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BBEJAEHUE

MeTtaH — OAMH W3 OCHOBHBIX TMAPHHUKOBBIX Ta30B, BIMSIONIUX HA W3MEHEHUE
KJIUMaTa, 0COOCHHO B coBpeMeHHbIM mnepuoa. [lapaukoBbeiit 3¢dexT or mMeTaHa B
HECKOJIBKO JIECATKOB pa3 BhIlIe, ueM oT yriekucioro raza (Myhre et al., 2013).
Hccnenoanus nukia metana (CH,) uMeroT o0meMupoBoe 3HAYCHUE U TIPUBIICKAIOT
BHUMAaHHE YYEHBIX M3 Pa3HBIX CTpaH. DTU HCCIEIOBaHUS HAIpaBJICHbl HA OLECHKY
notokoB CHy U3 pa3ianyHbIX pe3epByapoB: MOPCKUX M MPECHOBOAHBIX IKOCUCTEM,
PHUCOBBIX YE€KOB, TOP(SHUKOB, PAOHOB BEYHOW MEP3JIOTHI, a TAKKE METaHOBBIX
curoB u rasoruapatueix nojieit (Rudd, Taylor, 1980; Ivanov et al., 1993; Borowski,
2004; Malinverno, Goldberg, 2015; Zhang et al., 2016; Hopcroft, 2017; Dean et al.,
2018; Sanches et al., 2019). C npuMeHEHHEM KOMILIEKCA METOJOB HCCIICIOBAHBI
ouoreoxumuueckue mukiabl CHy B paznuunbix tumnax ozep (I'anpuenko u ap., 2001;
Carini et al., 2005; Eller et al., 2005a; Murase et al., 2005; ITumenoB u ap., 2010;
Crowe et al., 2011; Naeher et al., 2014; Thomas et al., 2019).

K mnacrosmemy BpemMeHnm B o3epe baiikam OTMEYEHBl MHOTOYHMCIIEHHBIE
palioHBI, TJA€ M3 JOHHBIX OCAagKOB B BOJHYIO TOJIIY TOCTYIAIOT >XUIKHAC W
razoo0pasznbie yrieBogopoas! (Ky3emun u ap., 1998; Knepke u mp., 2003; XibicToB
u ap., 2007; Granin et al., 2010; Khlystov et al., 2013; Zemskaya et al., 2015).
KommuecTtBo cunoB B balikane Ha eIMHULY IUIONIAAM AHAJIOTMYHO KOJIMYECTBY B
MupoBom oxeane (XnbicToB u ap., 2014), a moTeHIMAIBHBI 00bEM METaHOBBIX
THAPATOB B OaWKaJIbCKUX OTJOXKCHHSIX COMOCTABUM C KPYIMHEUIIUMH B MHUPE
3ajexxamu ra3oBbix ruzapaTtoB (I'T) B Bieiik Pumxk (Blake Ridge, AnTnantuueckuii
okeaH, CIITA) (Borowski, 2004). O6bem rasza B I'T B 03. baiikan cocraBusieT ot 8.8 x
10 10 9 x 10*? M3 (TonyGes, 2000; Vanneste et al., 2001; XnasicToB u ap., 2002).

ITepBeie m3mepenus konneHtpanuii CH,; B BomgHoi Tomme o03. baitkan
CBUIETEIHCTBOBAIM O TOM, YTO METaH, BRICBOOOKIAIOIINICS U3 JOHHBIX OCAIKOB C
riyouasl 1400 M, B OCHOBHOM pacTBOPSIETCS M OKHCJISICTCS B TOJIIIE BOJLI U HE
BeIX0auT B arMmocdepy (Schmid et al., 2007). Bosnee mo3mHHe HCCICIOBAHMS

MOBEPXHOCTHBIX BOJI MPUOPEAKHOM 30HBI U YCTHEB PEK BO BPEMsI BECEHHETO MEPUOa
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nokazanu ero smruccuto B armocdepy (Ilecrynos u ap., 2015). B riryOuHHBIX c0sX
nemaruanu osepa baiikan, BOmmM3M BeIx0on0B CHs W rpsi3eBhIX BYJIKaHOB ObUIH
oTMeueHbI Boicokue KoHneHTparuu CHy (I'panun u ap., 2013). B psae nyOnukanmii
ObLTa pacCMOTpeHa MpolJieMa yBEIMUEHHUs COJIep)KaHusl MeTaHa B BoJie o3epa baiikain
¥ BO3MOJKHBIEC MPUYKHBI 3T0T0 siBieHus (I'panun u ap., 2013, 2014; Mizandrontsev et
al., 2019; Mwuszanaponnes u ap., 2020). OcHoBHas THUIIOTE3a — U3MEHEHHE YPOBHS
BoAbl B baiikane mocne crpourtensctBa Mpkyrckoit ['DC, 4TO MOrio mpuBECTH K
paznoxenuto ruapatoB CHs u popmupoBanuio aHoManbHO BBICOKUX KOHIEHTpPAIIHi
MeTaHa B MIyOMHHBIX BOAAX U AMUCCUU B aTMOc(epy.

UccnepoBanusi MHUKpPOOPraHW3MOB, ywacTBytomux B 1mukie CHs, B
ri1yOOKOBOJHOM M OJUTrOoTpoHOM o3epe baiikan, B OCHOBHOM Kacaluch COOOIIECTB
noHHBIX oTiokeHW (Hamcapaes, 3emckas, 2000; TaiitmytamaoBa u ap., 2005;
HamcapaeB u np., 2006; Jlaryposa u np., 2007; ILlly6enkoBa u np., 2007, 2011;
3emckas u ap., 2008). Ecth Heckonbko paboT, B KOTOPBIX HPUBEACHBI JaHHBIC O
YUCJIEHHOCTH METAaHOTPO(OB B MPUIOHHON BOJIE PAIOHOB pa3rpy3Ku yrieBO0POIOB
03. baiikan (Hamcapaes u np., 2002; [lly6enkosa, 2006) 1 0 CKOPOCTSIX OKHCIICHUS
metana ([arimyrounoBa, 2005; Hamcapaes wu  ap., 2006). Hamuuwme
MeTaHokucisomux 6akrepuit (MOB) B paznuyHBIX CIIOSIX BOJHOM TOJIIM O3€pa B
(GOHOBBIX pailoHax OBUIO OTMEUEHO pSJAOM HCCIEAOBaTelIed TMpU aHaIU3e
pazHooOpa3usi COOOIIECTB ¢ MOMOIIBbIO MOJEKYJISIPHbIX MeTon0B (/lenucoBa u ap.,
1999; BbembkoBa um ap., 2003; Kurilkina et al., 2016). CocraB OakTepHaIbHBIX
cooOlecTB B BOAHOW Tommie o3epa baiikan BOMUM3M BBIXOJAOB IKUIKUX U
ra3oo0pa3HbIX YIJIEBOJOPOJIOB paHEe HE MCCIEAOBAaH. YUYUTHIBAs COBPEMEHHBIC
KJIMMaTHYECKHEe M3MEHEHHUs U Ooubline 3armachkl MeTaHa B Buae 11 B 03. baiikan,
U3y4eHUE METaHOTPO(MHBIX OaKTepHii, OCHOBHOM (DYHKIIMOHAJIILHOM TPYIIIHI,
yuacTtBytomie B okucineHun CHs B aspoOubix ycnosusix (Hanson, Hanson, 1996),
BECbMa aKTYaJIbHO.

Ileab padoThl: yCTAHOBUTH (PUIIOTE€HETUYECKOE Pa3HOOOpa3ue, UNCIEHHOCTD U

bu3noIOrnYecKne 0COOEHHOCTH METaHOTPO(DHBIX OakTepuil, a TakKe OINPEACIUThH



CKOPOCTM OKHMCJIIEHUS METaHa B BOJAHOM Toiule o3epa baiikam B palioHax cC

Pa3IMIHBIMHA 3KOJOTHICCKUMU YCIIOBUSAMMU.

3agaum:
1. Onpenenutps  (UIOTEHETUYECKOE pa3HOOOpa3Me W YHUCIECHHOCTH
METaHOTPO(]HBIX OakTepuii C HIOMOIIBIO BBICOKOTIPOU3BOAUTEIHHOTO

cekBeHnpoBanus reHoB 16S pPHK, pmoA m mxaF u d¢uyopectienTHor in Situ
rubpuamnzanuu (FISH) B pasnuynabie ruapoiornueckue Ce30Hbl.

2. OnpenenuTh METAHOKUCIISIIONIYIO aKTUBHOCTh B BOJHOM TOJIIIE BOIU3U
pallOHOB  BBIXOJA KUAKUX M Ta3000pa3HBIX YIJIEBOAOPOJOB C IOMOIIBIO
PagUOU30TOITHOIO METOAA.

3. [IpoBecTH CpaBHUTENbHBIA aHAIU3 METAHOKUCISIOMIUX COOOIIECTB
BOJITHOM TOJIIIM B Pa3fW4yHbIE TUJIPOJIOTUYECKUE CE30HBI U BBIIBUTH B3aMMOCBS3b C
YCIIOBUSIMU CPEJIbI OOUTaHUS.

4, BrisiBUTH TeHBI MeTabonu3Ma yriiepoja M a3oTa B T'eHOMax
METaHOTPO(OB, MOJYYEHHBIX C IOMOILIBIO TITyOOKOr0 METareHOMHOI'O aHajau3a
(MAG);

S. OuEeHUTh B JKCIIEPUMEHTE BIIMSHHUE PA3IMYHBIX UCTOUYHHKOB a30Ta Ha
pa3BUTHE METAHOKHCIIAIONINX OaKTepuil.

Hayunasi _HoBHM3HA __ pa0oTbl. BmnepBble  wuccienoBaHa  CTpPyKTypa

METaHOTPO(MHBIX COOOIIECTB BOJAHON TOMIIMU 03. balikan B 3KOJIOrMYECKUX 30HAX, I/1e
OTMEUEHa pas3rpy3Ka YIrieBOJAOPOJOB, C HCHOJb30BAHUEM KOMILUIEKCA METOJOB,
BKJIIOYAsl  SNUQIYOPECHEHTHYO  MHKPOCKONMIO,  PaJMOU30TONHBIA  METOJ,
KYJIbTUBUPOBAaHHE M BBICOKOIIPOM3BOAUTEIIBHOE CEKBEHUPOBaHWE. B pasimnunbie
TUJPOJIOTUUECKHUE CE30HBI B TPEX parioHax o3epa baiikan onpeneneHa YMCIEHHOCTb
MOB u BBIABICHO HAJIMYUE METAHOBOTO OMO(UIBTpAa B 30HAX C MOBBIINICHHBIMHU
koHIeHTparusiMu  CHa.  YcraHoBiIeHO, 4YTO  TaKCOHOMMYECKHMH  COCTaB
OaKTepHaIbHBIX COOOIIECTB BOJHOW TOJIIM B 30HAX pas3rpy30K pasziuyaercs B
3aBUCUMOCTH OT TJIYOHMHBI, TeMIepaTypbl BOJbl M THUIIOB MOCTYMHAOIINX
yIJIEBOJIOPOZIOB  (C  TOMOIIBIO  BBICOKOIPOM3BOAUTEILHOIO  CEKBEHHPOBAHUS

¢parmentoB rena 16S pPHK). B riuyOMHHBIX CIOSX BOJHOW TOJIIM pPailOHOB
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pasrpy3Ku yrieBoJAOPOJOB YCTAHOBIIEHA aKTUBHASL POJIb METAHOTPO(OB B OKUCICHUH
CH4.  TlomydeHbl  CTPYKTYpBI — IOCJIENOBATEILHOCTEH  OalKaNbCKUX  JIMHUN
MeTaHOTpOo(OB, 00pa3yroMKMX Ha (PUIOTEHETUYECKOM JIEPEBE OTACNIbHBIC KIaCTepHI,
HE HMEIOIINE KYJIbTHUBHPYEMBIX T'OMOJIOTOB. BrniepBble aHHOTMPOBAHO TPU TE€HOMA
METAHOKHUCJISIOMMX OaKTepuid U3 BOJAHOM ToJu 03. baiikan. [Ipu KyabTHBHUpOBaHUHT
B TCUXpO(UIBHBIX YCIOBHUSX BIEPBBIC MCCIICIOBAHO BIHMSHUE Pa3IMYHBIX
MCTOYHUKOB a30Ta Ha pa3Butue MOD o03. baiikan.

Teopernveckasi M _INpPAKTHYECKAS 3HAYMMOCTb _PadOThlI. PCBYJIBT&TI)I

paboThl MO3BOJWIM YCTAHOBUTh AKTUBHYIO POJIb METAHOKHUCIISIIOIIUX OakTepuil B
BOJITHOM TOJIIIE PA3JIMYHBIX 3KOJOTMYECKUX 30H 03. baliKan W BBISIBUTH SHJIEMUYHBIX
MpeICTaBUTENIeH ATOM rpymnmbl MUKpoopraHu3MoB. [lonuManue ux metaboin3Ma B
yABTPAPECHOM U TJIyOOKOBOJAHOM BOJOEME IIO3BOJIUT YCTAHOBUTH OTKJIMK
METAHOKUCISIIOIINX MHUKPOOPTAHU3MOB HA M3MEHEHUS OKPYKAOUIEH CpElibl.
Pe3ynbTaThl HCCeI0BaHUS MOTYT OBITh UCIIOJIB30BAHBI IIPU PacyeTe MOTOKOB METaHa
W3 BOJHON ToMmM B arMocdepy, a TakKe MNpHU OIICHKE BKJaaa o3. baiikan B
pErMOHANBHBIN  OIOUKET MeTaHa B YCJIOBHUSIX COBPEMEHHBIX KIMMATHYECKUX
W3MEHEHUM.

Cy1miecTBeHHO pacmMpeHa 0asza JaHHBIX IOCHeJI0BaTeIbHOCTEH TeHOB 16S
pPHK u pmoA meTaHOKHCISIOMUX OakTEepui, HACENSIONIUX BOJHYIO TOJIIY O3.
baitkan. [TosydeHHble MacCHBBI JaHHBIX CEKBEHUPOBAHUS 3apETUCTPUPOBAHEI B 0asze
nanHbix NCBI miig npoBelleHHs] CpaBHUTEIBHOIO aHAJIN3a C MOCIIEI0BATEIbHOCTIIMU
U3 JApyrux cpea oburtanus. Kpome Toro, mnojiydeHHble B pabOTE€ TEHOMBI
METAaHOKUCTSIOMUX OakTepuii MOTyT OBITh UCIHOJIB30BaHBI JJIsi  pa3paboTKu
MOJIEKYJISIPHBIX METOJIOB JETEKIMU ATUX MHUKPOOPTraHHU3MOB B XOJOJIHOBOJHBIX
BOJIOEMaX.

JanmniaeMbie M0JI0KCHUS .

1. B menarmanu o3epa baiikan ¢ pa3iMYHBIMH HKOJOTUYECKUMHU YCIOBUSIMU
(TemmiepaTypHbIi  peXuUM, THI  Pa3TPyXKaoMMXCS  YIJIEBOJOPOJIOB,

KOHIIGHTpAIlMd ~ METaHa,  MUHEpaiu3alus,  TJIIyOMHa)  JOMHHHUPYIOT



MeTaHoTpodHbie OakTepuu | Trma. MeTaHOKHCIAIONIAasi aKTUBHOCTH BHITIE B
MIPUJOHHBIX CIIOSX BOAHOM TOJIIIY C TOBBIIIIEHHBIMU KOHIICHTPAIIUSIMHU METAHA;

2. PaznooOpa3ue u CTpyKTypa METAaHOKHUCISIONIMX COOOLIECTB BOJHOW TOJIIU
pa3JIMYHbI, YTO OMPEACISIETCS HE TOJBKO (PUBMKO-XUMUYECKUMU YCIOBUSIMU
Cpelibl, HO U COCTaBOM >KUJKHX U Ta3000pa3HbIX YIIIEBOJOPOIOB.

Anpobanus padoTel. MaTepuanibsl AUCCEPTALUU JOJIOKEHBI U 00CYKIECHBI Ha

MEXKIYHAPOJHBIX U POCCUICKUX KOH(EPEHINIX, KOHTPECCaxX U CUMIIO3UYME:

1. VI BcepoccuiickoM ¢ MEXIyHApOAHBIM YYACTHEM KOHTPECCE MOJIOJBIX YUYEHBIX-
ononoroB «Cumomo3-Poccust 2013» (Mpkytck, 2013);

2. Bceepoccuiickoil Hay4YHO-TIPAKTUYECKON KOH(EpEeHIMU, MOCBAIICHHON 25-JIETHIO
OOHapyXeHUsI CTPYHHBIX METaHOBBIX Ta3oBblienieHHl B UYepHom Mope, «MetaH B
Mopckux 3kocucTeMax» (CeBactonodib, 2014);

3. Illectoit Mexmynapoanoit Bepemarunckoit balikanbckoil KoHpepeHIMU U
yeTBepTOM baiikanbckoM MHKpOOHOIOrHYECKOM CHUMIIO3MYME C MEKIyHApOIHBIM
yuactreM «MUKpOOpraHU3MBI H BUPYCHI B BOJHBIX dKocucTeMax» (Mpkyrck, 2015).
4. ll-oit Bcepoccuiickoit  KOHPEpeHIIMM C  MEXAYHAPOJHBIM  y4acTHEM
«BBICOKONIPON3BOAUTENBHOE CEKBEHMpOoBaHue B reHoMuke» (HoBocubupck, 2017).

5. I-om Poccuiickom Mukpobuosoruueckom kourpecce (ITyrmmuo, 2017);

6. MexayHapoaHON Hay9HO-TIPaKTHYECKON KOH(EPEHIINN CTYACHTOB, aCIUPAHTOB U
MOJIOABIX YUeHbIX «COoLMaIbHO-3KO0JIOTHYECKHE TPo0iemMbl ballkallbCKOTO peruoHa u
COIIPEAEIIBbHBIX TEPPUTOPUID, MOCBSILLIEHHON 100-netuto Hpkytckoro
rocynapcteHHoro yausepcutera (Mpkyrck, 2018);

7. 12" International Congress on Extremophiles (Extremophiles 2018) (lIschia, ltaly,
2018);

8. Bcepoccuiickoil KOH(epeHIHH ¢ MEXKIyHApOAHBIM y4yacTueM «MexaHu3Mbl

alanTald MUKPOOPTaHU3MOB K Pa3IHYHBIM YCIOBHSIM cpeibl ooutanus (Mpkyrtek,

2019).
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Iyoankamuu. [lo marepuanam auccepTaluu OnyOJHKoBaHO 14 HayyHBIX

pabor, w3 HuMX 5 crareit, umHIekcupyembix Web of Science, m 9 Te3ucos
KOH(pEpEeHIIHH.

CTpykTypa M 00beM auccepranmum. Jluccepranus COCTOUT U3 BBEACHUSA, D

IJ1aB, 3aKJIIOYEHUS, BEIBOJIOB, CIIMCKA JIUTEPATyphl U puiioxkeHus. Pabora nznoxena
Ha 138 crpanunax, comepxkut 20 pucyHKoB W 6 Tabmui. CHOHCOK TUTEPATYpPHI
BKJItOUaeT 374 UCTOYHMKA, U3 KOTOPHIX 46 0TeUeCTBEHHBIX U 328 3apyO0exKHbBIX.

MecTo npoBeaenusi padorbl u_0JaroaapHoctu. OcHOBHasg 4acTh pabOThI

Obla  BBIMOJHEHAa B JA0OpaTOpuM  MHUKPOOMOJIOTMM  YTJIEBOJIOPOJIOB
Jlumuonornueckoro uHctutyta CO PAH ¢ 2013 mo 2018 roael. MccnenoBanust mo
CEKBEHHUPOBAHUIO W AHHOTAI[MM TE€HOMOB METAaHOTPO(HBIX OakTepuil ObLIU
BBINIOJIHEHBI COBMECTHO C KOJUJIEraMH M3 YHHBEpCHTETa MM. Murens DpHaHzeca,
Wcnanus. ABtop Bblpaxkaer OnarogapHocts na.0.H. H. B. Ilumenoy (®UIL
buorexnonorun PAH, Mocksa), k.0.H. 1. B. Mopo3zoBy (LIKII «I'enomuka» CO
PAH, HoBocubupck), k.6.H. O. B. llly6enkoBoii, k.r.H. B. I'. UBanony, k.0.H. O. II.
["anauwsni, k.6.H. A. A. Mopo3zoBy, A. A. Kpacnoneey (JIUH CO PAH) u k.x.H. T
B. KanmerukoBy (MuctutyT reoxumun um. A.Il. BunorpamoBa CO PAH). ABtop
BBIp@KAeT TIyOOKYyI0 TMPU3HATEIHHOCTh HAYYHOMY PYKOBOJIUTEIIO 3aB. Jao.
MUKpOOHOJIOTUH yriieBoaopoaoB 1.0.H. T. M. 3eMcKoii 3a moJje3Hble MPaKTHYECKUE

COBCTHI M IIOMOIIIb HAa BCCX dTallax pa6OTBI.



I')TIABA 1. OB30P JIMTEPATYPBI

1.1. brox:xet MeTaHa B Ouocdepe

MeTaH — HEOTHEMJIEMbIF KOMIIOHEHT TJI00AIEHOTO ITUKJIA YTIIepoaa U OJUH U3
HanOoJiee BaXHBIX (DAKTOPOB, BIMAIONIMX HA H3MEHEHHWE KIWMAaTa, IOCKOJBKY
napHUKOBBIA dddekr merana B 25 pa3 Beime, yeM y nuokcuna yriaepona (COy)
(Forster et al., 2007; IPCC, 2015), u oH HaxoaUTCSA B 3ajieXKaxX IO BCEMY MHUPY
(Myhre et al.,, 2013). Ilocme oxucieHus atoMm yriiepojga u3 Moyiekyiasl CHy
npeBpaiacTcs B OCHOBHOM mapHukoBbiii Ta3 — CO, (Myhre et al., 2013). Kpome
toro, okucienue CH4 B atmochepe nmpuBoauT K 00pa3oBaHUIO 030HA, BHI3BIBAIOIIECTO
napHUKOBBIN 3QdekT. B crparocdepe npu oxkucnennn CH4 06pasyercst BoasiHOM nap,
KOTOPBIA CIOCOOCTBYET TOBBIIICHUIO PaJHAIMOHHOTO BO3JEHCTBUA. PacdeTHbIe
riobanpHBIe BBIOpOockl CH4 B atmocdepy 3a mecarmmerne ¢ 2008 mo 2017 rr. B
cpemHeM coctaBistid okosio 572 Tr B rox (Saunois et al., 2019), uto Ha 24 Tr B rox
oonbie, yem 3a nepuo ¢ 2003 mo 2012 rr. (Saunois et al., 2016). B mocnenunue 650
TeicsTY JieT KoHneHtpammu CHs B atmocdepe Obutn ctabwibHbiMu (Spahni et al.,
2005), Ho pesko crtanu pactu B 2007 T. B CBS3U C BBICOKMUM aHTPOIOIC€HHBIM
BosnerictBuem (Dlugokencky et al.,, 2009; Frankenberg et al., 2011) u Ha
CerOJHAIINN JCHb MpojaospkatoT mosbimatees (Prinn et al., 2018; Dlugokencky,
2019). TlpuumHbl 3TOr0 pocTta HE J0 KOHIIA MOHSATHBI M IO3TOMY CYIIECTBYET
HECKOJIBKO THIOTe3, o0bsicHsamomux poct CHs B armocdepe (Nisbet et al., 2019;
Turner et al., 2019).

Bxitag aHTpOnOTeHHBIX HCTOYHUKOB JI0CTUTaeT B cpeaHeM 60% (auamnazon 50—
70%) ot cymmapnoii konmentpammu CH,; (Saunois et al.,, 2019). Haubonee
3HAaYUMBIMH U3 HUX SIBJISTFOTCS PUCOBBIC TI0JIS, )KHBOTHOBOJICTBO, @ TAK)KE OOIIMPHBIC
CBAJKA, B KOTOPHIX MPOUCXOIUT PA3JIOKEHUE OPTraHUYECKHX OTXOI0B C
oOpa3zoBanueMm Oomibmmx kKoymuecTB CH;. YBenmnuenue aHTPONOTreHHOW AMUCCHU
MApPHUKOBBIX Ta30B IMPHUBEIO K SBJICHHUIO, MU3BECTHOMY KaK «3((EKT MapHUKOBBIX

ra3oBy. JTO SIBJICHHUE MOYKET IMPHUBCCTH K OITACHBIM M3MCHCHUAM KJIMMATa, a UMCHHO
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K KOJICOQHUSIM TeMIIepaTyphl, MPUBOASAIIMNM K KaTacTPOPUUIECKUM TOCIICICTBUSIM.
['mobanpHOE TOTEMJIEHUE MPEACTaBIAeT cO00M (QyHIAMEHTATBbHYIO Yrpo3y MAJis
TJIaHEThl 3eMJIsl, @ BBIOPOC MAPHUKOBBIX Fa30B UTPAET KIIOYEBYIO POJIb B ATOM.

[Ipu ob6cyxnennn ra00adbHOrO LHUKIA YIJIEpoJia PacCMaTpPUBAIOT HE TOJIBKO
KpYIHbIE MCTOYHUKHM 3THUX Ta30B, BKIIOYAIOIIUE MOPCKHE 3KOCHCTEMbI, PUCOBBIC
YeKH, TOP(SHHUKHM, TEPMHUTHUKH, a Takxke W Oosiee Menkue skocuctembl (Rudd,
Taylor, 1980; Ivanov et al., 1993; Borowski, 2004; Conrad, 2009; Malinverno,
Goldberg, 2015; Zhang et al., 2016; Hopcroft, 2017; Dean et al., 2018; Sanches et al.,
2019). B »TOM HampaBJICHHHM IPOBOJAT MHOTOYMCJICHHBIC HCCIICOBAHHS,
HaIpaBJIeHHbIC HA OIIEHKY MOTOKOB CHi M3 pa3iuyHBIX pe3epByapoB, a TAKKE POJIH
adpOOHBIX M aHA’POOHBIX MHUKPOOPraHU3MOB, ydacTByomux B 1ukie CHa.
HexoTopble ydeHble MPEANnoiatoT, YTO KOHIICHTpAIlMM METaHa, MOCTYIAIOIIEro B
aTMocQepy U3 NpUpPOAHBIX cpell, yBenuuarcs k 2100 roay u mpogoinkat pactu (Dean
et al., 2018; Beaulieu et al., 2019).

MertaH BBIICISIETCS. HE TOJIBKO B PE3YyJIbTaTe aHTPOIIOTEHHOM JIeATeIbHOCTH, HO
TaK)K€ U3 PA3JIUYHBIX MPUPOIHBIX UCTOYHUKOB. He3aBUCUMO OT MCTOYHHKA, OKOJIO
85% MHPOBOTO OroKeTa MeTaHa MPOU3BOIUTCS METAaHOT€HHLIMU
mukpoopranusmamu  (Knittel, Boetius, 2009) npu wmukpoOHOW nmerpamanuu
OpraHUYECKOTO BEIIECTBA, B OCHOBHOM B aHa’poOHbIX ycioBusx. Ocrtasimecs 15%
CHa, Bbimensiemoro B atmocdepy, BO3HHUKAIOT HM3-32 TEPMOTEHHOIO Pa3JIOKEHUS
MCKOIaeMOT0 OpPraHMYecKoro Marepuaina Ha reosnorudeckuii CHs m apyrue rassi,
W3BECTHBIC KaK MIPUPOIHBIN Tas3.

Oo6pazoBanue CHs MOXeT MpOXOAWTh KaK B OECKUCIOPOIHBIX YCIOBHUSIX
MOCPEJICTBOM apXeHHOro MeTaHoreHe3a B JOoHHBIX ocaakax (Reeburgh, 2007;
Valentine, 2011), Tak W B KHCIOPOJIHBIX. 3a CYET a’pOOHOTO KaTaboJIM3Ma
METHIMPOBAHHEBIX (ochopcoaepxkammx coenunenuii (Karl et al., 2008; Damm et al.,
2010; Carini et al., 2014; Yao et al., 2016; Repeta et al., 2016; Wang et al., 2017a),
npu ¢ukcammu azora (Zheng et al., 2018) wim 3a cyeT aJbTEpPHATUBHBIX MYTEH,

KOTOPBIC HE BKJIIOYAIOT UyBCTBUTEIbHBIC K KUcIopony hepmentsi (Tang et al., 2016).
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B aHa’poOHBIX YCIOBUAX METAHOTCHE3 OCYIIECTBISIOT MPEICTABUTENIN JOMEHA
Archaea, BoccranaBnmmBaromme CO; ¢ HCIONB30BaHUEM B KadeCTBE JOHOPOB
DIIEKTPOHOB BOJIOpOAA (TuapoTreHOTPOGHBIN METaHOTEHE3), arerara
(amleTOKNIaCTUUECKUM ~ METAHOTEHE3) WM  METWIMPOBAHHBIX  COEIUHEHUI
(metunorpodubiii Metanorene3) (Conrad, 1999; Hedderich, Whitman, 2006). BsLio
BBICKA3aHO MPEIOJIOKEHNUE, YTO METAHOT€HE3 B MIOBEPXHOCTHBIX BOJAX B a9POOHBIX
YCIIOBHSIX TECHO CBSI3aH ¢ pocToM Bojopocient (Bogard et al., 2014), Ho 3Ty Teopuro
onpoBepriu (Fernandez et al., 2016), o6bsicnuB npucyrctBue CHs B KUCIOPOIHBIX
30Hax 03ep, nepeHocoMm pactBopeHHoro CHy u3 palioHoB ero oopazoBanus. Pabora
(Lenhart et al., 2016) moka3ana, 4YTO MHKPOBOJIOPOCIH MOTyT 00Opa3oBbiBaTh CHs
NyTeM JEeMETUJIMPOBAHMS cepoopraHndeckux coenuHenuit. M. busuk-Honecky
(Bizi¢-lonescu) ¢ koiuieramMu TOKa3ald, YTO I[IMAHOOAKTEPUHU MOTYT JIETKO
npeoOpa3oBbIBaTh (PUKCUPOBAHHBIN HEOPTaHUYECKUN YIIIEpOJ HEMOCPEICTBEHHO B
CH4 m 49T0 3TOT mporiecc, cKkopee BCero, CBA3aH ¢ OOIMMUM MeTa0O0JM3MOM KJIETOK,
TakuM Kak (otoaBTOoTpodHas ¢ukcamus yriepona (Bizi¢-lonescu et al., 2019).
AnpobHOe O6akTepuanbHoe 00pa3zoBanue CH, mo3BossieT 00BSACHUTD TaK Ha3bIBACMBIN
«METaHOBBIA Tapamokc» (MoBbIIeHHOE coaepkanne CHs B mMOBEpXHOCTHBIX
HaCBIIIEHHBIX KrcaopoaoM Bonax) (Repeta et al., 2016).

CHIXEeHHE KOHIEHTPALMKY apHUKOBBIX ra3oB B atMocdepe, B ocHOBHOM CHa,
MOJKET MPHUBECTH K cTabmmm3anuu teMieparyp. OqHako yMEHbIIEHHE KOHIICHTPAIHiA
CHs 3arpyaHeHo, T.K. 3TO TEXHHMYECKH JOPOTOCTOAIMNA U MPOOIeMaTUYHBIHN
nporecc. AJbTEpHATHUBHBIM METOJOM sBJsieTcs: MuKpoOHoe oxucienne CHa.
Merabonuyeckue IMyTH, UCTHOJb3yemble sl moTpebneHuss CHi, BKIIOUalOT Kak
a’poOHYyI0 MeTaHOTpodHUI0, Tak W aHa’poOHoe okucienne CH, (AOM), B
3aBUCUMOCTH OT HaJU4Ms aKUENTOPOB 3JEKTPOHOB (HarpuMmep, cyiabdara, HUTpaTa)

(Borrel et al., 2011).
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1.2. A3po6HbIe MeTaHOTPO(PHBIE DaAKTEpHHU

1.2.1. OcHOBHBIE ACHEKThI IKOJOTHH A3POOHBIX METAHOKHUCISIOIIMX OaKTepuii

Ob6muratapie MOB  mpencraBiastoT  coO0M  yHUKaJbHYIO  TPYIILY
NPOKAPUOTUYECKUX  MHUKPOOPTaHW3MOB,  CTPYKTYPHO H  (QYHKIIMOHAIHHO
CHEIUAIN3UPOBAaHHBIX Ha wucnoib3oBannn CH;, B kauecTBe €IWHCTBEHHOTO
ucroyHuka yriepoga u sHepruu (Hanson, Hanson, 1996; Taapuenko, 2001;
Bowman, 2006; Tpouenko, Xwmeneuuna, 2008; Kalyuzhnaya et al., 2019).
MeTaHoTpodbl OBLIM IICHTPOM BHHMAaHUS C MOMEHTa HX OTKPBITHS JBYMS
HE3aBUCHMBIMHU HcclienoBatesiMu B Hadaje 20-ro Beka (Kaserer, 1905; Sohngen,
1906). B 1906 romy Bacillus methanicum Obuta TepBOil BBIIEIEHHON OaKTepHUEH,
okucstonieit CH,. B Hacrosiiee BpeMs, crmocoOHOCTh K aspodHOMY pocTy Ha CHy
BBISIBJICHA Y MIPEJICTABUTENICH IBYX KiaccoB Proteobacteria: Gammaproteobacteria u
Alphaproteobacteria (Hanson, Hanson, 1996; Kalyuzhnaya et al.,, 2019).
OCHOBBIBasICh Ha (PU3UOIOTMUECKUX, OMOXUMHUUECKUX M (PEHOTHUITMYECKUX CBOMCTBAX
POTEe00aKTEpHATBHBIC METAHOTPO(BI OBUTH KJIACCUYECKH pa3eacHbl Ha THH | 1 Th
Il (Hanson, Hanson, 1996). He Tak nmaBHO OBLIM OIKCAaHBI METAHOTPOQHBIC
npeacrasutenu ¢Guisl Verrucomicrobia (Pol et al., 2007; Islam et al., 2008; Op den
Camp et al., 2009, 2019; van Teeseling et al., 2014). Verrucomicrobia sisisirorcs
aruaoduiamu (ontumyMm pocta npu pH 2.0-4.3) u Haubonee TepMoPUIBHBIMU U3
BCEX M3BECTHBIX MeTaHOTPO(OB (onTuMyM pocta pu 55-60°C) (Op den Camp et al.,
2019; Houghton et al., 2019). Dtu TtepmoarnuIOPUIbLHBIE METAHOTPO(PHI OBLIH
oOHapy»KeHbI TOJIBKO B re0TepMajbHBIX MecTax odutanus (Sharp et al., 2014), xots
MOTYT pacTH B OoJjiee mmpokoM uHTepBasie Temmnepatyp (van Teeseling et al., 2014;
Op den Camp et al., 2019). Kpome Toro, ObLIO MOKa3aHO, YTO aHAIPOOHBINA BH/I
Methylomirabilis oxyfera (tunm NC10) oOpa3yer O2 BHYTPUKICTOUHO U UCIIOJIB3YET
ero i adpoodHoro okucienust CH, (Ettwig et al., 2010).

