MOJIEKYJISIPHOTO a30Ta
WP_086486810 |HutporeHaszHblii (MOJIUOA0-KEIE3HBIN )-CIIEUPUISCKUN nifA
WP_086486809 | tpanckpunuuoHHbIN perynsarop NifA
WP_086488267 |I{ucteun aecynasdypasza (EC 2.8.1.7), NifS moacemeiictBo nifS
WP_086488268 Kenezo-cepublit knactep 6emxoB-coopumkoB NifU nifu
WP_086488220 |Hutporenasusiii FeMo-kodakrop cunresa FeS sinpa u coopku 6enkanifB
WP_086488221 NifB
WP_086489582 |4Fe-4S dbeppenokcuH, HUTPOT€HA30-CBA3aHHBIN nifX
WP_086489583 |Hwutporenasusiii FeMo-kodakTop 6enka-nepenocurnka NifX nifx2
WP_086487842 |NifX-cBs3anHbIi 610K nifE
WP_086489581 |Hutporenasusiii FeMo-kodakrop u coopmuk 6emnka NifN nifN
WP_086488439 |Hutporenasnsiii FeMo-kodakTop u coopmmk 6enka NifE nifQ
WP_086489666 |Hutporenasusiii FeMo-kodakrop cuHTe3a Oenka  goctaBkunifV
MoauoaeHa NifQQ
WP_086489669 |I'omommtpat cuntasa (EC 2.3.3.14) nifW
WP_086489671 |Hutporena3octaOmIM3HpYOIIHIA/3amumaonyi 6emok NifW nifM
WP_086487138 |Hutporena3o(Moaub10-Ke1€30)peayKTa3a u OEIOK CO3pEBaHHUS nifH
NifH
WP_086487137 |Hutporena3a(mosnb10-xeine30) anbda cyopeaunnina (EC 1.18.6.1) |nifD
WP_086487136 |Hutporenaza(monnbmo-xene30) oera cyopreaunauna (EC 1.18.6.1)  |nifK
WP_086489670 |NifZ 6emox nifZ
WP_086487135 |NifT Genok nifT
WP_086488223 |Hutporena3o-cBsi3anubii 6e10k NifO nifO
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Ta6nuua I12. I'ensl, kogupyromue metaboanueckue Gpepmentsl Beggiatoa leptomitoformis D-402,
KOTOpBIE 00CYKIat0TCst B paboTe. I eHbI OpraHu30BaHbl B COOTBETCTBUHU C MPUHAIICKHOCTHIO K
MeTabOTMYECKUM ITYTIM

Nnentuduxarop [Ipenckazannas GyHKIHS I'en
reHa
MeTaHoJ1erniporeHaspl
WP_062154153.1 | PQQ-3aBucruMas METaHOJACTHAPOTEeHA3a XO0XF-THma XOXF
WP_062149546.1 | PQQ-3aBucumas Meranosaeruaporesasa mdh2-tumna mdh2
PQQ-ouocunTe3

WP_083991600 | benok-mpeiecTBeHHUK MUPOXUHOIMHXUHOHA PqqA pqgA

WP_062149928 | benok 6mocuHTE3a TUPOXUHOJIMHXHHOHA PqqB pggB

WP_062151155 | benok 6uocunTe3a nupoxuHoauHxuHOHa PqqC pgqC

WP_062151152 | Benok 6nocuHTe3a MUpoXuHOIMHXHMHOHA PqqD pgqD

WP_062151148 | benok 6uocuHTe3a NUpoxuHOoIMHXUHOHA PqqE paqgE

TerparnipoMeTaHONTEPHUHOBBII MYTh

WP 062151897 | ®@opmaibaerui-akTMBUPYIOIUN 60K fae

WP_062147700 | Metunenrerparuapomeranontepus aeruaporenasa (EC 1.5.99.9) | mtdB

WP_062147707 | MetmieHTeTparuapoMeTaHontTeput nukiioruaponaza (EC mch
3.5.4.27)

WP_062154268 | ®opmunmeranodypan aeruaporenasza cyorequanmna A (EC fhcA
1.2.99.5)

WP_062153344 | ®opmuimMeranodypas neruaporeHasa cyoreauanina B (EC fhcB
1.2.99.5)

WP_062152679 | ®opmunmeranodypan aeruaporenasa cyobequanna C (EC fhcC
1.2.99.5)

WP_062152677 | ®opmuimMeraHopypaH —TeTparupoMeTaHonTepu N- fhcD
dbopmmnrpanchepasa (EC 2.3.1.101)

WP_062155332 | GHMP kunaza (Geta-pubodypanosmiaMuHOOeH3eH 5'- mptG

docdar cunTaza)

DopMHATAETHAPOTreHA3bI

WP 062152634 | ®opmuarneruaporenasa cyobenuauma anbda (EC 1.2.1.2) fdh2A

WP 062152636 NAD-3aBucumas popmuaraeruiporeHasa cyobequuuia 6era fdh2B

WP 062152638 NAD- 3aBucumas hopMuataeruiporeHasa cyobeIMHuIa TaMMa fdh2C

WP_062152631 |NAD- 3aBucumas popmuaraeruaporenasa cyorenuanna nenpra  [f[dh2D

Huka KaabBuna-bencona-baccama

WP_062155278  [Pubyno3o-ouchocdar-kapbokcnnaza 60binas cyoneTMHATIA rbcL
(EC:4.1.1.39)
WP_062147438  |Pubyno3o-ouchocar-kapdokcuinaza Manas CyobeTMHATIA rbcS
(EC:4.1.1.39)
WP 062151495  |®ochornuneparkunasae (EC:2.7.2.3) pgk
WP_062148328  [[munepanbaerua-3-gocdar geruaporenasa tum [ / NAD- gapA
3aBHCHMAas TIIHIIepaIbIeTH I-3-hocdaT neruaporenasa (EC
1.2.1.12)
WP_062150001 |®pykTo30- 1,6-6ucdocdaraza kmacc I (EC 3.1.3.11) fop
WP 062148337  [Tpancketonaza (EC:2.2.1.1) tktA
WP_062155281  [Pu6030-5-docdat nzomepasa A rpiA
WP 062147997  |PuGymno3o-docdar 3-smmepasa rpe
WP 062148871 | ®ochopudynokunaza (EC 2.7.1.19) prkB
WP 062148713  [Tpuo3odocharnzomepasa tpiA

WP_062150135  [[Ipeamnosnaraemsrii RuBisCo-skcnpeccupyromnuii 6emox CbbX cbbX
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JlpIxaTeabHas Henb

Komnuexke 1 NADH-gerngporenasa

TpaHCKpUMIMOHHBIN perynstop NifA

WP 062152057 |INADH-y6uxunoH-okcunopenykrasza cyosequanma (EC 1.6.5.3)  |nuoA
WP 062152060 |NADH-ybuxunon-okcunopenykrasa cyobenunania B (EC 1.6.5.3) |nouB
WP 062152062 |INADH-y6uxunoH-okcunopeaykrasza cyoreauauma C (EC 1.6.5.3) jnhuoC
WP 062152065 |NADH-ybuxunon-okcunopenykrasa cyobenunanma D (EC 1.6.5.3) |nuoD
WP 062155447  INADH-ybuxunon-okcunopeaykrasa cyobrenuuauna E (EC 1.6.5.3) |nuoE
WP 062152068 |NADH-y6ouxunoH-okcunopeaykrasza cyorequauna F (EC 1.6.5.3) |nuoF
WP 062152071  [INADH-ybuxunon-okcugopeaykrasa cyobrenuanna G (EC 1.6.5.3) |nuoG
WP_062152074 INADH-ybuxunon-okcuaopeaykrasa cyoreaununa H (EC 1.6.5.3) jnuoH
WP 062152087 |[INADH-ybuxunon-okcunopeaykrasa cyobrenuuaumna [ (EC 1.6.5.3) |nuol
WP 062152093 |INADH-y6uxunon-okcugopeaykrasza cyorequauma J (EC 1.6.5.3) |nhuoJ
WP 062152096  [INADH-ybuxunoH-okcugopeaykrasa cyobenuauna K (EC 1.6.5.3) |nuoK
WP_ 062152098 |INADH-ybuxunon-okcugopeaykrasa cyobenuuauma L (EC 1.6.5.3) |nuoL
WP 062152101  INADH-y6uxuHOH-OKcHopeaykrasza cyorequauia M (EC 1.6.5.3) jnuoM
WP 062152104 NADH-ybuxunon-okcugopenykrasa cyorenununa N (EC 1.6.5.3) |nuoN
Kommuieke Il (cykuunaTaernaporetasa)
WP 062150176 |CyknunaTaeruaporeHasza mutoxpom b-556 cyobenununa sdhC
WP_062150173  |CyknuHataeruaporenasa xenezo-cepubiit 6emok (EC 1.3.99.1) sdhB
WP_062150170  CykuuHataeruaporenasa cyobeaunuia ¢iasonporenta (EC sdhA
1.3.99.1)
WP_062150167  [CykuuHataeruaporeHasa ruipodoOHsiii MeMOpaH-cBsa3biBaromuii  SdhD
Oenox
Kommuiexe 1
WP_062152394  [YOUXHHOJI-IUTOXPOM C peIyKTa3a Kelie30-cepHas cyobequauma  |ripl
(EC 1.10.2.2)
WP 062152396  |[VYOMXWUHOI-IIUTOXPOM C PEIyKTa3a IUTOXPOM b cyOneTMHATIA cytB
WP 062152398  |YOUXUHOI-IIUTOXPOM C pelyKTasza muToxpoM cl cyObeannuia cycl
Kommuieke 1V (TepMuHaJIbHBIC OKCHIA3BI)
WP 062150429  |[Tutoxpom ¢ okcuaasza cbb3-tuna cyowenunnna I (EC 1.9.3.1) ccoN
WP 062150426  [[{lutoxpom ¢ okcuaasa cbb3-tuna cyopenuauna Il ccoO
WP 062150420 [[{utoxpom c okcuaasa cbb3-tumna cyosenuuuna 11 ccoP
AT®a3a
WP 062152127 |Cy6benunnna a H -rpancnioprroit AT®ass1 F-tuna atpB
WP_062152131  |Cy0benunnna b H -rpancnoprroit AT®assl F-tumna atpF
WP 062152130 |Cyowsenunauma ¢ AT® cunTassl cextop FO atpE
WP_062152135 |Cy0Obenununa anbha H -rpancnopraoit AT®assl F-runa (EC atpA
3.6.3.14)
WP_062152139  |Cy6benununa 6eta H'-tpancnopraoit AT®a3sr F-tumna (EC atpD
3.6.3.14)
WP 062152133  [F cyobenunnna aensra H -tpancnopraoii AT®ass! F-tumna atpH
WP_062152141  |Cy6beaunnna sncuinod H'-tpancriopraoit AT®a3er F-Tuna atpC
WP 062152137  |Cy6benunnna ramyma H'-rpancrnioprroit AT®ase1 F-tuna atpG
Tpauncnopreps! ¢pocdaros
WP 062151435  |[Heopranuueckas nupodocdarasza (EC 3.6.1.1) ppa
WP 062155562  |[Tomudocdarkunaza (EC 2.7.4.1) ppk
Dukcanus MOJIEKYJISIPHOr0 a30Ta
WP_062149170 Hutporenasusiii (Monub10-Kene3HbIl)-crienuuaeckuii nifA