MeTtanoTpodbl OblTH 0OHAPYKEHBI B CAMBIX Pa3HBIX SKOCHUCTEMAaX, MOCKOJIBKY

OCHOBHbBIM (baKTOpOM, ONMpCACIIAIOIMNM HX XHU3HCACATCIBbHOCTDb, CIIYKUT HAJIN4YHC
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CHs m xucmopoma. OHHM BBISBIEHB B BOJOE€Max, HAa3eMHBIX IEpeYyBIaXKHEHHBIX
30HaX, B OYHCTHBIX COOPYKCHHSX, YTOJBHBIX MIAXTaX, CTOKaX >KUBOTHOBOIYECKHX
KOMIUIEKCOB, 3a0OJIOUEHHBIX W OOWIBHO VAOOPEHHBIX TIOYBaX, B TOYBaX
He(TEra30HOCHBIX PallOHOB, B PyOIle KPYITHOTO POraTOro CKOTa M BOJHBIX PACTEHUSX
(Hutton, Zobell, 1949; Whittenbury et al., 1970; Dedysh et al., 1998; Deng et al.,
2013; Oshkin et al., 2014; Abdallah et al., 2014; Morana et al., 2015; Kalyuzhnaya et
al., 2015; Paul et al., 2017). Metanotpodbl pactpocTpaHeHbI Kak B Me30(DHIbHBIX,
TaKk W B OKCTPEeMaJIbHBIX cpenax. Kpome Toro, a’poOHbIe METaHOTPO(DEI, TTOJOOHBIC
TE€M, KOTOpble OOHapyXeHbl Ha 3emJje, MOTryT TMOTEHIUAJIbLHO TMOJJIEPKUBAThH
MeTaboIM3M MU HU3KHUX TeMIieparypax u koHmentpamusx CHg, BcTpeuaronmxcs Ha
noBepxHoctu Mapca (Seto et al., 2019). MeranoTpodbl ABISIOTCS OMOIOTHYECKUM
bunpTpoM, mpenaTcTByromuM u30bITouHOM smuccun CHs B atmocdepy (Hanson,
Hanson, 1996; Park et al., 2002) u BHOCAT 3HaUYUTENBHBII BKJIAJ B PEryJIHMPOBAHUE
koHuentpauu CHs B atmocdepe (Semrau et al., 2010). Ha ceromgusimHuii 1cHb
MOJIYYCHBI YHUCTHIE KYJIBTYPHl TEPMOGMUIBHBIX, MCUXPO(HIBHBIX, arua0(IbHBIX,
ankanoGuiabHBIX W ranoduibHbIX MeTaHoTpodoB (Bowman et al., 1993, 1997;
Dedysh et al., 1998, 2000, 2002; Tsubota et al., 2005; Islam et al., 2008; Vorobev et
al., 2011; Oshkin et al., 2014; Deutzmann et al., 2014).

B o3epax meTtaHOKHCIAONIME OAKTEpUU IMIMPOKO PACIPOCTPAHEHBI B BOJHOMN
tonmie u AoHHBIX ocangkax (Costello, Lidstrom, 1999; Sundh et al., 2005; He et al.,
2012; Osudar et al., 2016). Coo0mianoch, 4To pazHoOOpa3ue MeTaHOTPO(OB B 03epax
oombmre, yem B Topde mmm mopckoit cpexe (Costello, Lidstrom, 1999). Jlo
HACTOSAIIETO BPEMEHHU OOJIITMHCTBO MCCIEAOBAHUN METAaHOTPO(OB B 03epax ObuIH
npoBe/ieHbl B JOHHBIX ocankax (Auman et al., 2000; Costello et al., 2002; Pester et
al., 2004; Dumont et al, 2013; Yang et al, 2016). Hudbopmamuu o
pacipoCTpaHEHHOCTH METAaHOTPO(OB B BOJHOW TOJNIIE O3€p MEHBIIE, UX HATUYUE
OBLIO MPOAEMOHCTPUPOBAHO paznmuuHbiMu MeTomamu (Lidstrom, Somers, 1984; Eller
et al., 20056; Biderre-Petit et al., 2011; He et al., 2012; Morana et al., 2015; Ullrich et
al., 2016; Michaud et al., 2017; Rissanen et al., 2018; Yang et al., 2019; Kallistova et

al., 2019). Meranotpods! I Tuma, kak momarator (Borrel et al., 2011), sBasioTcs
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JOMUHHUPYIOIIEH METaHOTPO(HON TIpynmoi B OOJIBIIMHCTBE MPECHOBOIHBIX 03€P.
[MpencraButenn cemeiictBa Beijerinckiaceae (II tum) ObutH  OOHAPYKEHBI
NPEUMYIIECTBEHHO B Pa3IMUYHBIX MMOYBEHHBIX CpellaX, a HE B MPECHOBOIHBIX MECTaxX

oburanusx (Knief, 2015).

1.2.2. OcHOBHBIE acTIeKThI (PM3UOJIOTHH AIPOOHBIX METAHOTPOGHBIX DaKTepuil

Oxucnenne CHs — MHOroCTymeHYaTbli MpoHecc C  00pa3oBaHUEM
MPOMEKYTOUHBIX TMPOJYKTOB peakiuu (MeTaHod, (opmanbaerung u (opmuar),
KOTOpBIE TOCJENI0BAaTEIIbHO OKUCISIOTCS — crieuuuyeckuMu  (pepmMeHTamu 10
yriekuciaoro raza u Boawsl (Tpoumenko, Xwmenenuna, 2008). MetaHotpodHbie
OakTepun OOBIYHO TOJHOCTHIO MeTabonm3upyror CHy mo CO, (Hanson, Hanson,
1996). Orta cepust peakuuil MNPOMCXOAMT BHYTPUKIETOYHO, HO OBUIO COOOLIEHO
(Corder et al., 1986; Xin et al., 2004), yro npepbiBanue (HEPMEHTATUBHBIX PEaKIUH
MyTeM MyTalluid WM MaHUITYJIUPOBAHUS YCIOBHUSIMU OKPYKAIOIIEH Cpe/ibl TPUBOIUT
K 00pa30BaHUIO N30BITOYHOTO BHEKJIIETOYHOTO METAHOJIA.

Oxucnenue CH, 10 MeTaHoIA SIBISIETCS] IEPBOM U KITFOYEBOM (hepMEHTATUBHOMN
cTaaneu MeTabonau3ma METaHOTPO(OB, KOTOpast KaTaJIM3UpPyeTCs
CIIEHHAIN3UPOBAHHON MHOTOKOMITOHEHTHOU (dbepmeHTHOM CUCTEMOU —
MeTaHMOHOOKcurenazo (MMO), cymectByrome B aAByx ¢Gopmax: pacTBOPUMOM
(PMMO), nokayiM30BaHHOW B LUTOILIa3Me, 1 MeMOpanHoi (MMMO), cBsi3aHHOM C
memOpanamu (Murrell et al., 2000; Xmenenuna, Tpouenko, 2006; Ross, Rosenzweig,
2016). [Ilocnmemusast HaiieHa y BCEX HM3YYCHHBIX METAaHOTPO(OB, KpOME
npencrasutenieii pona Methylocella u Methyloferula (Dumont, Murrell, 2005;
Dedysh et al., 2000, 2015). O6Ge ¢opmMbl METaHMOHOOKCHUIE€HA3bl MPHUCYTCTBYIOT
JUIIb Y OTPAHUYEHHOTO YHUCa MCCIEe0BaHHbIX mTaMMOB (Tpoluenko, XMeneHuHa,
2008). MMO umeroT 0AMHAKOBYI0 METa0O0IMYECKYIO (PYHKIIMIO B METaHOTpO(hax, HO
CTPYKTYPHO U 3BOIIOIIMOHHO pa3nuuHbl. bosee pacnpocrpanennas ¢popma (MMMO)
ABJIIETCSI MEMOPAHCBA3aHHBIM (DEPMEHTOM C HAJIMYMEM MEIU B aKTUBHOM LIEHTpE, B

TO Bpemsi kKak pMMO oOHapykeHa TOJIBKO B OTIEIBHBIX TPYIIaXx METAaHOTPO(OB, C
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akTUBHBIM 1ieHTpoM Fe," (Semrau et al., 2010, 2018). MetanoTpodbl, coaepIKalime
kak MMMO, tak 1 pMMO He penku cpeau KyJIbTHBUPYEMBIX METaHOTPO(HBIX
U30JI5ITOB, TE€M HE MeHee, MeTaHoTpodsl Toiapbko ¢ MMMO cocTaBisiOT
noxasisiroriee 6onpmmHCTBO (Osborne, Haritos, 2018). Metanotpodsl, o01axarorime
tTonsko pMMO, oTHOcsTCS K ceMeicTBy Beijerinckiaceae.

ITocne mnpespamenus CH; B Meranon ¢ nomompbio MMO, mnocnegHuit
OKHCIISICTCS 70 dbopmanbaeruia MUPPOTOXUHOIMHXUHOH-3aBUCUMON
MeTtaHoseruaporenasoi (Anthony, Dales, 1996; Jiang et al., 2010). bonasmmHCcTBO
a’pOOHBIX METaHOTPO(OB MOTPEOISAIOT YIIEpOa Ha YpOBHE QopMalbiaeruaa ¢
noMoIipio 100 pudyiao3oMoHodochaTHoro IMKIa, MO0 cepuHoBoro (Hanson,
Hanson, 1996; Jiang et al., 2010; Strong et al., 2015). Kpome Toro, popmaibaerus
MOKET TIOJHOCTBIO  OKHUCIATHCS [0 JAMOKCHIA  YIJIepoja, UYTO  CO37aeT
BOCCTAHABJIMBAIOIINE OJKBUBAJICHTHI [JIs1 KJIeToyHOro wmeradonam3ma (Dumont,
Murrell, 2005). Meranotpods! I Tuna ucnons3yot prudyno3oMoHohochaTHbIN MyTh,
torna kak Il Tuma — cepunoBbiii. MeTtaHoTpo@b! X THIA UCHOJIB3YIOT 00a MyTH, HO B
ocHOBHOM pubOyno3omoHodochartueiii (Lieberman, Rosenzweig, 2004; Jiang et al.,
2010; Park, Lee, 2013). OmgnHako HEKOTOpPbIE METAHOTPO(BI JJIS ACCUMHISAIAN
yTaepo/ia He UCTIOJIB3YIOT HU OJIMH U3 ITUX MyTEH, K HUM OTHOCSTCS MPEACTaBUTEIH
¢uner Verrucomicrobia (Pol et al., 2007; Islam et al., 2008; Op den Camp et al.,
2009). OHu oxkucisAOT MeTaHON HemocpenacTBeHHo 1o ¢opmuara (Keltjens et al.,
2014), a yraepon mody4aroT myTeM (GUKCAIUU YIJIEKUCIIOro Ta3a dYepe3 MK
KansBuna-bencona-baccama (Khadem, 2011; van Teeseling, 2014).

AdpoOHBIE METaHOTPO(GHI B OCHOBHOM pacTyT Ha oaHOyriaepoaHbix (Ci)
COCMHEHUSX B OKpY»Karoliel cpene, HO mpenctaBurean poga Methylocella moryr
WCITOJIB30BaTh B KAUECTBE CIMHCTBEHHOTO MCTOYHMKA DHEPTUU KaK OJHOYTJICPOIHBIC
coelMHEeHUs (METaH W METaHOoJI), TaK W MHOTOYTJepoJHble (auerar, NupyBar,
cykuuHaTt, Manat u 3tanon) (Dedysh et al., 2005).

MetaHoTpodHbIE 0aKTepHUH BHOCST 3HAYMTEIIbHBIN BKJIAJ B TJIOOQIBHBIN MK
a30Ta, BOBJIEKas B CBOM MeTa0ONM3M HUTPATHI, HUTPUTHI M aMMOHHUN, a TaKXKe

OpraHUYCCKHE a30TCOACPIKAIINE COCAMHCHUA, HCKOTOPLIC O6J'IaJIaIOT CITOCOOHOCTBIO
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cBs13piBaTh Np. B Hacrosiee BpeMsi M3BECTHO, YTO CIIOCOOHOCTh (PHKCHPOBATH
aTMocQepHBI a30T mpucymia npeacraButessiMm poaos Methylosinus, Methylocystis,
Methylomonas u Methylococcus, a Takke OTKPBITBIM HEIABHO METaHOTPO(HBIM

Verrucomicrobia (Khadem et al., 2011).

Mapkepuvie  2enbl  memaHoKucaawwiux  Oaxkmepuit. I'eHpl  PMOA
(komupyromue 27-kJ/la cyOobemuauiyy MMMO), mmoX (komupyrompe anbda-
cyopeauauIly THApokcuiaazbl pMMO), a takxke rensl 16S pPHK wame Bcero
UCIIOJIB3YIOT B KA4ECTBE MOJEKYJSIPHBIX MapKepoOB IS OMHUCAHUS PazHOOOpa3us
MeTaHOTpo(oB B okpyxatomux cpeaax (Dumont, Murrell, 2005). T'en 16S pPHK ne
SBJISIETCS KOJUPYIOUIUM O€JIOK U, CIIEJOBATEIbHO, HANPSMYI0 HE OIpeneiseT
¢yskuto. [losToMy HeENb3si TOYHO OINPEAENTUTh, SBIAIOTCS JU METaHOTPO(PHBIMU
MOCJIEIOBATEIbHOCTH, PACIOJIOKEHHbIE OJIM3KO WIM OTHAJEHHO OT M3BECTHBIX
MOHO(PWIETUYECKUX METAaHOTPOGHBIX KiajJ. DyHKIHOHAIbHBIE T€HBI (EPMEHTOB,
OOHapy’>K€HHbIX B META0OJMYECKHUX MYyTSIX METAaHOTPO(POB, HAMPIMYIO CBSI3aHBI C
¢uznonoruen, MOITOMY MX HPEANOUYTUTEIBHEE UCIOIb30BaTh JJs HM3y4EHUs
METaHOTPO(MHBIX OaKTepUil C HEYCTAHOBJICHHBIM TaKCOHOMHMUYECKHM CTaTyCOM
(McDonald, Murrell, 1997).

Jsist MeTaHOTPO(OB UX YHUKAIBHBIM (DYHKITMOHATBHBIM (DEPMEHTOM SIBIISIETCS
MeTaHMOHOOKcureHaza (MMMO u pMMO), konupyemass reHamu PmoA u mmoX,
COOTBETCTBEHHO. I'eHbl PMOA 1 MMOX 00JaAaroT BBICOKOW KOHCEPBATUBHOCTBHIO U
cootBeTcTBYIOT (prmorernu reHa 16S pPHK (Holmes et al., 1999; Kolb et al., 2003),
ABJSSACH anbTepHaTuBOM TreHy 16S pPHK u noaxonmsammmu Mapkepamu s
UCCIICIOBAaHMM, HE3aBUCUMBIX OT KynbTuBupoBanus (McDonald et al., 2008; Knief,
2015; Wang et al., 20176). T'en pmOA, Koaupymomui OeTa-CyObeAMHHUILY
METaHMOHOOKCHUT€HAa3bl, OTBEUAIOIINIA 32 MepByIo cTaauto okucienus CHy, sBisgercs
HanOoJiee YacTO HCIOJIb3yeMbIM MapKepoM [jisi OOHapy>KeHUs METaHOTPO(OB B
oOpas1iax, MOCKOJIbKY OH MPUCYTCTBYET y OOJIBIIMHCTBA adPOOHBIX METAaHOTPO(PHBIX
Oaktepuii 3a mckmouenuem Methylocella u Methyloferula (Dedysh et al., 2000;
Dumont, Murrell, 2005; Vorobev et al., 2011). Kpome Toro, B 2016 roay Obu1 onrcan

HoBeiii Bua Methyloceanibacter methanicus sp., B reHoMe KOTOpOTO MPHCYTCTBYET
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tosibko pMMO (rer mmoX) (Vekeman et al., 2016). B HekoTopbhix MeTaHOTpOGaX
reH PMOA mpHUCYTCTBYET B ABYX Komusx (Semrau et al., 1995).

C nomoiplo (epMeHTa METaHOJJIETHAPOTeHa3bl METAHOJI OKHUCISETCS [0
dbopMmanbaeruaa, KOTOpbId JUO0 aCCUMHUIMPYETCS B KJIETOUYHYIO OMomaccy, Ju00
okucisiercs 4depe3 (opmuar go CO,. I'er mxaF xkomupyer Oombinyro anbda-
CyOBEAMHUILY METaHOJJETUIPOTEeHA3bl U SIBJSIETCS BBICOKO KOHCEPBATUBHBIM CPEIU
OTHAJICHHO POJCTBEHHBIX MeTHIOTpOo(HBIX BUAOB B Kiaccax Alpha-, Beta- u
Gammaproteobacteria. On BcTpedaeTcst y Bcex MeTaHOTPO(OB, B OTIUYHE OT APYTHX
MeTaHoTpo(-crermpuuHbiXx reHoB (PMOA u MmMOX), KOTOpble OTCYTCTBYIOT B
HEKOTOPBIX METAHOTPO(PHBIX MPOTEOOAKTEPUATBHBIX POJaX, HO OOHAPYKEH y BCEX
IPaMOTPUIIUTEIILHBIX METHIIOTpo(HBIX OakTepuii. Cunrtaetes (Lau et al., 2013), uro
red MxaF MoxeT ObITh (PYHKIMOHAIbHBIM M (DUIOT€HETUYECKHUM MapKepOM
POTE00AKTEPUATBHBIX METAHOTPO(OB.

He Tax naBHO Obu1 OOHapy>XeH albTEpHATUBHBIN reH XOXF, oTBeuaromui 3a
OKHCIIEHHE MeTaHoJia 70 ¢opManbIeruia, U ObUI0 MOKa3aHO, YTO B METUIOTpodax
re’sl XOXF 6osee mupoKko pacrpocTpaHeHbl, ueM reHsl mxaF. OHu mpucyTCTBYIOT BO
BCEX M3BECTHBIX IpaMoTpHuliaTebHbIX MeTHioTpodax (Chistoserdova, 2011a), Ho Ha
CETOHAIIHUYN AeHb TeH MXaF myumre usyuen, uem red XOXF. B cBoem uccnenoBannu
®. Uy u M. Jluacrpom paccmotpenu posib XOXF B metanotpodax I Tuna, Ha npumepe
Methylomicrobium buryatense SGB1C u npunum x BeIBOAy, 4To XOXF BBICTyHaer B

KauecTBe npeodanatoneii Mmetanonaeruaporenassl (Chu, Lidstrom, 2016).

1.2.3. CoBpeMeHHBI€E NMPeCTABIEHUS 0 (PUJIOTeHNH METAaHOTPO(OB

Bnepsrie, OakTepuu, cmocoOHBIC K OKHCICHHUIO METaHa, MICHTU(DHUIIMPOBAIU
JBa HcciaeaoBaresss He3aBucuMo apyr ot apyra (Kaserer, 1905; Soéhngen, 1906).
[Toznuee P. Butten6apu BbIACIIIT U OXapaKTepu3oBajl 00Jiee cTa METAHOKHUCIISIOIINUX
OakTepuii, TeM CaMbIM OH YCTaHOBWJI OCHOBBI JJI KJIacCU(PUKAIIUA METaHOTPO(dOB
(Whittenbury et al., 1970). Kimaccuuecku a’dpoOHbIe MeTaHOTPOGBI pa3/iesieHbl Ha JIBE

OCHOBHBIC TPYMIBI HA OCHOBE CTPYKTYpPhl BHYTPHUIIUTOIUIA3MATUYECKUX MEMOPaH,
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MOPQOJOTUYECKUX  pa3NMUMA M HEKOTOPBIX  JIpYruX  (DU3MOJIOrHYECKUX
xapakrepuctuk: [ tum (Gammaproteobacteria) m II tum (Alphaproteobacteria)
(Trotsenko, Murrell, 2008; Chistoserdova, Lidstrom, 2013). HccaemoBanus P.
Butrenbapu ¢ xoiuteramm 1no m3ydeHuto meranorpoda Methylococcus capsulatus
MOKa3aJId, YTO ATOT OPTraHU3M, paHee OTHECeHHBIN K | THimy, 001amaeT HEKOTOPHIMU
cBorictBamu MeTaHoTpodoB II Tumna. [TosTomy, ObLI0 mpeasioxkeHo I T pazaenuThb
Ha tunel | u X (Whittenbury et al., 1975). IIporeobakrepuaibHble METaHOTPOQBI
otHocsaTcs K cemeiictBam Methylococcaceae, Methylothermaceae, Crenotrichaceae
(Gammaproteobacteria) u Methylocystaceae, Beijerinckiaceae
(Alphaproteobacteria) (Parte, 2014; Bowman, 2019). 3a mocnegaHee aecsATHICTHE
YHCJIO U3BECTHBIX pOoA0B U BUAOB ObLIO yaBOoeHO (Knief, 2015). B Hacrosiee Bpems
KJaccudukaiuys a’poOHBIX MeTaHOTPOGOB MMeeT Oosiee cioxkHyto cuctemy: | u II
TUTBI OBLIM pa3ziesieHbl Ha moAaTumsl a, b, ¢ (Dumont et al., 2014; Knief, 2015). B
kinaccupukanuu, npemaoxennoi (Dumont et al., 2014), Ia tun BkIrO4aeT B cels
MOCJIEIOBATEIBLHOCTH PMOA, CBSI3aHHBIE C KJIACCHUECKHMMHU MeTaHoTpodamu | Tuma
(kpome X tuna). K Ib tumy otHocsites Methylococcus u 6:1M3kopoCTBEHHBIE POJIBI.
Tun Ic BKIOYaeT Bce oOcCTajdbHble TMocienoBareabHOocTH | THma ¢ Oosee
HEOJIHO3HAYHOW MPHUHAIJIEKHOCThI0. B Tunm Ila BXOomsST mnociaenoBaTenbHOCTH
cemetictBa Methylocystaceae, B tum IIb — Bce ocrtanmpHBIe TOCIEnOBaTenbHOCTH 11
tuna. Ilo kmaccudukammm 0a3el ganHbix Silva 132, x Meranotpodam | Tuma
OTHOCATCS caenyromue cemerictea: Methylomonaceae (la, miroc HuTuaTHIe POPMBI),
Methylococcaceae (1b) u Methylohalobiaceae (Ic). Metanotpods! 11 Tumna BkIrOUarOT
B ceOs1 cemeiicTBo Beijerinckiaceae (11a u 11b).

HenaBHo  ObimM  TONy4YeHBI  MPEACTABUTENM  JBYX  HOBBIX  POJIOB
TepMOAMAODUIBHBIX ~ METAaHOTpOHBIX  OakTepuii B mpenenax  (Quisl
Verrucomicrobia (Methyloacidiphilum u Methylacidimicrobium), koTopsie ycioBHO
otHocsT k Tumy |1 (Dunfield et al., 2007; Pol et al., 2007; Islam et al., 2008; Op den
Camp et al., 2009, 2018; van Teeseling et al., 2014).
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K nactosimemy Bpemenu onucano 6osee 20 pogoB a’dpooHbix MObB u3 kinacca
Gammaproteobacteria, 5 pomoB B mpenenax kiaacca Alphaproteobacteria n 2 poma
cpeau npezacrasurencii Gpuibl Verrucomicrobia (Kalyuzhnaya et al., 2019).

Ha ocHoBe (rtoreHeTH4ecKoro aHajan3a BCceX JOCTYIMHBIX B HACTOSIIIEE BPEMS
mocJieIoBaTeIbHOCTEH TeHOMOB MeTaHOTpodoB mopsiaka Methylococcales ¢ yaerom
(EHOTUNTNIECKUX XapaKTEPUCTUK ObLIa TPEUIOKEeHA peKIaccHUKaIus B mpeaenax
3TOro mopsijaka Ha ypoBHe poma u Buua (Orata et al., 2018). Pexmacuduxarms
3aKkimouaercss B oObeauHenmu  BumoB  Methylomicrobium  alcaliphilum,
Methylomicrobium buryatense, Methylomicrobium japanense, Methylomicrobium
kenyense u Methylomicrobium pelagicum B HOBBIIT pox Methylotuvimicrobium gen.
NOV., a TaK e BO BHECEHUU €IIIe PsAJla U3BMEHEHUIA.

K. Xarpu ¢ xomreramu (Khatri et al, 2019) Ovu1  BbegeneH
ramMmmariporeodaktepuanbiblii MeTaHoTpoHbI mTaMM FWC3 wu3 ocagka kaHana
3amagHoit MHIMM, réHOM KOTOPOTO OBUT MPOYUTaH. ABTOPHI MOJIATAIOT, YTO MITAMM
MPUHAIICKUT HOBOMY pOAY M BHIY METAHOKHUCISIONUX OaKTEepUi, KOTOPBIN
npetokeHo HasBath ‘Candidatus Methylolobus aquaticus’ FWC3 Ts 83.

Kpome Toro, 6puIM MOSTy4eHBl HOBBIE BHUJIBI alKATO(PUIBHBIX U TaIO(QUIBHBIX
meTaHoTpodHbIXx Oaktepuii (Halomonas sp. PGE1 u Alishewanella sp. RM1), y
KOTOPBIX paHee He Oblla oOHapyX)eHa CrocoOHOCTh ucnoiab3oBath CHs B kauecTBe
CIMHCTBEHHOTO MCTOYHMKa yriepoga u sHepruu (Cantera et al., 2019). Artopsl
BeISIBHIIM TeH PMOA y mramma Alishewanella sp. RM1 u mosararoT, 4to mramm
Halomonas sp. PGE1 crnocobeH ocymiecTBisaTh Hecnienupuieckoe okucieHue CHoa,

UCITOJIb3Ysl IPYTYI0 MOHOOKCUT€HA3Yy.

1.2.4. MeToabl U3y4eHHs] METAHOTPO(HOT0 pa3HOOOpa3us

Honyuenue uucmeix Kyasmyp. MetaHoTpodHble OAKTEPUH CUUTAIOTCS
MEIJICHHO PacTYIIMMHU OaKTepUsIMH ¢ HU3KOH CKOpocThio pocTa (van Bodegom et al.,
2001), u gacTo sl MOJIYYCHUST YUCTON KYJIBTYpPhl TpeOYETCS OT HECKOJIBKUX HEJEIh

1o Heckoabkux Mecsites (Horz et al., 2002; Nguyen et al., 2017; Cantera et al., 2019).


https://agupubs.onlinelibrary.wiley.com/doi/full/10.1002/2016JG003382#jgrg20624-bib-0037
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BonpmMHCTBO MeTaHOTPO(MHBIX KyJNbTYp OBbUIM  BBIAEIEHBI U3 MOpPoO
OKpY>KaloIlel cpelbl C HCIOJIb30BAaHUEM XKHUAKUX cpen ¢ gobaBienuem CHi B
ra3oByro (azy c mocienyromuM rnepeceBoM Ha 4amiku [letpu ¢ arapuzoBaHHOM
cpenoii u orbopom Bhipoctmx kojonui (Whittenbury et al., 1970; Dunfield et al.,
2003; Kip et al., 2011). OCHOBHBIM HEIOCTAaTKOM 3TOTO TIOJIXOJA SIBISETCS
JUTUTEIIbHOE BpeMsl KyJIbTUBHPOBAHUS U OTPAaHUYECHHOE PAa3HOOOpa3ve BBIJEICHHBIX
mramMMoB. Kpome Toro, ¢ meranotpodamu, Kak MpaBUiIO, pacTyT METUIOTPO(dHI, a
TaKKe JIpyrue TrerepoTpodbl, SKUBYIIME Ha  METa0OJIUTax, BBIIEISIEMbIX
metanotpodamu (Kaluzhnaya, 2013; Oshkin et al., 2015; Kim et al., 2018). B
MIEPBYIO OYEPEb PACTYT IpeobIialatoniue B cpeae ObICTPOpaACTYIIME METAHOTPO(HI,
a IPUCYTCTBYIOLUE B OTHOCUTEIBHO HU3KUX KOJMYECTBAX PEIKO yIAaeTCs MOTYUHTh,
JaXe €clii OHM OBICTpOpacTylIMe. DTH HENOCTAaTKH TPeOyIOT pa3paOOTKH HOBBIX
METOJIOB KYJIbTUBHUPOBAHUS, KOTOPBIE MOTYT YCKOPHUTH Iporeaypy uzomsiuu (Kwon
et al.,, 2019). M3meHenue cocTaBa cpelbl W YCIOBHH HHKYOAIllMd TO3BOJISET
YBEIUYUTh pa3HoOOpaszue KyabTHBHpyeMbIX MeTanoTpodos (Dunfield et al., 1999,
2003, 2007; Islam et al., 2008; Dedysh, Dunfield, 2014).

Poct MeraHoTpooB 3aBUCUT OT pa3iau4HbIX (PAKTOPOB: KOHILIEHTpALUU
COCTaBISIIONINX Ta30BOM (pa3wl, TemrepaTypsl, PH U KOHIIEHTpaIlMy MUTATEIbHBIX
BertectB (Deutzmann et al., 2014; Hernandez et al., 2015; Amodeo et al., 2018).
Konnentpamuss CH; okas3piBaeT 3HAUMTENBbHOE BIUSHHUE Ha COCTaB COOOIIECTBA
MetaHoTpodoB. Kaxapii tinm MODB MOXeT mTposIBISATh pa3IuYHOE CPOACTBO K
xonnentpanusam CHs (Amaral, Knowles, 1995). Cornacuo (Costello et al., 2002),
tun | 1goMuHHMpyeT B BOJHOM cpeae, Trae HaOmogaroTcss 0oyiee  BBICOKHE
xonnentpauu CHa. Uccnemosanus (Knief, Dunfield, 2005; Knief et al., 2006)
nokasanu, uro MertaHoTpoder II Tuma MeHee KOHKYPEHTOCTOCOOHBI, YeM
MetaHoTpodsl I Tuma npu Bbicokux KoHueHTpauusix CHs. Tem He MeHee, ecTb
CJly4au, KOT/ia Mpu BBICOKMX KoHIeHTpaiusax CHs momuaupoBanm meranotpodsr 11
tuna (Henckel et al., 2000; Macalady et al., 2002). Kpome Toro, HeKkoTOpbIe BUBI B
npejenax OJHOTO poja MOTYT MOKa3biBaTh pasnuyHoe cpojactBo k CH, (Baani,

Liesack, 2008). Xopomo wu3BectHo, urto okucienne CHs wMeranorpodamu
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YYBCTBUTEJIIBHO K NPHUMECSM B METaHE, MO3TOMY MNpPH KYJIbTUBUPOBAHUM JIy4Ylle
UCIIO0JIb30BaTh Beicokoountienubiii CH4 (Whittenbury et al., 1970).

PacTBopeHHbIe mNUTATEIbHBIE BEIIECTBA, TaKWe KaK COJEpKaHHE Me[H,
HUTPATOB, aMMOHHS WJIM KHCJIOPOJa MOTYT CHJIBHO TMOBIHUSATh Ha OTHOCHTEIHHOE
pacnpeneneHrne KaKa0ro THIa MeTaHOTpo¢oB U X akTHBHOCTH (Graham et al., 1993;
Hanson, Hanson, 1996). B naGopaTopHBIX YCIOBHSX, HCIOJb3ys HAKOIUTCIBHBIC
KynbTypsl (BopoObeB, [enpiu, 2008), uccnenoBarensiMu ObLUIO MOKAa3aHO, YTO Kak
yCIIOBUSI WHKyOaluu, TaKk M HaJIM4Me€ HMCTOYHMKA CBA3aHHOTO a30Ta B Cpeje
OKa3bplBalOT BEChbMa CYIIECTBEHHOE BIHUSHUE Ha COCTaB (POpMHUpYIOIIUXCA
HAKOIUTEIbHBIX KYJIbTYyp MeTaHoTpodoB. [lo MHEHHIO psiaa HccienoBaTeneil, HoH
aMMOHHUSI UHTUOUPYET POCT MHOTHX BUIOB OOJMIaTHBIX METAHOTPO(OB MO MPUUNHE
KOHKYpPEHIIMM aMMOHHMSI C METaHOM Ha YPOBHE MeTaHMOHOOKcUTeHasbl (KBacHUKOB 1
ap., 1969; Whittenbury, 1970; King, Schnell, 1994; Nyerges, Stein, 2009). JIpyroe
uccienoBanue mokaszano, uro Methylocystis sp. poc 3HauuTenpbHO Iydiie C
aMMOHHEM, a HE C HUTpPATOM, B KauecTBe McTouHuKa azota (Nyerges et al., 2010).
Kpome TOro, ruApokCMiaaMMH WIA HHUTPUT, OOpasyrlolluecs MpU OKUCICHUH
MeTaHOTpo(aMu aMMOHUS, MOTYT ObITh TOKCHYHBIME [1st MOB (Holmes et al., 1995;
Bodelier, Laanbroek, 2004).

K. Teiic ¢ xomreramu (Tays et al., 2018) npoBenu cpaBHEHUE BIHUSHUSA IBYX
MCTOYHHUKOB a30Ta (aMMOHHUS M HUTpPATa) HA CKOPOCTHU POCTa M BBIXOJBI OMOMACChI
nByx MeraHotpodoB | Ttuma u Tpex wMeranotpodoB Il Tuma. Jlng kymbTyp,
BbIpalleHHbIX B pucyTcTBUU CHi, aMMOHMI B KauecTBE HCTOUYHMKA a30Ta IPUBOIUII
K OoJiee BBICOKOM 001Iel OMomacce, 4eM Ha cpefie ¢ HUTpaToM. Ho mpu BbICOKOM
koHueHTpanuu CH4 nBa Metanotpoda | Tuma mpu pasHbIX HCTOYHHMKAX a30Ta JaBaju
CXO/JHOE€ KOJHMYECTBO Omomacchl. Pe3ynbpTaThl ykaspiBaloT Ha nuddepeHnanbHyo
peakiuio Ha YCIOBHUS POCTa, C MPEANOYTEHHEM pPOCTa Ha OCHOBE aMMOHHS IO
cpaBHeHwuio ¢ HutpaTom (Tays et al., 2018).

Kpome Toro, Bo3neiicTBHE pa3IUYHBIX BHIOB a30Ta (aMMOHUS, HUTpaTa WA
HU3KOMOJIEKYJISIPHOTO ~ OpPTaHMYeCKOro a30Ta) Ha pa3BUTHE METaHOTPO(HBIX

COO6H_ICCTB OOBIYHO Pa3IMdHO WM 3aBUCHUT OT THIIA 9KOCHCTCMBI. B PHUCOBLIX ITOYBAX
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n00aBJIeHIE aMMOHUS CITIOCOOCTBOBAJIO POCTY M aKTUBHOCTH METaHOTpoGoB I Trma u
noxasisuio |l Thn, a nobaBneHUWEe HHUTpaTa CHOCOOCTBOBAJIO POCTY U AKTHBHOCTH
oboux tunos meranotpodoB (Hu, Lu, 2015). Takke oTMe4eHO, UTO HUTPAT MOMKET
OBITh TPENNOYTHTEIbHEE aMMOHHUSI TIPU BBIJICICHUU TIPEACTABUTENEH pona
Methylobacter. Opnako moka3aHo, 4TO MNpPU pPOCTe HA Cpelae C aMMOHHEM
pa3HoOOOpa3ne W aKTUBHOCTh METaHOTPO(HBIX COOOIIECTB M3 OOJOTHOH JIyTOBOMA
NOYBBI ObUTM OoJiee BBICOKUMH, YeM Ha cpene ¢ HutpatoM (He et al., 2019). Ilpu
BBICOKMX KoHIeHTpamusax CH; avmMonuii He uWHrHOMpPYeT pOCT HEKOTOPBIX
meranoTpodoB (Stein, Klotz, 2011). Kpome Toro, moyiydeHsl mepBble pe3yJbTaThl,
TOBOPSAIINE O TOM, YTO JICTy4HE OPraHWYECKHE COCIWHEHHS, OOpa3yroIluecs IMpH
pocte MeTaHOTpOo(GOB B MPUCYTCTBUH TE€TEPOTPOPOB, MOTYT BIUSATH HA POCT H
akTUBHOCTH MeTaHoTpodoB (Veraart et al., 2018). [Tockonbky pa3nuyHbie (HaKTOPHI
MOTYT BJIMATH Ha (PU3UOJOTHIO W POCT OTAEIBHBIX mTamMMoB MODB, ontumwusarims
MUTATENBHON CpeJIbl JODKHA OBITH OTpe/IeieHa SMITMPUUYECKH [T KaXKI0T0 H30JIATa.

Ha ceromHsmmHW{ JeHb TMOMYYEHO JOCTATOYHO MHOTO YHCTBIX KYJIBTYP
POTE00AKTEPHATILHBIX METAHOOKHUCIISIONINX OaKTepHil, a TaKKe BBIICIICHBI YHCTHIC
KyJIBTYpbl MeTaHoTpodoB ¢Guiasl Verrucomicrobia wm3 cpenm ¢ skcTpeMalbHBIMU
ycinoBusimu (Chistoserdova, Lidstrom, 2013).