http://www.kegg.jp/dbget-bin/www_bget?ec:1.10.2.2
http://www.kegg.jp/dbget-bin/www_bget?ec:1.10.2.2
http://www.kegg.jp/dbget-bin/www_bget?ec:1.10.2.2
http://www.kegg.jp/dbget-bin/www_bget?ec:1.9.3.1
http://www.kegg.jp/dbget-bin/www_bget?ec:1.9.3.1
http://www.kegg.jp/dbget-bin/www_bget?ec:1.9.3.1
http://www.kegg.jp/dbget-bin/www_bget?ec:3.6.3.14
http://www.kegg.jp/dbget-bin/www_bget?ec:3.6.3.14
http://www.kegg.jp/dbget-bin/www_bget?ec:3.6.3.14
http://www.kegg.jp/dbget-bin/www_bget?ec:3.6.3.14
http://www.kegg.jp/dbget-bin/www_bget?ec:3.6.3.14
http://www.kegg.jp/dbget-bin/www_bget?ec:3.6.3.14
http://www.kegg.jp/dbget-bin/www_bget?ec:3.6.3.14
http://www.kegg.jp/dbget-bin/www_bget?ec:3.6.3.14
http://www.kegg.jp/dbget-bin/www_bget?ec:3.6.1.1
http://www.kegg.jp/dbget-bin/www_bget?ec:3.6.1.1
http://www.kegg.jp/dbget-bin/www_bget?ec:3.6.1.1
http://www.kegg.jp/dbget-bin/www_bget?ec:2.7.4.1
http://www.kegg.jp/dbget-bin/www_bget?ec:2.7.4.1
http://www.kegg.jp/dbget-bin/www_bget?ec:2.7.4.1
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WP_062150674 | Iucreun necynbdypasa (EC 2.8.1.7), NifS noacemeicTBo nifS

WP_ 062150677  [Kene3o-cepHslii Kinactep OenKoB-cOOpmKoB NifU nifU

WP_062155580 | Hutporenasusiit FeMo-kodakrop cuntesa FeS siapa u coopku nifB
6enka NifB

WP 062149047  |4Fe-4S dbeppenokcuH, HUTPOTeHA30-CBSI3aHHBIN nifxX

WP 062149044 Hutporenaszusiii FeMo-kodakrop u coopmuk 6enxa NifN nifN

WP_062155293 | Hurporenasusiii FeMo-kogakrop u coopummk 6enka NifE nifE

WP_062155582 Hurporenasnsiii FeMo-kodakTop cuHTe3a OeliKa J0CTaBKU nifQ
MonnOaena NifQ

WP 062153266 I'omormmurpar cunrasza (EC 2.3.3.14) nifv

WP 062153269 Hurporenazocrabunusupyronuii/3amumaroniiii 6emox Nif W nifw

WP_062149234 HuTtporenazo(momnb10-xene30)peaykrasa u 0esok cospeBanus  NifH
NifH

WP_062149237 Hutporenaza(monubao-xene3o) anbha cyoreauania (EC nifD
1.18.6.1)

WP_062149239 | Hurporenasa(momun010-xesne30) oera cyorenunuiia (EC 1.18.6.1) |nifK

WP_062153270  [NifZ 6enox nifZ

WP_062149242 | NifT Genok nifT
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Ta6muua I13. Tensl, koaupyrommue MeTabonudeckue pepments: Azospirillum thiophilum BV-ST,
KOTOpBIE 00CYXKIAt0TCs B padoTe. ['eHbI OpraHn30BaHbl B COOTBETCTBUH C IIPUHAICKHOCTBIO K

META0OJIMYECKUM ITYTSIM.

Nnentuduxarop [Ipenckazannas GyHKIHS I'en
reHa
I TK, riimokcuIaTHbIA MUK U BHIX0J HA KOHCTPYKTUBHBIA MeTa001u3M
WP_045584945 | Lurparcuntasza (EC 2.3.3.1) gltA
WP_045580025
WP_045580432 | Axonurarrunparaza (EC 4.2.1.3) acnA
WP_045583112 | Akonurarruaparasa 2 (EC 4.2.1.3) acnB
WP_045580235 | M3ouurparneruaporenasa (NADP-3asucumas) (EC 1.1.1.42) idh
WP_045580242 | N3omutpataeruaporenasa (NAD-3aBucumas) (EC 1.1.1.41)
WP_045581681 | 2-okcornyrapataeruaporenaza E1 (EC 1.2.4.2) SUcA
WP_045584335 | 2-okcormyraparaeruaporenasa E1 koMmmoHeHT
WP_045581680 | 2-okcornyrapataeruaporenasza E2 kommneke (EC 2.3.1.61) sucB
WP_045584128 | cykuunun-CoA cuntetasa anbda cyoreaununa (EC 6.2.1.5) sucD
WP_045581682
WP_045584129 | cykumaun-CoA cunTteTasa 6era cyonrenuuauna (EC 6.2.1.5) sucC
WP_045581683
WP_045581433 | CyknuHaTaeruaporeHasa (GpaaBompoTeHHOBas CyOheTMHALIA sdhA
WP_045581435 | CykuunHataeruaporeHasa Hutoxpom b556 cydorenunuia sdhC
WP_045581434 | CykuuHaTaeruaporeHa3a MeMOpaH-CBS3bIBAIOIIAs CyObhe IMHHIIA sdhD
WP_045581432 | CykuuHataeruaporeHasa xxeine3o-cepHasi CyobeInHuIa sdhB
WP_045585963 | dymaparruaparasa, kinace [ ( EC 4.2.1.2) fumA
WP_045580292 | dymaparruaparasa, kiace Il (EC 4.2.1.2) fumC
WP_045581684 | Manataeruaporenasa (NAD-3asucumas) (EC 1.1.1.37) mdh
WP_045583683 | MU3zomurpaimaza (EC 4.1.3.1) aceA
WP_045583240 | Manarcunraza G (EC 2.3.3.9) glcB
WP_045581107 | Manarcunrtaza A (EC 2.3.3.9) aceB
WP_045584531 | ManatneruaporeHasa (oOkcanoaieraT-1eKapOOKCHINPYIOIIas ) maeB
WP_045581347 | (NADP+); 'manuk'-aa3um (Heonpenenennslii) (EC 1.1.1.40)
WP_045584963 | ®ocdoenonmupysarkapookcunasza (EC 4.1.1.31) ppc
WP_045581375 | ®ocdoenonnupyBarkapookcukunaza (GTP) (EC 4.1.1.32) pckA
WP_045581214 |AcnapraramuHoTrpancgepaza (EC 2.6.1.1) aspC
WP_045585820
WP_052710246 |NAD-cnermduunas riryramat aeruaporerasa (EC 1.4.1.2) gdh