OtmeyeHo, 4YTO MeETaHOTpOPBI B MPoOAX OKPYKAOIIEH Ccpeabl |
HAKOIMUTEJIBHBIX KYJIBTypaX 4YacTO HAXOIATCS B TECHBIX B3aMMOOTHOIICHHSIX C
JIpyruMu OakTepusmMH, B ToM yuciie metmioTpodamu (Jensen et al., 2008; Redmond
et al., 2010; He et al., 2012; Dubinsky et al., 2013; Rivers et al., 2013; Oshkin et al.,
2015), uro mpenamonaraetT HeKoTopwIid TUN coTpynHudectBa (Beck et al., 2013; Van
der Ha et al., 2013). MccnemoBanusi OKHCICHHBIX CIIOEB OCAIKOB IPECHOBOIHBIX
BOJIOGMOB, Takux kak o3epo Bammuarron (Washington), apkrtudyeckux wu
CyOapKTUYECKHX 03ep, IMOKa3ajlh, 4TO B 3THUX COOOMIECTBAaX TIJIABHYKO POJb B
accuMmpoBaHuu  Ci-COCTUHEHUH  BBIMOJHSIOT —TPEIACTABUTENN  OOJIMTaTHBIX
metaHotpodoB poga Methylobacter cemeiictea Methylococcaceae u oGnuraTHbIX
MeTHI0TpOHBIX MpeacTaBuresei poga Methylotenera cemeiictBa Methylophilaceae
(Kalyuzhnaya et al.,, 2008; He et al., 2012). CoyrtHuku MOryT cHaOXartb
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METaHOTPO(OB HEOOXOAMMBIMU MUTATEIBHBIMU BEHIECTBAMU WJIM  CMSATYaTh
Tokcuueckre 3(p(HeKThl MeTaHosa, OAHOr0 U3 MeTtabonuToB okucienus CHy4, Torma
KaK BbIJEJISIEMble METAHOTPOPAMU METAOOJUTHI CIYKAT UCTOUYHUKOM YyTIepoja Jis
npyrux Oakrepuit (Stock et al., 2013; Ho et al., 2014, 2016; Krause et al., 2017).
HecMoTpst Ha mecaTHiIeTHS UCCIICOBAHUH, CBSA3h MEXIY METaHOTpOo(haMu U IPyTUMH
MHUKPOOpPraHu3MaMHu eliie mpeactout BersicHuTh (Ho et al., 2016).

Onpedenenue uucieHHocmu memanompo@uvix 6Oaxmepuii in situ. Ilpu
nzyyeHuu MODB B oOpasiiax okpyxaroiei cpeibl BaXKHBIM KPUTEPUEM SIBIISIETCS UX
YUCJIEHHOCTh. OJHUM U3 HCIOJB3YEeMbIX METOJ0OB B COBPEMEHHON MHUKPOOHOM
9KOJIOTHH sBIIsieTCs QuryopectieHTHas In Situ rubpuamsanus (FISH). Dtor meron
MO3BOJISICT  ONPEACIIUTh YUCICHHOCTh OakTepuil  HEMOCPEJACTBEHHO B  HX
CCTECTBCHHOH cpene 0e3 HeoOXOauMOCTH KynbTHBHpoBaHus (Amann et al., 1990,
1995). Husa BeisBienuss MOB 1 u Il tunoB Obin paspaboran psim 16S pPHK-
crenupUUHBIX OJUTOHYKICOTHAHBIX 30HI0B (Holmes et al., 1995; Bourne et al.,
2000; Dedysh et al., 2001; Eller et al., 2001). HccienoBaHywe 4YHCIACHHOCTH
METaHOTPO(OB C HCIIOIB30BAHWEM OSTOTO MeToAa ObUIO YCHENIHO MPOBEACHO B
pa3IMuYHBIX YKOCHCTEMax, BKJIOYas MpecHOBOAHBIE BojgoeMbl (Holmes et al., 1995;
Bourne et al., 2000; Dedysh et al., 2001; Eller et al., 2001; Schubert et al., 2010;
Durisch-Kaiser et al., 2011; Oshkin et al., 2014; Bessette et al., 2017).

Memoowvt 0emexuuu, ocnosannvie Ha uoenmuurkauyuu 2ena 16S pPHK u
dyukyuonanvuvlx 2enoe. Tak Kak TONYYEHUE UYUCTHIX KYJIBTYp METaHOTPO(MHBIX
OakTepuil SIBISETCS TPYAOEMKUM IPOIIECCOM, MOJICKYJSIPHBIE MOAXObI, TAKUE Kak
[IP  (monumepa3Has  1enHass  peakuus) W BBICOKOMPOU3BOJIUTEIHHOE
CEKBEHHUPOBAHHUE C HCIIOJIb30BAaHUEM HAOOPOB CHEIUPUUYECKUX MPANMEpPOB, YaCTO
UCITOJIB3YIOT IS HM3yYCHHsI pPa3HOOOpa3us METaHOTPO(OB B PA3NMUHBIX Cperax
(Murrell et al., 1998; Mitsumori et al., 2002; Biderre-Petit et al., 2011; Siljanen et al.,
2012; Cai et al., 2016; Osudar et al., 2016) u mnpoBepkH MOJYYCHHBIX
MeTaHoTpodHbIX KynbTyp (Nguyen et al., 2017).

C momompio u3ydenus ¢parmentoB reHa 16S pPHK MOb BoisBisoT B

PAa3JIMYHBIX CpE€aax, HO )IaHHBIP'I I'CH HE SABJIACTCSA KOAWPYIOIINUM 6€J'IOK, IMOOTOMY IJIA
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OOHapy)XeHHsI METaHOTPO(MOB MPEANOYTHTEIbHEE HCIOJIB30BaTh  IpaliMephl,
HalleJIeHHbIe Ha  (YHKIUMOHANBHBIE TEHBl. OJKOJOTHYECKHE  HCCIEAOBAaHUSA
nocieaoBaTeabHoCcTed  PMOA u  mMMOX BBISIBUIM  OoJbIIOe  pa3HOOOpaszue
noteHadbHeIX ~ MertaHorpodo  (Knief, 2015). Txk. wmeranorpodsr ¢
memOpancBszanHoii MMO coctaBisitor nofasisironiee  OonbimmHCTBO (Osborne,
Haritos, 2018), To HamboJyiee 4YacTo Uil M3YYEHHUS METAHOTPO(HOTO COO0OIIeCcTBa
UCTIONB3YIOT MpaiMephl, HalleIeHHbIE Ha TeH PMOA.

CyiiecTByIOT paznuyHble mmapbl npaiiMepoB mis I[P, kotopeie Moryt
BBISIBJIATE PMOA ¢ pasHoii crieninpuunocteio (Dumont, Murrell, 2005). Hanpumep,
HaOop mpaiimepoB A189F / A682R, kpoMe reHa PmOA, HalejdeH M Ha TeH amoA
(Holmes et al., 1995). OmnuM w©3 YacTo MCHOJB3yeMbIX PMOA-crenupuIHbIX
HabopoB npaiimepoB siBisieTcss A189F / mb661R (Costello, Lidstrom, 1999). Orot
Ha0Op MHUPOKO NPUMEHSIOT B KoiudyecTBeHHoU TP aiist onpenenenust 4MCIeHHOCTH
meTaHoTpodoB (Shrestha et al., 2010; Xu et al., 2013). Kpome Toro, 3tu npaimepsl
UCTIONB3YIOT M TIPU BBICOKOIIPOU3BOJIUTEIBHOM CEKBEHUPOBAHMU JUISI OIEHKHU
meTanoTpodHoro pasnoobpasus (Kip et al., 2011; Liike, Frenzel, 2011). C momoriibto
METO/Ia CEKBEHUPOBAHMS aMIJTMKOHOB PMOA Obulo mMokazaHo, uto Oosiee 80%
OOHApY)XCHHBIX IOCIIEIOBATEILHOCTE OTHOCATCS K HOBBIM BHJIAaM e€IIe HE
KyJbTUBUpOBaHHBIX MeTaHoTpodoB (Yan et al., 2006; Havelsrud et al., 2011;
Abdallah et al., 2014).

Jlyist BBIsIBIIGHUS TeHa MXaF, OTBETCTBEHHOIO 3a BTOPYIO CTAJUIO0 OKUCICHHS
CHg4, 6butn pazpadotansl mpaiimepst 1003 / r1561 Ha ocHOBe TociieIOBATEIHLHOCTEH
tpex merwioTpodubix Oakrepuit (Methylobacterium extorquens, Methylobacterium
organophilum u Paracoccus denitrificans), kotopsie aKTHBHO HCIOJB3YIOT IS
BBISIBJICHUSI METaHOTPO(PHBIX OakTepuit U3 mpod oxpyxkaromied cpenas (McDonald,
Murrell, 1997; Wang et al., 2004; Islam et al., 2016). Tak ke 0bL1 pa3paboTan APyroi
Habop mpaiimepoB mxaF (1003f / 1555r) Ha ocHOBe TOCIEIOBATEIBHOCTEH
yeTeipHaaaTH MxaF-congepxxanmx 6akrepuii (Neufeld et al., 2007). Dtu npaiimepsr
BBISIBIISIIOT  OOJIbIlIee pa3HOOOpa3We METaHO- U METHUJIIOTPOPOB W3 PA3TMUHBIX

skosornueckux Hui (McDonald et al., 2008; Knief, 2015).
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g Bcex meronoB, ocHOBaHHbIX Ha [ILIP, ucnosb3yemblie mpanMepbl HE
OXBAaTBIBAIOT BCE THITHI METAHOKHUCIIAIOIINX OaKkTepwid, Takue Kak Verrucomicrobia u
NC10 (Bergmann et al., 2011; Sharp et al., 2014; Erikstad, Birkeland, 2015),
MO3TOMY V4YCHBIC TBITAIOTCS CKOHCTPYHPOBATH NpaliMepbl, KOTOPHIE MOTJIH Obl
BBEISIBUTh BCE WU3BECTHBIC Tpynmbl MeTaHoTpodoB (Ghashghavi et al., 2017).
Pe3ynbTraThl MOJEKYISIPHBIX 3KOJOTHYECKUX HCCIICOBAHWN YKa3bIBAIOT Ha TO, YTO
HEKYJIbTUBHPYEMBIE METAHOTPO(BI MPEICTABISIOT HOBBIC TaKCOHBI W  IHPOKO
pacrnpocTpaHeHbl B okpy:xatoteit cpene (Knief, 2015).

Memazenomnulii ananu3z 2eHomoe. 3HaHus 0 METaHOTPOdax, HACEISIONINX
KOHKPETHBIC MeCTa OOMTaHUs, JOJIF0€ BpeMsl ObLIIM OCHOBAHBI Ha KYJIbTHBHPYEMBIX
npencrasutensx (Whittenbury et al., 1970; Anthony, 1982) win Ha oOHapyXeHUHU
crenupuIecKuX MOJICKYJIIpHBIX MapkepoB ¢ momoribio TP (Kalyuzhnaya et al.,
2004; Dumont, Murrell, 2005; Neufeld et al., 2007; Lau et al., 2013). Oxnako 3tn
METOJIBI TOJABEPKEHBI CHCTEMAaTUYECKUM OIMMOKaM, TaK KaK HE BCE BHUIBI JIETKO
MOJTAIOTCA KYJIbTUBHPOBAHUIO M HE BCE OOJIAMAlOT IIEJIEBBIMH MapKEepaMH.
MeTareHoMHKa SBISICTCSI COBPEMEHHBIM METOJOM aHajIn3a MUKPOOHBIX COOOIIECCTB
B MX €CTECTBEHHOU cpeqe OOMTaHUs, UCKIoYas KyJbTuBHpoBaHue. C TMOSBICHHEM
CCKBCHUPOBAHMS  CIEAYIOIIETO TIOKOJIEHUs, (WIOTEHHs] ¢ HCIOJIh30BAaHUEM
MOCJICIOBATEILHOCTEH IIEJIOT0 T€HOMa, B OTJIMYHE OT OTACIBHBIX TCHOB, CTalla
BXHBIM HWHCTPYMCHTOM JIJI1  ONPEICICHHS IMPOKAPUOTHYECKUX TaKCOHOB U
BBISICHCHHMSI TaKCOHOMHUYecKux HecoorBercTBuii (Garrity et al., 2016; Parks et al.,
2018). TIlepBast moaHas TEHOMHas IOCJICAOBATEIILHOCTh MeTaHOTpoda Oblia
nonydena B 2004 roxy (Ward et al., 2004). HegaBHo ObLIM BBIZCIICHBI HECKOJIBKO
HOBBIX METAHOTPOPOB W CEKBCHHPOBAHBI HMX TEHOMBI, OOCCIICUHBAIOIINC
JOTIOJIHUTEIbHOE ToHnManue Mertaboausma CHy (Boden et al., 2011; Khmelenina et
al., 2013; Kits et al., 2013; Hamilton et al., 2015; Flynn et al., 2016; Akberdin et al.,
2018; Gupta et al., 2019).

[Tonmyuenue renomoB u3 MerareHoOMOB (MAG) sBisieTCSs HOBBIM TOJXOJIOM C
BOCCTAHOBJICHUEM TIOYTH TOJHBIX TEHOMOB, YTO CIIOCOOCTBYET CO3AaHUIO TOYHOM

PEKOHCTPYKIIUM  MeTaboju3Ma U DKOJOTHYECKHUX  pojied  OOJBIIMHCTBA
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MUKpPOOPTaHMW3MOB, BKIIOUas paHee He M3ydeHHble JUHUU (Anantharaman et al.,
2016). 1o HemaBHEro BpeMEHH cOOpKa T€HOMOB M3 METAareHOMHBIX JAaHHBIX ObLIa
orpaHuyeHa oOpa3llaMu C HU3KMM MHKpPOOHBIM pa3HooOpazueM (Tyson et al.,
2004), HO ymydIieHHas TPOIYCKHAsE CIIOCOOHOCTh W MPOTPECC B BHIYUCIUTEIBLHBIX
METOJIaX TeTepPb MO3BOJSAIOT COOUpATh TEHOMEBI U3 CpPeJl C BRICOKHM pa3sHOoOpa3zueM
(Wrighton et al., 2012; Yeoh et al., 2016). I'eHoMBbI, cOOpaHHBIE U3 METar¢HOMOB,
ObUIM aHHOTHPOBAaHBI W3 PA3MYHBIX CpEll, B TOM YHCJIE€ W3 BOJHBIX O00OpPAa3IOB
(Cabello-Yeves et al., 2017; Pedron et al., 2019; Wilkins et al., 2019).

["'enombl MeTaHOTPO(DOB, COOpaHHBIE U3 PA3TMYHBIX SKOCHCTEM, CIIOCOOCTBYIOT
YBEIUYCHUIO pa3HooOpa3us MeTtaHoKucistommx Oakrepuii (Skennerton et al., 2015;
Edwards et al., 2017; Oswald, 2017; Padilla et al., 2017; Smith et al., 2018; Shi et
al., 2019).

1.3. A3poOHoe oKuc/IeHNe MeTaHa B IPECHOBOIHBIX BOJ0eMax

[IpecHoBOIHBIE O3€pa 3aHUMAIOT Jiuilb 2—3% OT OO0uIed MJIomaau 3eMHOMN
noepxuoctu (Downing et al., 2006; Schubert, Wehrli, 2019). Oanako onHwu
cocraBisitoT 6-16% (848 Tr B rox) ot obmero oobema BoIOpocoB CH4, uTO, TIO
cymiecTBy, Ooubie, yeM o0beM BbIOpocoB CH,4 m3 okeana (Bastviken et al., 2004,
2011). ITo manueiM (Saunois et al., 2019), koHIIEHTpalMKH METaHA B IPECHOBOIHBIX
o3epax nocturaroT /1 Tr B rog, uto corjacyercs ¢ AaHHbiMu Bastviken et al., 2011
(71.6 Tr B rox). B HeKOTOpHIX 03epax OBLIO OTMEYEHO BBICOKOE cojepxkanue CHs B
BonHoi Tosme (Grossart et al., 2011; Blees et al., 2015; Tang et al., 2016). Pa3usie
oneHku KoHmeHTpanmuid CH; 3aBUCAT OT mnpuMEHEHHS pPa3IMYHBIX METOJIOB
u3Mepenus. s onpenenenus ToUHbIX KOHUEHTpaunii CHy psll yueHbIX npeaiaraet
HOBBIC aCIEKThI B UCClIeoBaHuK 1MKiIa MeTtaHa (Brankovits et al., 2017; Davidson et
al., 2018; Emilson et al., 2018). JI. Canuec ¢ xoyeramu (Sanches et al., 2019) B
CBOEM KpPYITHOMACIITAOHOM HWCCIICIOBAHUU TMOMBITAINCH OMPEASTUTh JIBIKYIINE
daktopsl, cBszanHble ¢ smuccuern CHs4 B atMocdepy u3 oTKpbITHIX Boa 297 o3ep

mupa. OHU MOKa3aJId, YTO TEMIEPATYpa OKPYXAIOLIEH Cpeabl U OCATKH JIEUCTBYIOT
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KaK BakHble IBWXKYyIIHe (aktopbl smuccun CHjs, mpuyem sMmuccHsi CUIIbHEE MPH
BBICOKOM TeMmIeparype BO3dyXa M OOJbIIOM KOJIMYECTBE BBIMABIIUX OCAJKOB.
Huddysus, Hanbolsiee pacnpoCTpaHEHHBIM U U3MEPSAEMbIM MyTh BEIOPOCOB METaHa
(265 u3 297 o3ep), BHOCUT OTpaHWUYCHHBIN BKJIaa B oOmui motok. Kpome Ttoro,
CUCTEMATUYECKUE U3MEPEHUS NIEPEMEHHBIX OKPYKAIOUIENH CPEAbl U XapaKTEPUCTHK
o3epa oOJsierdyuian Obl MCCIEJOBAaHUE MEXaHU3MOB, KOTOPBIE BIHUSIOT Ha BBHIOPOCHI
CH,4 u3 o3ep. YdeHsle NpUXOAST K BBIBOJY, YTO JJIsi TOYHOM OIeHKU MOTOKOB CHj ¢
MOBEPXHOCTU 03€p B arMoc(epy HYKHO THIATEIbHEE BBIOMPATH MCIOIb3YyEMbIE
metoabl (Sanches et al., 2019; Saunois et al., 2019).

B o3epax CH4, mnpeumymecTtBeHHO, 00pa3ylOT METaHOTCHHBIE apXeu B
OECKHUCIIOPOHBIX OcaJKaxX. B MOJHOCTHIO MepeMEeIMBacMbIX 03€pax, I€ KUCIOPO.
IPUCYTCTBYET B TOJIIE BOABI M JaXXe MPOHHKAET B BEpXHHE cloM ocaaka, CHa
ahPexkTUBHO ynanseTcs MocpeaAcTBOM aspoOHoro okucieHus (Bastviken et al., 2002).
MHorouucieHHble 03epa U NpyAbl B CEBEPHBIX pailoHax (K ceBepy oT 50° c.i.) ¢
rogoBsiM BeiOpocom CHs ~ 16.5 Tr (ot 6 10 7%) SIBASIOTCSI OCOOEHHO Ba)KHBIMU
KOMITOHEHTaMu Ti100ansHoro oromkera CHy (Wik et al., 2016).

Oxucnenne CH; B Boje mpuMepHO Ha JABa-TPU TOPSAIKA HUXKE 3HAYCHHIA,
PETHCTPUPYEMBIX B JOHHBIX OCajkax. B onauro- u Me30TpoHbIX BOJAOEMAaxX B OJHOM
JUTPE BOABI 3a CYTKH OKHUCISETCS OT JECATKOB HAHOJIUTPOB [JO JECATKOB
MukpoiautpoB CHs. B 3BTpodHBIX BOmOEMax CKOPOCTb METAHOKHUCIIEHHS B BOJIE
nocturaeT coter MK/ (11 cyt). CkopocTh okucienusi CH, He3HaunTeIbHA IPU HU3KOM
koHeHTpauuu CH4 B Bojie, HHTEHCUBHOCTD MPOLIECCa MOBBIIIAETCS PU YBETNYEHUN
KOHLIEHTpAaI1H. B CTpaTU(PUIIUPOBAHHBIX o3epax C MOCTOSIHHBIMU
(MEpOMUKTHYECKMMH)  WJIH  CE30HHBIMH  (MOHO-  WJIM  JUMHUTHYECKUMH)
OECKUCIIOPOIHBIMU  YCJIOBUSIMA TPHUIOHHBIX BOJA Tmpouecchl okucienus CHa
COCpPEOTOYEHBI B Y3KOM CJIO€ Ha IPAHMIIE MEXIY a’3poOHOW M aHa3pOOHOM 30HAMU
(Rudd et al., 1974; Jannasch, 1975; Rudd et al., 1980; Kosolapov, 2002; J/I3r06aH,
2010; IIumenoB u np., 2010). Tem He MeHee, OBUIO IMOKA3aHO, YTO B O3epax
ocyIIecTBIsAeTCS MeTaHokucienue B orcyrcrBue O (Panganiban, 1979; Schubert,

2011; Durisch-Kaiser et al., 2011; Su et al., 2017; Roland et al., 2018). B
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NepeMEIIMBAEMbIX BOJOEMaX METaHOKHCIICHHE MTPOTEKACT 1O BCEH BOJHOM TOJIIIE C
HEKOTOPBIM yBelndeHueM ko Ay ([3ro6an, 2010).

B BOIHO-OOJOTHBIX YTrOAbSX M MPECHOBOAHBIX J3KOocHCTeMax 10 95%
npousBogumoro CHs morpednsercs meranotpodamu (Frenzel et al., 1990; Le Mer,
Roger, 2001; Bastviken et al.,, 2008), a B OopeanbHBIX 03epax, IO OICHKaM,
pacxoayetrcs 10 88% CH,4, auddynmupyromero B tonmy Boabl (Kankaala, 2006,
2007). MeHbIiIe W3BECTHO O POJM METAHOTPO(POB B APKTHUECKUX U CyOAPKTHUECKUX
skocucteMax. O3epa U Mpy/abl, XapaKTepHbIC IS CEBEPHBIX JaHAMA(TOB, ABISIOTCS
OJHUMH M3 OCHOBBIX mcrounukoB CH,; B mammbix paiionax (Walter et al., 2008;
Northington, Saros, 2016; Wik et al., 2016).

BonbmMHCTBO HMCClieioBaHUN  METaHOTPO(POB OBUIM  COCPEJOTOUYCHBI Ha
O3€PHBIX OTJIOKEHUAX. PaboT 10 ONpeAcTIeHUI0 YHCICHHOCTH W CTPYKTYPBI

C006HICCTB MeTaHOTpO(i)OB Inejraruajin IMpeCHOBOAHBIX O3CP Iopa3go MCHBIIIC.

1.3.1. MetaHOoTpO(dbI AKTUYECKUX U CYOAPKTHYECKUX 03€eP

TassHue BEYHON  MEp3JIOTHI WMEET TJ00aNbHBIE  TOCIHEACTBHS  JIJIS
OMOTr€OXMMHUYECKOTO KPYrOBOPOTA yIiiepoaa, MOCKOJIbKY yIiepo 1, KOTOPIH KOIMHUIICS
B TCYCHHEC THICIYCICTHH, CTAHOBHUTCS JOCTYIHBIM JUISI MHKPOOHOW Jerpamaiuu
(Tranvik et al., 2009), yTo TpUBOAUT K 0OpPA30BAHHUIO TAPHUKOBBIX T'a30B, OCOOCHHO
CO; u CHs (Wik et al.,, 2016). Boabl ceBepHBIX 03ep TOTEHIMATBHO SBISIOTCS
ncrouyHukoMm BbIOpocoB CHs B o6weme okoino 24 Tr B rox (Walter et al., 2007).
BONBIIMHCTBO MEJIKOBOJIHBIX APKTHYECKHX 03€p SBISIOTCS TEPMOKAPCTOBBIMU
(Walter et al., 2007). ApkTudeckrie o3epa CYIICCTBEHHO OTIMYAIOTCS OT 03€p HU3KHUX
U CpPEIHUX IIHPOT CE30HHBIMU CIBUTAMH TEMIIEPATyphl, KOHIICHTPALUSIMU
pactBopenHoro kuciopoga u CHy (Phelps et al., 1998; Clilverd et al., 2009). 3tu
YCIIOBHUSL OKPYIKAIOLIEH Cpelbl MOTYT OJIArONPHSATCTBOBATH PAa3BUTHIO a’3pOOHOTO
METaHOTPOGHOIO COOOIIECTRA.

JIoCcTaTOYHO MAJIOYHMCICHHBI CBEACHHUS O YHCICHHOCTH M Pa3HOOOpa3uu

a’pooHbix MOB, a takke ckopoctsx okuciaeHuss CHs, B MPECHOBOIHBIX YCIOBHSIX
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Apxkruku, ocobenno B touie Boasl (He et al., 2012; Osudar et al., 2016; Michaud et
al., 2017; Kallistova et al., 2019). Dtu wuccrenoBaHUs IMOKAa3BIBAIOT BBICOKYIO
MPOCTPAHCTBEHHYIO U3MEHUYUBOCTb.

N3yuenne a’poOHBIX METAHOKHCISIOMUX COOOIIECTB B BOJHOM TOJIIE W
noHHbIX ocaakax o3ep Kwwrapam (Killarney) w  Ksammyypak (Qalluuraq),
pacmoJIOKEHHBIX Ha AJISICKE C TIOMOIIBIO METOJIOB  KYJIbTUBUPOBAHMUS U
IMUPOCEKBCHUPOBAHMS I0Ka3ajao, 4To MeraHoTpodsl poxa Methylocystis (II Tum)
JOMUHUPOBAJIM, HA UX JOJIIO MPUXOIUI0Ch 74—75% OT 00111ero KoJau4yecTBa YTCHUH,
0COOCHHO B HAaKOIHUTEIbHBIX KYJIbTypax U3 apkThdeckoro ozepa Keamtyypax (He et
al., 2012). Meranorpoper I tmma (Methylomonas, Methylobacter wu
Hekmaccuduipoanusie Methylococcaceae) 6bpu1 0OHAPYKEHBI B HE3HAYUTEIBHBIX
koinuectBax (1.7%). CocTtaB METAHOKHUCIIAIOMMX OaKTepuil B 03epax ObLI Pa3HBIM.
Pacnipoctpanennocts MethylocystiS B HaKOMUTETBHBIX KYJIbTYpPax MOXKET YKa3bIBaTh
Ha mpeobiiajaHie ITUX OPraHU3MOB B BOJI€ M / WM uUX Oosiee OBICTPBI POCT B
KYJIbTypax, B CpPaBHEHUH C TOMUHHpYOIMME opranuzMamu (Bussmann et al., 2004).

HccnenoBanne METAaHOKUCISIONIMX COOOIIECTB OBUIO TMPOBEACHO B TISATH
apKTHYECKHUX TECPMOKAPCTOBBIX O3EpPHBIX chcTeMax B jaenbTe peku Jlensr (Osudar et
al., 2016). BeiaBiaeHsl BbICOKHE KoJsieOaHust kKoHIeHTpamuu CHjs, YUCICHHOCTH H
cocraBa cooOmiecTB MetaHoTpodoB. Cambie Bbicokue KoHIeHTpamuun CHi wu
CKOPOCTH METaHOKHUCIeHUS cocTaBimsmm 514.6 mxnw/n m 193536 wa/(om cyr),
COOTBETCTBEHHO. BO Bcex BOAHBIX cUCTeMax ObUIM OOHApPYKEHBI METAHOTPO(BI KaK
I, rax u Il TunoB. YucieHHOCTh METAHOTPO(OB B BOJHOM TOJIIIE O3€P HE MPEBHIIAIa
B cpeaHeM 1.8 kii/mil.

Anamu3 renoB 16S pPHK u pmoA, mpoBeneHHbIN B TOIJIEAHUKOBOM 03€pe
Ywrnance (Whillans) mokaszan, uyro Methylobacter tundripaludum wu apyrue
METaHOTPO(HBIE TaKCOHBI cocTaBsUIM A0 3.0% B Tomme Boasl U 16% B BepXHUX
cnosix JoHHBIX ocankoB (0—6 cm). KonnenTpamus CH,4 cocraBmsna 0.528 Mxi/im B
BOJHOM Tommie U 6720 MK/ — B TpoOe TIIyOMHHBIX JOHHBIX OCaJkoB. M3mepeHus

koHneHTparuii CHs u ckopocTeld €ro OKHCJICHHS I[IOKa3aid, YTO a’poOHBIC
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MeTaHOTpo(HBIC OakTepuu OKUCISIOT >99% mnoctymaromero CH, (Michaud et al.,
2017).

C moMompl KOMIUIEKCa METOAOB H3y4YeHbl MHKPOOHBIE COOOIIECTBA,
ygactByromue B 1ukie CHi, B BogHON TOMIE CYyOapKTHYECKOTO TMPECHOBOIHOTO
mepomudeckoro o3zepa Caernoe (Kallistova et al., 2019). Konnenrpamus CH; B
snunuMone (0—17 M) BapsupoBana B auanazone 0.672—8.96 mkin/a ¢ HeOOIBITUM
yBenuaenneMm (6.72—8.96 mxn/m) B moBepxHoctHOM cioe 0—5 M. Hmxke 21 wm,
conepxanne CH4 Bospacranmo ¢ 100.8 mo 20608 mxn/ax (33 m). MeraHoTpodHbie
OaKkTepuu BBISBICHBI KaK B KHCIOPOJHBIX, TaK U OCCKUCIOPOIHBIX YCIOBHUSIX B
npenenax kmacca  Gammaproteobacteria (I Tum), ¢ JOMHHUpOBaHHEM
peICTaBUTENICH pona Methylobacter. Haubomnbmree KOJIMYECTBO

nocienoBaTeapHocTel (10 11%) ormeueno B xemokimmHae (21-21.5 M) (Kallistova et

al., 2019).

1.3.2. MetanoTpogHoe co0011eCTBO TPONMYECKUX 03€ep

B 1ienom, Tpommdeckue o3epa HEIOCTATOYHO M3YUYEHBI M TTO3TOMY ISl OIEHKU
UX COCTOSIHUSI HEOOX0IUMO OoJibIlie 3Hanuil o ouoreoxumuu CH, B Takux cuctemax.

Osepo Kumy (Kivu) sBisercs ogHuM u3 TiyOOkux o3ep B BocTtouHo-
Adpukanckoit pudToBONl J0IMHE C MakcuManbHOW TiayOuHou 485 M. Osepo
MEPOMHUYECKOE, OCCKUCIOPOIHBIM  MOHUMOJUMHHOH  OOraT  IHUTAaTCIbHBIMU
BeriectBamMu U pactBopeHHbiM CHs (Schmid et al.,, 2005). Odenp BbICOKHE
koHnentparuu CHy (mo 448000 mxi/m; Schmid et al., 2005) menarot o3zepo Kusy
IPHUBJICKATEILHOW CHCTEMOM I M3ydeHUsI MUKPOOHBIX COOOIIECTB, BOBICUCHHBIX B
okucinenne CHs B Bomuoit cpeme. Ckopocts aspoOHoro oxucieHuss CHi, Obura
ouenena B 31-33 r C m? rox? (Jannasch, 1975; Pasche et al., 2011), a ckopocTb
BeIOpocoB CH,4 cocraBmser Becero 0.01 r C M2 rox? (Borges et al., 2011).
Uccnenosanue (Pasche et al., 2011) meranoTpodHBIX OaKTepHii B BOJHOW TOJIIIE

o3epa KuBy ¢ mnomMomipl0o MeTOAOB cekBeHUpoBaHHMS 10 CeHrepy BBIIBHIO B
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KHCJIOPOIHOM 30HE MOCIe0BaTeIbHOCTH, OTHOCsmuecs: k Methylococcus capsulatus
(X Tun).

MonekynsgpHbie u u3oTomnHbie naHubeie (Zigah et al.,, 2015) mokasamu, yTo
a’pooHoe okucieane CH; B OrpaHMYEHHBIX TUTATEIBHBIMH  BEIIECTBAMHU
MOBEPXHOCTHBIX Bojax o3epa ocymiectBisiercs MObD Il tuma, a B OECKUCTOPOIHBIX,
oorateix CH4 1 muTaTENHHBIMU BEIIECTBAMM, TIIYOMHHBIX CIIOSIX 03€pa B OKMCIICHUU
CH; mpuammatror yuactue MODB [ tuma. KommdectBo kimerok MOB 1 tuma He
npesbimano 1.3% ot obmiel yuciaeHHocTH Mukpoopranusmos (OYM), a MOB 11
TUna ObuM MeHee MHorouwcieHHbiME — a0 0.3% ot OUM (Zigah et al., 2015).
Cornacho e manHbiM (Morana et al., 2015) Ha ocHOBe aHaM3a KUPHBIX KUCIIOT B
a’3poOHOM MeTaHOTpodHOM cooOIecTBe mpeodnanamy MeraHotpodsl | Tuma,
HUKAKUX JI0Ka3aTeIhCTB aKTUBHOTO ydacTuss MeTaHoTpodoB Il Tuma B OKuCICHHH
CH4 o6HapyxeHO HE ObLIO.

OmurotpodpHoe o3epo Tanranpuka (Tanganyika) mnpencraBiseT coOoi
O3€pPHYIO0 CHUCTEMY, KOTOpasl pacrnojioxkeHa B AdpukaHckoil pudToBoi pojvue. B
TOM 03€pe HAXOJUTCS CaMblii OOJBIION B MUPE OECKUCIOPOIHBIN MPECHOBOIHBIN
CJIOH, B KOTOpOM XpaHuTcs npuoausureabHo 23 Tr CHy (Hecky, 1991). ITo nanHbIM
(Durisch-Kaiser et al., 2011), makcumanbHasi 4ucCIeHHOCTh MeTaHoTtpodoB I u I
THIIA, omnpeaercHHas ¢ nmoMomipio meroaa FISH, cocrapmsma 12—17% or OUM Ha
riyoune 30-40 M B ceBepHOM OacceitHe u ot 19 o 22% — na rimyoune 100 M B
I0KHOM OacceifHe, ¢ JoMuHHpOoBaHHeM MeTaHoTpodoB I tuma (mo 95%). B obomux
OacceiiHax KoHIleHTpalus pactBopenHoro CHy B Toimie BOABI MOCTENEHHO
CHI)KAJIaCh OT TITyOOKHX OCCKHCIOPOJHBIX CIIOEB K IMMOBEPXHOCTH, B TO BpeMs Kak B
tepmokiae ¢ 90 M 10 300 M koHueHTparuu Bo3pactanu (Durisch-Kaiser et al.,
2011).

Bbeckucnopoanblii 6acceiin sBTpodHOro o3epa Marano (Matano) coaepxut 4.6
x 10 moms CHj. Buorennsii CH; HakaruuBaeTcss B IIyOOKMX BOJaxX 03€pa 0
KOHLIEHTpaui, npesbimaomumx 31360 MK/, 4TO CpaBHUMO C KOHIICHTPALUSIMHU B
o3epax, UMEIOIIMX BXObl BYJKaHUYECKOTrO rasa, Takue kak o3zepo KuBy (Crowe et

al., 2011). Ckopoctu okucienuss CHs B 03epe Martano BapeupoBaiu ot 8064 wi/(J1
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cyr) no 2620800 wun/(n cyr). Hecmorpss Ha HakomuieHue CHs 10 OTHOCHTENBHO
BBICOKMX KOHLEHTpAalMil B r’IyOOKOM MOHUMOJIMMHHMOHE 03€pa, OOJblas 4acth (10
90%) oxuciseTcss HEeMOCPEACTBEHHO B 03€pe, UCKIouas cuibHblie moToku CHs B

atmocgepy (Sturm et al., 2018).

1.3.3. MetaHoTpo(HbIe HaKTepUH 03P YMEPEHHOI0 KJIMMATAa

AnpoOHBIE METaHOTPO(BI OBUIM KMCCIIEIOBAHbl B TAKUX MPECHOBOJIHBIX 03€pax,
Kak o3epo Bammurron (Auman et al., 2000; Costello et al., 2002; Chistoserdova et
al., 2011a, 2013), o3epo Koucrann (Constance) (Pester et al., 2004; Rahalkar et al.,
2007, 2009; Deutzmann et al., 2014; Bornemann et al., 2016) 1 HEKOTOPBIX JPYTHX
ozepax (Carini et al., 2005; Biderre-Petit et al., 2011; Yang et al.,, 2019).
HccnenoBanus ObLIM MPOBEEHBI, B OCHOBHOM, B JOHHBIX OCaJIKaX.

B Boano# Tose o3epa BamMHITOH M3y4E€HO paclpenesieHue KOHIIEHTPALMi
CHa, cxopocteii ero okucienuss 1 MOB (Lidstrom, Somers, 1984). Ilpodwumm
pacnpenenenus CH4 BappupoBanu ot 1.12 1o 67.2 Mxn/n. MakcuMabHbIE 3HAYCHHUS
KOHIleHTparuit (67.2 wMxi/im), ckopocrei okucienus (26880 wn/(m1 cyT))
yucieaHoctr MetanoTpodos (50 KOE/Min) BeIsIBIICHBI Ha TpaHuIle paszena ¢a3 Boja-
ocanok. O3epo BammHrToH B TeUEHUE Psiga JET CIYKUIO MOJICTbHBIM OOBEKTOM ISt
usyuenus Metwiorpoduu (Chistoserdova et al., 2011, 2013). DxcrnepuMEHTSHI,
OCHOBAaHHBIC Ha KYyJbTUBUPOBAHWH, TIO3BOJIIA TIOJYYUTh YHUCTHIE KYJIbTYPHI
MeTaHOTpo(OB M3 JOHHBIX oOcaakoB cemeiictBa Methylococcaceae (I tum) wu
cemeiictBa Methylocystaceae (II tum) (Auman et al., 2000; Bussmann et al., 2006).
be10 TMOKa3aHO, YTO OCHOBHAs METAHOTPO(MHAS TMOMYNSAIUSA B OCaaKax o03epa
BammHrToH coctout u3 MeraHotpodos poma Methylomonas (tum I) (Auman et al.,
2000; Auman, Lidstrom, 2002), no Methylobacter tundripaludum neomHOKpaTHO
JOMHUHHUPOBAJI B SKCIIEPUMEHTAX IO KYJbTHBUPOBAHHIO METAHOTPO(OB M3 OCATKOB
o3zepa (Beck et al., 2013; Kalyuzhnaya et al., 2015).

[Tponeccel okuciennss CH; B JOHHBIX Ocagkax SBISIOTCS TPEIMETOM

MHOTOYHMCJICHHBIX HCCIICIOBAaHUNA B TIIyOOKOM onurorpodHom o3epe Koncrani
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(Schulz, Conrad, 1995; Rahalkar et al., 2007; 2009; Deutzmann et al., 2011). B
noHHBIX oTiokeHMsIXx MOB I tuna npeobnagamu vag MOB 11 tTuma (Rahalkar et al.,
2009). M. Bopuemans ¢ xosuteramu (Bornemann et al., 2016) npoBenu KoMILIEKCHOE
UCCJIEIOBAHNE OKHUCJIEHUS METaHa B BOJHOM Toille o3epa. bbUlM  OLEHEHBI
koHIeHTparuu CHas, ckopocTu ero OKHCIeHUs, a TakKe YUCICHHOCTh U CTPYKTypa
coO0IIecCTBa MEIarnyeckux MeTaHoTpodoB B MecTax BbIxoja raza. Konienrpanuu
CH4 B moBepxHOCTHBIX (5—10 M) 11 mpoMexyTOUHBIX (40—60 M) CIIOSAX BOAHOU TOJIIN
HaJl TOKMapKaM# BapbupoBaiu B cpeaHeM oT 0.896 mo 2.8 MKII/JI U yBEIUYHUBAIHUCH
1o 32.3 mxa/n B npugonHoMm cioe (70-80 m, ~10 m Hax gHoM). B hoHOBOM paiione
camble BBICOKHE KOHIIEHTPAIlMd MeTaHa ObUIM OOHApY>KEHBI B TTOBEPXHOCTHOM CJIO€
BOAHOW Toimu W He mpesbimanu 1.187 mxi/n. OKucnuTeNnbHas aKTUBHOCTH B
MOBEPXHOCTHBIX M TMPOMEXKYTOYHBIX CIIOSX BOJHOM TONIIM HAJ IMOKMAapKOM
BappupoBasia ot 67.2 no 1411.2 /(a1 cyT), a MAaKCUMaJIbHbIE CKOPOCTH OKHCJICHHUSI
(10259.2 mir/(1 cyt)) oTMedeHbl B Oosee TiyOokux ciosx ~ 10 M Ham mHom. B
GboHOBOM palloHE CKOPOCTHM METAHOKHUCJICHUS OBbUIM 3HAYUTEIBHO HIKE. HE
npeBbimanu 694.4 Hi/(1 cyT) B MOBEpXHOCTHBIX Bojax u 38.08 mi/(;m cytr) B
NPUJOHHON 001acTH. YHMCIEHHOCTh METAaHOTPO(PHBIX OaKTepuil, omnpeaereHHas C
noMoibo kKosmuectBeHHoro III[P-ananuza, BapeupoBana B cpegnem ot 0.1% no
0.6% ot Bcero MHKpPOOHOTO cooOIIecTBa. bbulo OOHApPYKEHO, YTO METAaHOTPOQBI
HanOoJIee PACIPOCTPAHECHBI B MPHUAOHHBIX CIIOSX BOJBI, OnMmM3kuXx K BbIxomam CHy.
Uucnennocte MOB koppenupoBana ¢ konuentpanusimMu CHs 1 aKTUBHOCTSIMU €T0
okucieHusi. MUIOreHeTUYECKUd aHajau3 MOoKazaJl MNpeodsafaHue MpeAcTaBUTEIeH
Methylococcaceae (I tu), npuyem OOJIBIIMHCTBO HAMICHHBIX MOCIEA0BATEILHOCTEMH
BXOJWJIO B CHEMU(PUUECKYIO KJIaay, OTHAJECHHO CBS3aHHYIO (MICHTUYHOCTH
HYKJICOTUIHOH TocienoBarenbHocTH <86%) ¢ MeTanoTpodamu poros Methylovulum
u Methylobacter (meranorpodsr la Tmma). Meranorpodsr Il Tuma He ObLIM
obOHapy>keHbl. MOB ObLIM TOBOJIBHO paBHOMEPHO paCIpeesieHbI B TOJIIE BOBI, UX
KOJIMYECTBO HE3HAYMTENbHO ObUIO BBIIE B HEMNOCPEACTBEHHOM OJM30CTH OT

nokmapkoB (Bornemann et al., 2016).
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C nomompto amrmmudukanuu renoB 16S pPHK u pmoA Owutn nccnenoBaHbl
MJIAHKTOHHBIE METAHOTPO(HBIC OAKTEPUN B MEPOMUKTHICCKOM ITPECHOBOTHOM 03€Pe
[MaBen (Pavin). Kounnenrpauuu CH4 Bo3pactamu ¢ rryounsr 60 m (6.72 MKI/1) A0
nHa (94080 mxn/m). beimm BeisgBiensl Tpu THna (I, 1l m X) MeraHOKHCISIOMNX
OakTepuii, C NpeodsIalaHueM MOCIEAOBATEIIBHOCTEH, OTHOCAIIUXCS K POAY
Methylobacter (I Tum). 3TH HocIeI0BATEIBHOCTH OBLTH JOMHUHHPYIONIUMH Ha BCEX
uccienoBanHbIX rryonnax (Biderre-Petit et al., 2011).

Osepo Hrexmun (Stechlin) — nuMukTHYECKOE OIUTOTPO(HOE 03€pPO B CEBEPO-
BocTo4yHOU ['epmanuu. Ha ocHoBe ananuza renoB 16S pPHK B runonuMHnone o3epa
Irexmuu ObIM WaeHTH(UIKUPOBaHBI MeTaHoTpodbl I Thma poma Methylobacter,
KpOME TOTO, OBLT OTMEYCHBI TIOBBITIICHHBIC KOHIIeHTparuu CHy B TOBEPXHOCTHBIX U
MPUJOHHBIX CJIOAX BOJHOM TOJIIM, C MAKCUMyMOM Ha riyoune 6 M (32.26 mkii/i)
(Grossart et al., 2011). DToT pe3y/bTaT MOATBEPKAACT MPEABIIYIIEE UCCIICIOBAHNE, B
KOTOPOM IOKa3aHo, yTo MetaHoTpods! I Tuma poga Methylobacter nomunuposaiu B
MOBEPXHOCTHOM OKHCICHHOM ocajike o3epa Illtexmuu (Dumont et al., 2011, 2013). C
MOMOIIIBI0 METOJIOB TPOTEOMUKH B DJKCHEPUMEHTE IO HHKYOAllud MPUPOIHBIX
OakTepuaNbHBIX cooOIIecTB M3 TiyomHHoro ciost BogHou Ttommu (Ullrich et al.,
2016) cpaBaunm (hepMeHTHI, ydacTByromue B Metadomusme CHs B KOHTPOJBHON H
oboramennoit CH4 Bonme u3 runonumuuona. Konmentpauus CHs B mpupogHOM
oOpasue Boasl coctaBisia 1008 Mmxi/n. Bcee QepMeHTbl ObLIM OTHECEHBI K
metanotpopam I  Tmma  (mpenctaButenu — cemeiictBa  Methylococcaceae).
Metanotpodos II u X Tunos oouapyxeno He 6bi10 (Ullrich et al., 2016).

Osepa Pot3ee (Rotsee) u Ilyr (Zug) B Llentpanshoit IlIBedinapuu —
TUMHYHBIC TIPUMEPHI CUCTEM 03€p C YMEpPEeHHBIM KinMmatoMm. O0a o3epa SBISIOTCS
CTpaTU(HUITMPOBAHHBIMH, C THIOJMMHHOHOM OOTaThIM METaHOM. BBIIO MmokasaHo,
4TO rammanporeodakrepuaababic MOB momunupoBanu B oboux o3zepax (Schubert
et al., 2010; Oswald et al., 2015, 2016). Konnenrpauuu CH4 B TOMIIE BOABI 03.
Por3ee BappupoBayiM B  pa3HbIE CE30HBI  HWCCJICIAOBAHWHA, MaKCHUMaJIbHBIC
koHteHTparuu (22400 Mki/i1) OBLIH BBISIBIIEHBI B OECKUCIOPOIHOM CIIO€ TIPHUIOHHOM

oomactu (Schubert et al., 2010). C mnoMoOIIbIO MOJEKYISIPHBIX METOAOB OBLIO
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yCTaHOBJCHO mpucyrcTBue MeraHorpodoB | tuma (pox Methylomonas), wux
YUCIEHHOCTh He mpeBblmana 2% or OUYM. MakcuMmalibHble 3HA4YCHUS
KOPPEIUPOBAIM C TOBBIIICHHON METaHOKUCIISIIOIEH akTUBHOCTRIO (110 112000 wHit/(
cyt)) (Schubert et al., 2010). Yuciaennocts MObB Oblna wcciiegoBaHa B BOJTHOU
tommie 03. Porzee B 2012 u 2013 rogax (Oswald et al., 2015). B 2012 r. BbISIBIICHBI
MOBb xak | tuma (<0.6% ot OUM), tak u Il Tuna (<1.9% or OUM), B 2013 .
obHapy:xeH Obu1 uiib | Tin (<0.5%). B kucnopoaHOM 3MUIMMHUOHE KOHIIEHTPALUN
CHs BappupoBasin ot 0.672 go 67.2 wmxn/n, ¢ rayOuHou coaepxkanne CHa
yBeIUYuBaJIoch M jocturaio 13440 Mxi/im B OpHIOHHONW OECKHUCIOPOJIHOM 30HE
(Oswald et al., 2015). B BogHoii Toue 03. Llyr camblie Boicokne KoHIeHTpanun CHy
(1344 mxi1/mm) ObLTH OOHAPYKEHBI B OCCKUCIOPOIHBIX YCIOBUSIX BOJIM3H MTOBEPXHOCTH
JIOHHOTO OCajKa, B COJAEp)KaIlleM KHCIOPOJ SMUIMMHHOHE coaepkanue CHjy Obuio
HWKe mpenena oOHapyxkenus (0.224 wxi/m). MakcumalnbHas —aKTUBHOCTD
MeTtanokucnenus (14336 un/(;1 cyT)) BhIsBICeHa B OKCUKIIMHE. MeTaHoTpods! | Tuma
JTOMHUHUPOBAJIM Ha Bcex riryounax ozepa (10—-15% ot OUM), uuciaennocts MOB |1
tuna He npesbimana 1% or OUM (Oswald et al., 2016). ITo3guee ncciegoBaTeIu
(Oswald et al., 2017) Ha OCHOBE MOJIYYCHHBIX MOJCKYJISPHBIX U METareHOMHBIX
JTaHHBIX cJaelaaud BbIBOJ, 4To poa Crenothrix polyspora sensercs cTaOMIBHON
4acThI0 MUKPOOHBIX coolmiecTB 03ep Porsee u I{yr. Kpome Toro, B BoiHOI ToJIIIE
o3epa Porzee cpenu mpeacrtaBureneit MmeraHoTpodgoB | Thma ObuIM OOHApPYKEHBI
nocieaosareabHoctr pomoB  Methylomonas, Methylobacter, Methylocaldum wu
Methyloglobulus (Oswald et al., 2017).

M. Caman u C. beptunccon (Samad, Bertilsson, 2017) npoBenu uccieoBaHue
O CE30HHOW W3MEHYMBOCTH YHCJICHHOCTH H Pa3HOOOpa3usi OakTepuaIbHBIX
METaHOTPO(OB B TATH YMEPEHHBIX MBeACKUX o3epax. Konnenrpamus CHs B 03epax
BapbHUpOBaJla HE3HAYMUTEIBHO 110 TIyOMHE W MEXKIYy CE30HaMH, TIOBBIIICHHBIC
3HAUCHUS OTMEUEHBI B TOBEPXHOCTHBIX ciosix. Cpenmusisi xoHunentpamuss CHi B
o3epax cocrtapisuia 4.56 1 6.5 MKJI/I JU1s JieTa U 3UMbI, COOTBETCTBEHHO. [10/100HbIC
kounentparuu CHs otmedens! panee B apyrux mBenckux o3zepax (Bastviken et al.,

2004; Denfeld et al., 2016). Conepxkanue MeTaHOTPO(OB ONMPEACIAIN C MOMOIIBIO
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konuuectBeHHOUM I[P B peambHOM BpemeHu. MeTaHOTpPO(BI MPUCYTCTBOBAIM BO
Bcex oOpasiiax BOJHOM TOJIIM 03€p, UX YUCICHHOCTh yBEIMYHBANIACH C TIyOHWHOM,
HO BKJIaJl B MUKPOOHOE coo0miecTBO coctaBisul He Ooisiee 1.3%. bpuia BhisiBiIeHa
crnabas M JOaxe OTpHUIATeNbHAs KOppemsuus MexAy KouueHTpauusmu CHi u
YHCIIEHHOCTBIO METAaHOTPO(OB, YTO, BO3MOXKHO, ObLIIO CBsI3aHO ¢ oTpebnenuem CHy.
OTHOcHTENbHAS PACIPOCTPAHEHHOCTh METaHOTPO(OB Obllla 3HAYMTENHHO BBIIIIE
3UMOH, ueM jeToM. OunoreHeTHUecKii aHaau3 TeHOB PMOA B MPUAOHHBIX 3UMHUX
obpasmax nByx o3ep (OxomapH (Ekoln) w Pamcen (Ramsen)) mokasan, 9To
MeTaHoTpo(dbl oTHOCATCs K poay Methylobacter (I tum). MOB npucyrcTBOBaIM BO
BCEX HCCIECOBAaHHBIX O3€pax HE3aBUCUMO OT TJIyOMHBI, BpEMEHH ToJa U
Tpouyeckoro craryca. ITO TOBOPUT O TOM, YTO METAaHOTPO(]BI SBIAIOTCA
HEOTHEMJIEMON 4YacThI0 HSKOCHUCTEMBI 03ep. Pe3ymbraThl Takke yKa3bIBAalOT Ha
3HAUUTEIbHBIE Pa3IU4Msl METaHOTPO(HBIX COOOMIECTB B 03€pax C pa3HbIM
TPpOPUUECKUM CTaTyCOM, B TO BpeMs KaK 3HAYUTEIbHBIX pa3IMYUil B COCTaBe
COO0O0IIEeCTB METaHOTPO(OB B 3aBUCUMOCTH OT TIyOMHBI He ObLTO (Samad, Bertilsson,
2017).

C mnomompto aHanuza reHoB 16S pPHK u pmMOA wucciemnoBan cocTaB
METaHOTPO(MHBIX COOOLIECTB BOAHOW TONIIKA OopeanbHbIX o03ep DOUHISHINU:
Anunen-Mycraspsu (Alinen-Mustajiarvi) u Mekosipeu (Mekkojarvi). AspoOHbIe
ramMmarnporeodakTepuanbaple  MetaHoTpodsl (Methylococcales) momunupoBanu B
cooO1ecTBax 03ep Kak BbILIE, TaK M HIKE OKCUKJIMHA. BriepBble Obula omnpeseneHa
HoBas nuHus B Methylococcales, Candidatus Methyloumidiphilus alinensis,
JOMHUHUpYIOIIasi B coo0miecTBax o3epa AnmHeH-MycTaspBu, B TO BpeMs Kak
MeTaHOTpo(dbI, puHaaIexame poay Methylobacter, 6sir 6ostee pacpocTpaHEHbI
B 03epe Mekosipeu. MOB II tuna cocrasisum <1.7% B MekosipBH U OTCYTCTBOBAJIN
B OMOJIMOTEKaX aMIIMKOHOB 03epa AsnmHeH-Mycraspsu (Rissanen et al., 2018).

[locneaHue reoXuMUYECKHME U MUKPOOMOJIOTHUYECKHE MJAaHHBIE M3 BOJHOU
TONIIM  CTPAaTUPUIIMPOBAHHBIX 03€p (C  BPEMEHHBIM WIM  TOCTOSHHBIM

OECKUCIIOPOIHBIM TUIIOJIMMHHUOHOM) YMEPEHHOUM 30HBI MOKA3BIBAIOT, YTO a’pOOHbBIC
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MOB f1oMUHUPYIOT KaK B HACBIIIEHHOM KHCJOPOJOM, TaK U B OECKHCIOPOIHOM

ciosix (Biderre-Petit et al., 2011; Oswald et al., 2015, 2016).

1.3.4. MeTanoTpodnl 03epa baiikaj

B o3epe baiikanm BbIABICHBI BcE€ W3BECTHbIE TeHeTmdeckue Tunbl CHy
(OmoreHHbBIN, PHAOICHHBI M TEPMOreHHBIN) ¢ mpeobnamanneM CH; MHKpOOHOrO
npoucxoxnaenusa (KammbrukoB u  gp., 2006). MeraH »HAOTEHHOro THMA
3a()UKCUPOBAH JIMIIIb B TEPMAJIbHBIX MCTOUYHHUKAX, TEPMOTCHHBIA TUI — B paiiOHaX
pasrpy3ku raza co gHa ozepa. Kpome Toro, oOHapy>keH MeTaH CMEIIaHHOTO THUIla
(GaxTepuanbHbIA, TEPMOTEHHBIN) B MEJIKOBOJHBIX Ta30BbIX CHIAX M B OCaJKax
MOJIBOJTHBIX Ipsi3eBbIX ByJKaHOB (Kanmbrakos u ap., 2006).

HUccnengoBanuss MUKpOOpPraHu3MoB, ydacTBywomux B mukie CHs, B
[IyOOKOBOJIHOM M OJUTOTpOo(HOM 03epe balikanm B OCHOBHOM KacaJluCh COOOILECTB
noHHbIX otinoxeHui (Hamcapaes, 3emckas, 2000; TaiinyrauHoBa u gap., 2005;
HamcapaeB u np., 2006; Jlaryposa u np., 2007; Illy6enkoBa u np., 2007, 2011;
3emckas u zip., 2008).

B BoaHOW TOJIIE W TMPUIOHHBIX CJIOSIX PAWOHOB PA3rpy3KH YIIE€BOJOPOOB
paHee ObUIM OTMEUCHBI IOBBHIIICHHBIC KOHIeHTpammu CHi, mocturaronue coTeH
HanoymtpoB B siutpe (0.01-0.11 mxn/n — uzmepenus H. I'. I'panuna (I'panun u np.,
2013), 0.01-0.3 mxn/nm — mannbie A. B. Eroposa (Eropos u np., 2003)). Crenyer
OTMETHUTh, 4YTO HuccienoBanusi conepxkanuss CH, B Bomax baiikaia He Hocum
CUCTEMATHYECKOTO XapakTepa W OBLIM MPOBEACHBI C MPUMEHEHHEM Pa3IMYHbIX
meTo10B 1 tipubopoB (Eropoe u ap., 2003; O6xupos u ap., 2005; Schmid et al.,
2007; I'panun u ap., 2013). B BogHOM ToOMIIE TITyOOKOBOAHBIX (POHOBBIX PaliOHOB
CKOPOCTh METAaHOKHCIICHHS CHJIBHO BapbUpoOBasia U B cpeaHeM cocTanisiia 500 Hit/(n
cyr) (laiinyramaoBa, 2005; Hamcapaee wu  ap., 2006). YwucieHHOCTbH
METaHOKHUCIISIOMUX OaKTEepHil B MPUIOHHON BOJIe PAaHOHOB Pa3Trpy30K, OICHEHHAS C
MOMOIIBIO METOAa TNpeAeNbHBIX pa3BedeHuii, cocraBasina 102107  xn/mn

(IlIyoenkosa, 2006).
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UccnepoBanusi OaKkTepUalbHBIX COOOIIECTB BOJHOM TOJIIM B Pa3IUYHBIX
paiionax o3epa baiikan Obun mpoBeneHsl BHE 30H Bbixojga CH,4 ([enucoBa m ap.,
1999; benwkoBa u ap., 2003; Ilapdpenosa u np., 2013; MuxainoB u ap., 2015;
Kurilkina et al., 2016; Wilburn et al., 2019). Meranorpodubsie GakTepuu B paboTe
(denucoBa u np., 1999) Obutn mpeacTaBiIeHBI ABYMS IOCIICAOBATCILHOCTSIMHA B
npeaenax kiaacca Gammaproteobacteria (I Tum), BBISIBICHHBIMH B TJIyOHHOM CJIO€
BojbI (hoHOBOrO paifoHa FOxxHoro baiikana ¢ MOMOIIBIO MOJEKYJISPHBIX METOJOB.
[Tozxe mocnenoBarenbHOCTE MODB ObUIM BBISIBICHBI B TIYOMHHBIX CIIOSIX BOJHOM
ToNIIY B (POHOBOM paiioHe cpenHei koTioBuHbI baiikana (1400 M u 1650 M) Takke B
npenenax kinacca Gammaproteobacteria (I Ttun) (beaskoBa m ap., 2003). Kpome
TOTO, C TIOMOIIBI0O METOJa MUPOCEKBEHUPOBaHUS MeTaHOTpodsl | Tuma ObLIH
BBISIBJICHBI IIPU Pa3HBIX THAPOJIOTHYECKUX yciaoBuAX B FOxxHoM baiikaie B mpeaenax
cemeiictBa Methylococcaceae. Onm npeoOiiajanu B MOBEPXHOCTHOM CJIOE BOIHOMU

toJmu B Becennui nepuoy (Kurilkina et al., 2016).
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I''IABA 2. OBBEKTbBI U METO/IbI UCCJIEJOBAHUA

2.1. O0BbeKThI HCCIEeT0OBAHNS

OObeKTaMu HMCCIeAOBaHUS SIBISUTUCH OakTepuaibHble COOOIECTBA BOJHOMN
TOJIIIIA PaiOHOB Pa3TPy3KH YTIEBOAOPOAcOAep)KamuX (QrronaoB (HedTe-MeTaHOBBII
cun ['opeBoit YTec — paiion |; rps3zeBoit Bynkan bomnbioit — paiton Il) u ponosoro
riyOOKOBOJHOTO paiioHa BOiM3M mocenka Jluctesaka (paiion I1).  [lns
9KCIIEPUMEHTa MCIOIb30BaIM MOBEPXHOCTHBIN OCaJ0K M3 pailoHa TIyOOKOBOIHOTO
meTaHoBoro cumna IToconbckas banka — paiion V) (puc. 1; ta6n. 1). MccnenoBanust

npoBojuin ¢ 2013 roma mo 2018 rog.

104° 105° 106° 107° 108° 109°

Om

-250m

-500m —

-750m —

-1000m —

669 Team, 2002. A new bathymetric map o

-1250m

-1500m

-1642m

Pucynox 1 — Cxema oTb0pa mpupoaHbx 00pa3iioB Ha o3epe baitkan
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Ta6muna 1 — Paitonsl oT6opa npoo

Paiton or6opa XapaxTeprctuka paifosa KoopauHars! ['my6una o3epa B ['myOuHa, Ne paifona Ne oOpasma
po0 MecTe 0TOopa, M M
0 1/0
50 1/50
100 1/100
Cpenuuii Hedre-meranossiii cun - 53°18'16"N 890 200 | 1/200
baiikai I'opeBoii YTec 108°23"31" E 300 1/300
500 1/500
700 1/700
855 1/855
0 11/0
. I, 50 11/50
rp"f;i’jff“‘z;‘(a‘* i(l) 55§ 343';' 1414 100 1 11/100
700 11/700
1370 11/1370
HOxHbII 51°47'244"N 5 la 11/5
baiikan ®doHOBBII paiioH 104°56'346"E 1410 20 111720
JIncTBsinka 51°50"910”"N 1250 G 111/1250
104°47"234"E 1350 111/1350
['my060KOBOTHBII omrom
METaHOBBIN CHII | 05 52 A 52 O%?"E 500 ((?éi;ol\f{) v IV/0

Ilocoanckasa banka
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OTt60p Tpo6 BoaBI MpoBOMIH crcTeMol baTomerpoB SBE 32 Carousel Water
Sampler, moHHBIN ocamok oTOMpanmm ¢ momomibio rperidepa ¢ 6opra HUC «I'. HO.
Bepemaruny. OTHOBpEMEHHO ¢ MPOOOOTOOPOM Ha ITHX K€ CTAHIUAX MPOBOJIMIH

u3MepeHus npoduseit rTemneparypsl U MuHepanuzanuu 30510M SBE 19Plus.

2.2. Metoabl HCCIeI0BAHNSA

2.2.1. PU3UKO-XUMHYECKHE METOIbI

Cooepiwcanue CHs ¢ 600nou monwe onpedensiu memooom «Headspacen
(bonpmakoB, Eropos, 1987) na rasoBom xpomatorpade «3Ixo-EW» ¢ maamenHo-
noHu3alMoOHHBIM feTekTopoM (HoBocubupck, Poccus). Ananuz CHy B ra3oBoit (aze
HKCIIEPUMEHTAIbHBIX (JIAaKOHOB MpoBoAwId Ha Xxpomatorpade «IXO-TTUI»
(mIaMeHHO-MOHM3AIMOHHBIA  JIeTeKTop,  copbeHT  —  Porapak,  pexum
nzoMerpuueckuid, T = 1000°C). O0bem raza qis ananuza coctasisin 0.03—0.05 mn
(oObem wurael xpomatopraduueckoro mmpuia). Mamepenune konuentpauuii CHy,
npoduiieil TeMriepaTypbl U MUHEpAIU3allUd B BOJHOM TOJIIE BBITOMHSI K.I.H. B. T
NBanoB (y1abopatopusi rugposioruu u rugpodpusuku JIMH CO PAH). Ananuz
kouuentpanuit CHy B skcniepumente npoBoaui k.X.H. ['. B. KanmbrukoB (MucTUTYT
reoxumuu uM. A. I1. Bunorpagosa CO PAH).

H3zmepenua memanokucaawwienl aKmugHocmu B BOAHOW TOJILIE MPOBOINI
n.6.1. H. B. Tlumeno (®UIL] buorexnomorun PAH, MockBa) paamon3oTONHBIM
metogoM ¢ *C-meranom. HememneHHO mocne mogbeMa Ha OOPT CyaHA OOpas3Ibl
BOJIBI U3 6aTOMETpOB pazmuBaiu B 30-MJI NECHUITMILTMHOBBIE ()JIAKOHBI U 3aKPBIBAIH
MX PEe3MHOBOM mpoOkoii. Pacteop *C-merana (0.2 mu) B IUCTHILIMPOBAHHON BOJE
akTUBHOCTHIO 1 MKK BHOCHJIM CTEpUJIBHBIM ILIINPHUIIOM B NEHUIWJITUHOBBIN (PJIaKoH.
HNuky6amuto mpod ¢ medenbiM CHs mpoBogmnmmu B Teduenwe 24-36 yacoB B
xonoauiabHuke npu Temreparype 3—4°C. Ilocne 3aBepiieHuss WHKyOauu MpoObI
Boabl ¢ukcupoBanu 1 min 2N NaOH. KonTposnem cinyXuiu NEHUIMLIAHOBBIE

(b1aKoHBI, 3aMI0THEHHBIE OTOOPAHHON W3 0ATOMETPOB BOJOM, Ky/1a TIEpe]l BHECEHUEM
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pactBopa “C-merana no6asmsum 1 ma 2N NaOH. [laneneiimyo 06paGoTky mpoo
IIPOBOAMIIN TI0 METOJWKe, MoJapoOHO ommcanHOW panee (["ampuenko, 1994). Ilpwu
pacuere ckopoctu okucinenus CH; yuurteiBamu kak oxucienue “C-CHz go
YIJIEKMCIIOTEL, TaK ¥ BKouenue *C-yrnepona CHy B HeNeTydyro Ipu IOAKHUCIEHUH

(bpakIo OPraHuyeCcKOro BEIIeCTBa.
2.2.2. MoJ1eKkyJsIpPHO-MUKPOOHOJI0THYECKHE METO/IbI

Jlna noocuema OYM tpoObl Boabl QukcupoBamn 4% dopMaiMHOM H
okpammBanmu (ayopoxpomabiM kpacuteiem JADU (4,6-muamuHo-2-QeHUITUHIOM)
(Porter, 1980). IIpoObl ¢QuabTpOBaTK Yepe3 MONUKAPOOHATHBIC (QHIBTPHI C
nuamerpom nop 0.2 mxMm («Millipore», 'epmanust), okpallleHHbIE CYJJaHOM YEpPHBIM,
Ipy TOMOITM (UIBTPOBATLHON YCTaHOBKH. DUIBTPHI MPOMBIBAIA CTEPHIIBHON
BOJOM, TIIOMEIIaJM Ha IMPEIMETHOE CTEKJIO0 B KAIIl0 HMMEPCHOHHOTO
Hedayopectupyromiero macia (CarlZeiss, 'epmanus) u Beiep>kuBaiu B TeMHOTE 20
muH. [lodydeHHple mpemaparbl MPOCMATPUBAIM TMOA  AMUPIYOPECIEHTHBIM
mukpockoriom (Axiolmager.M1, CarlZeiss, I'epmanus). [IpocMaTpuBaayn He MeEHee
20 moneit 3penus Ha oOpazeu. Iloacuer kieTok Ha Qororpadusx MPOBOAWIN C
nomoiibio nporpammel ImageTest. Beraucnenne OUM npoBoawm o dhopmyrie:

B axbx10°
cxdxe

X

rae a — miomans GuisTpa (MM2); D — UKMCIIO MOACYUTAHHBIX OaKTEpHii; C —
mwIomanas Mukpomerpa (MkM?); d — 06beM HaHOCHMOro mpenapara (Mi); € — 4UCiIo
npocuuTaHHbIX nosei 3penus (Gerhardt, 1981).

Yucnennocms memanompognozo coobuiecmea ONPEACTSUIA  METOIAOM
¢dnyopecuentHoit  in Situ  ruOpummsammu  (FISH) ¢ wucmonms3oBanneM
OJIMTOHYKJICOTHIHBIX 30HJO0B, MEUCHHBIX (IIyopecIieHTHBIM Kpacuteinem Cy3. s
WCCJIeNOBaHMUsT ObUIM WCIOJIb30BaHBI CTaHAapTHhie 30HABI Ha | w |l Tums

MeTaHOTpo(oB. CTpyKTypa (PIyopeclieHTHO-MEUYEHBIX OJIMTIOHYKJICOTHUIHBIX 30HI0B
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(OO0 «buocunresy», HoBocubupck), HCOIB3yeMbIX B HUCCIEIOBAHUN, IPUBEICHA B

taoi. 2 (Eller et al., 2001).

Tabmuna 2 — 30H1bI, UCHIOIB3YeMbIe 1T (DIyopeceHTHOMH IN Situ ruOpuu3aun

3oun  Kpacurens [TocnenoBarensHOCTH (5'-3') I{eneBoii opranuzm
M-450 Cy3 ATCCAGGTACCGTCATTATC Il Tun
M-84 Cy3 CCACTCGTCAGCGCCCGA | Tun
M-705 Cy3 CTGGTGTTCCTTCAGATC | Tun

OuKCcA0 MUKPOOPTAaHU3MOB MPOBOAMIN METOJIOM, Pa3paOOTaHHBIM paHEe
(Gloeckner et al., 1996). IIpo6s1 Boasl (oT 100 mo 250 mur) ¢unbTpoBaiK Ha Oelbie
noyiukapOoHaTHbie GUIBTPH (quametp 25 mm, pasmep nop 0.2 mxm; Millipore,
['epmanus) ¢ WCHOIB30BAaHMEM PYYHOTO BAaKyyMHOTO Hacoca. 3arteM (UIbTPHI
oOpabatbiBaJid 3 MJI XO0JIOJHOTO pacTtBopa 4% mapadopmansaeruna (PFA, Sigma,
['epmanus) B pocharnom Oydepe (PBS, pH 7.2) B Teuenne 30 MUH ITpU KOMHATHOU
temriepatype. [lo ucreueHnn BpemMeHU (PuKCATOp OT(PHIBTPOBBIBAHM U TPOMBIBAIIH
Tpu paza 3 miu Oydepa PBS u 3 mu nuctuiummpoBaHHOM BOJbI. BhICyllieHHBIE Ha
BO3yxe GUIBTPHI XpaHwiu mpu temmeparype —20°C.

['uOpuauzanuio mpemnapaToB C 30HAAMU MPOBOJIUIM B COOTBETCTBUU C
metoaukoi (Stahl, Amann, 1991). CermeHTbl (GHIBTPa MOAMUCHIBATN M TOMEIIATH
Ha MpeIMETHOE CTeKso, rae obpadaTteiBau 20 MK THOpuUIU3allMOHHOTO Oydepa,
coaepxaiiero 0.9M NaCl, 20 mM Tris-HCI (pH 7.4), 0.01% SDS u xoHueHTpaIuei
dbopMamMuga, COOTBETCTBYIOIIEH ompeaeneHHoMy 30HAy. [locne tubpummsanuu
GUIABTPHl OTMBIBAIM OT HECBS3aHHOTO W HECTENU(PUYHO CBSI3aHHOTO 30HAA. Jlis
9TOr0 MX TMOMEIaIX B OTMBIBOUHBIN Oydep, coaepxaruit 20 MM Tris-HCI (pH 7.4)
5 MM DOITA, 0.01% SDS wu «konnentpamuu NaCl, coOTBETCTBYyIOIINE
omnpeieieHHOMY 30HIy. llocrme OTMBIBKH, CErMEHTHI (WIBTPOB CYIIMJIA Ha
¢bunpTpoBasIbHOM Oymare W okpammBaiu B TedeHue 10 munyt 1 MKkM pacTtBOpoM
yauBepcanbHoro, JIHK-cnenuduunoro d¢aypecuentaoro xpacurens (JADU).

OxpareHHbIe PUIBTPHI TPOMBIBATN O€30aKTepUaIbHON TUCTUIUTMPOBAHHON BOJOW U
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BbICYIIMBaNIM Ha Bo3ayxe. CerMeHTbl (QUIBTPOB TMOMENIANM Ha CTEKIO C
MMMEPCUOHHBIM MAacJiOM M HAKpbIBAJIM MOKPOBHBIM CTEKJOM. llomcuer kietok
MIPOU3BOIMIIN MO ANU(IyOpECEHTHRIM MUKpockoroM Axiolmager.M1 ¢ momoriibto

nporpamMmbl ImageTest.