I'imakoaun3 (Ilyrs IMOaena-Meiieproga (IM)) u uukia KaasBuna-bencona-baccama

WP_045582979 |rmokokunasa (EC 2.7.1.2) glk
WP_045581623

WP_045581909 |riroko30-6-docdaruzomepasa (EC 5.3.1.9) pgi
WP_045580285 |6-bochodpykrokunaza 1 (EC 2.7.1.11) pfk
WP_045583124 |®pykro30-6ucdocdaranpaonasa, kiace 11 (EC 4.1.2.13) fbaA
WP_045580602 (@pykro3o-6ucdocdaranpaonasa, kiace [ (EC 4.1.2.13) fbaB
WP_045582217 [Tpuosodocharuzomepasa (EC 5.3.1.1) tpi



http://www.ncbi.nlm.nih.gov/protein/780505349?report=genbank&log$=prottop&blast_rank=1&RID=JVGGU47M015
http://rast.nmpdr.org/SubsysEditor.cgi?page=FunctionalRolePage&fr=Fumarate%20hydratase%20class%20II%20%28EC%204.2.1.2%29
http://rast.nmpdr.org/SubsysEditor.cgi?page=FunctionalRolePage&fr=Fumarate%20hydratase%20class%20II%20%28EC%204.2.1.2%29
http://rast.nmpdr.org/SubsysEditor.cgi?page=FunctionalRolePage&fr=Fumarate%20hydratase%20class%20II%20%28EC%204.2.1.2%29
http://rast.nmpdr.org/SubsysEditor.cgi?page=FunctionalRolePage&fr=Fumarate%20hydratase%20class%20II%20%28EC%204.2.1.2%29
http://rast.nmpdr.org/SubsysEditor.cgi?page=FunctionalRolePage&fr=Fumarate%20hydratase%20class%20II%20%28EC%204.2.1.2%29
http://rast.nmpdr.org/SubsysEditor.cgi?page=FunctionalRolePage&fr=Fumarate%20hydratase%20class%20II%20%28EC%204.2.1.2%29
http://rast.nmpdr.org/SubsysEditor.cgi?page=FunctionalRolePage&fr=Fumarate%20hydratase%20class%20II%20%28EC%204.2.1.2%29
http://rast.nmpdr.org/SubsysEditor.cgi?page=FunctionalRolePage&fr=Fumarate%20hydratase%20class%20II%20%28EC%204.2.1.2%29
http://rast.nmpdr.org/SubsysEditor.cgi?page=FunctionalRolePage&fr=Fumarate%20hydratase%20class%20II%20%28EC%204.2.1.2%29
http://rast.nmpdr.org/SubsysEditor.cgi?page=FunctionalRolePage&fr=Fumarate%20hydratase%20class%20II%20%28EC%204.2.1.2%29
http://rast.nmpdr.org/SubsysEditor.cgi?page=FunctionalRolePage&fr=Fumarate%20hydratase%20class%20II%20%28EC%204.2.1.2%29
http://rast.nmpdr.org/SubsysEditor.cgi?page=FunctionalRolePage&fr=Malate%20dehydrogenase%20%28EC%201.1.1.37%29
http://rast.nmpdr.org/SubsysEditor.cgi?page=FunctionalRolePage&fr=Malate%20dehydrogenase%20%28EC%201.1.1.37%29
http://rast.nmpdr.org/SubsysEditor.cgi?page=FunctionalRolePage&fr=Malate%20dehydrogenase%20%28EC%201.1.1.37%29
http://rast.nmpdr.org/SubsysEditor.cgi?page=FunctionalRolePage&fr=Malate%20dehydrogenase%20%28EC%201.1.1.37%29
http://rast.nmpdr.org/SubsysEditor.cgi?page=FunctionalRolePage&fr=Malate%20dehydrogenase%20%28EC%201.1.1.37%29
http://rast.nmpdr.org/SubsysEditor.cgi?page=FunctionalRolePage&fr=Malate%20dehydrogenase%20%28EC%201.1.1.37%29
http://rast.nmpdr.org/SubsysEditor.cgi?page=FunctionalRolePage&fr=Malate%20dehydrogenase%20%28EC%201.1.1.37%29
http://www.ncbi.nlm.nih.gov/protein/919154614?report=genbank&log$=prottop&blast_rank=1&RID=JVPHFC8R01R
http://www.kegg.jp/dbget-bin/www_bget?ec:2.7.1.2
http://www.kegg.jp/dbget-bin/www_bget?ec:2.7.1.2
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http://www.kegg.jp/dbget-bin/www_bget?ec:2.7.1.11
http://www.kegg.jp/dbget-bin/www_bget?ec:2.7.1.11
http://www.kegg.jp/dbget-bin/www_bget?ec:4.1.2.13
http://www.kegg.jp/dbget-bin/www_bget?ec:4.1.2.13
http://www.kegg.jp/dbget-bin/www_bget?ec:4.1.2.13
http://www.kegg.jp/dbget-bin/www_bget?ec:4.1.2.13
http://www.kegg.jp/dbget-bin/www_bget?ec:5.3.1.1
http://www.kegg.jp/dbget-bin/www_bget?ec:5.3.1.1
http://www.kegg.jp/dbget-bin/www_bget?ec:5.3.1.1
http://www.kegg.jp/dbget-bin/www_bget?ec:5.3.1.1
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WP_045585897
WP_045580598