Jlna ananuza makconomuueckozo cocmaesa 6axmepuu na npuodope lllumina
MiSeq Owwia BeigeneHa JIHK w3 BogHbBIX 00pasmoB, JOHHOTO OcCajka M
HAKOIUTEIBHBIX  KYJIBTYp METaHOTpoHBIX Oakrepuil. g 3TOoro  ObUIO
npodrmibTpoBano 5—10 1 mpob Boawl, 0TOOpad 1 T ocaaka U 20 MJI HAKOTUTEILHBIX
KYJbTYp, TOJIYYEHHBIX Ha Cpellax C pa3HbIMU HMCTOYHMKaMH a3zota. Jljisi cOopku
reHomMoB u3 cymmapuoi JIHK u3 BogHO#M TOMIIM, IpOaHAIM3UPOBAHHON Ha TIpHOOpe
[llumina HiSeq 3000/4000 (Oklahoma Medical Research Foundation, CIIIA), 6bL10
npoduibTpoBano 26—30 11 Boabl. [IpoOkI BoIbI (PUIBTPOBANIA HA HUTPOLICILTIOIO3HBIC
¢uneTpel (auamerp 47 mm, pazmep nop 0.2 mxm; «Millipore», I'epmanus) c
HCIIOJIb30BaHMEM BaKyyMHOIro Hacoca. OuibTp mnomMemiand B CTEpUIIbHbIC TPOOUPKHU
u nobasismn TE-0ydep (10 mM Tris-HCI, pH 7.4; 1 mM EDTA, pH 8.0), 3atem
3amopakuBanu mpu —20°C u B TakoM BHJE TPAHCIOPTHUPOBAIU B JaOOPATOPHIO.
OOpa3ipl JOHHBIX OCAJKOB YMAKOBBIBAJIM B CTEPUIBHYIO (OJIBIY W TIOMEIIATU B
Kuakui azor qo0 momeHTa BbeiaenceHus JIHK B maGoparopuu. Beimenenue JIHK u3
BCceX 00pasIoB MPOBOJUIIN corjacHo MoauduuupoBannoi meroauke (ILllydoenkosa u
ap., 2005) denon-xmopodopmuoii skcrpakiuu  (Sambrook et al.,, 1989). Beuro
nosnyderHo 8 odpasnos JHK w3 BoaHoi Tommu paiiona I, 5 o6pasnoB JIHK — u3
BoAaHOW TommM paiiona II, 4 — w3 paiiona Il m 3 (Bxmowas 2 oOpasma u3
HAKOIMUTEIbHBIX KyJIbTYp) — u3 paiiona |V. Cnucok obpasunos JIHK, BeiaeneHnpix u3
MUKpPOOHBIX COOOIIECTB, yKa3aH B npuioxkeHuu A. Beinenennyto JJHK xpanunu npu
—70°C nmo manmpHEHIIEero UCroib30BaHUs.

Amnaugukauua u cexeenuposanue oopasnon paitoHoB |, Il u IV Ha ocHOBe
mwiatgopmel [llumina MiSeq 6wpun nmposegensl k.0.H. M. B. Mopo3zoeim (LIKII

«I'enomukay» CO PAH, Hosocubupck). Cymmapuyio JIHK, mnomydennyio wu3
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o0pa31oB, ucnonb3oBain B kauectBe marpuisl B [1I[P. B mannom uccrnenoBanuu

POBOJIVIIN aMILTU(PHUKAIIIO PparMeHTOB CIIEIYIONINX TeHOB (Tabmn 3).

Tabmuua 3 — Jlokychkl, BbIOpaHHbBIE IS aHalu3a, M I[OCJIEI0BATEIbHOCTH
OJIMTOHYKJICOTUAHBIX MPAMEPOB, UCIIOJIb3yeMbIE B paboTe
I'en [Tpaitmep [TocnenoBarensHOCTH (5'-3') Ccblika
16S_BV2f AGTGGCGGACGGGTGAGTAA
16S pPHK Sahmetal., 2013
16S_BV3r CCGCGGCTGCTGGCAC
A189 GGNGACTGGGACTTCTGG
pMoA Holmes et al., 1995
A682 GAASGCNGAGAAGAASGC
mxa_f1003 GCGGCACCAACTGGGGCTGGT
mxaF Neufeld et al., 2007

mxa_r1555 CATGAABGGCTCCCARTCCAT

JUis OLIEHKM TaKCOHOMUYECKOTO pa3HOOOpa3usi MHMKPOOHBIX COOOIIECTB
UCIOJIb30BaIK MpaiiMepsl Ha pernoH V2-V3 rena 16S pPHK, xotopsiii ob6namaer
HauMOOJIbIIEH pa3pelaroneidl CNoCOOHOCThI0 Ha YPOBHE TAaKCOHOB HU3ILIErO paHra
(pomsl, Buabl). s ammunpukanuu (paiionst I, 11 u 1V) ucnonszosanu Hot Start Il
High-Fidelity JHK-mosmmepasy (Thermo Scientific #F-549S) ¢ High-Fidelity
oydepom (Thermo Scientific #F-549S) B cooTBeTCTBUHM ¢ pPEKOMCHIALUSIMU
npou3BoAuTENs. Peakuonnble cMecH a1 aMmmidukanuu cogepxkamm 1.5 MM Mg?*,
175 mxM kaxgoro dNTP u 0.2 MxM kaxnoro npaiimepa. Ilocne ontumuzanuu
ycnosuii TIIP (TemmeparypHblii npoduis M KoHLEHTpauus Mg?*) s xaxmoro
JIOKyca ObLI CKOPpPEKTHpPOBaH TpeOyemblii MUHUMYM IukioB [P mis kaxmoro
obopasnia JIHK, mpenotrBpamaromiero miato-3p@Pexkt KoHIEHTpaluu npoaykToB. C
ATOM LIEJIBI0 COCTAB U KOHIEHTpaLUo npoaykToB I[P koHTpoiMpoBany ¢ moMomb0
KalwUIspHOTo 3nekTpodopesa Ha mpubdope Shimadzu Multi-NA (DNA-12000
reagent kit). Tunuunoe uucno mukioB [P BapsupoBamo mexay 24-30 mms 16S
pPHK u 28-36 — myist pmoA u mxaF. ITpoaykTel amrumndukanuu Jyist Kaxaoro JOKyca
OTpPENEeNsId  KOJUYECTBEHHO M CMEIIMBAJIM B  MOJISIPHBIX  COOTHOIICHUSIX,
COOTBETCTBYIOIIUX 3arIaHUPOBAHHOM noJie MOKPBITHS HYKJICOTHTHOM

MOCJIEAOBATEILHOCTH JIJI1 KaXJ0ro Jiokyca. buOmuorexku i aHanuza [llumina
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MiSeq ObuTH TIOJY4YEHBI W3 aMILTMKOHHBIX cMecedd ¢ momormnbio NEBNext Ultra Il
DNA Library Prep Kit (New England Biolabs).

Amvmnuduxanus nokyca pmoA u3 JIHK-matpuil, BeineneHHBIX U3 00pa3ioB
paiiona I, nana ropasno 6onee kpynHbie mpoayKTsl (mpumepHo 800 u 1100 m.H.), yem
oxkuganoch (400 m.H.). g oOneryenus amiumdukaud mnpoaykro I[P
OKHJIAeMOM JJIMHBI YCIOBUS OBUIM JTOTIOJHUTEIBLHO ONTHMHU3UPOBAHBI, a BpEMS
OT’)KMTa W YJJIMHEHUs ObLI0 yMeHbIleHO. HecMOTps Ha JIOMOTHUTEIBHYIO
ontumuzaiuto, oopasusl JJHK u3 paiiona I, B3sateie ¢ rayoun 500 u 700 M, ganu
0oJee IJIMHHBIE MPOAYKTHI.

Ilpouecc oo6pabomku OanHBIX BBIIOJHEH coBMecTHO ¢ k.0.H. FO. IL
[anaubsuiy (y1aboparopust yieTpactpyktypsl kietku JIMH CO PAH). Ilapabie
MPOUTECHUS JIEMYJbTUILUIEKCUPOBAIIA IO COOTBETCTBUIO UX 5'-KOHIIEBBIX YYaCTKOB C
MOCJIEIOBATEIBHOCTSIMU TIpaiMepoB JjIsi HapaOOTKu aMIuIMKoHOB. [Ipu cpaBHeHuU
MOCJIEIOBATENBHOCTEN OBLIO pa3penieHo He 00JIee 0OTHOTO pas3inyusl MEKIY IPSIMbIM
1 00paTHBIM MpaliMepaMH M MOciea0BaTeabHOCTRIO. [locmenoBaTenpHOCTH R1 11 R2,
cooTBeTcTBYIOmUEe amruinkonaM pPHK, Obuti 00beIMHEHbI B KOHTUTH B MIPOTPaMMe
Mothur v.1.34.4 (Kozich et al., 2013) ¢ momomplo KoMaHIBI MeErge.contigs.
[Tomyyennsie  ¢dparMeHThl  ObUIM  OT(QUIBTPOBAHBI O  KayecTBY B
HETICPEKPHIBAIOIINXCSI PETUOHAX, KaKk He nMerorue oosee 5 caiitoB ¢ Phred-value <
15 (mns ammumkonoB 'E' Phred-value < 20). Cuenapum, wucmoss3yemble st
JIeMYJIbTUIUIEKCUPOBaHUsT U (QuibTpanuu naHHbIX MiSeq, AoCcTymHBI MO aapecy
www.github.com/yuragal/mothur-scripts.

Hanpreiimas o0paboTtka nocnenoBatenbHocTel 16S pPHK Obuta BeimonHeHa ¢
WCIIOJIb30BAaHUEM TMPOTPaMMHOTO obOecrneuenuss Mothur B cooTBeTcTBUH €
pexomenaanusamu MiSeq SOP (Schloss et al., 2009). YUroObl cpaBHUTH MUKPOOHOE
pazHooOpasue Mexay oOpasiiamu, ObLIa CIAENaHa TMOJBLIOOPKA MO HAWMEHBIIEMY
KOJIMYECTBY  MOCJIEAOBATEIIBHOCTEH IIyTEM  CIy4YalHOro0  yAAJEHWUs UYTECHUU
CEKBEHUPOBAHUSI C HCIOJIb30BaHHEM KOMaHJIbl sub.sample nporpammsl Mothur.

OT(l)I/IJ'IBTpOBaHHBIe IIOCJICA0OBAaTCIbHOCTH ObLIH BBIPOBHCHBI, CIPYIIIMPOBAHBLI U
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TaKCOHOMHUYECKU UJECHTU(PUIIMPOBAHBI C UCTIOIb30BaHUEM 0a3bl JaHHbIX SILVA 123
(pations! | u 1) u SILVA 132 (paiion V) (http://www.arb-silva.de).

Jist manHbix PMOA u mxaF B mpornecce AeMyIbTUIIEKCUPOBAHUSA HE ObLIO
nepeKphITH MexXAy npaiiMepamu 1 R1 / R2. Crnenyromuii moaxo/ ObuT pa3paboTaH
s npuMmenenus Mothur SOP k mocnemoBaTenbHOCTSIM PMOA, HE HMECIOIIMM
pedepeHcHoro BbpaBHUBaHMS. PedepeHcHOe BBIpaBHMBAHUE MOCIEIOBATEIBHOCTEH
reHa PmoOA Obu10 co3iaHo K.0.H. A. A. Mopo30BbIM (1a00paTopust yIbTPaCTPYKTYPHI
kietku JIMH CO PAH). CHauana ObL1 3arpy»eH Ha0op TaKCOHOMUYECKH U3BECTHBIX
¢dparmentoB pPmoA (Dumont et al., 2014). Dtu pedepeHCcHBIE TTOCISTOBATSIBHOCTH
OBLIH TICpEBE/ICHBI B AMUHOKKCIIOTHBIC U ObLTH BeIpoBHEHBI co hidden Markov model
PF02461 u3 Pfam c ucnoas3oBannem hmmalign. AMHHOKHCIIOTHOE BhIpaBHHBAHHE
OBUIO MPOBEPEHO BPYUYHYIO M MCIIPABJICHO B MECTaxX HU3KOTO KadecTBa. [lomyduennoe
BbIpaBHUBaHUE ObLIO OOPATHO MEPEBEICHO B HYKJICOTHUTHOE BRIPABHUBAHUE.

Jlnst GUIbTpOBaHMSI KOHTHUTOB PMOA TIPOBOIWIM CIEAYIONIHE TPOBEPKH: 1)
Hanuuue OTKpbITod paMku cuutbiBanug (OPC) npnmunoii Oonee 400 H. 0. Ha
NPOTSDKEHUM  BCEH  MOCIIEAOBATEIbHOCTH, 11)  coBMajcHHE  (DIaHKUPYHOIIUX
MOCIIEIOBATEIHLHOCTEH KOHTHUTAa ¢ KOHCEPBATUBHBIMH O0JIACTSAMU aMUHOKHCIOTHOM
MOCJICIOBATEILHOCTH ~ PMOA, TOJYYEeHHBIMH TpU  aHaidu3e pedepeHCHOro
BoipaBHuBaHusg (C- u N-tepmuuansHas nocienoBatenbHocT (WF)(KER)D(RG) u
PEY(IVL)R, cooTBeTcTBeHHO). 3HAUMTENbHAS YaCTh TOJYYCHHBIX HYKJICOTHIHBIX
mocJeaoBaTeIbHOCTEN Oblla HHU3KOTro kKadecTBa B obsactu 80-100aa mepeBeneHHBIX
OPC, BeposiTHO, u3-3a orpaHWycHus uyTeHus JUMHBI MiSeq. Orta obnacte ObLia
ylajlieHa W3 aHaiu3a, 4YTOObl O00ECHeYnTh OJHO3HAYHYIO KIACTEPU3AIUIO0 TPHU
0b6paboTke mociemoBaTenbpHOCTEH B Mothur.

UYroObl creHepupoBaTh BBIPAaBHUBAaHWE IS TOCIEAOBaTeNbHOCTEH MxaF c
ucnonb3oBanuem tblastn (Altschul et al., 1990), mbl BiepBble 0OHAPY MU KOHTHIH,
KoTOopble mpousBenu HanexHsle BLAST-xutel (€-3nHauenune < 1e-50, ngnunHa
BbIpaBHMBaHus Ooisiee 150aa) ¢ OomblIolN CyObeAMHUIICH TOCIEI0BATEIHLHOCTH
metanonaeruaporenassl  (GenBank: WP _014149867.1). B kauectBe JBOMHOMN

npoBepku, OPC N- u C-koHIIbI T0KHBI OB cOOTBETCTBOBATH madionam GTNWG
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u WEPFM, cooTBeTCTByIOIKUM caiiTaM MpSAMOro M oOpaTHOro mpaiimepoB. OmnAaTth
K€, B KOHCYHOM Ha0Ope TaHHBIX MbI HACHTU(PHUITUPOBAIN 3HAYUTEILHOE KOJTMIECTBO
MOCJIEIOBATEILHOCTEH, MMEIOIIMX  HEOAHO3HauHble HykieoTuasl («N») B
NOJIOKEHUSAX BbIpaBHMBaHUsA OT 249 no 297. Ilockonbky 3Ta 003acTh,
cooTBeTcTBYIOMAs 83-99 mosiokKeHUsIM B aMUHOKUCIOTHOM BhIpaBHMBaHUU ORF ¢
¢dbparmenTamu PMOA, Obs1a HU3KOTO KayecTBa, OHa ObliIa y/ajaeHa 10 KiacTepu3alii.
[Taker CD-HIT (Fu et al., 2012) wcmosib30Bamu IS CO3JaHUS KJIACTEPOB HA
paccrossnuu 0.03 ¢ mocieAyromuM MOJEKYJISIPHO-(UIOTEHETUYECKUM aHATU30M
MOJIYYCHHBIX TIOCIISIOBATENbHOCTEH MXaF, mpeacTaBIsomuX 0OOUIBHBIC TPYIIITHL.

Takconomuueckylo CcnoiCHOCMb co00uiecme OLICHUBAM IIyTEM aHalu3a
nocienoBatenbHocTe 16S pPHK. TlpoBeneno uccienoBanne KpUBBIX Pa3pekeHMs,
OTPaXKAIOIINX 3aBUCUMOCTh YHCIAa (HUIOTHIIOB OT YHMCIA TOCIEI0BATEIIbHOCTEMH,
MpPOAHAM3UPOBAHHBIX ~ Ha  TeHeTuueckoM  paccrosiuud  0.03. YtoOmI
OXapaKTepU30BaTh MOJIEKYJSIPHO-TEHETHUECKOe pa3HooOpa3ne BCceX TEeHOB Ha
paccrosiuuu 0.03, ObUIO MOACUYUTAHO KOJMUYECTBO ONEPAIIMOHHBIX TAKCOHOMHYECKUX
enunuil (OTE), oxBar (Chao), a Taxxe uHaekcsl BumoBoro borarctBa (Chaol, ACE)
u pazHooOpasus (nHaekc Lllennona u oOparHbiil nHAeke Cumiicona). KaHonnueckuii
aHaJM3 COOTBETCTBUs BhINOHAIM B R (Team et al., 2018) ¢ ucnonp3oBaHneM makeTa
"vegan" (Oksanen et al., 2007).

bmkaiiiiie roMosiorn TMOCJIeNOBaTENbHOCTENH (parMEeHTOB TEHOB ObLIU
Haiinensl ¢ momorisio BLAST-noncka B 0a3e mamueix NR (Altschul et al., 1997).
Meton Ommxkaitimmx coceaeit (neighbor-joining) (Saitou et al., 1987) ma ochHoBe
«aByxmapameTpudeckoit aucrannuu Kumypbi» (Kimura two-parameter) (Kimura,
1980) u merox xoppekuuu Ilyaccoma (Poisson correction) (Zuckerkandl, Pauling,
1965) ObLTM WCHOJB30BAaHBI JJIsi TMOCTPOCHUS (PHIOTCHETUYECKUX JICPEBHEB B
nporpamme MEGA, Bepcust 7.0 (Kumar et al., 2016). Ilokazarenb A0CTOBEPHOCTH
HOpsIJIKa BETBJICHUS OmNpeaessuin Ha ocHoBaHuM «bootstrap»-ananusza (Felsenstein,
1985) 500 anprepnatuBHbIX nepeBbeB. [locnenoBarenbHoct 16S pPHK, pmoA u
mxaF Owln nenonupoBanHbl B apxuB GenBank, cexmuio SRA (NeNe PRINA380525,
PRINA506297).
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Jlna ouyenku cxoocmea cooduyecme Gaxkmepuil 00pasIbl AHATU3UPOBAIU C
ucronbzoBanueM PCoA (Merox TriaBHBIX KOOPAMHAT) M TPYNIUPOBAIA C
HCIIOJIb30BAaHUEM CpEJIHEB3BEIICHHBIX ToKka3zatened UniFrac, paccuMTaHHBIX B
Mothur. Pesynbratel npeactasnensl Ha rpadukax PCOA u nennporpammax UPGMA,
BBINIOJIHEHHBIX B mporpammax Grapher 9 u FigTree, coorBercTBeHHO. Meton
[JIABHBIX KOMIIOHEHT OBbLI HMCIHOJIB30BaH JUIsl ONPENEICHUS B3aMMOCBS3EH MEXIY
coo01IeCTBAaMU U (PU3NKO-XUMUYECKUMH ITapaMeTpaMy BOJHOMN TOJIIIH.

Coopka 2eHomMo06 u3z memazeHomMo8 600HOU monuwu. (CEKBEHUPOBAHUE
obopasznoB JIHK wu3 BomHo# Tonmu (oHOoBoro paiioHa BOau3u 1. JIMCTBAHKA (C
riyounsl 5 M u 20 M) mpoBoauian ¢ ucnosbzoBanueM Illumina HiSeq 3000/4000
(Oklahoma Medical Research Foundation, CIIIA), o6pa3ust JIHK ¢ riny6un 1250 M u
1350 m O6buTH cexBeHHMpoBanbl Ha Iiatdopme Hllumina HiSeq X Ten PE 2X150 bp
(xommanust «Novogeney). [TockobKy CeKBEHHPOBAIN HANPSIMYIO, TO ecTh Oe3 [TLIP-
aMIUIM(UKALIMK, KaK B CIlydae CEKBEHUPOBAHMS aMIUIMKOHOB, PE3YJbTAaThl HE
apistoTcst [ILIP-npenB3sSThIMU. AHHOTaIMs KOHTUTOB M T€HOMOB, COOpaHHBIX W3
metareHoMoB (MAG), Oblti orieHeHsl ¢ momortpio nporpamm BLAST (Nr), COG
(Tatusov et al., 2001), TIGFRAM (Haft et al., 2001), tRNAscan (Lowe, Eddy, 1997),
ssu-align (Nawrocki, Eddy, 2010), RAST (Overbeek et al., 2013), Kegg-KO
(Kanehisa, Goto, 2000), CDD-SPARCLE (Marchler-Bauer et al., 2016) u BLAST
Koala (Kanehisa et al., 2016). MAGS wucronp30Bajii TOJBKO MPU KOHTAMHHAIIUU
<5% wu >50% mnoaHOTHI, oricHeHHble makeTom CheckM (Parks et al., 2015).
@unorenomuast knaccudukamuss MAGS Oputa mpoBeAeHa B COOTBETCTBUU €
nocienneit Bepcueit GTDB (Parks et al., 2018). IlomyueHHble JgaHHBIC
sapeructpupoBanbl B NCBI moxg momepamm PRINA396997 u PRINAS521725. B
Genbank MAGs wmeranorpodoB wumeror Homepa agoctyma SAMN10915757,
SAMN10915758 u SAMN10915748.

Bnuanue ucmounukoe azoma Ha CTpyKTypy U pa3HOOOpa3ve HaAKOMUTEIbHBIX
KyJIbTYp OalKalbCKMX METAHOTPO(PHBIX OaKTepuil OIEHUBAJIU B JKCIEPUMEHTE C
ITOBEPXHOCTHBIM JOHHBIM OCaJKOM M3 palloHa MeTtaHoBoro cumna [loconbckas banka,

rjae oTMeudeHbl BbicOkMe KoHleHTpanuu CHi. Oxucnensbiét cioit ocagka 0-2 cm
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3 ocazka cycmeHaMpoBanmu B 25 MII

OTOMpaIl CTEPUIIBHBIM ILIPULIOM, 3aTEM 5 CM
CTEPUIIBHOM BOABI, HOCIe 4ero mo 1 cm® CcycneHsuum BHOCHIM B TEPMETUYHO
3aKPBIThIC CTEPUIIBHBIE CTEKISTHHBIE (hiakoHbI 00beMoM 120 mit ¢ 40 mi cpenbl. Jlis
MOCeBa MCIOJIB30BAIN XUAKYI0 MUHEpanbHYI0 cpenay Burrenbapu (Whittenbury et
al., 1970) ¢ pa3nmuyHBIMM UCTOYHUKAMH a30Ta: OJHA CoJiepKajla aMMOHHUUHBIA a30T
(AMS), npyras — nutpatsasiii (NMS), pH cpensr 6.8—7.0. 3atem B poObl BBOIMIN
npuponubiii Oadikaneckuii CHs w3 I'T 1o xoHuentpamuu okomno 67200 Mki/m.
[lepBuunoe wu3Mepenue koHueHtpamuu CHs Bo  (dmakoHax  mpoBOIUIH
HenocpeactBeHHo Ha HUC «I'. 1O. Bepemaruny. ®nakonsl nakyouposanu mpu 10°C
B CTAlIMOHApHBIX YCJIOBHUAX B T€UEHHE 5 Henenb. Bce sKCIeprMEHTHI MPOBOJIWIIN B

Tpex MOBTOPHOCTSX. O pocte MeTaHOTPODHBIX OAKTEPHl B cpejie CyANIIUA 10 yObUIH

CH..
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TJIABA 3. ®PU3UKO-XUMHUYECKUE TAPAMETPBI BOJJTHOM TOJIIIH
UCCJEIYEMbBIX PANOHOB

N3BecTHO, 4TO (haKTOpBI OKpYKAIOMIEH cpeabl OKa3bIBAIOT BIMSHUE Ha
paszsutue MOB (Graham et al., 1993; Hanson, Hanson, 1996; Bopo06neB, Jleasim,
2008). MBI mpoBeM UCCIICAOBaHUS B TpeX paioHax o3zepa baiikan ¢ pasIu4HBIMH
TUJPOJIOTUYECKUMH yciioBusiMU. Kak BUJIHO Ha puc. 2, pacupelelieHHe 3HaueHUun
TEMIIEpaTypbl ¥ MUHEpAIM3AIMU B BOJHOM TOJIIE HCCICIYEMBIX PAOHOB OBLIO
pa3nuYHbIM. 3HAYEHWs HMOHHOW MHHEpAIM3allMd B  paidioHax  pa3rpy3okK
YTJIEBOJIOPOIOB U B ()OHOBOM paiiOHE COOTBETCTBOBAJIM HAOJIIOJAEMBbIM B JICTHUHN U
3UMHHI ce30HbI, cooTBeTcTBeHHO (bnuuHoB u np., 2017). B paiione | Temneparypa
BapbupoBajia ot 3.3 g0 3.8°C, uyTo XapakTepHO AJis1 BeceHHel romoTepmun (ATiac
baiikana, 1993). B paiione |l TeMmeparypa BoJbl COOTBETCTBOBAIA TICPUOTY MPAMOM
ctpatudukanuu u cocrapimsa 3.3-5.0°C. Tak kak npobootdéop B pairione |l
IIPOBOAWIIM 3MMOM, TEMIIEpaTypa BOJBl Ha MOBEPXHOCTH BapbupoBana oT 0.45 mo
0.68°C, a B mpumonabix cnosix — ot 3.27 pmo 3.33°C (mepuoa oOpaTHOM

TEeMIIepaTypHOU CTpaTu(uKaIum).
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Conepxxanne CH4 B BomHO# Tomme paitona Il Bapeuposano ot 0.04 mxn/m 1o
0.43 mxu/1 (puc. 3), YTO COOTBETCTBOBAJIO OTMEYAEMBIM KOHILIEHTPALUAM B ()OHOBBIX
paiionax (I'panun u nap., 2013; Musanaponiies u jp., 2020).
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Pucynox 3 — [Ipodumu pacnpenenenus CHs B BOJHOM TOJIIE TPEX paiioHOB
03. baiikan
B BogHOW TOJIIIE PAHOHOB pa3rpy3Ku YrieBOAOPOIAOB KOHLUEHTPALIMM METaHA
nocTUramy | MKJI/J, 4TO IPEBBINIAET OTMEYaeMble 3HAUCHHI B ydacTKax baiikaia BHe
BBIXOJIOB Ta30BbIX (UIIOUJIOB, HO HIJKE BBISBICHHBIX B TMPUJIOHHONW 30HE
r1yOOKOBOHOM YacTH 03epa B palioHe rasoruapar-cojaepxaiux ocaakos (0.2-14.0
MkJ1/1) (OGxupoB u np., 2005). B mpuaoHHBIX 30HAX BOJHOMW TOJIIM BBHISBICHBI
MakcuMalibHble KoHIeHTparuu CHs: B paitone | Ha rioybunax 850 u 855 M oHm

coctaBmsuid 1.0 u 0.63 MKJ/J, COOTBETCTBEHHO; B TO BpeMsi Kak B paioHe |l nHa
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rinyounax 1300 u 1370 m konuentpaumu CHs Obutn paBubl 0.19 u 0.36 mki/m,
cooTBeTcTBeHHO. KoHnentparus CHs ot moBepxHocTu 10 riyounst 600 M B paiione |
ObLIa MPAKTUYECKU OJMHAKOBOM, YTO OOYCIIOBIEHO BEPTUKAIbHBIM BOJOOOMEHOM BO
BpeMsi BeceHHell romorepmuu. Kpome TOro, BO BCEX HCCIEAYEMBIX paillOHax C
pPa3IMYHBIM  TUAPOJIOTUYECKUM PEKUMOM OTMEYEH «METAHOBBIM IapajoKcy
(MOBBIIIEHHBIE KOHLEHTPALIMA METaHa B IMOBEPXHOCTHBIX CJIOSIX BOJHOW TOJIIH).
MakcumanbHble 3Ha4eHUs BRISBIICHBI B TIouteqHbIN niepuo (0.43 MKI/1T), 9TO MOXKET
OBITh CBSI3aHO C AKTHBHBIM pa3BUTUEM (uroruiankToHa. Kpome Toro, nosiBiaeHue
nukoB MeraHa Ha riayoumHax 300400 M, MoxeT ObITb OOYCJIOBIEHO AKTHBHOM
KU3HEICATEIbHOCTbIO €JMHCTBEHHON IJIAHKTOHHOW aM(UIOIbl — MaKpOreKToITyca,
KOTOpasi, Kak U3BECTHO, B JHEBHOE BpeMs KOHIIEHTPUPYETCs Ha riryonHax Huke 200
M (bexman, AdanaceeBa, 1977). @opmupoBaHHE aHA’pOOHBIX MHUKPOHHUII B
KUIIEYHUKE M TNeJieTaxX, ONaronpusiTHBIX Uil Pa3BUTHS METAHOT€HHBIX apXxei,
MOJKET CIIOCOOCTBOBATh MOSBICHHUIO JOKATBHBIX MAaKCMMYMOB METaHa B BOJHOU
TOJILIE 03€pa.

bonee Hu3kue 3HAaYeHUs KOHLIEHTpAllUM METaHa B pailoHaX pas3rpys3ok,
MOJIy4YeHHbIE B  HAIIMX  HMCCJIEJAOBAHMSX, CKOpee  BCEro, OO0YCIOBJIECHBI
TUJIPOJIOTUYECKUMH (PaKTOPAMHU, B YACTHOCTH YCUJICHUEM MEXaHU3MOB KOHBEKLIUU U
BOJOOOMEHA B TEPHOJ IMepexoja OT TOMOTEPMHHM K TNPSIMOM TeMIepaTypHOU
cTpaTuUKALKK, TPUBOMANIMMH K HMHTCHCHBHOMY TIEpEMEIIMBAHUIO BOJA B
uccienyeMbix paiioHax. Kpome Toro, HepaBHOMEpPHOE pacIpeliejieHHMEe MeTaHa B
pa3IMUYHBIX CJIOAX BOJHON TOJIIM MOXET OBITh CIEACTBHEM MOTPEIIHOCTEH MpH
mpo0ooTOope, y4HTHIBas TAyOWHY B HCCIEAYyeMBIX pailloHax (apeid cynHa wu
pPO3ETThI), a TaKKe CIEJCTBUEM TMOJHATUS M PACTBOPEHUS B BOJHON TOJIIE

KpucTauioB ruaparoB merana (Eropos u ap., 2014; Granin et al., 2019).
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T'JIABA 4. YUCJIEHHOCTb U PASHOOBPA3ZUE METAHOTPO®HBIX
BAKTEPUI 1 UX METAHOKHUCJISIIOIIASI AKTUBHOCTD B BOJHOM
TOJIIIE BAVKAJIA

Ilpogpunu pacnpedenenus OYM B BOJHOU TOLIE HUCCIECIYEMBIX PAOHOB C
pPa3IMYHBIMM ~ DKOJIOTMYECKHUMH  YCJIOBUSIMA HMEIM  CXOJHBIM  Xapakrep: C
YBEJIMYCHUEM TIIYOMHBI OTMEYEHO YMEHBIICHHE YHCICHHOCTH MHKPOOPTaHM3MOB
(puc. 4, 5). HaubOomee Bbicokne 3HaueHuss OYUM 3aperucTpupoBaHbl B
MOBEPXHOCTHBIX CJIOSIX KakJol cranuuu. Takoe pacnpenenenue OUM xapakTepHO
JUISL TITYOOKUX OJIMTOTpO(PHBIX 03€p, B TOM 4ucie U aia o3epa baitkan (Makcumosa,
Maxkcumos, 1989). B paitone | B nmepuos Becenneit romorepmun OUM BapbupoBaia
ot 0.13+0.002 mo 0.96+0.005 muH. xi/mia. B npumonHo#t 30He Ha TiIyouHe 855 M
OTMEUYEHO NoBbIIeHWE yucieHHoctu A0 0.78+0.008 muH. kiu/miu. B paiione |l B
nepuoJl npsaMoi TemneparypHoit crpatudukanuu OUM konebanacy ot 0.19+0.002
no 1.3240.004 mun. xi/min. B ¢onoBom paiione 116 OUM BapeupoBana ot
0.168+0.002 mo 1.88+0.015 myH. ki/mi (puc. 5).

Memanompoghuvie 6akmepuu 0OHAPYKCHBI B BOJHOM TOJIIE BCEX PAaOHOB,
HO HE Ha Bcex miyOuHax. B paitone | B (¢oTuyeckoM cj0€ BBISBJICHBI
meranoTpodusie O0akrepuu | u |l Tunos. Meranorpodst | Tuna — Ha riyoune 50 m B
komumuectBe 2.28+0.26 Thic. ki/Ma (0.23% ot OYM), meranorpodsr |l thma —
4.81+£0.11 TeIC. K1/MIT (0.5% oT OUM), B MOBEPXHOCTHOM Ciio€ BOJbl. Ha rimyOuHe
700 m otmedeHo yBenuwyeHue KouueHtparuu CHas mo 0.56 MKI/T M 4uCIEHHOCTH
MeranoTpodoB |l Tuna no 0.61+0.054 Teic. xkia/mMa (0.45% ot OUM). Ha riyOounax
100 m u 300 m MmetanoTpoHBIe OaKTepuu HE AETEKTUPOBaHbI (puc. 4a). B paiione Il
B TIOBEPXHOCTHOM CJIo€ M Ha riayouHe 50 M oOHapyKeHbl TOJIbKO MeTaHOTpodsI 11
Tuna. MakcuMalbHOE KOJUYECTBO KJIETOK MeTaHOTpodHbIX Oaktepuid |l Tuna
3adukcupoBano Ha riryoune 100 m — 13.63+0.48 toic. xki/mi (1% ot OUM). 3necsk xe
OTMEUYEHA TOBBIIIEHHAs YHCIEHHOCTh MeTaHoTpodoB | Tuma — 10.15+0.16 TbIC.
ki/mi (0.8% ot OUM). MOBb BbIsIBIIEHBI B €IMHUYHBIX KOJIMYECTBaX Ha TIIyOHMHAX

300, 500, 700 m, Ha rmy6une 1370 m oTrcyTcTBOBain (pHc. 40).
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Pucynok 5 — Pacnipeaenenne OUM 1 uncIeHHOCTH METAHOTPO(PHBIX OAKTEPHIL B
BOAHOI Toue GoHoBoro paiona I116

B ¢oHOBOM pailoHe YHMCIIEHHOCTh METAHOTPOPHBIX OaKTepuil HE MpeBbIIIAa
8.033+0.134 Tpic. i/mi, uTo coctaBisio 2.9% or OUM (puc. 5). B npugonnoi
00JJaCTH OTMEUYEHA MOBBIINICHHAS YHUCIEHHOCTh METaHOTpOo(OB ¢ mpeodnananuem |
THUIIA.

Jna  600noli moawu  paiionoe pazzpy3ku  y2ieeo0opooos 03. baiikan
PaIMOU30TOIHBIM METOJIOM YCTAHOBJICHO TMPUCYTCTBUE HECKOJIBKUX CJIOEB C
3aMETHBIMH Pa3IMUMSIMH B HHTCHCHUBHOCTH MeTaHokucieHus (MO) (puc. 4).
[ToBpimeHHass akTuBHOCTH MO oTMeuYeHa B MOBEPXHOCTHOM (DOTHYECKOM CJIO€ JI0
rryouHbl 50 M, 4TO COTJIaCyeTCsl C TOBBIINICHHBIMU KOHIICHTpAIUsIMU MeTaHa. B

1esoM, pazopoc 3naueHnii MO 1 Bepxaux 50 M BOJTHOM TOJIIIIM Ha M CCIICIOBAHHBIX
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cranuusax cocraBui 0.58—1.14 x 10" un/(in cyt). Tny6xe 50 M ¥ IPaKTHYECKH 10 THA
MIPOUCXOIWIIO PE3KOE CHMKCHNUE WHTCHCUBHOCTA METAaHOKHUCIICHUS, HO B TITyOMHHBIX
105X BOAHOM Tomuu 3HaueHus MO Bapsuposamu ot 0.064 10 7.87 x 10 mr/(;1 cyr).
[Ipunonnsie Boabl (o 100 M OT mHA) OTIWYANIKMCH KpaHE BBICOKHMM pa30dpocoM
3HaueHnt coxaepxkanuss CHs um ckopocteid ero oxkwucieHus. I[lo-Buaumomy, 3TO
CBSI3aHO C MECTOPACIOJOKEHUEM CTaHIUA OTHOCUTEIBHO JEHUCTBYIONIUX 30H
pasrpy3ku CH, Ha gae. HanGombimas ckopocth MO, kak u koHneHtparus CHy (7.87
x 10 mn/(n cyr) m 1 MK/, COOTBETCTBEHHO) OTMeueHbl B paiione |. Cuemyer
oT™MeTHuTh, uT0 TMK MO u conmepxanusi CH, pacmonarancs va rioyoune 850 m (5 M
HaJ[ THOM), @ HE HEMOCPEJCTBEHHO Y JHA. AHAJOTUYHBIC PE3YJbTAThl MOJYYEHBI U
st pariona |l. Bo3aMo)kHO, 3TO CBsI3aHO C OCOOCHHOCTAMHM TMPHUIAOHHBIX TEUECHUU U
MEPEHOCOM CJI0€B BOAHOM Tomiy, oborameHHbix CHs W MeTaHOKUCISIOMMMU
OaKTepusiMU, B TOPU30HTAIBHOM U BEPTUKAIHLHOM HAIPABJICHUH OTHOCUTEIHHO 30HBI
METaHOBBIX BbIcaunBaHuil. M3mepenuss wuHTEHCMBHOCTH MO B BOJHOM TOJIIIE
(boHOBOrO paiioHa HE MPOBOAMIIH.