NADPH-3aBucumas raunepansaerui-3-gpocdaraeruaporenasa (EC

1.2.1.13)/ NAD-3aBucuMas riaumepaibaerua-3-pocharaernaporenasa
(EC 1.2.1.12)

gapA

WP_045581729 |®dochormuneparkunasa (EC 2.7.2.3) pgk

WP_045584487 [2,3-6ucdocdormumuepar-3aBucumas pocdormumeparmyraza (EC bipgmA
5.4.2.11)

WP_045580895 [2,3-6uchochornumepar-ne3aBucumas dbocdormuneparmyTasa bipgml
(EC 5.4.2.12)

\WP_045585893 |Enomasa (EC 4.2.1.11) eno

WP_045584166

WP_045585776

WP_045584466 [Tupysarkunasa (EC 2.7.1.40) pyk

WP_045584151

WP_045583725

WP_045582667

WP_045582254 [[IupyBataeruaporenasza E1 koMmnoHeHT anbda cyobenuHuna pdhA
(EC 1.2.4.1)

WP_045586037 [[lupyBatmeruaporeHaza E1 koMroHeHT OeTa cyObequHUIA pdhB
(EC1.2.4.1)

WP_045585677 |[lupyBatnerunporenasa E1 kommonent (EC 1.2.4.1) aceE

WP_045580085 ([[lupyBaTneruaporeHasa E2 KOMIIOHEHT (JUTHAPOTUIIOAMHET pdhC
aneruntpanchepasa) (EC 2.3.1.12)

WP_045580087 |Turuaponunowiaeruaporenasza (EC 1.8.1.4) did

\WP_045581037

WP_045584963 |Dochoenommupysatkapbokcunaza (EC 4.1.1.31) ppc

WP_045581375 |®ocdoenonnupysaTtkapbokcukunasza (GTP) (EC 4.1.1.32) pck

WP_045582217 |Tpuosodocdaruzomepasa (EC 5.3.1.1) tpi

WP_045585730 |Tpanckeronaza (EC 2.2.1.1) tktA

WP_045580597

\WP_045583406

WP_045580562 [Pu6030-5-hocdaruzomepasa A (EC 5.3.1.6) rpiA

WP_045580080 [pubymo3o-docdar 3-smumepasa (EC 5.1.3.1) rpe

ALO72_16565 Tpanckpumnimonsslii peryiastop RuBisCO-onepona CbbR chbbR

WP_045583128 |Pubyno3zobuchocdarkapbokcmnaza 6onpmas cyobenuuuia (EC rbcL

4.1.1.39)

WP_045583127

Pubynozobuchocharkapbokcunaza manas cyoreaununa (EC 4.1.1.39)

rbcS

WP_045586150

Pubymno3o- 1,5-6ucdocdarkapbokcunaza IV tumna

WP_045583407 | Ipenmonaraemsiii RuBisCo-skcmpeccupyrommuii 6e1ox CbbX cbbX
WP_045580455 | ®pykro30-1,6-6uchocdarasa, Tum I (EC 3.1.3.11) fop
WP_045583125 | ®ochopudynoknnasa (EC 2.7.1.19) prkB
OKmucjeHne MeTaHoJ1a
WP_045582812 | MeranonueruaporeHasa 00biias CyonheIMHATIA mxaF
WP_045583307 | Metanonneruaporenasa manas cyoseauanma (EC 1.1.99.8) mxal
WP_052710069 |[MxaA Oenok mxaA
WP_045582808 | MxaC, Geok BoBiekaeMblii Bo BctpanBanue Ca ' B mxaC
METaHOJIJICTUIPOTCHA3Y
WP_045583304 |[MxaK 0Genox mxaK