CornacHo TpsAMBIM paanou3oTonHbiM u3Mepenusm ([aitnyTaunosa, 2005;
HamcapaeB u ap., 2006) cpenHsisi CKOpOCTb OKHCJIEHHS METaHa B BOJHOW TOJIIIIE
baiikama cocraBmsia okomo 500 H/(1 €yT), HO THUNHMYHBIC KOHIICHTPAIUH
PacTBOPEHHOI'O0 B BOJHOM TOJIIIE METaHa B HECKOJIbKO pa3 MEHbBIIE €ro CYTOYHOTO
noTpebJieHus] cCOOOIEeCTBOM METaHOTPOHBIX OakTepuit. ConmocTaBIEHUE K€ HAIINX
nanaeix MO ¢ pacueTamu, NMPOBEACHHBIMH HA OCHOBE OCPEIHEHHBIX MPOQUIICH
TPUTHUEBO-TEJIMEBOIO BO3pacTa BOJHBIX MacC M KOHIIEHTpaluid pacTBOPEHHOTO
MeTaHa, MOKa3aJM JTOCTATOYHO BBHICOKYIO KOPPEJSIIUIO JIJIsl TITIyOMHHBIX BOoJ baiikana.
ITo nanubM ('parus u ap., 2013), CKOPOCTh OKUCIICHUS MeTaHa B (DOHOBBIX paliOHAX
FOxHoro u Cpeanero baiikana Bapsupoaia ot 0.003 1o 0.021 wi/(;1 cyr).

MeTon TIaBHBIX KOMITIOHEHT C HOpMalM3alield W IEHTPUPOBAHUEM JTAHHBIX
MoKa3aj, 4To BeKTopbl KoHleHTpaiuii CHs 1 ckopocTeit MeTaHOKHUCIICHUSI B BOJHOM
TOJIINE PpaliOHOB pasrpy3Kd YIJIEBOJAOPOJOB COHampaBiieHbl (puc. 6a), HO
JIOCTOBEPHOI KOppeNAuu Mexay 3Tumu napamerpamu Het (I = 0.45). Kpome Toro,

MOJIOKUTEIbHOMN KOppeisiOvr HE BBIABIICHO MCXKAY YHMCICHHOCTBIO MCTaHOTpOCI)OB,
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KOHOCHTPAIUAMHA CH4 H CKOpPOCTAMHU €TI0 OKHCJIICHUS, HO KOPpPCIIIUA OTMCYCHA

mexy OUM u temnepatypoit (I = 0.86).
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Pucynox 6 — Jlmarpamma paccesiHusi TOU€K B MPOCTPAHCTBE NIEPBOM U TPEThEH
TJIaBHBIX KOMITOHEHT, IOCTPOEHHAs! HA OCHOBE MUKPOOHOJIOTHUECKUX TaHHBIX,
rIyouHe BoaHOU Toy, 21, T°C, konnenTpamnuiit CH4 1 ckopocTeit MeTaHOKUCIICHUS
B BOJHOM Touie 03. baiikan. Ctpenkamu 0ToOpakeHbl BEKTOPHI, HAMPABIICHHBIE 1O
rpaJiieHTaM U3MEHEHUS UCCIIeyEeMbIX MOKa3aTene B oOpa3uax. a — paiioOHbI
pas3rpy3Ku yrieBo10po10B; 0 — hOHOBBIN palioH
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B BonmHO# TOMNmie QoOHOBOro pailloHa TakkKe HE OOHAPYKEHO KOPPESIIUU
Mexay uuciaeHHocThio MOB u comepxanmem CH, (puc 66), HO HalimeHa 3HaUYNMAas
KoppelsiMonHas cBs3b Mexxay OUM, Xi u konnentparmii CH4 (r = 0.94, 0.97).

Ananuz noayuennvix 0annbix 1MOKa3an, yTo KoHueHtpamuu CH4 u ckopoctu
ero OKHUCJICHHS B BOJHOW TOjIIe 03. baiikan 3HauuTenbHOo Hmwke (Ha 3 u Oojee
TIOPSI/IKOB), 4€M B MEPOMHUKTHYECKUAX 03€Pax C Pa3IMIHBIM TPOYUUECKHM CTATyCOM
U TeMIepaTypHbIM pexxumoM (Tadi. 4). Kpome Toro, MeTaHOKUCIAIONAS aKTUBHOCTh
OKazajlach 3HAYMTENIbHO HIDKE, yeM Obulo nokazaHo panee ([alinytaunoBa, 2005;
Hamcapae u ap., 2006). B BoaHOW TOJIIE MEPEMEIIMBAEMBIX O3€P YMEPEHHOIO
kiaumaTa, Takux kak Kowxcramiy (Bornemann et al., 2016), Bammurron (Lidstrom,
Somers, 1984), Illtexmuu (Grossart et al., 2011), DxoneH u Pamcen (Samad,
Bertilsson, 2017) xonnentpanuu CH; m MO Beime, yem B 03. baiikan, Ha 1-2
nopsinka. Bxiag meranotpodHbix Oaktepuit (<2.9%), ompeneneHHBbI MeTOI0M
dryopectieHTHOH iNn Situ ruOpuaM3auy, B 0OIIMK OaKTEpUOILIAaHKTOH 03¢epa batikan
COIOCTaBUM C OTMeuaeMbiM B 03. KuBy (Zigah et al.,, 2015), o3. Koncrann
(Bornemann et al., 2016) u 03. Porzee (Oswald et al., 2015), HO HuUXKE, YeM B 03.
Tanranbuka (Durisch-Kaiser et al., 2011) u o3. Llyr (Oswald et al., 2016) (ta6m. 4).
Bo3MoXHO, HM3Kas YHUCICHHOCTh METaHOTPO(GOB 0O0YCIOBIEHA HEIOCTaTKAMU
MeToj1a ITyopecieHTHOM IN Situ rudopuan3anuu. Mcrnosib3yeMble HAMU 30H/IbI, XOTS U
ObLIM pa3paboTaHbl AJIA JETEKIMH METAaHOTPO(PHBIX OAKTEpH B XOJIOAHOBOJIHBIX
skocucTemax, mornu He cBszathes ¢ JJHK Bcex meranorpodor (Eller et al., 2001).
Bunumo, 3TUM MOKHO OOBSCHUTH W OoTcyTcTBUE MODB B NpPHIOHHBIX TOPU30HTAX,

rac¢ OTMCUYCHLI ITOBBIIMNICHHBIC KOHIOCHTPpAaIH CH4 N CKOPOCTH €TI0 OKHUCJIICHHA.
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Ta6HHHa 4 — Coz:ep;xaHHe MCTaHa, CKOPOCTH €ro OKHCICHHA W HAJIWYHUC MCTAHOKHCIIAIOIMINX 6aKT€pI/Iﬁ B BOI[HOﬁ TOJIIIC

HCKOTOPLBIX ITPCCHOBOAHLIX BOJOCMOB

Tun  Ha3anue o3epa Lyonna, T, °C KonuenTpaums MO, MOBb Meton Ccrlika
M CHg, Mx/n H1/(JT CyT)
1 2 3 4 5 6 7 8 9
<46189
_ rTyOWHHBIC . KyJbTHBUPOBAHUE,
= Kpamnyypak, 16.8-17; ( Il Tun (<74-75%); ’ Heetal,
g Kiunaps <190 94187 ocankm), 11200 <32480000 | tim (<1.7%) MUPOCEKBEHUPOBA~ o1
= (ITOBEPXHOCT- HUE
% o HBII 0CaT0K)
= 9
2 = . kIILIP,
§ o 03cpac. Camoiinos <6 ~11.3-17 <514.618 <191923 <1.8 wr/mn MUPOCEKBEHUPOBA- Osudar et
> = (menwTa p. Jlensr) I u II Tumnsl e al., 2016
=
2} g CreTioe ipeobnagame | PPICOKOMPOH3BOIM- Kallistova
S = 39 ~3-14 0.672-20608  <58486.4 P A o TEIbHOE etal.,
© © (MEpOMUKTHUYECKOE) | Tuna, <11%
z CEKBEHHPOBAHUE 2019
o
2 =3%, Michaud
< Yumranc i i npeoOIa anmne KJIIOHUPOBAHME,
2.3 <0.538 etal.,
(moutegHOR) Methylobacter  cexBeHupoBaHme 2017

tundripaludum
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1 2 3 4 5 6 7 8 9
<448000
C Glmon cusae Voo o P
al., 2005) P py X
[ Tun <1.3% ot aHaJIN3
( HHFKI/IBy(bH 485 ~03.945  <64960 ouM; dochomumuansix  Zigah et al.,
o © M;glfq ?(e’ ) - ' - II tum <0.3% OoT  KHUPHBIX KUCTIOT, 2015
z P eeroe OYM CARD-FISH
o aHaJms
=)
= - <20138 - I Tun dbochomuuIHBIX Morana et
) al., 2015
&, YKHUPHBIX KACJIOT
= TaHranbuka 19-22% ot OUM, Durisch-
(omurotpodHoe, 1470 =23-24.5 <4928 - ToMUHUpOBaHUE | FISH Kaiser et al.,
MEPOMUKTHYECKOE) tumna (10 95%) 2011
Martano
_ 8064— Sturm et al.,
(onurorpodHoe, 500 =25-30 <31360 2620800 - - 2018
MEPOMHUKTUYECKOE)
BamuarTon KyJIbTUBUpOBaHue, Lidstrom,
(me3oTpodHoe, 65 ~7-17 1.12-67.2 1075.2- <10 KOE/uu, AIICKTPOHHAS Somers,
2 26880 | u Il Tun
S MOHOMHUKTHYECKOC) MMKPOCKOTIHS 1984
_ Y=
5 g KoucTani 0.896-32.3 o9 102592  0-170.6%, I mum KITLIP,
5 < _ (pasrpyska) Methylococcaceae Bornemann
= (Me3oTpodHoe, 251 ~4-16 <1187 <0.1%.1 CCKBEHMPOBAHUE ') o516
> 5 MOHOMHUKTHYECKOE) - 38.08-694.4 =270 2 T o Cenrepy Lo
g (don) ' " Methylococcaceae
g ITaBen I, IT u X TUIsL, CeKBEHIPOBALILE Biderre-
(omuromezorpoduoe, 92 ~4-12.5 6.72-94080 - JTOMHUHHUPOBAHUE o Cei re Petit et al.,
MEPOMHUKTHYECKOE) Methylobacter sp. Py 2011




63

1 2 3 4 5 6 7 8 9
L Tin cekBeHHpoBaHue  Grossart et
[texmH ~5-25 <32.26 . (Methylobacter ~ ° 5 [7P7 1. 2011
(omurorpodHoe, 69.5 tundripaludum) Py N
JTUMHAKTHYECKOE) 54 1008 (17 m Han ] I um MIPOTEOMHBIH Ullrich et al.,
' 0CaJIKOM) aHaJIN3 2016
o
<22400 =% Ofﬂng’ ! FISH, Schubert et
OeCcKUCIopOI- <112000 (Methylomonas CEKBCHUPOBAHHE al. 2010
HbBIN clIo# rlilbra) no Cenrepy )
<
S 0.672-67.2 —
E KI/I.CJIopOI[I:IBII\/JI ['run = =0.6% or
E Potsee croit; <13440 — <()11191\0§, (I)ITngl\_/[ Oswald et al
5 (aBTpOdHOE, 16  ~7-22  upumoHHas <32928 = ('2 0‘1’ 2 ron): CARD-FISH 2015
£ MOHOMHKTHYECKOE) 0071aCTb, g 0
% GeCKHCIOPOI- I T;I (I)T 1550'5 &
i HBIM CIIOM ( ron)
s I T CARD-FISH,
2 (momuHupoBaHWe  BbicOKompou3Bo- Oswald et al.,
S <6944 =156800 Crenothrix AUTCIBHOC 2017
polyspora) CCKBEHUPOBAHHE
0.224 —
KU CJIOPOIHBIN 120
Lyr crioit; <1344 — : THH(()IISMI)? oo Oswald et al
(aBTpOhHOE, 198 =4-22 NPUIOHHAS <14336 T T (<1(% or CARD-FISH 2016 B
MEPOMUKTHYECKOE) 001acTs, OuM)
OECKUCIIOPO/I-

HBIU CJIOU
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1 2 3 4 5 6 7 8 9
Liyr [ Tun CARD-FISH,
e ] ] (momuHUpOBaHWE  BbICOKompou3Boau- Oswald et
e f:;f/g;ﬁgg;’(oe) 198 =4-22 Crenothrix TENBLHOE al., 2017
p polyspora) CCKBEHHUPOBAHUE
DOKOJIbH ~1.2 <0.8%,
(aBTpOdHOE, 40 - 1.568-3.808 - [ Tun (poxn
JTUMUKTHYECKOE) (suma) Methylobacter) kIILP, Samad :
Paricen <13% cekBeHupoBanue Bertilsson,
© ~3-4 - o CeHrepy 2017
= (me3otpoduoe,  11.5 (suma) 0.896-8.96 - [ Tvm (pon
= JTUMUKTHYECKOE) Methylobacter)
E AnuHen-Mycraspsu | Tun
2 (mucTpodHOE (I[OMI/IHI/I_pOBaHI/Ie
g ’ ~5-15 <29120 - Candidatus
T MEPOMHKTHYECKOE e
2 BecHOI) MethyIQumIQIphllus BBICOKOMPOH3BOMIH- . o ot
2 alinensis) TETbHOE al. 2018
> Mekosipu | Tum (po CEKBEHHPOBAHNE K
& (muctpodHoe, - !
L EDOMUKTHICCKOE ~5-13 <3360 - Methylobacter),
© P . Il Te <0.3%
BECHOMN)
0.01-0.11 0.003-0.028 S
- (cpenuue (cpenuue - - P 2013
barikan JIAaHHBIEC) JIAaHHBIC) Ap-,
(omurorpodroe, 1642 | Tum (<2.9% ot
AMMHKTHEECKOE) 3350  009-10  0.007-0.79 O"IM): FISH Harus
Il v (<2.3% ot JTAaHHBIC

OUM)
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Ouenka paznooopasus cooduecme ¢ 600HOI MOJIULE UCCAEOYEMBIX PATIOHOB
Ha ocHoee ananuza Oubnuomex 2enoé 16S pPHK. ViccnenoBanus
TaKCOHOMUYECKOT'O COCTaBa MUKPOOPIaHU3MOB B BOJHOW ToJIIEe (POHOBBIX paliOHOB
o3epa bankan Bemerca ¢ 1990-X rogoB ¢ HCHOJB30BAHUEM DPAa3JIMYHBIX METOIOB
(denucosa u ap., 1999; beaskosa u mp., 2003; ITapdenora u ap., 2013; Kurilkina et
al., 2016; Wilburn et al., 2019). IIpencraButenu Takux ¢una kak Cyanobacteria,
Proteobacteria, Actinobacteria wu Bacteroidetes nomMuHMpoBaNIM BO  BCEX
OpeabIAyIuX padoTax.

[Ipu u3yuenun 6Mopa3zHOOOpa3Usl B BOJHOM TOJIIE FOKHOTO OacceiiHa o3epa ¢
noMouiblo  cekBeHupoBaHus 1o CeHrepy ObUIM TIOKa3aHbl pas3iuyusl B
OaKkTepraIbHOM COCTaBE MOBEPXHOCTHBIX U MPUIOHHBIX BoJ (Jlenucosa u np., 1999).
B moBepxHOCTHOM cIl0€ BOJBI TOMHHUpPOBaIH TpeacraButeny ¢uiasl Cyanobacteria,
Ha riyoune 400 M nmpeobnananu Actinobacteria, Torma kak cooOIIeCTBO Ha TIIyOHHE
1200 M comep:kaino mpeacTaBUTENeH MpakTHIeCKH Beex rpyn Guuiel Proteobacteria.
Kpome Toro, Ha »3Toil TiyOMHE OBUIM BBISBIEHBI  IOCIEIOBATEIBHOCTU
{UaHOOAKTEpHii, HO OHU OTJINYAIUCh OT OOHAPY>KEHHBIX B IOBEPXHOCTHBIX BOJAX.

[To3ke ObLIO MPOBEACHO HMCCIEAOBAaHUE OMOPa3HOOOPA3UsT MUKPOOPTaHW3MOB
B BOJHOU TOJIIE (POHOBBIX pailoHOB Tpex OacceiHoB o3epa baiikan ¢ momoibo
METOJIOB 00IIel 1 MoJIeKyJsipHOi Mukpoouonoruu (beaskosa u ap., 2003). Axanus
nocienoBatenbHocTe (pparmentoB rena 16S pPHK wu3 Tpex o00pa3uoB BoOJgHOIM
TOJIIIM CPeJHEH KOTJIOBHMHBI 03epa baiikan BeisiBui mpenctaBuresein Cyanobacteria,
Proteobacteria, Actinobacteria, Acidobacteria u Nitrospira. B moBepXxHOCTHOM cli0€
(25 M) mpeobmamanu mociemoBaTenbHocT Cyanobacteria u Actinobacteria, na
riyoune 1400 m pazHooOpasre ObUIO CaMbIM BBICOKUM M BKIJIFOUAJIO TIPEICTaBUTENICH
BceX (huJj, BHISIBJICHHBIX B JAHHOM HCCIIEOBaHWHM. B caMOM HMXHEM CJ0€ BOJTHOMN
TOJIIM TpeoOnamanu mocienoBarenbHocTd  Actinobacteria u  Proteobacteria
(benbkoBa u ap., 2003).

C nomo1pio MeToAa nupocekBeHupoBanus (peruon V1-V3 ¢parmeHToB rena
16S pPHK) B 06pa3max miaHKTOHA, B3STHIX U3 JINTOPAIBHON 30HBI (H)OHOBOTO paiioHa

I0’)KHOM KOTJI0BUHBI 03epa baiikan, mokazaHo, 4To npeobiagaiu NpeICTaBUTENN TPEX
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¢wr: Bacteroidetes, Actinobacteria u Proteobacteria. Ouu cocraBmsumm 85.3% ot
obmrero konmmyecTBa nocienoBarenbHocTedt (Ilapdenora u map., 2013). C momorisio
MUPOCEKBEHUPOBaHUsl aMIuIMKoHOB V3-V4 yuyactka rena 16S pPHK o6pasmos
GOTHYECKOTO CJIOSA TpeX KOTIOBMH 03. baiflkan OBUIO  BBIABJICHO, 4TO
TaKCOHOMUYECKUI COCTaB OAKTEPHAIBbHBIX COOOIIECTB ObLT OAHOPOJIEH U OCHOBHAS
4acTh  IOCJIENOBAaTENIbHOCTEM BO Bcex oOpa3nax mnpuHaaiexana ¢uiam
Actinobacteria, Bacteroidetes, Verrucomicrobia, Proteobacteria, Acidobacteria u
Cyanobacteria (MuxaiinoB u ap., 2015).

Kpome Toro, Obl1 HM3yd4eH cOCTaB OakTEepUAIbHBIX COOOIIECTB B HOXKHOM
KOTJIOBUHE o3epa baiikan B pasHble THUAPOJIOTHYECKHE TEPUOJbl M Ha Pa3HbIX
riyounax (1o 1515 m) ¢ momoIibio NUpOCcEeKBEHUPOBaHUS BaprabenbHoi ooaact V3
resa 16S pPHK. bBsuio ycraHoBIeHO, 4YTO COCTaB JOMHUHHUPYIOIIMX (Ul
(Proteobacteria,  Actinobacteria, = Chloroflexi,  Bacteroidetes,  Firmicutes,
Acidobacteria u Cyanobacteria) Ha ypoBHe ceMelicTBa U UX BKJIaJ B OaKTepHAIbHBIC
COOOINECTBAa pa3HBIX CIIOEB BOJHOW TOJIIM BapbUPOBAM B 3aBUCHMOCTH OT
THAPOJIOTHYECKOTO pexknma. JluHamuka (U3UKO-XMMHYECKUX YCIOBUNA TIO BCEH
TOJIIIIE BOABI W WX OTHOCHUTEIBHOE ITOCTOSHCTBO B TIYOOKHX CJIOSIX OKa3aJHCh
pemaronmumMu  (HakTopaMu, KOTOpbie (OPMHUPOBATM CTPYKTYpPY OaKTEepHUATbHBIX
coo0OmectB B baiikane (Kurilkina et al., 2016).

B necatu (oHOBBIX paiioHax Tpex OacceiiHOB o3epa baiikan mnpoBeneHo
U3y4YeHUE cocTaBa OaKTEpHUOIIAHKTOHA C TIOMOIIBIO METOJa CEKBEHHUPOBAHMS
peruona V4 rena 16S pPHK na mmardopme Illumina MiSeq (Wilburn et al., 2019).
Cpenn  mociemoBaTelbHOCTEH  Tpeodsafamyd  THUNWYHBIE  TPECHOBOJHBIC
Actinobacteria, Bacteroidetes, Cyanobacteria, Proteobacteria u Verrucomicrobia.
CocTaB MHKPOOHBIX COOOIIECTB OTIMYAJICS OT MPEABIAYIINX HCCICIOBAHUHA 0O3epa
batikan (lenncosa u ap., 1999; BenbkoBa u nmp., 2003; ITapdenosa u mp., 2013;
Kurilkina et al., 2016). bputo BBISBIECHO OYEHb HE3HAYUTEIHLHOE KOJIUYECCTBO
nocnenoBareiabHocTeit Chloroflexi, Ho mokasana cymecTBeHHas 10y B COOOIIECTBE
Verrucomicrobia. MccnenoBanue O0akTepHOIUIaHKTOHA o3epa baiikan BbISBHIIO, YTO

TEMIICPATypa W NHUTATCIIBHBIC BCHIICCTBA ABJIAIOTCA OCHOBHBIMHU (baKTOpaMI/I,
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OTIPEETSIONMMHU COCTaB, pa3HooOpa3ue M OOraTcTBO MHUKPOOHOTO COO0IIecTBa
(Wilburn et al., 2019).

B Hamem wucciienoBaHuu mociieé CeKBEHUPOBaHUs (parMeHTOB, KOIUPYIOIIHUX
oomacte V2-V3 renma 16S pPHK, ¢ mnocaenyrommM — BbIpaBHHUBaHHEM,
KJIacTepU3alluel U y/ajJeHueM XuUMep, ObLIO MOIydeHo B 001en cioxknoctu 61 870
nocJieIoBaTeIbHOCTEH U3 8 00pa3ioB paitona | u 47 448 nmocinenoBarenbHOCTEHN U3 5
obOpasnioB paiiona Il, cpemuss mmuaa — 392 m.H. [locnemoBarenbHOCTH ObUTH
crpynnupoBasbl B 2176 OTEg 3. KonmnuectBo OTE B 06pa3nax BapsupoBaio ot 102

no 353 B patione | u ot 307 no 641 — B paiione Il (Tadm. 5).

Tabmuna 5 — Manexcel BugoBoro paznooOpasus (0.03) GakTepuadbHBIX COOOIIECTB
BOJIHOW TOJIIIHA PaliOHOB Pa3rpy3KH YIIE€BOJOPOAOB 03epa baiikai

PaznooGpasue BborarctBo
O6paser KOIJ:I;He;;BO Kongt;egTBo HOIZE/STHe Lﬁ:ﬁ;gga Oill’{?;‘gﬂ -
Cumricona
1/0 6777 241 99.04 3.06 5.13 315 298
1/50 1569 102 97.71 2.81 6.74 139 141
1/100 10 892 353 99.02 3.91 19.36 491 470
1/200 4913 297 98.6 4.32 27.79 353 348
1/300 8737 288 98.62 3.78 14.62 670 806
1/500 12 468 125 99.56 2.50 6.45 224 364
1/700 9016 282 98.69 3.62 13.59 505 747
1/855 7498 105 99.49 2.37 4.78 205 249
11/0 7569 528 9541 2.05 2.02 1438 2535
11/50 16 129 312 99.29 2.36 2.77 485 559
11/200 8410 307 98.68 2.97 4.25 460 437
11/700 6923 570 94.71 2.49 2.48 1614 2753

11/1370 8417 641 95.83 4.26 25.70 1544 2009
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AHanm3 U3MEHEHNH WHAEKCOB TaKCOHOMHUYECKoro OorarctBa (nuaekcel Chaol
u ACE) m mHorooOpasus (ungekc IllenHona w oOpatHbIi wHAeKe CHMIICOHA)
cooOIIecTB N0 BCEil BOAHOM TojIIe MOKa3al, YyTo Ooyiee BBICOKHE 3HAYCHUs ObUIN
oOHapy>keHBI B coobmiectBax miusi obpasma I11/1370 u s obpasmos 1/100, 1/200,
1/300.

KpuBble pa3peixeHus, NOCTPOEHHbIE i reHerndeckoro paccrosuus 0.03 B
u3y4eHHbIX 0nbnuorekax renoB 16S pPHK, umenu kpyToit HaKiI0H, 32 UCKIIOYCHUEM
Tpex obpasnoB u3 paiiona Il (11/0, 11/700 u 11/1370) (puc. 7), 4To0 MOKET OBITH
CBSI3aHO C HEJIOCTATOYHBIM MMOKPBHITHEM.

800 -

1/0
I/50
i s [/100
1/200
1/300
1I/500
1/700
1/855
oo JI/0
11/50
11/100
- = = = J[/700
e ==« JI/1370

600

400

Komuuectro OTE

200

1 = ¥ * | ¥ J ¥ | & ]
0 3000 6000 9000 12000 15000 18000
Ko/mM4ecTBO MpoaHaTH3HPOBAHHEIX I10C/IEI0BATEILHOCTEN

Pucynok 7 — KpuBsie HakorieHus BUA0B (renetudeckas nuctanuus 0.03) qis
00pa3ioB MUKPOOHBIX COOOITIECTB BOJHON TOJIITH PAOHOB Pa3rpy3Ku
YTJIEBOAOPOIOB 03. balikan
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3naueHust NokpeITHs BapbupoBaiu ot 97.7% (1/50) no 99.6% (1/500) nist o6pa3nos
paiiona I, ot 94.7% (11/700) mo 99.3% (11/50) — myst 0OpasuoB paiiona |l. Otu gaHHbBIC
(Tabis. 5) CBUIETENBCTBYIOT O TOM, YTO CTPYKTypa OaKTepHabHBIX COOOIIECTB W3
paifona | Opl1a oxapakTepu3zoBaHa HauOoOJIee TOJTHO.

B nepuoo eecenmneit zcomomepmuu B OaKTEpHUATHLHBIX COOOIIECTBAX BOJIHOMN
Tomu paioHa | Obumn wuaeHTHQHUIMpPOBaHBl mpeactaButrenn 21  ¢unsl. B
TpO(OreHHOM clloe TOMHHHUpOBaIU IMaHobaktepun (10 43%) u nmporeobakTepuu, C

TIIyOMHOM J10JIs IPpOTe00aKTepHii B coolIecTBax Bo3pactaia (10 81%) (puc. 8).
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Pucynok 8 — CpaBHeHHE TaKCOHOMHYECKOTO COCTaBa OaKTEpUATLHBIX COOOIIECTB U3
Pa3HBIX CIIOEB BOJHOM TONIIN paiioHa He(hTe-METaHOBOTO CUITa, OCHOBAaHHOE Ha
JIaHHBIX METareHOMHOTO aHanu3a ¢pparmentoB renos 16S pPHK (SILVA 123)
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OWIOTEHETUYECKUH aHAMW3 TIOKa3aJl, YTO BBISBICHHBIC IMAHOOAKTEPUU
SBJITFOTCS YacThIO KJIacTepa IUTAHKTOHHBIX ITMaHoOakTepuii o3epa baiikan. Onwm
o0pa3yloT ABe OTAeibHbIE Kiaasl (puc. 9), IeMOHCTPUPYS BBICOKYIO TOMOJIOTHIO C
pomom Synechococcus.

Unc. bacterium (KIM251562) Baiika
69|Unc. bacterium (KR012947) Baiikan
100/ [Unc. bacterium (JQ272733) Baiixan
‘ nc. Synechococcus sp. (EU703256)
OTE0001 23993
Unc. bacterium (AM991386)

OTE0302 |24
99 iinc. cyanobacterium (EU639975)

A
0.01

Pucynok 9 — ®unorenernyeckoe nepeBo npejacrasuteneii sl Cyanobacteria,
MIOCTPOEHHOE Ha OCHOBE HYKJICOTHUIHBIX MOCIIeI0OBATEIbHOCTEH pernona V2—V3
¢parmentoB reHoB 16S pPHK. Meroa o0bearHeHs OIMKANUIIIMX COCEACH.
DOBOJIIOIIMOHHBIE PACCTOSIHUSA PACCUMTAHBI C UCTIOIb30BaHUuEM MeToa Kimura 2-
parameter (500 anbTepHATUBHBIX JIEPEBHEB)

[Ipeobnananue nuanobakTepuil B 0aliKaabCKOM MelarnyecKol 30He B TEUCHUE
nepro/ia HaOII0ICHHS, CKOpee BCero, ObIIIO CBA3aHO ¢ HavajaoM ux 1BeTenus (Belykh
et al., 2003, 2006, 2011). Camas pacnpoctpaneHHas OTE (omepanumonHas
TaKCOHOMMYECKas €AMHMIIA) poaa Synechococcus nmena OimkaiIImx roMOJIOrOB M3
cooOriecTBa Oalikanbckux ryook (Kamroknas, Mikosuy, 2015), HO KOHTpacTHpoOBaia
C TIOCJICTIOBATEIBHOCTSIMY, BBIJICJICHHBIMHU U3 OalKaabCKUX oTioKeHui (Zemskaya et
al., 2015). OtMeueHo, 4yTO IMAHOOAKTEPUH, B TOM YHCie poja Synechococcus, MoryT
npoayuupoBate CH,; (Bizi¢-lonescu et al.,, 2019). D10 MOXeT OOBSICHHTH
noBbiieHHbIe conepxkanust CHy, xak u OUM (Brimroyaromiasi 1nuaHoOakTepuit),
BBISIBJICHHBIC B (JOTHICCKOM CJIO€ UCCIICTyEMbIX PAaiiOHOB.

B coobmiectBax rimyoxke 200 M monst Proteobacteria cocrapisiia Oosiee yem
60% mnocnegoBatenbHocTeN (puc. 8), mpuueM OOJBIIMHCTBO M3 HUX MPUHAIJIEKAIIO
kiaaccam Alpha- u Betaproteobacteria. Kimacc Alphaproteobacteria 611 npeacrasinex
MOCJIEA0BATEIBLHOCTAMU  clieAyromux mopsakos: 4-0Orgl-14, Caulobacterales,
Rhizobiales, Rhodobacterales, Rhodospirillales, Rickettsiales, SAR11 clade,

Sphingomonadales wu unclassified Alphaproteobacteria (puc. 8). Hawubonee
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MHOTOUHCICHHBIMU (10 43%) ObuTM MOCHIemoBaTeILHOCTH poaa Sphingomonas.
[IpencraBureneir pomga Sphingomonas 4acTo BBIACNSAIOT U3 3arpsS3HEHHBIX HE(PTHIO
MoYB, TaK Kak OHH OOJAJal0T YHUKaJIbHOW CIOCOOHOCTBIO  pasiararh
MOJIUITUKINYecKre apoMatuaeckue yriesogopossl (ITAY) (Zhuang et al., 2003; Liu
et al., 2004; Chaudhary, Kim, 2016; Zhou et al., 2016). ITo nauusiM A. I'. I'opiikoBa
c coaBtopamu (2011), B 3TOM paiioHe o3epa baiikan OTMEUYEHBI 3KCTpEMasbHBIC
KOHIICHTpaIuu HedTenpoaykroB, B ToM uyucie [[AY, moctymarommux W3 JOHHBIX
0CaJIKOB B BOJIHYIO TOJIIILY.

Knacc Betaproteobacteria Opu1  BTOpEIM Hambosiee pacnpoCTpaHESHHBIM
TaKCOHOM C 0oJiee BBICOKMM IPOLIEHTOM IIOCIIEeOBATEIbHOCTEH B OMOIMOTEKaX
reHoB 16S pPHK B riyOunHBIX ciosix BogHOM Tonmu (puc. 8). Cpenu HUX ObUIH
uaeHTuuIupoBansl BoceMb mnopsakos: B1-7BS, Burkholderiales, Methylophilales,
Neisseriales, Nitrosomonadales, SC-I1-84, TRA3-20 u unclassified. OcHoBHBIM
npencrasutesieM nopsinka Burkholderiales sisisimocs cemetictBo Comamonadaceae
(Albidiferax, Limnohabitans, Pelomonas, Polaromonas, Tepidimonas u unclassified).

Bxman mociemoBatenbHocTel kimaccoB Gamma- u Deltaproteobacteria Obun
HE3HAUMTENIbHBIM, 10 3.6% wm  1.4%, coorBeTrcTtBeHHO. EnmHnunble
MOCJIeIOBATEILHOCTH MeTaHOTpOoHBIX OakTepuil |l Tuma BhIsIBICHBI Ha TITyOMHAX
100 u 200 M, Ommwkaiimmmu rtomonoramMu BeisiBiaeHHOH OTE  aBasnch
npencrasutenm pona Methylocella u Unc. bacterium. Meranorpodsr | Tuna Obuu
MpeacTaBleHbl  Oojiee pa3HooOpasHo. bmwkalmumu romosoramu  Haunbosee
oounsHOl OTE  sBAsiMCh  HEKYJIbTUBHpPYEMBbIE MPEACTABUTENM  CEMEHCTBA
Methylococcaceae (puc. 10). Bkinax metanotpodoB B OakTepHalbHBIE COOOIIECTBA
BOJHOM TONIM He(TEe-METaHOBOTO pailloHa B TMEPUOJ BECEHHEH TOMOTEPMHH

cocTtaBisi1 He 6onee 3% (puc. 8).
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Pucynok 10 — ®dunoreHeTnyeckoe 1epeBo MeTHiIoTpodHbBIX OakTepuii (huisl Proteobacteria, mocrpoeHHoe Ha OCHOBE
HYKJICOTUIHBIX TIOcTeoBaTeabHoCcTel (hparmeHToB reHoB 16S pPHK (pernon V2—-V3). Meton oObearHeHUs OKaNIINX
cocezield. DBOJIIOIIMOHHBIE PACCTOSIHUS PACCUUTAHbI ¢ UCNOJIb30BaHUeM MeToa Kimura 2-parameter (500 anbTepHaTUBHBIX

JIEPEBbLER)
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Bo Bcex oOpasmax u3 paitoHa HedTe-MEeTaHOBOTO cuma ObUTH OOHAPYKEHBI
mpeacTaBuTeNn akTuHOOakTepuit (puc. 8). Hambosiee MHOTOYHMCIICHHBIMU OBLTH
nocieaoBareabHOCTH mopsaka Micrococcales (B ocmoBHoM pox Arthrobacter) wu
Propionibacteriales. TIpeacraBurenmu poma Arthrobacter oObrdHO HaxomATCSA B
3arpsiI3HEHHBIX  YTJIEBOJOPOJAaMHU CpelaX, IMOCKOIbKY MHOTHE W3 HHUX CIIOCOOHBI
UCIIOJIb30BaTh IIMPOKUH CIICKTP TaJIOTCHUPOBAHHBIX apOMATHUYECKUX COCAMHCHHM
(Leahy, Colwell, 1990; Haggblom, 1992). 3HauuTelbHBIC KOJIMYECTBA
nocnenoBareiabHocTeit puasl Chloroflexi O 0OHApYKEHBI TOJNBKO B OMOIMOTEKaX
reHoB 16S pPHK o6pa3mnos 1/200, 1/300 u 1/700 m (puc. 8). Ux Ommkaiiime
TOMOJIOTH OBUTM HM30JIMPOBAaHBI B OCHOBHOM W3 OCCKUCIOPOIHBIX Cpell Oorarhix
OPraHUYECKUMHU BEIIECTBAMH, TAaKUX KaK OTJIOXKEHHUS, TOpSYNEe WCTOYHHUKH U
aHadPOOHBII 0CaJOK CTOYHBIX BOJ. JTH OAKTEPUU YYACTBYIOT B YIIICPOJIHOM IHKIIC:
pasnararoT kpaxmaj, caxapa u nentuasl (Hug et al., 2013).

[TpencraBurenu ¢rsl Verrucomicrobia orMeueHsl B pa3HBIX COOTHOIICHHSX B
cooOImecTBax ®W3 pa3HbIX cloeB Boabl (puc. 8). MakcuMalbHBIH BKJIAaa pojaa
Luteolibacter (cemetictBo Verrucomicrobiaceae) Obu1 OoOHapy»eH B OHMOJIHMOTEKAax
renoB 16S pPHK oOpasna 1/100. Otu rerepoTpodsl y4acTBYIOT B pa3pylICHHH
BOJIOPOCJICH 1 UCTIONB3YIOT IMPOKKH criekTp nosucaxapuaos (Cardman et al., 2014).
bakTepun 3TOro poma IIMPOKO PACHPOCTPAHEHBI B MOPCKHUX M IPECHOBOJIHBIX
skocuctemax (Zhang et al., 2014). M3BecTHO, YTO HEKOTOPBIC TPEACTABUTEIIN (DHIIBI
Verrucomicrobia (pomer Methylacidiphilum u Methylacidimicrobium), crmocoOHBI
okucisate CHy; (Op den Camp et al.,, 2009; van Teeseling et al., 2014). B
ucciaenyeMbix Oubmuorexkax reHoB 16S pPHK onHu BBISBIACHBI B €IMHUYHBIX
konmdyectBax (puc. 11) Ha pa3HbIX TIyOMHAX BOJHOM TOJIIKM M, CKOpPEe BCEro,
SBJISIIOTCS TIPEJICTaBUTESIMU aJUIOXTOHHOW MHUKpOQI0opkl, ocTynatoiieit B baiikai ¢
pedHbIMH BojaMu. VX Onmkaiiiime romMosord ObUTH BBIZCJICHBI U3 o3ep [epbep
(Gerber) (HE857317), bypsxe (Bourget) (JQ942061) u Memnoycron (Yellowstone)
(HM856402, HM856576).
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Pucynok 11 — @uorenetnueckoe AepeBo mpeacTaBurened ¢puibl Verrucomicrobia,
MOCTPOCHHOE Ha OCHOBE HYKJICOTHIHBIX MOCIeAoBaTeIbHOCTeH pernona V2—-V3
¢parmenToB renoB 16S pPHK. MeTon o0beauHeHNs OIMKaUITNX COCeeH.
DBOJTIIOLIMOHHBIE PACCTOSHUSA PACCUUTAHBI C UCIOJIb30BaHeM MeToa Kimura 2-
parameter (500 anbTepHATUBHBIX JIEPEBHEB)

[MpencraButenn  ¢um  Aminicenantes,  Armatimonadetes,  Chlorobi,
Gemmatimonadetes, Nitrospirae, PAUC34f, Parcubacteria, Planctomycetes,
Saccharibacteria u TM6, a Taxxe kimaccel Proteobacteria (SPOTSOCTO0m83, TA18
u unclassified Proteobacteria) Obutn B MUHOPHOM KOJIMUYECTBE BO BCEX OMOIMOTEKAX
reroB 16S pPHK. B cymme ux Bkiman B cooOrnectBa He mpesbiman 3.2% (puc. 8).

B nepuoo npamoit memnepamypnou cmpamugpukayuu B CcOOOIIECTBAX
BOJHOW TonmM paiioHa |l BeiABIEeHBI TipeAcTaBuTenn 24 OaKkTepUadbHBIX (PHIT C
JOMUHHUpPOBaHHEM B TpodoreHHoM cioe nuaHobaktepuii (oopasusr 11/0-11/100), B

OoJtee TIIyOOKHX CIOSX — IpoTeodakTepuii (puc. 12).
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Proteobacteria

Pucynok 12 — CpaBHeHHE TAKCOHOMHYECKOTO COCTaBa OaKTepUaIbHBIX COOOIIECTB
U3 Pa3HBIX CJIIOEB BOJHOW TOJIIM paliOHA IPA3€BOr0 BYJIKaHA, OCHOBAHHOE Ha JIaHHBIX
MeTareHOMHOro ananu3a ¢pparmenToB reHoB 16S pPHK (SILVA 123)
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B stom paiione Temmeparypa BoAbl Oblia BbIlIE, YeM B paiioHe |, mosTomy
BKJIaJI aBTOTPO(HOT0 MUKOIUIaHKTOHA ObUT Oosiee 3HaunMbIM. CormacHo (Nagata et
al.,, 1994), aBrOoTpO(HBIH NHUKOIUIAHKTOH, OCOOCHHO IIMAHOOAKTEPUHU POIOB
Synechococcus u SynechocystiS, wurparT KIIOYEBYIO pOidb B (HOPMUPOBAHHH
NEPBUYHON mpoayKiuu o3epa baitkan. CiocoOHOCTh aHoOaKTepuil K POTOCHHTE3Y
U (ukcanuMu a3zoTa B MPHUCYTCTBUH CBETa M KHCIOpPOAa OOBSICHsSET mpeolianaHue
3TOU Tpynmbl B poTrueckoi 30He. Kpome Toro, BhISIBICHHAs HEAaBHO CIIOCOOHOCTH
uaHoOakTepuii oOpasossiBath CHy (Bizi¢-lonescu et al., 2019) BHOCUT SCHOCTH B
MPUYMHBl BO3HUKHOBCHHS TOBBIMICHHBIX KOHIeHTpamuii CHs B MOBEPXHOCTHBIX
CJI0SIX BOJHOU TOJIIIM 03. balikai.

BonpiHCTBO MOCeaoBaTenbHOCTel Proteobacteria nmpunamiexanu kiaccam
Alpha-, Beta- u Gammaproteobacteria. KomudectBo mocieI0BaTEIBHOCTEH
anbpanporeodbaktepuit gocturano 32.9% B Oubnmorekax renoB 16S pPHK wu3
npugonHoro cios (puc. 12). Cpenum Hux mpeoOiamand TOCISI0BATEIBHOCTH
nopsikoB Rhodospirillales (mo 6%) u Sphingomonadales (1o 17%).

B 6ubaunorekax revoB 16S pPHK u3 tpodorennoro cios (11/0-11/100) Bxian
npeactaBuTenield  kimacca Gammaproteobacteria O6p1 HeOompmuMm  (puc.  12).
[TocnenoBaTreTbHOCTH ATOTO TaKCOHA mMpeobiiananu B oubdauorekax renos 16S pPHK
obpasma 11/700 u B o6pasne mpumonHoro ciost 11/1370. B ocHoBHOM Kitacc ObLI
npencraBieH cemeiictBom Methylococcaceae (mo 65% ot oOmero uwmcna
nocienoBaTeabHoCTe).  brnmxaimumu  romonioramu  MHorouucieHHot  OTE
MeTaHOTpOodOB, KOTOpas Ha (PUIOTCHETHYECKOM JepeBe 00pa3yeT OTACIbHBIN
KJIaCTep, SBISUIMCH HEKYJIbTUBHUpYEMble OaKTepwH, BbIJICIICHHbIE M3 o3epa baiikain
(KF791117) u Mennoycron (EU340166) (puc. 10).

[TocnemoBatenbHOCTH  Kilacca Betaproteobacteria Obun  mpeaCcTaBiICHBI
CJIC Y FOIIMU HOPSIIKAMHU: B1-7BS, Burkholderiales, Hot Creek 32,
Methylophilales, Neisseriales, Nitrosomonadales, Rhodocyclales, SC-1-84 u TRA3-
20. Jlomunupyrommii nopsgok Burkholderiales 6wl mpencraBiieH ceMeHCTBOM

Comamonadaceae (Albidiferax, Limnohabitans, Pelomonas, Polaromonas wu
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unclassified), kak m B coobmiectBax m3 paiiona |. IlociienoBarenbHOCTH Kitacca
Deltaproteobacteria Bo Bcex oOpasiax 0sL1u B HeOO0IBIIOM KoraecTBe (10 2%).

B 6ubmuotexax renoB 16S pPHK u3 rinmyO00KoBOJAHBIX TOPU30HTOB OTMEUEHO
yBEIMYCHUE 3aHMMaeMOW oM B cooOmiectBe mpeacrasutencii ¢gun Chloroflexi,
Acidobacteria, Actinobacteria, Deinococcus-Thermus, WCHB1-60 u Planctomycetes
U yMeHbIIeHHWE Tmpencrasureneii ¢uusl  Bacteroidetes (puc. 12). Bkiag
nocienoBareiabHocTel pumbr Verrucomicrobia ysenmmuuBaics a0 riryoussr 100 M,
TOTJa KaKk B OaKTEepHaTbHBIX COOOIIECTBAX HIDKHUX CJIOE€B BOJHON TOJIIM OHH
cocraBisuin MeHee 0.3%. Kak m B cooOmictBax paiiona |, cpemu Verrucomicrobia
JIOMUHHPOBAITU IPEICTaBUTEIN pona Luteolibacter. Jomst (701
Candidate_division_OP3, Chlorobi, Fusobacteria, Gemmatimonadetes,
Gracilibacteria, Hydrogenedentes, Microgenomates, Nitrospirae, PAUC34f,
Parcubacteria, Planctomycetes, SM2F11, Saccharibacteria u TM6, a Taxxe kiaccoB
Proteobacteria (SPOTSOCTO00m83, TA18 wu unclassified Proteobacteria) Obuia
He3HaYuTeIbHOM (B cymme MeHee 2%) (puc. 12).

Ananmu3 6ubmuotexk reHoB 16S pPHK OGakrepuii BogHON TONIM paiioHOB
pasrpy3Ku yIieBOJAOPOAOB TOKa3adl HE3HAUYNTEIbHBIC PA3IMUUs B COCTaBE KPYITHBIX
TaKCOHOB, UTO XapaKTEPHO W ISl COOOIIECTB JOHHBIX OTJIOXKEHUU o3epa baiikan
(Zemskaya et al., 2015). B uccneayeMbix paiioHaX OTMEUCHO HAJTMYNE KAHOHUYECCKHIX
MIPOTEO0AKTEPHANTBHBIX METaHOTPOGOB, NPHUHAMISKAMMUX KiaaccaM (Gamma- wu
Alphaproteobacteria. B mnpenenmax kimacca Gammaproteobacteria BbISBJICHBI
metanotpoder | Tuma, orTHocsmmecs K cemeiictBam  Crenotrichaceae wu
Methylococcaceae, mist GOIBIIOrO KOJIMYECTBA MTOCIIEA0BATEILHOCTEH OIMKANIITHME
rOMOJIOTaMH SIBJISUTHCh HEKYyJIbTHBHpYyeMble Oaktepuu (puc. 10), BblieICHHBIE U3
o3epa baiikan (KF791117) u Uennoycron (EU340166). Hanbombliee KOIHYECTBO
nocnenoBarenabHocTedt 3Toii OTE, oTmMedueHo B oOpa3nax U3 IIyOMHHOM 0OJIacTH.
Cnegyer OTMETHTb, 4YTO METAaHOTPO(HBIE OaKTepuu U3 JOHHBIX OTJIOKEHUU
(Zemskaya et al., 2015) Tak >xe oOpa30oBbIBaJIM OOJIBIIONW KiIacTep C OJMKAMIIAM
romosniorom Unc. bacterium (KF791117), yTo MOXeT CBHIETEILCTBOBATH 00 MX

MNOCTYINUICHUKU B BOAHYIO TOJIIMY M3 JOHHBIX OTJIO)KCHUM U BOBJICUCHUHU B Imponecc
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okuciienuss CHs. Meranotpodsr II Tuma (cemeiictBo Beijerinkiaceae) npepcrapieHb
B COOOIIECTBAX MEHBIINM KOJIMYECTBOM IOCiIenOBaTeabHOCTeH. B OmbOmmorekax
reHoB 16S pPHK paitona | metanotpods! | Tuna ObuIn MeHee pa3HOOOpPa3HBIMHU U
NPUCYTCTBOBAIM B  HEOONBIIMM  KOJWYECTBE, HO WX CTPyKTypa Obuia
dbunoreHeTnyecku 6ar3ka MmetanoTpodam | Tuna uz abuccanbHOM 30HBI paiioHa |l.

B paiionax paszepy3ok yeneeo0opodogé C Pa3sIUUYHBIMUA THAPOJIOTHYECKUMU
peKUMaMU MbI TPOAHATU3UPOBANIH BJIMSHUE CyMMBI HOHOB, TEMIIEpaTyphl BOJHI,
KOHILIEHTpaluu ©u ckopoctu okucienuss CHy Ha pacrnpenenieHne OTAEIbHBIX
¢unotunioB (OTEge3) Bcex Oumbmmorexk reHoB 16S pPHK ¢ momomipio ananmza
OCHOBHBIX KoopauHar (puc. 13a). Anamu3 Bkiaodyan B cebs Tonbko Te OTEqgs,
KoTopble coaepxanu S50 wumm  Oosee mociedoBarelnbHOCTER. JlocToBepHO
KOPPEISIUA MEXAY MapaMeTpaMy OKpPYXKalomeld Cpellbl U CTPYKTYpOH COOOIIECTB,
KpOME KOpPEJSIMH ¢ TIAyOuMHON BoaHON Tonmu (pP-3HadeHue <(0.05) BBIABICHO HE
ObU10. OTCYTCTBHE HAJIC)KHOU KOPPEJSIIIUU C JPYTUMH MapaMeTpaMH OKpYKarolieu
CpeIlbl, CKOpee BCEro, 00YCIOBICHO CIIEM(PUICCKUMHU aIBEKTUBHBIMU MTPOIIECCAMH B
nejarnyeckor 3oHe o3epa baiikan B Teyenue nepuoaoB HabmoneHusa. B pesynbrate
OTUX  TPOIECCOB  BOIBI, OOOTAaICHHBIC OPTraHWYCCKUMH  BEIIECTBAMH H
MUKpPOOpPraHU3MaMHu U3 TPO(OTeHHOTO CJIOsA, MPOHUKAIOT B Oosiee TIIyOOKHE CIIoU
(Llmmapaes u ap., 2000; [Mapdenora u np., 2000). YtoObl cpaBHUTH COOOIIECTBA U3
pPa3HBIX CIIOEB BOJHOW TONINM JBYX PallOHOB MeEXay coOoH, Oblja BBITIOJHEHA
KJacTepu3als Ha OCHOBE CPEIHEB3BEIICHHOW MUCTAHIMOHHOW Matpuilel UniFrac
(W-UniFrac). Pucynok 130 yka3piBaeT Ha HaJIM4Yue JABYX KJIacTepOB, OJIUH W3
KOTOPBIX BKJItOUan cooOmiectBa u3 Tpodorennoro ciost (0-100 m), a mpyroit —
coobmiectBa ¢ rimyoun 200-1350 m. Kpome Toro, cTpykTypa cooOIIEeCTB BBISBIICHHBIX
KJIACTEPOB pas3liMyHa, O YEeM CBHJETEIBCTBYIOT pe3yJbTaThl aHaIM3a OMOIUOTEK

renoB 16S pPHK c ucnonp30BaHrEM MHOTOMEPHOTO HIKanupoBaHus (puc. 13s).
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Pucynox 13 — I'paduk pe3ynbTaToB aHaim3a KaHOHUYeCKOTO cooTBeTcTBHS (CCA)
171t MUKpOOHBIX cooOrecTB baiikana. [IpoBepka Mojenu nmpoBeeHa ¢
ucnois3oBanueM Tecta ANOVA, p-3nauenue <0.05 TOabKO JIJIs TapaMeTpa riyOuHbI
— a. [lenaporpamma UPGMA Ha ocHOBe B3BeILIEHHOM cpeiHel MaTpuisl (W-
UniFrac) — 6. I'paduk ananu3a ocHoBHBIX koopauHaT (PCoA) Ha ocHOBe
B3BEIIICHHOM cpeane maTpuibl (W-UniFrac) — B
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Ouenka pasznoobpaszus memanompo@uwvix cooduwecme 6 800HOU Mmoauie
uccnedyemplx painoHoé HA OCHO8e AHANU3A OUOIUOMEK (PYHKUYUOHATbHBIX 2€HO6
(pmoA u mxaF). MeTaHMOHOOKCHIEHa3a SBJISCTCS KIIIOUEBBIM (DEPMEHTOM,
OTBETCTBEHHBIM 32 HAYaJbHYIO CTaJHIO0 OKHCJIECHHsS MeTaHa 10 MeraHona. Kax
U3BECTHO, CYIIECTBYIOT ABE (popmbl 3TOrO (pepmenta: meMOpancBsizanHas (MMMO)
u pactBopumas (pMMO) (Murrell et al., 2000; Xmenenuna, Tporernko, 2006; Ross et
al., 2016). I'en, kogupyromuii PMOA Oerta-cyOBeIUHUILY METAaHMOHOOKCHUTEHA3HI,
SBJIIETCS] HAMOOJIEee YacTO UCTIOIb3YEMbIM MAapKEPOM, TTOCKOJIbKY OH MPUCYTCTBYET Y
OOJBIIMHCTBA a3POOHBIX METAHOTPO(HBIX OAKTEPUI.

B pesynbrare ananuza Owputo moxydeHo 4970 mocnepoBaTelbHOCTEH PMOA!
4137 nocnenoBaTeNbHOCTEH U3 IBYX 00pa3lioB paiioHa Ipsi3€BOr0 BYJKAaHA C MIPSMOM
temnepaTtypHoi crparudukarueit Boa (11/700 u 1I/1370) u 833 nmocnegoBaTeIbHOCTH
U3 Tpex oOpasloB paiioHa He(TEe-METaHOBOTO CHUIlA B MEPHUO]I BECEHHEH TOMOTEPHUH
(I/100, 1/200 u 1/300). /s ocTambHBIX 00pa3IOB MPOIYKTOB aMILUTU(pUKAIIUH PMOA
noiayyeHo He Obuio, naxe mnocine 40 nukinoB I[II[P. Bce mnocnemoBaTenbHOCTH
obpasmoB pariona | orHocmamce MObB Il Tuma, B TO BpeMs Kak Bce
nocienoareabHocT  paviona Il npunamnexamm I tuny  (puc.  14).
[TocnenoBarenbHOCTH Te€Ha PMOA 00pa3oBBIBAIM HECKOJBKO KJIACTEpPOB B
¢unorenernyeckom aepeBe. Cpenn metaHoTpodoB | Tuma mociaenoBaTENbHOCTH,
oOpa3yoimue OTACTbHYI0 BE€TBb C HEKYJIbTHBUPYEMBIMH TPEICTABUTEISMU
Methylococcaceae, ObLIH CaMbIMU MHOTOYHUCJICHHBIMH. brxaimmm
KyJIbTUBHpYeMbIM ToMosioroM siBisicss Bua  Methyloglobulus morosus (92%),
BbIJICJICHHBIN U3 03epa KoHcraHc. /JJaHHBIN OpraHn3M pacTeT NpeuMYyLIECTBEHHO MPU
HU3KUX KOHIIEHTpAIUSAX KHUCIOpOoAa M CHOCOOEH WCIONbh30BaTh B KaudecTBE
CIIMHCTBCHHOTO MCTOYHUKA YTIIEpO/Ia U S3Hepruu Metan u Metanon (Deutzmann et al.,
2014). ITocnemoBaTeILHOCTH 3TOTO KjlacTepa ObLIN BBISBICHBI B IITyOOKBOIHOM 30HE
paiiona Il ¢ noBeiieHHbIMU KOHUEHTpausiMu CHa. [IpeacraButenu BTOporo MmeHee
MHOTOYHCJICHHOTO KJlacTepa ObUtd OOHapyeHbl TOJbKkO B obpasme 11/700.
[TocnenoBaTenbHOCTh HEKYJILTUBHPYEMON TaMMaINpOTeO0aKTepUH, BBIICICHHON U3

BojHOM Tomu o3epa I1I€ (Schohsee), Opina ux 6mmxkaitimm romosorom (100%).
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Paﬁlon I Paiion 11
A

68 | Unc. bacterium (AGH62059)baiixa ! vod Ly 7
741~ Unc. bacterium (AHA49650)Baiikaa
‘Methylobacter tundripaludum (CAC94471)
Unc. bacterium (AGH62064)baiikax
2 Methylobacter psychrophilus (AAX48776)
Unc. methanotrophic bacterium (AGL51110)
TE0005[23 23
63 Unc. gamma proteobacteobacterium (ABW75409) -y
Unc. bacterium (AHA49651)baiixan
99 —Clonothrix fusca (ABL64049)
Methyloglobulus morosusKoM1 (AET87441)
71|0TE0001|3656 29697 687@
Unc. bacterium (BAO50510)
Unc. Methylococcaceae bacterium (ABV26385)
72 Unc. methanotrophic bacterium (ADY75610) - - MOB
Methylosinus sp. (AAG13077)
Methylosinus sporium (ABD13902)
95| OTE0002[246 1519 219 749
| Unc. Methylosinus sp. (BAM37107)
Unc. bacterium (AAS91098)

OTE0007(18 144 10 3¢
Unc. bacterium (ABU45527)
93 o
%P Methylocystis sp. (AGU99226) a
OTE0008|15 19 149
OTE0004|128 19124
OTE0006[21 19 10 166

Methylosinus sp. (AAF08211)
Unc. methanotrophic alpha proteobacterium (AAR20396)
Unc. alpha proteobacterium (ABC86670)
76 [~ Nitrosospira sp. (ABM54175)
Nitrosospira sp. (SFH38457)
9 L‘owooomu 692009 8 -AOB
—| Unc. ammonia-oxidizing beta proteobacterium (ABN13030)
"' Unc. ammonia-oxidizing beta proteobacterium (ABW75236)
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Pucynok 14 — ®unoreHeTnueckoe AepeBo, MOCTPOSHHOE HA OCHOBAHUH
TPaHCIUPOBAHHBIX AMUHOKHCIIOTHBIX TIOCIIEIOBATEIBHOCTEH (hparMEHTOB I'€HOB
pmMoA. Metoa o0beTMHEHUS OMKaNIIIUX coceieil. DBOTIOIMOHHBIE PACCTOSIHUS

paccurTaHbl ¢ UCTOIB30BaHUEM MeToaa Poisson correction (500 abrepHaTUBHBIX
JIEPEBHEB)

[TocnenoBaTenbHOCTH B ATOM KJIacTepe ObLIM TOJIBKO Ha 96% WIEHTUYHBI
kynsTuBUpyeMbiM  Methylobacter sp. u  Methylovulum miyakonense, a Takxe
MOCJIETIOBATEIBLHOCTSIM U3 MHUKPOOHBIX MaTOB MeTaHoBoro cuma Cankt-IlerepOypr
(Zemskaya et al., 2015). Tperuii knmacTep BKJIHOYal HEOOJBIIOE KOJUYECTBO
MOCJICIOBATEILHOCTEH, JUIsl KOTOPBIX Onmxaimmmu romosioramu  Obutn  UNC.
ammonia-oxidizing  betaproteobacteria, BbIIeJCHHBICE W3  BOJHOW  TOJIIHU
npecHoBoHBIX 03ep L€ u [lmycc (Plulsee). Ckopee Bcero, 3TOT KiaacTep 0ObEAHHSIT
MOCJIEIOBATEILHOCTH, UMEIOIINE CXOAHBIN 1O CTPYKTYpe ¢ PMOA r'eH, KOTUPYIOIIHA

aMmMoHHnK-MoHOoOKcureHnasy (Holmes et al., 1995).
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MeranotpodHusie nocnenoBatenbHocTh || THIA OB OOHAPYKEHBI B 00pa3iax
paitona | ma rybmne 300 M u Bbime. Ha ¢unoreHeTnueckom paepeBe OHH
00pa3oBbIBAIM HECKOJBKO BETBEH C IMocieaoBaTebHOCTAMU poaoB Methylosinus u
Methylocystis (cxonctBo 99-100%). IIpumedarensHo, 4To coctaB coobmects MOB B
OJIHMX M T€X K€ 00pa3liax ¢ MOMOIIbI0 aHalin3a OubroTek reHoB PMOA u 16S pPHK
HE ObLI MOJHOCTHIO UICHTUYCH.

['en mxaF TpaauIIMOHHO UCHIONB3YIOT B KAUECTBE T'€HETUUYECKOT0 MapKepa AJis
OOHapy>KeHUsSI METAHOJOKHUCIISIONUX MPOTeo0akTepuil B Mpodax OKpyKarolien
cpensl (McDonald, Murrell, 1997; Lau et al., 2013; Dumont, 2014). HecmoTpst Ha TOT
dakT, yTo mpamMepsl s aMIUTMdUKauu MXaF OB UCTIOJIB30BaHBI HAa JIOBOJIBHO
IMIMPOKHHA CIIeKTp MeTaHO- W MeTwiorpodubix Oakrepuit (Neufeld et al., 2007),
dunmoreHeTuyeckoe  pasHooOpazue B uccleayeMblx  obOpa3uax  ObLIO
HE3HAUUTEIbHBIM. Bce mMmocnenoBaTebHOCTH HMENU ONMKaMIIUX TOMOJIOTOB B
npenenax pona Methylobacterium (puc. 15). Kommuectso OTE (16) 6b1i0 Ooee
oOmmpHBIM B 6nbaroTekax reHoB mMxaF paitona I, B paiione | BeisiBnieno 10 OTE. B
HCCIICIOBAaHHBIX oOpasmax B OuMOIMOTEKaX TeHOB MXaF He  BBISBICHBI
meTrioTpodHble TpeacTaBuTes cemerictB  Beijerinckiaceae, Methylophilaceae,
Methylococcaceae u Crenotrichaceae, ormeucHHble B OHMONIHMOTEKax TeHOB 16S
pPHK. Bo3MmoxHO, 4TO y HHX, KaK y JIBYX H30JITOB m3 o3epa Llropux (Zurich),
OTCYTCTBYeT TeH mxaF, uro HemaBHO ObLTO TIOKa3aHo B padote (Salcher et al., 2015),
WIM TEHOMBI OalKambCKHUX METHJIOTPO(OB COJAEPKAT JIOMOJHUTEIBHBIN TeH(bI)
OKHUCJIEHUS] METaHoJia, Hanpumep, XOXF4, uneHtuduirpoBanHblii paHee B reHOMax
metuinorpodor (Giovannoni et al., 2008; Kalyuhznaya et al., 2009). Ecte mu y
OaliKkaIbCKUX METUIOTPOGOB XapaKTEPHBIA [JII TMPECHOBOJIHBIX JUHUWA TOMOJIOT
X0OXF4 wnu y HHUX TOPUCYTCTBYET JApPYrod TeH, 00ecredyMBarOlui OKHUCIICHHE

MCTaHOJIa, IPCACTOUT BBIICHHUTD.
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Paiion 1 Paiion 11

Cluster 6246|1032 1® L 2@ 1024 50
Methylobacteriumsp. (WP_050736513)

Methylobacterium brachiatum (ADW10918)

Cluster 13577297 292 50
Methylobacterium iners (ACK87003)

817 Methylobacterium platani (ACK87006)

Cluster 12730 | 738 19 4@ 730 30
Cluster 4102 | 181 3® 10 117 60®
Methylobacterium oryzae (ABL09521)

Methylobacterium phyllosphaerae (AHC08852)

9 ‘Methylobacterium radiotolerans (AHX73738)

Methylobacterium hispanicum (ABU80549)

89 ~ Methylobacterium gregans (ADW10919)

Cluster 4080 | 206 1309 490 27 E
Cluster 13572 | 161 1@ 3@ 68 89@ Q
Methylobacterium extorquens (CAI47578) =
Cluster 3975|1613 119 309 5¢ 53¢ 16® 117@ 25@ 2530 1103@ ‘E
Cluster 4300|126 79 214 5¢ 32¢ 410 410 6@ 2 3@ —g..
9! |Methylobacterium lusitanum (ABL09522) )
0| Methylobacterium zatmanii (ABU80546) Q
Unc. methylotrophic bacterium (CAD91107) %
Cluster 4000 | 442 959 119 8091399 85¢ 140 13 50 | &
Cluster 3979 | 148 339 99 209 470 2@ 20 2 o | S
78| Cluster 3990 | 201 469 5® 439 619 409 4 20
Methylobacterium nodulans (ACK87005)
Cluster 3965|203 349 114 259 489 39¢ 200 18 8@
Methylobacteriumjeotgali (ACN51394)
Cluster 1428|212 302090
|£ Cluster 1454 | 129 1290
73 Cluster 1415|390 14@ 376

Methylobacterium mesophilicum (WP_010682029)

Methylobacterium oryzae (WP_043755610)

ggl[” Cluster 1417 1193 47@ 18@ 862 266@
92 MULTISPECIES: Methylobacterium (WP_007564409)

H
0.01

®00m 40 50m $0100m @200m @®300m ®500m 700m ®855m @1370m

@ Paiion | ©® Paiion 11

Pucynok 15 — ®@unorenernueckoe AepeBo, MOCTPOSHHOE HA OCHOBAHUU
TPAHCIUPOBAHHBIX AaMUHOKHUCIOTHBIX TOCIIE0BATEIbHOCTEN (hparMEHTOB T'€HOB
mxaF. Meton o0bennHeHNs OMMKAUIIIUX coceield. DBOIOIMOHHBIE PACCTOSHUS

paccuMTaHbl ¢ UCIOJIb30BaHUEeM MeToa Poisson correction (500 ajgpTepHaTHBHBIX
JICPEBBHER)

B pa3nuuHbIX CcI0SIX BOJHOM TOJIIA MCCIECAYEMBIX PANOHOB C Pa3HbIM
THIPOJIOTHYECKUM PEKUMOM pasHuiia B coctaBe MObB Obuta Gosnee oueBUIHON TIpH
aHanm3e (QYHKIMOHAJIBHBIX TEHOB, dYeM mnpu aHamuze reHoB 16S pPHK.
MetanoTpods! | Tuna BbIBIEHB B COOOLIECTBAX TNTyOMHHBIX CIIOEB BOJHOM TOJIIH
paiiona II (700-1370 m), a meranotpods! Il Tuna — B coobmecTBax paitona I (1o
riyounst 300 m).

Cornacuo uccinenoBanusim (Amaral, Knowles, 1995; Henckel et al., 2000),
MOB 1 Tuna nmydme pactyT npu Hu3Kux KoHmeHtpanusx CHs m xucimopoma, Toraa
kak MOB II tuna — npu BeicokoMm coaepkanuu CHs M HU3KOW KOHIEHTpaLMH
kuciopona. CorjiacHO APYTUM HMCCIEIOBAaHUSM, METAaHOTPO(DBI, TpHHAIIEKAIIIE

cemeiictBy Methylococcaceae, mpeoOiagaloT B pa3IMYHBIX O3epaX € BBICOKHMH
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xonneHtparusamu CH,4 (Tsutsumi et al., 2011; Milucka et al., 2015; Bornemann et al.,
2016; Osudar et al., 2016; Oswald et al., 2016; Samad, Bertilsson, 2017). ITo nammm
JAHHBIM, TIPEJICTABUTENIM OSTOTO CEeMeicTBa OBbUIM MHOTOYUCICHHBI TOJBKO B
coo0riecTBax TIIyOOKOBOJHOUM 30HBI paiioHa I, xoTs xoHmenTpamuun CHs B 3TOM
paiione ObutH HIKeE (0T 0.19 10 0.36 Mki1/7), yem B paiione I (ot 0.63 1o 1 mki/m).
Jlpyroit mpuYuHON pa3IU4Mii B COCTaBE METAHOTPO(HBIX COOOIIECTB BOTHOM
TOJIIIA MOXET ObITh MpUBHOC MeTaHOTpOo(oB Il Tuna ¢ nmpuTokamMu U3 OOJOTUCTBIX
mecT Baiikana. M3BecTHO, 4T0 B 00JIOTHCTBIX U TopdsaHbIX skocucTemax (Dedysh et
al., 2000; Chen et al., 2008; Dedysh, 2009; Kip et al., 2011), a Takxe B JAeJIbTe peKH
Jlena (Osudar et al., 2016) momuuupytor MOB II Tuna. IlpeacraButenn 3TOro THUIA
ObLTM BBISIBIIGHBI HaMU B COOOIIECTBAaX IMOBEPXHOCTHBIX CJIOE€B BOJHOW TOJIIIH
paiiona |. DTy pesynbTaThl NpeAnoJiaraloT JiBa MUCTOYHHMKA mnoctyrieHus MOb B
Boanyto tommy: mpurtoku (Liebner, Wagner, 2007; Liebner et al.,, 2009) wu
BEPTUKAJIbHBIE MMOTOKHA T'a30HOCHBIX XUIKOCTEH M3 JOHHBIX OTJIOKeHHi. O0a Tuna
MODB MoryT akTMBHO NMPOHHMKaTh B IITyOOKHE M MOBEPXHOCTHBIE CJIOU BOABI Yepe3
MeXaHu3M BepTukaibHoro oomena (Illumapaes u np., 2000; [Tapdenosa u ap., 2000).
Kpome Ttoro, paznuune B coctaBe MOb Ha pa3HbIX IIyOMHaX MOXET OBbITh
omnpeseneHo TemmnepatypHbiM paktopom (Liebner et al., 2009; Tsutsumi et al., 2011).
CornachHo uccienoanusm (Borjesson et al., 2004; Mohanty et al., 2007; Liebner et
al., 2009; He et al.,, 2012; Oshkin et al., 2014; Crevecoeur et al., 2017), Hu3kue
TemMriepaTypsl 6osiee 6naronpusathsl s MOB I Tuna, mockosibKy OHH JTOMHUHUPYIOT
B coobOmiecTBax OuoTonoB ¢ Temmeparypoirl Huxe 15°C. B memaruueckoil 30He
baiikana temneparypsl Bbiie 15°C MOTryT OBITH TOJIBKO B IMOBEPXHOCTHBIX CIIOSIX
BOJbI B TEUEHHE OYEHb KOPOTKOro mnepuoga BpemeHu (Atnac baiikama, 1993).
Ckopee Bcero, He TOJIbKO MCUXPOPUIbHBIE YCIOBUS, HO U COJAEpKaHHE HEPTIHBIX U
ra3o00pa3HbIX YIJIEBOJAOPOJOB, ONPEAESAIOT pa3BuTHe KOoHKpeTHoro Tuma MObB B
o3epe baiikan. OTUM MOXHO OOBSICHUTH PACIPOCTPAHEHHOCTH B COOOIIECTBaX
ryOMHHBIX CJI0eB HedTe-MeTaHOBOro cumna (paion |) mociemoBaTelbHOCTEH poja

Sphingomonas, ciocodnbIx pasmarats [TAY.
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Onenka pa3HooOpa3usi OakTepualdbHBIX COOOIIECTB C TIOMOINBIO aHaIN3a
nocnenoBarenbHocTell TeHoB 16S pPHK mnokazana Oonee mmpokuil auamna3oH
noTeHanbHbIXx MODB, yem olleHKa, OCHOBaHHAsl Ha IOCJIEI0BATEILHOCTSIX T'€HOB
pmoA u mxaF. C omHOH CTOPOHBI, 3TO MOXET OBITh CBSI3aHO C Y3KOU
CEJICKTUBHOCTBIO MpPaiMepOB, UCIOJIb3YEMbIX I aMIUIM(PUKAIIMU JTOKYCOB PMOA u
mxaF, ¢ apyro#t croponsl, HekoTopeile MOB MoryT umeTh aHanoru (epMEHTHBIX
cucteM okucienuss CH4, 1711 KOTOPBIX HA JAaHHBIH MOMEHT HET CHeIU(PUIHBIX
MIPANMEPOB.