http://www.kegg.jp/dbget-bin/www_bget?ec:2.7.2.3
http://www.kegg.jp/dbget-bin/www_bget?ec:2.7.2.3
http://www.kegg.jp/dbget-bin/www_bget?ec:2.7.2.3
http://www.kegg.jp/dbget-bin/www_bget?ec:5.4.2.11
http://www.kegg.jp/dbget-bin/www_bget?ec:5.4.2.11
http://www.kegg.jp/dbget-bin/www_bget?ec:5.4.2.11
http://www.kegg.jp/dbget-bin/www_bget?ec:5.4.2.11
http://www.kegg.jp/dbget-bin/www_bget?ec:5.4.2.11
http://www.kegg.jp/dbget-bin/www_bget?ec:5.4.2.12
http://www.kegg.jp/dbget-bin/www_bget?ec:5.4.2.12
http://www.kegg.jp/dbget-bin/www_bget?ec:5.4.2.12
http://www.kegg.jp/dbget-bin/www_bget?ec:5.4.2.12
http://www.kegg.jp/dbget-bin/www_bget?ec:4.2.1.11
http://www.kegg.jp/dbget-bin/www_bget?ec:4.2.1.11
http://www.kegg.jp/dbget-bin/www_bget?ec:4.2.1.11
http://www.kegg.jp/dbget-bin/www_bget?ec:4.2.1.11
http://www.kegg.jp/dbget-bin/www_bget?ec:2.7.1.40
http://www.kegg.jp/dbget-bin/www_bget?ec:2.7.1.40
http://www.kegg.jp/dbget-bin/www_bget?ec:2.7.1.40
http://www.kegg.jp/dbget-bin/www_bget?ec:2.7.1.40
http://www.kegg.jp/dbget-bin/www_bget?ec:2.3.1.12
http://www.kegg.jp/dbget-bin/www_bget?ec:2.3.1.12
http://www.kegg.jp/dbget-bin/www_bget?ec:2.3.1.12
http://www.kegg.jp/dbget-bin/www_bget?ec:5.3.1.1
http://www.kegg.jp/dbget-bin/www_bget?ec:5.3.1.1
http://www.kegg.jp/dbget-bin/www_bget?ec:5.3.1.1
http://www.kegg.jp/dbget-bin/www_bget?ec:5.3.1.1

162

WP_045582807 |MxaL 6emox mxalL
WP_045582810 |Llutoxpom c-L mpeamecTBEeHHUK mxaG
WP_045583306 |PerynstopHsiii 6enok MoxR MeTanon geruaporenassl mxaR
WP_052710070 |['umortetnueckuii 6enox MxaS mxasS
WP_045585862 |Meranonnerunporenasa 6omnpimas cyorenunauna (EC 1.1.99.8) xoxF

WP_045582813 |oTBeTCTBEHHBIH PErysATOP, BOBICKAEMBIH B PETYJIISAIMIO OKUCICHUS mxaB

METaHOJIa

WP_052710144 |mxal Genok mxaJ

WP_052710068 |mxaD 6emox mxaD
WP_045584569 PQQ-3aBucumast [eruiporeHasa ceMeicTBa METaHOJ/ITaHO mdh2

Terparuapomeranontepus (TT'MII)-3aBucumoe oxkuciaenne popmasbaeruia

WP_045586015 |®opmanbaerui-akTHBUPYIOIMIHMA O0€I0K fae
WP_045585873 |Metunentetparuapomeranonrepunaeruaporetnasa (EC 1.5.99.9) mtdB
WP_045585874 |N(5),N(10)- MeTeHHATETParHAPOMETAHONTEPHH [IUKIOTHPOIIa3a mch
(EC 3.5.4.27)
WP_045586017 |®opmuiMeraHopypaH-TeTparuapoMeTaHONTEPUH fhcD
Ndopmunrparcdepasza (EC 2.3.1.101)
WP_045585870 |®opmunmeranodpypanaeruaporetnasa cyoreaunuia A (EC 1.2.99.5) | fhcA
WP_045585871 |®opmunmMeranodypanaeruaporetasa cyoreaunumna B (EC 1.2.99.5) | fhcB
WP_052710460 |®opmunmeranodypanaeruaporetasa cyoreaunuma C (EC 1.2.99.5) | fhcC
WP_052710474 | 6era-pubodypanozmiamuaodenser 5’-pocdar cuaraza (EC 2.4.2.54) | mptG
@opmuar Aeruaporesasa
WP_045585716 |NAD-3aBucumas hopMuaTaeruporeHasa CyobeMHUIA IeTbTa fdsD
WP_045585719 |NAD-3aBucumas hopMuaTaeruporeHasa cyobeuHuIa raMmma fdsG
WP_045585717 |NAD-3aBucumas hopMuaTaeruaporeHasa cyonenHuIa aabda fdsA
WP_045585718 |NAD-3aBucumas hopMuaTaeruaporeHasa cyooeannuuia oera fdsB
WP_045581926 |NAD-cBs3biBaromas opMuaTACTUAPOTCHA3a, CyOBeauANIIa D fdhD
WP_045585996 | (EC 1.2.1.2)
WP_045585975
WP_045581929 | NAD-cBs3bIBatomias (hopMuaTieruporeHasa, cyoreuuumna A fdhA
WP_045585998 | (EC 1.2.1.2)
WP_045583623
MyJabTH(epMEHTHBIN S0X-KOMILIEKC
WP_045585671 | CepOOKHCISIONINI IIUTOXPOM C-THITA SOXA SOXA
WP_045585672 | CepoOKUCIAIONNI IUTOXPOM c-THIa S0XX SOXX
WP_045585669 | Tuocymbhar-oKUCISIONHNA OSIIOK-TIPEHOCUYHK SOX Y soxY
WP_045585670 | Tuocynbhar-oKUCISIONINNA OSIIOK-TIPEHOCUHK SOXZ soxZ
WP_045585673 | Tuocynsdoruapoinaza SoxB soxB
WP_045585667 | Cynbdur nerumporenasza (Cepookucistomuii Moo o0emok C) soxC
WP_045585668 |Cynbdur aeruaporenasa quToxpoMHas cyoreannuna SoxD soxD
Tuocyaspar gernaporenasa
WP_052710250 ‘ Tuocynbsdaraerunporenasa (00K U3 ceMeicTBa IIUTOXPOMOB C) ‘ tsd
I'maporenasnbi
WP_045583366 | I'maporenasa 1, manas cyObenuHHUIA hyaA
WP_045583014 | I'mgporenasa 2, OomnbIas CyObeAMHULA hyaB
WP_052710101 |Ni/Fe-rugporenasa, muToXpoMHasi CyObeIHMIA b-TUTa hyaCb
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WP_045583011 | I'maporeHa3Hblii HUKETb-CBSI3bIBArOIIMIA Oeok HYpA hypA
WP_ 045585791
WP_045583950 | I'maporena3Hslii BciomaraTenbHbii 6e1oxk HypB hypB
WP_045585790 | I'maporenasusiit 6enok-coopiiuk HypC hypC
WP_045580571 | I'moporenaszo-obpa3yromuii 6enox HypD hypD
WP_045583579 | I'mnporenaso-skcnpeccupyromuii 6enox HypE hypE
JpIxaTeJibHas 3JIEKTPOH-TPAHCIIOPTHAS 1eNb
Kommniexe 1 NADH-nernaporenasa
WP_045580751 |NADH-y6uxuaoHokcuaopenykrasa cyorenuuauna A (EC 1.6.5.3) NUoA
WP_045580750 | NADH-y6uxunonokcunopenykrasa cyobenquauna B (EC 1.6.5.3) nouB
WP_045580749 |NADH-youxuHoHnokcuaopenykrasza cyorenuuuia C (EC 1.6.5.3) nuoC
WP_045582388 |NADH-y6uxuroHokcuaopenykrasa cyorenuuuna D (EC 1.6.5.3) nuoD
WP_045580748 |NADH-youxunonokcumopenykraza cyoreauauna E (EC 1.6.5.3) nuok
WP_045580747 |NADH-y6uxunonokcunopenykrasa cyobenununa F (EC 1.6.5.3) nuokF
WP_045580746 |NADH-y6uxunonokcuaopenykrasa cyorenuuuna G (EC 1.6.5.3) nuoG
WP_045580745 |NADH-y6uxunonokcuaopenykrasa cyorenuuuna H (EC 1.6.5.3) nuoH
WP_045582387. |NADH-y6uxunonokcuaopenykrasa cyorenuuuna I (EC 1.6.5.3) nuol
1
WP_045580744 |NADH-y6uxunonokcuaopenykrasa cyorenununa J (EC 1.6.5.3) nuoJ
WP_045580743 |NADH-y6uxunonokcuaopenykrasa cyobenuuuna K (EC 1.6.5.3) nuokK
WP_045580742 |NADH-y6uxunonokcunopenykrasa cyorenununa L (EC 1.6.5.3) nuoL
WP_045580741 |NADH-y6uxunonokcuaopenykrasa cyobenuuuna M (EC 1.6.5.3) nuoM
WP_045580740 |NADH-y6uxunonokcuaopenykrasa cyobenuuuna N (EC 1.6.5.3) nuoN
WP_045582225 | NADH-nerunporenasa (youxunon) Fe-S 6enox 4 nduFS4
Kommuieke II (cykuuHaT neruaporesHasa)

WP_045581435 |CykuuHaTAErHIpOreHasa uroxpom b-556 cyobeaunmia sdhC
WP_045581432 |CykuuHaTaeruaporeHasa xxene3o-cepubiii 6emok (EC 1.3.99.1) sdhB
WP_045581433 |CykuuHaTaeruaporenasa (hpraBonpoTeHHOBas CyOheTMHATIA sdhA

(EC 1.3.99.1)
WP_045581434 |CykuuHaTaeruaporenasa ruapopoOHbiii  MeMOpaH-cBs3biBatomiuii| sdhD

DEeIoK
Kommuexe ITT

WP_045586128 | YOUXUHOJI-IIUTOXPOM C PEIyKTa3a XKelle30-CepHas CyOheTMHAIIA ripl

(EC 1.10.2.2) (ISP)
WP_045586129 | YOUXUHOI-IIUTOXPOM C PEIyKTa3a IIMTOXPOM b cyObeIuHHUIIA cytB
WP_045586130 | YOUXUHOJ-IIUTOXPOM C PeIyKTa3a IMUTOXpoM cl cyObennHuIa cycl

Kommuieke IV (TepMuHasibHbIe OKCHAA3bI)

WP_045581156 | I{utoxpom c okcuzaasza cbb3-tuna cyosenunnma I (EC 1.9.3.1) ccoN
WP 045584289
WP_045581155 | Llutoxpom ¢ okcuaasza cbb3-tuna cyosenununa 1 ccoO
WP_045584290
WP_045581153 | Llutoxpom ¢ okcuaaza cbb3-tuna cyobenununa Il ccoP
WP_045580252 |Twumn cbb3 rutoxpom okcuaasbl onoreHHbii 6enok CcoG, BoBieueHHBIH CCOG
WP_045582867 B oxuciacHue Meau (FixG)

WP_045585070
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WP_045582099 | I{utoxpom c okcuaasza cyosenunuia 1 (EC 1.9.3.1) coxl

WP_045581723

WP_045582100

WP_045582672 | Llutoxpom c okcuaasa cyobenuHuIa 3 cox3

WP_045582586 | I{utoxpom c okcuzaasza cyowrenunuma II (EC 1.9.3.1) COoX2

WP_045582098

WP_045581723 |Ilutoxpom ¢ okcumaza cyobemunuma II / Llutoxpom ¢ okcmaasal COX2/COX
cyobpenuuuna I1 3

WP_045582764 | Ilutoxpom d youxunon okcuaasa cyoseaunuia I (EC 1.10.3.-) cydA

WP_045582763 |Llutoxpom d youxunosa okcuaasza cyobequnanna I (EC 1.10.3.-) cydB

WP_052710213 |Tpaucnoptasiii ATP-cBs3piBaromumii 6emox CydCD cydCD

WP_045586276 |Bo3moxHbIi uToxpom bd2, cyoreaununa I gxtl

WP_045586141 |Bo3moxHbIi iuToxpom bd2, cyonseaununa II gxtll

WP_045584743 |ILlutoxpom o yorxunous okcuaasa cyowreaunuiia I (EC 1.10.3.-) CyoA

WP_045584742 |Ilutoxpom o youxuHous okcuaasa cyobeaunuia I (EC 1.10.3.-) cyoB

WP_045585215 |Ilutoxpom o youxuHos okcuaasa cyobeaunuia 111 (EC 1.10.3.-) cyoC

WP_045584741 |llutoxpom o youxuHos okcuaasa cyobeaunuia [V (EC 1.10.3.-) cyoD

AT®a3a

WP_045581938 | H+-tpancnioprupyromas ATdaza cyosenunuia a F-tuna atpB

WP_052709988 | H+-tpancnioprupyromas ATdaza cyoseaunauma b F-tuma atpF

WP_045581937 | AT®-cunTa3za cextop FO cyOseaunmma ¢ atpE

WP_045581030 | H+-tpancnioptupytomas ATdaza cydosenununa anbdpa F-tumna atpA
(EC 3.6.3.14)

WP_045581028 | H+-tpancnioprupyromas ATdaza cyosenunuiia 6era F-tuma atpD
(EC 3.6.3.14)

WP_045581031 | H+-tpancnioptupyromas ATdaza cyosenunuia nenpra F-tuna atpH

WP_045581027 | H+-tpancnioptupytomas ATdaza cyobeauanna srcwiod F-tumna atpC

WP_045581029 | H+-tpancnioprupytomas ATda3a cyopenuanmna ramma F-tuna atpG

Ilepenocuuxu gocdara
WP_045581495 | Heoprauuueckas mupopocparaza (EC 3.6.1.1) ppa
WP_045580125 | ITomudocdarkunasza (EC 2.7.4.1) ppk
Terparunonar peaxykrasa

WP_045584297 | Terparuonarpenykraza A (EC 1.8.99.B2) ttrA

WP_045584295 | Terparuonarpenykraza B (EC 1.8.99.B2) ttrB

WP_045584296 | Terpatuonarpenykrasa C (EC 1.8.99.B2) ttrC

NO penykrasa

WP_045583026 |Penykra3a okucu azota cyoseaunuiia C (EC 1.7.99.7) norC

WP_045583025 |Penykrasa okucu a3ota cyobeaunuma B (EC 1.7.99.7) norB

WP_045583023 |Bbenok, ak THBUPYIOIIHI peayKkTa3y okucH azora NorD norD

WP_045583027 |benok, akTHBUPYIOIIHMH peayKTasy okucu azora NorE norE

WP_045583024 |Bbenok, ak THBUPYIOIIHI peayKTa3y OKucH a3ota NorQQ norQ

@ukcanusa N2

WP_045580816 |HutporeHnasHbIi (MOIHOI0-KEIIC3HBIH )-CTIeTUDUIEeCKUI nifA
TPaHCKPHUILIMOHHBIN perymstop NifA

WP_045582617 |Lucteun aecynsdypaza (EC 2.8.1.7), NifS noacemeiictBo nifS

WP_045581871 | XKene3o-cepHslii kinactep 0enkoB-cooprnkoB NifU nifu
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WP_045582404 |Hurporenasusiii FeMo-kodakrop cuntesa FeS sapa u cOopku Genka | nifB
NifB

WP_045581955 |4Fe-4S deppenokcuH, HUTPOTEHA30-CBA3AHHBIN frdN

WP_014248512

WP_045581958 |Hutporenasusiii FeMo-kodakrop 6enka-nepenocunka NifX nifxX

WP_045581957 |NifX-cBsi3anHbIii 610K nifx2

WP_045581959 |Hutporenasusiii FeMo-kodakrop u coopimuk 6emnka NifN nifN

WP_045581960 |Hutporenasusiii FeMo-kodakrop u coopmuk 6enka NifE nifE

WP_045582331 |Hurporenasusiii FeMo-kodakTop cunTe3a 6enka jocraBku Mmoaubaenal nifQ
NifQ

WP_045581870 |T"omorwmrpar cunrasa (EC 2.3.3.14) nifv

WP_045581869 |HuTtporenazoctabuin3upyommi/3amumaonui 6emok NifW nifw

WP_045581965 |Hutporenaszo(monnbmo-xene30)peaykrasa u 6eaok cospeanus NifH | nifH

WP_045581964 |Hutporenasza(monudao-xene3o) anbda cyorenununa (EC 1.18.6.1) nifD

WP_045581963 |Hutporenasza(monudao-xene3o) 6era cyorenununa (EC 1.18.6.1) nifk

WP_045580821 |NifZ 6enok nifZ

WP_045580820

WP_045580823 |NifT Gemok nifT

WP_045580206 |Hutporena3o-cBs3anHblii 610k NifO nifO

WP_045581968

WP_045580819 |LRV (FeS)4 xiactep JOMEHHBIH OETOK KJIaCTEPU30BAHHBIN C avin2460

HUTPOIrCHA3HbIM KO(baKTOpOM CHHTC3a