T'enomor memanompogpnvix oOaxmepuii. lViccnenoBaHusi TPOBEICHBI B
MO/JIETHBIN TIepuo]l B (hoHOBOM paioHe 03. baiikan. s 06pas3noB u3 GoTHUECKOro
(5 M, 20 M) u rryounnoro (1250 u 1350 M) c10eB BOJHOM TOJIIM OBLIO MOJYYCHO
210, 236, 282 u 240 MUIIMOHOB IIOCJIEAOBATEIBHOCTEH, COOTBETCTBEHHO.
CooTHolieHue mpeodiafalomux rpymn, oOHapyKeHHbIX B baiikane u B apyrux
03€epax, UCCIEAOBAaHHBIX C MOMOUIBIO TAHHOI'O METOJa, CXOAHbI. TeM He MeHee, Ha
riryonHax 5 u 20 M 3aMeTHa OoJibIas J0Js mpeacraBuTeneid Gpuibl Verrucomicrobia
(20% or cymmapnoit 16S pPHK) wu otHOcurensHO HeOombIIas OIS
Betaproteobacteria (puc. 16).

C ucnons3oBanuem noaxoaa MAG npu ananuze rena 16S pPHK BrisBieHo,
YTO CTPYKTypa COOOIIECTB MOBEPXHOCTHBIX M TIyOMHHBIX 00pa3uoB (HOHOBOrO
paiiona baiikana pasznuuHa. B QoTtudeckoM ciioe TOMUHHPOBAIM TPEACTaBUTEIU
Cyanobacteria (orcyrctBoBanu B o0Opasiie 1350 M u Tosibko 2% OBIIIO OOHAPYKEHO
Ha TiayOmHe 1250 M, BeposTHO, H3-3a OIyCKaHWs KJeTok), Actinobacteria,
Verrucomicrobia u Bacteroidetes. B riayOuHHBIX cl10sIX 00Jiee MHOTOYHMCICHHBIMU
TaKCOHaMH  (HEKOTOpbhIE  MPEJACTABUTENN  KOTOPBHIX  YHUKAJIbHBI)  SIBISUIHCH
CPR/Patescibacteria (oTcyTcTBYIOT B MOBEpXHOCTHBIX oOpa3iax), Chloroflexi,
Acidobacteria,  Planctomycetes, Nitrospirae, = Gemmatimonadetes, kmacchr
Deltaproteobacteria, Gammaproteobacteria u Thaumarchaeota. Alpha- wu
Betaproteobacteria Obuim 0OOHapyXeHbI B OJMHAKOBBIX KOJMYECTBAaX Kak B

TIIyOMHHBIX, TaK U B TOBEPXHOCTHBIX 00pa3iax.
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Pucynok 16 — CpaBHEHHE TAKCOHOMUYECKOTO COCTaBa OAKTEPUAIBHBIX COOOIIECTB
U3 pa3HbIX CJIOEB BOJIHOM Tonwm paiiona 11, ocHoBaHHOE Ha JAHHBIX METar€HOMHOTO
ananu3a reHos 16S pPHK

AHanu3 TEHOMOB OalKalbCKMX MHUKPOOPTaHU3MOB II0Ka3ajl HEBBICOKOE
pa3HoOOpa3ne B TOBEPXHOCTHBIX CIIOSIX, KPOME TOTO, OTMCUYCHBI HOBBIC JIMHUH,
KOTOpBIC HE OBUIM BBISIBJICHBI B IPYTHX BOJOEMaX M OTAAJICHHO CBS3aHBI C JPYTHUMHU
IPECHOBOJHBIMH MHUKPOOPraHu3MaMu. ['€HOMbI MHOTHMX MHKPOOPTaHM3MOB U3
doTtuueckoit 30HbI paiioHa llla comepxanu TeHBI POIOTICHHA, YKa3bIBAIOIIUE Ha
CTIOCOOHOCTH OaKTepUil MCMOIB30BATh COTHEYHYIO SHEPTHUIO IS KU3ZHEACSITEIbHOCTH
B 3UMHHX YCJIOBHSX. UTO KacaeTcss METaHOTPO(OB, TO OHU OBUTH BBISBICHBI TOJIBKO B
rIyOMHHBIX OOpasiiax B mpenaeiax kimacca Gammaproteobacteria (I tum). Beuio
aHHOTUPOBAHO JBa TreHoMa MeTaHOoTpodoB mopsiaka Methylococcales w oauu
(Methyloglobulus sp. Baikal-deep-G142), tecHo cBsi3anbiii ¢ Bugom Methyloglobulus
morosus (puc. 17), HO OTIMYAIOLIMICS OT HEro HEOOIBIIUM Pa3MEPOM TeHOMa
(menee 2.5 MO0). Kpome toro, Methyloglobulus sp. Baikal-deep-G142 ne Obun
OoOHapy>KeH HU B OJTHOM OOIIEIOCTYITHOM MPECHOBOJIHOM METare¢HOME, YTO MOXKET

rOBOPUTH 00 OHACMHUYHOCTHU JaHHOI'O MUKPOOPraHru3Ma.
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. | GTODB-tk genome database (all phyla)

I

———
Methyloglobulus morosusKoM1 (RS_GCF_000496735.2)
; 1.0:g9__ Methyloglobulus
_EMe!hyJogﬂobuFus sp. Baikal-deep-G142
Methylococcaceae bacterium UBATGES (GB_GCA_002483425.1)
== Methylosarcina fibrata AML-C10 (RS_GCF_000372865.1)
1 = Methylosarcina facus LW14 (RS _GCF_000527095.1)
Methylomicrobium agile (RS_GCF_000733855.1) _ _ _ 013
Methylomicrobium album BGS (RS_GCF_000214275.2) |109—Methylomicrobium
Methylococcaceae bacterium UBAB146 (GB GCA 002422395.1)
Methylocucumis oryzae Sn10-6 (RS _GCF _000963695.1)
Methylococcaceae bacterium UBAGE2 (GB_GCA_002299425.1)
Methylococcaceae bacterium UBAG59 (GB_GCA_002299495.1)
Methylovulum psychrotolerans HV10_M2 (R5_GCF_002209385.1)
Methylovulum miyakonense HT12 (RS _GCF_000384075.1)
Crenothrix polyspora RSM_CP2 (RS_GCF_900163745.1)
_ Crenothrix polyspora RSM_CP1 (RS_GCF_900163755.1) | 1-0'9— Crenothrix

Methylococcaceae bacterium UBA4132 (GBE_GCA_002380945.1)

983 . 1.0:9_ UBA4132
Methylococcaceae bacterium NSP1-2 (GB_GCA_002256685.1)

1 Grenothrix sp. D3 (GB_GCA 002134785.1)

Methylococcales bacterium Baikal-deep-G143

Methylococcaceae bacterium UBA10906 (GCA 0035422751
Methylococcaceae bacterium Baikal-deep-G152

QET |

I 1.0:g  Methylobacter

L3zs

1

1.0:g_ Methylovulum

Pucynok 17 — @unorenernueckoe aepeBo MAGS METaHOKHUCIISIONMUX OaKTepUit
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['ammanpoteobakrepun poma Methyloglobulus u mopsinka Methylococcales
SBJISUTACH €AMHCTBEHHBIMH METAHOTpO(aMu, YbM TEHOMBI yJajdoch cobpaTh. B Hux
BBISIBJICHBI T€HbI, O0ECIEYMBAIOIIME y4acTUE B ILMKJIAX Yriepoja, a3oTa U Cephl.
I'enomsr Methyloglobulus sp. Baikal-deep-G142, Methylococcales Baikal-deep-G143
u Methylomonadaceae bacterium Baikal-deep-G152 coxepxxar mnpezmnosaraeMbie
TeHbl METaH- / aMMOHMHUMOHOOKCHUTEHA3bI, JUCCUMIISTOPHON CYIb(OUTPETyKTa3bI
(DsrC), a Tak ke aCCHMHJIATOPHOM HUTpaTpeaykTasbl. CTpYKTYpHBIC I'eHbI KacTepa
ypeassl  (UreABC) Obitm  oOHapykenbl B renomax Methyloglobulus wu
Methylomonadaceae. TI'emomer MmetmioTpodoB mopsaka Betaproteobacteriales
(Methylotenera, Methylopumilus u otHOocsmiics k cemericTBy Nitrosomonadaceae),
coJlepKalliie METaHoJ- M (OopMallbIeTHAIECTUAPOreHasy, ObUIM OOHapy>KEHbI B
OTHOCHTEJIILHO BBICOKHX KoJmuecTBaX. Meranoineruaporenassl (mdhl, mxaF) opum
Takxke oOHapyxkeHbl y Betaproteobacteria bacterium Baikal-deep-G93 / 97,
Gammaproteobacteria Baikal-deep-G152, Methyloglobulus sp. Baikal-deep-G142 u

Gemmatimonadetes bacterium Baikal-deep-G156.
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TJIABA 5. BIMSTHUE HCTOYHUKOB A30TA HA PA3BUTHUE
METAHOKHUCJIAIOINX BAKTEPU (3KCIIEPUMEHTAJILHBIE
JAHHBIE)

JUist NOHMMaHUs YCIIOBHM pa3BUTHS METAHOTPOPHBIX OakTepuil ObLT MPOBEAEH
HKCIIEPUMEHT C MPUPOJHBIM MHKPOOHBIM COOOIIECTBOM U3 30HBI BBICOKHX
koHneHTtpanuit CH4. Jlns scmepumenTa ObUT B3SIT MOBEPXHOCTHBIA CJIOW OCajKa,
3HAYUTENbHO HackieHHbI CHy (mo 12006 MKI/T), HOHBI aMMOHWSI 1 HUTPAT-UOHBI
orcyTrcTBOBaiu. CoaepKaHue KUCIOpoAa B IPUIOHHOM CJIO€ BOJbI cocTaBiisiio 11.5
mr/m, pH 7.78.

B pesynbraTte cexkBenupoBanus peruona V2—V3 ¢parmentoB rena 16S pPHK
MoCJie€ BBIPABHUBAHUS, KiacTtepusanuu, ynaineHus xumep u ynaienuss OTE,
comepKalux MeHee 3  TocleoBaTeNnbHOCTEH, Obuto momyueno 47 040
nocjeIoBaTeIbHOCTEeH co cpennelt mumHon 430 m.H. (Tabn. 6). AHanu3 OuOIMOTEK
amruinkoHoB reHa 16S pPHK BeisaBun 952 OTE npu renerundeckoit aucranimu 0.03.
KomnuectBo OTE B oOpasiie HaKOMUTEIBLHON KYJbTYphlI, TIOJYYEHHONH Ha cCpeie C
aMMOHHMMHBIM HMCTOYHHMKOM a30Ta, cocTaBisuio 336, Ha cpele ¢ HHUTPATHBIM
MCTOYHHUKOM a3ora — 128, makcumanbHoe konndectBO OTE orMeueHO B cO00IIIECTBE

HATHBHOTO ocasika — 488 (Tabu. 6).

Tabmuua 6 — MHzaekcsl BUAOBOro OOraTcTBa M pa3HOO0Opasust (IpU KIACTEPHOM
pacctostaun  0.03) B Oubnmorekax reHoB 16S pPHK wmukpoOHBIX co00IIecTB
HAaTUBHOTO OCAJIKa U HAKOIHUTENbHBIX KYJIbTYpP METAaHOTPO(HBIX OakTepuil M3 03.
barikan

PasHoob6pasue borarctBo
Ne OGbase KomuectBo Konmyectso I1okpsiThe S oOpaTHbIii
) PBE o renmit OTE (%) g uaaekc Chaol ACE
[llennoHa

Cumricona
1 AMS+CH, 24156 336 99.64 2.02 3.98  423.02398.70
2 NMS+CH, 14219 128 99.71 1.79 3.92 171.16 160.98
g Qeanok g geg 488 9985 499  47.34 4932049118

0-2 cMm
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Nunekcel BUIOBOTO OOraTcTBA M pa3sHOOOpa3usi OBUIM MaKCUMAalbHBIMH B
HAKOITUTEJIbHOM KYJIBTYpE, IOJIYYEHHOM Ha Cpelle C aMMOHUWHBIM HCTOYHHKOM
a30Ta. 3HaYCHUs MOKPBLITUS BapbupoBaiu oT 99.64% no 99.85% (tabin. 6). Kpussie
pa3pexeHusi, MOCTPOCHHBIE JUIA reHeTndeckoro pacctosiHus 0.03, B ucciienyembix
oubimotekax reHoB 16S pPHK Bexomsar Ha miaro (puc. 18). HambGonee momHO
OXapaKTepU30BaHa CTPYKTypa OaKTEPHUAIBHOTO COOOIECTBA MPH KYJIbTHBHPOBAHUU

Ha Cpcac ¢ aMMOHHCM.

500 —

400 —

300 —

AMS + CH,
NMS + CH,
IToBepXHOCTHBIH 0CAI0K

Komnuecreo OTE
1

100

L L L L L
0 5000 10000 15000 20000 25000
Koau4ecTBO MpoaHaIH3HPOBAHHBIX I10CIIEI0BATEILHOCTE

Pucynox 18 — Kpussie pazpexxenus. [lokazana 3aBUCUMOCTD yuciIa (PUIOTUIIOB
(renetnueckas nuctanius 0.03) oT KoaMYeCTBA MOTYUYEHHBIX MOCIEI0BATEILHOCTEN
dbparmenToB renoB 16S pPHK

B COO6HICCTBC N3 HATHUBHOI'O CJIOA OCaJKa 3HAYWUTCIIbHYIO JOJIO BCCX

nocienoBarenbHocTeir TeHoB 16S  pPHK cocraBmsmm  mpencraButenu  (uisl

Proteobacteria (65.2%) (puc. 19a).
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Pucynoxk 19 — CpaBHeHHE TaKCOHOMUYECKOTO COCTaBa OaKTepHAIbHBIX COOOIIECTB
HAaTUBHOTO ITOBEPXHOCTHOTO OCaJKa U3 palloHa MeTaHoBoro cuna Iloconbckas banka
03. baiikai (a) u cooOIIecTB, MOyYCHHBIX MPH KYJIFTUBHPOBAHUH Ha CPEJax C

AMMOHHUIHBIM (0) U HUTPATHBIM (B) UCTOYHHKAMH a30Ta. JJaHHbIC METareHOMHOTO
aHanmu3a Gpparmentos reHos 16S pPHK (SILVA 132)

bonpmias wux dwacte mpuHamnexana kimaccam  Gamma-  (38%) w
Deltaproteobacteria (25.2%). Hons mpencraButeinei mopsaka Methylococcales B
ocagke coctaBimsuia 6.4%, u3 HuX 4.8% mnpuHamIexKano MNpeICTaBUTENSIM poja
Methylobacter. TIpeacraButrenu poma Metylotenera, sBistomuecss 0OOJMTaTHBIMHU
MeTuioTpodamu, B UCXOMHOM obOpasiie coctaBimsuid 1.1%. HyxHO OTMETHTH, UYTO
nocjeIoBaTeIbHOCTH TpejcTaBuTeneli kimacca Alphaproteobacteria B ganHOM
obpaziie He ObuIM OOHapyx)eHbl. Kpome TOro, B OakTepuaibHOM COOOIIECTBE
UCCIIEyeMOro ocajka OblIM OOHapyXeHbl MPEACTaBUTENN CIEIYIOIMMX QU
Acidobacteria (12.9%), Actinobacteria (10.1%), Nitrospirae (3.5%), Bacteroidetes
(2%), Nitrospinae (1.2%), Rocubacteria (1.2%), Verrucomicrobia (1%). Menee 5% B

CYMMC€ COCTaBJIAIN (I)I/IJIBI, MMpEACTAaBJICHHBIC B MUHOPHLBIX KOJIMYCCTBAX.
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B coobmiecTBax, KyJbTUBHPOBAHHBIX Ha CPElax ¢ AMMOHUIMHBIM U HUTPATHBIM
ucTouyHuKaMu a3ora B atmochepe CHa, dmna Proteobacteria cocrapiisiiia OCHOBHYIO
noiito mocienoparensHocteit (97.5 u 99.8%, coorBeTcTBeHHO) (puc. 180, B). Bee oHu
npuHaexkanu kimaccy Gammaproteobacteria.

Ha cpene ¢ ammonwmitnbeiM azotoM (AMS + CH,) mporeHT mpeacraBuUTeNei
nopsimka Methylococcales (mocienoBarensHocTr pona Methylobacter) 61 3ameTHO
BhIIIe (39.5%), 4eM B HAKOIUTEIIbHOM KyJIbType ¢ HUTpaTHBIM a30ToM (NMS + CHa)
(29.6%). Tarke m0as TIOCIEAOBATEILHOCTENH, OTHOCAIIUXCA K OOJUTaTHOMY
meTmiioTpody pona Methylotenera, Ha cpene ¢ aMMOHHMIMHBIM a30TOM OBLTa BHIIIIC
(35.2%), yem Ha cpene ¢ HurparoMm (21.1%). Kpome Toro, aHaau3 mokasaj, 4ToO B
coobmecTBe, moaydeHHoM Ha cpexe ¢ NH;", 2.6% mocnemoBaTenbHOCTEH
MIPUHAICKATIO HEeKJIacCU(PHUITMPOBAHHBIM MIPEICTaBUTEIISM cemercTBa
Methylomonaceae u 1.8% — ¢wune Firmicutes. [ons mpeacraBuTeneit mopsaka
Pseudomonadales B cooOiiecTBe, MOJIydeHHOM Ha Cpele ¢ aMMOHHUHBIM a30TOM,
cocrasisuia 48%; Ha cpene ¢ HUTpaTHBIM a30ToM — 19.4% (puc. 190, B).

bonee Goraroe m pasHooOpa3zHoe MeTaHOTPO(HOE COOOIIECTBO BBHISBICHO Ha
cpeae ¢ aMMOHMHHBIM  a3oToMm. ClienyeT OTMETUTh, YTO OOJIBIIMHCTBO
MOCJIEIOBATEILHOCTEH METAaHOKHUCIISIIOIIMX OaKTepuili OTMEUYEHO KakK Ha cpefe C
AaMMOHUWHBIM, TaK M C HUTPATHBIM Aa30TOM. B JaHHOM WCCIEI0BaHUU
npeactaButesniel MeraHorpodoB Il Tuma He OBUIO OOHAPYKEHO HU B HATHBHOM
OocaJlke, HHU B OKCIEPUMEHTAJIBHBIX KyJbTypax. Takum oO0pa3oMm, BKJaj
MOCJe0BaTEILHOCTEN METAaHO- U METUIIOTPO(PHBIX OaKTEpHUil B COOOIIECTBO 3aMETHO
BBINIE TIPU KyJlbTHUBUpOBaHUHM B atMocdepe CHs Ha cpeme ¢ aMMOHUMITHBIM a30TOM,
YeM Ha cpele ¢ HUTparoM. B pesynbrare (UIOTEHETUYECKOTO aHaiM3a
MOCJICIOBATEILHOCTEH METaHOTPO(HOTO COOOIIECTBAa HAKOMMTEIBHBIX KYJIBTYp H
npupoaHoro ocanaka 0buto BeisiBieHO 18 OTE. B xone ananmsa OblIO yCTaHOBIICHO,

4TO BCe OHM MpHHaIexkanu mopsaky Methylococcales (puc. 20).
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Pucynok 20 — ®unoreneTrueckoe 1epeBo, MOCTPOCHHOE HA OCHOBE HYKJIEOTHIHBIX
nocyenoBaTenbHocTel pernona V2—-V3 ¢pparmentoB renos 16S pPHK, nomydenHbIx
u3 JIHK u3 moBepxHocTHOTro ocanka paiiona VI u BogHoit Tonmu paiioros | u |l u
JIHK HakonuTeNnbHbIX KyJbTyp MeTaHOTpO(PHBIX OakTepuii. Micnons3oBansl OTE,
cojaepxkaiue 6onee 20 mocneaoaTenbHocTe. [IpuMeneH MeToa 00beTMHEHNS
OmKammx cocenieid. DBOIOIMOHHBIC PACCTOSHUS OB PAaCCUUTAHBI C
ucnoibp3oBanueM merona Kimura 2-parameter (500 anpTepHATUBHBIX JIEPEBHEB)

[TocnenoBarenbHOCTH METaHOTPO(OB, BBISBICHHBIC B BOJHOW TOJIIE, B
HAKOIUTEIBHBIX KYJIbTypax mosydeHsl He Obutn. Ho Ha duiorenernueckoMm nepese
BUIHO, 4TO MHorouucieHHas OTE w3 BogHOW TOJMIIM pPallOHOB pas3rpy3ku
VIJIEBOJIOPOJIOB  00pa3yeT  OTACIBHYIO  KJIaay C  IOCJEI0BATEIIbHOCTHIO
Methyloglobulus sp. Baikal-deep-G142, nosiy4eHHoit B pe3ynbraTte COOPKH reHOMOB
U3 BOJHOW TOJIIM (hOHOBOTO paiioHa. ITO CBUIETEIBLCTBYET O TOM, YTO JaHHBIN
MUKpPOOpPraHu3M OOMTaeT Kak B (POHOBBIX paioHax o03. baiikan, Tak U B MecTax

Pasrpy3Ku KUAKUX U Ta3000pa3HBIX yTIEBOAOPOIOB.
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3AKJIIOYEHUE

[IpecHoBOAHBIE O3€pa SIBISAIOTCS OAHMUMH M3 KPYMHEUIIMX UCTOYHUKOB CHj.
N3 Bcero paszHooOpa3us MHUKPOOPTaHM3MOB B a’pOOHBIX YCIOBUSIX  JIUIIb
MeTaHOTpo(dHbBIE OakTepuu cocoOHbI HCToNb30BaTh CH4 B KauecTBe €IMHCTBEHHOTO
HUCTOYHMKA yriepoaa u sHepruu. MccinemoBanuss MeTaHOTPO(MHBIX COOOIECTB B
IIPECHOBOJIHBIX BOJOEMax, BKJIOYas 03. balikai, MpoBOJMIN B OCHOBHOM B JOHHBIX
ocajikax, nodromy uzydeHue MOB B BogHOI1 ToJIIe BeCbMa aKTyallbHO, OCOOCHHO B
MEepUOoJ KIMMAaTUUYECKUX U3CHEHU M.

Metogamu 3mupIyOpeCICHTHON MHUKPOCKOINWHU, a TaK K€ KIACCHUYECKOW u
MOJIEKYJISIPHOM ~ OMOJOTMM  MPOBEJEHO  MCCIEJOBAHHE  MPOCTPAHCTBEHHOTO
pacnpeneneHrss U TaKCOHOMUYECKOT0 Pa3sHO0Opaszus METaHOTPO(OB, HACEISIIOMIUX
BOJHYIO TOJIITY ()OHOBOTO paiioHa U pallOHOB Pa3rpy3Ku HEPTIHBIX U ra3000pa3HbIX
YIIEBOAOPOAOB 03epa balikayl B pU3IMYHbBIE THAPOJIOTHYECKUE Ce30HbI. OpeneseHbl
koHIeHTparuu CH4 1 CKOPOCTH €r0 OKHCIIECHUSI.

B BomgHO#l ToJIlle pailOHOB pa3rpy3Kd  YIVIEBOJAOPOAOB HaWOOJBIINE
koHuenTpaiuu CHjs (mo 1 MKi/im) 3eperucTpupoBaHbl B MPHIOHHON 00JIaCTH, YTO
ABJIIETCSl CIIEICTBUEM €ro TOCTYIUIEHUS U3 JOHHBIX oOcaakoB. lloBbilIeHHBIE
koHeHTparuu CH;, B TMOBEPXHOCTHBIX CJIOSX BOJHOM TOJIIM, CKOpPEE BCETO,
OOyCIJIOBJIEHbI ~CYLIECTBOBAHUEM «METAHOBOTO IMapajoKca», KOTOPbIA MOKHO
OOBSACHUTHh HAJIMYUEM OOJIBIIOTO KOJMYECTBA IUAHOOAKTEPUd, MPOAYLHUPYIOUIUX
CHs B KHCIOpPOIHBIX YCIOBHSIX 3a c4YeT MpeoOpa3oBaHusi (HUKCUPOBAHHOTO
HeopraHuyeckoro yrieponaa Henocpeacrsenno B CH; (Bizi¢-lonescu et al., 2019).
Kpome Toro, mosiBieHHE€ NHKOB METaHa HUXKE (DPOTHUECKOrO CJIOS MOXKET OBITh
OOyCIIOBJIGHO ~ aKTHUBHOW  JKM3HEACSTEIbHOCTHIO  MAaKpOTEKTOIyca, a Takke
CJIEICTBUEM TIOJHATHUS M PACTBOPEHUS B BOJHOM TOJIE KPUCTAIIOB TUAPATOB
metana. COINACHO HAIIMM HPSAMBIM H3MEPEHUSIM C HCIojdb3oBanueM 4C-CHy,
HanOoJiee aKTHBHOE METAaHOKKCIICHUE BBISIBIICHO B TITy00oKoBoaHOM 30HEe (0T 0.007 1m0
0.79 /(1 cyt)). Hanbonpliime MHTEHCUBHOCTH OKHMCIICHUSI METaHa, HA0JIt01aeMbIe B

IMOBCPXHOCTHBIX W IIPUIOHHBIX BOJdaX BaﬁKaﬂa, IMPCBBIIIAIOT PACUYCTHBIC OTAHHBIC H.
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I'. I'panuna ¢ coat. (2013). Ilo mamHBpIM KOJIIET, CKOpocTh okucieHus CHi B
HOxxnom baiikane BapsupoBasia ot 0.004 mo 0.021 mi/(m cyt), a B CpenHem — OT
0.003 mo 0.019 wn/(n cyr). Ha Ham B3risia, 3TO JIETKO OOBSICHUMO, IMOCKOJBKY
npsiMble U3MepeHus: ckopoctd MO oTpaxaloT ImpoIecc B peaJbHOM BPEMEHH, B TO
BpeMsl KaK, OCHOBBIBASICh Ha KOHIEHTpallMOHHOM pactpenenennn CHs u maHHBIX
YCPEAHEHHBIX TpOQuiIeH TPUTUEBO-TEIEBOrO BO3pacTa BOJHBIX MAacC, MOXKHO
MOJYYUTh TOJIKO CpEIHHE 3HAYEHUS CKOPOCTEW METAHOKHUCJIEHUS W Hauboiiee
oO011ue 3aKOHOMEPHOCTH U3MeHeHus1 ckopocteid MO o npodusito riryOuH.

AHanmu3 MONyYeHHBIX JaHHBIX MOKa3aji, 4To KoHieHTparuu CHs m ckopoctn
€ro OKHUCJICHHS B BOJHOW Tojmle 03. baiikan 3naunTenbHo HUxke (Ha 3 u Oosee
MOPSIJIKOB), YEM B MEPOMHUKTUYECKUX O3€pax C Pa3IU4HbIM TPOPUUECKUM CTATyCOM
U TeMIEpaTypHbIM PEKUMOM. B BOJHOM TOJIIE MEepEeMEIIMBAEMbIX 03€p, TAKUX KaK
Koncrann, Bammunarron, Ilrexmun, OxonbH u Pamcen konmentparuu CH; u MO
BBIIIIE, 4€M B 03. baiikai, Ha 1-2 mopsiaka.

B BomgHON TONmIE wuCCIenyeMbIX paloOHOB 03. balikan, paznuyaromuyxcs
HKOJIOTUYECKUMHU YCIOBUSMHU, BBISIBICHBI MeTaHOTpodHBIE OakTepuu kak |, tak 1l
tumoB. VX pacmpeneneHne He BCEra KOppenupoBajo ¢ KoHieHTparuedn CHi wu
WHTCHCUBHOCTBIO €ro okucieHus. Bxman wmeraHorpodHbx Oaktepuit (<2.9%),
OINpeeNeHHBIH MeToaoM (yopecleHTHOW In Situ ruOpuausanuu, B OOIIMH
OaKTepUOIJIaHKTOH o3epa baiikan comoctaBuM ¢ OTMeuaeMbiM B 03. KuBy, 03.
Koncrann u 03. Por3ee, Ho Huxe, yeM B 03. TaHranenka u 03. Llyr. Bo3zmoxHo,
HU3Kasi YUCIEHHOCTh METaHOTPO(OB 00ycioBiIeHa HeqocTaTkaMu MeToaa FISH, T.k.
WCIIOJIB3yEeMbI€ 30HJIbI, XOTA W ObUTH pa3pabOTaHbl JJisl AETEKIIUU METAaHOTPO(HBIX
OakTepuii B XOJIOJHOBOJHBIX JKOCHUCTeMax, Moriau He cBmsaThesa ¢ JIHK Bcex
MeTaHoTpo(hoB. Buanmo, 3TuM MOKHO 00BACHUTH U 0TcyTcTBHE MODB B MpUAOHHBIX
TOPU30HTAX, TJ€ OTMEUEHBbI MOBBINIEHHBIE KOHIEeHTpanuu CHs u ckopocTu ero
OKHUCJICHUSI.

B paitonax pasrpy3ku KUIKHX U ra3000pa3HbIX YIIEBOJIOPOJIOB 03. baiikan B
NEepUOJ PA3JIUYHBIX TUIPOJOTMYECKUX CE30HOB BBISBICHO, YTO Ha CTPYKTYpYy

COOOIIECTB OKa3bIBACT BIMSHUE TTyOMHA BOJAHOMW TOMIIM. AHamu3 OMOIMOTEK T'€HOB
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16S pPHK wu pmoA mokazanm ymepeHHOEe OHOJOTUYECKOe pa3HoOoOpa3ue
METaHOTPO(OB, HO BBICOKYIO TOJII0O B COOOIIECTBAX U3 CJIOEB BOJHOM TOMIIU C
BBICOKUMHU KOHUEeHTpausiMu CHs. OCHOBHOM KOMIIOHEHT METaHOKHUCIISIOUIUX
cooO1iecTB BOAHOM Toimu 03. baiikan — meraHotpodHbie Oaktepun | Tuma, He
UMEIOIINE  KYJbTUBUPYEMBIX romoyioroB. O4YeBHAHO, 4YTO B  TJIyOOKOM
XOJIOMHOBOJAHOM oO3epe baiikan, Kak M B JPYyrHX HPECHOBOAHBIX BOJOEMAX,
METaHOTPO(MBI UTPAIOT BAXKHYIO POJIb B KPYTrOBOPOTE yriieposa, okucisisi CHa.

MerareHOMHbBIN aHAJIN3 TEHOMOB MO3BOJIMII TTOKA3aTh SHJEMU3M OalKaIbCKUX
METaHOKHCIAIOMUX OakTepuil. bbuld MOMy4eHbl TeHOMBI TPEX METaHOKHCIISIOIINX
Oaktepuit | Tuma, TIYOOKMH aHaIM3 KOTOPHIX TO3BOJIUT BBIABUTH UX
MeTaboIMYeCKUi MOTeHIINAI U 000paTh ONTUMAJIbHBIE YCIOBUS KYJIbTUBUPOBAHUS
JUTS TIOJTY9€HUS YUCTHIX KYJIBTYP.

Takum o0pazoMm, pe3ynbTaThl HCCIEAOBAHUSA PACHIMPUIM  3HAaHUA O
(UIIOreHETUYECKOM Pa3HOO0pa3ud W METAHOKHUCIISIOMIEH aKTUBHOCTH a’pPOOHBIX
MeTaHOTpO(HBIX OakTepuil B BOJHOM Tojmle 03. bailkan, a TakKe BBISIBUIU
CHIOCOOHOCTh HOBBIX MHUKPOOPTraHM3MOB Y4acTBOBAaTh B OMOr€OXMMHMUYECKUX IUKIIaX

a30Ta U CEPHI.
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BbIBO/IbI

1. B npumoHHoil 00sacTH BOAHOW TOJIIM PaiOHOB C  Pa3IUYHBIMH
HKOJIOTUYECKUMHU YCIOBUSAMH OTMEUYEHO BIUSHUE TIIyOWHBI, TEMIEpaTypbl W THUIA
pasrpy’Karolerocsi yrieBoaopojia Ha (PUIOreHETHYECKUH COCTaB MHUKPOOHBIX
cooOmiectB (1Mo AaHHBIM aHanu3a OubaroTek reHoB 16S pPHK). B paiione nedre-
METaHOBOTO cumna jgoMuHupoBanu (mo 60%) mnpencraBuTenn ceMencTBa
Sphingomonadales  (Alphaproteobacteria), Ommxkaifiime TOMOJIOTH  KOTOPBIX
ABJIAIOTCS JI€CTPYKTOPAMH TOJIMLIUKIMYECKUX apOMaTUYECKUX YIJIEBOJAOPOJOB. B
palioHe rpsi3eBOro ByJKaHa JOMUHUPOBAIN MeTaHOKHCIsAomue oakrepun | Tuna (110
63.7%) cemeiictBa Methylococcaceae.

2. B MOBEpXHOCTHBIX U TIYOMHHBIX CIOSIX BOJHOW TOJIIM PAaOHOB pasrpy3Ku
VIJIEBOJIOPOJIOB  TaKCOHOMHYECKMM  COCTAaB  METAHOKHUCHSIOMMX  OakTepuit
paznuyaiics, IO JaHHBIM aHajuu3a OMONMMOTEeK (PYHKIUMOHAIBHBIX T'EHOB,
OTBETCTBEHHBIX 3a pas3Hble craguu okucieHuss CHi. T'en PmMOA, xoaupyromumi
MeMOpaHHYI0 METaHMOHOOKCHI€Ha3y, BbIsiBIIEH y wMeTtaHoTpodoB |l Ttuma B
coobmiecTBax HedTe-MeTaHoBOro cuna (10 rimyounst 300 M), a metanotpods! | Tuma
OTMEUEHbI B TIIYyOMHHBIX CIIOSIX BOJHOW TOJIIM TPSA3EBOTO ByikaHa. ['en mxaF,
KOJUPYIOIIUA METAaHOJAETHIPOTreHas3y, BBISIBIEH TOJBKO Yy MpEICTAaBUTENEH poja
Methylobacterium Bo Bcex cooOIecTBax.

3. Bxiag metanoTpodHBIX OakTepwii B 00N 0aKTEpHUOIUIAHKTOH o3epa baiikam B
palioHax ¢ pa3IUYHBIM TUAPOJIOTUYECKUM PEeXUMOM He mpeBbimai 3% ot OUM (npu
ucrnosib3oBanuu Meroaa FISH), uro comocrtaBumo ¢ oTmedaembiM B o3epax Kuny,
Koncrann u Pot3see.

4. B npUIOHHBIX CIOSX BOAHOW TOJIM PAalOHOB Pa3rpy3Ku YrieBOJOPOJOB 03.
Balikan oTMedeHbl HauOoJIee BBICOKME CKOPOCTH MeTaHokucienus (mo 7.87 x 1071
HJ1/(J1 CyT)) IpU MaKCUMAaJIbHBIX KOHIICHTpAIusix MeTaHa. [loBbIIeHHOE coepkaHue

MCTaHa B IIOBCPXHOCTHBIX CJIOAX BOI[HOﬁ TOJIIIM MOXKCT CBHIACTCIBCTBOBATH O



99

Hanuuuu B baiikane sBI€HUS «METAaHOBOTO MapajoKca», OTMEYAeMOr0o BO MHOTHUX
BOJOEMaXx.

5. Y3 riyOMHHBIX CJI0E€B BOJHOW TONIIM (POHOBOTO paiioHa 03. baiikam Ha ocHOBe
riy0OKOro merareHoMHOro ananm3a oOpasuoB J[HK annoTupoBaHo Tpu reHoma
METaHOTPO(MHBIX OaKTepuid, COAEpKAIIMX TEHbI, OOECHeYHBAIOIINE YYacTHE B
IIMKJIaX MeTaHa W a3ota. ['eHoM Oalikaimbckoro mpencraButenst Methyloglobulus sp.
oraudaercss ot  u3BectHoro  Methyloglobulus  morosus, d4ro  moxer
CBUJIETEIBCTBOBATH 00 HHAEMUYHOCTH JAaHHOTO MUKPOOPTaHHU3MA.

6. Ilpu »sKCcEpUMEHTATHLHOM KYJIbTUBUPOBAHUM MPUPOJHOTO MHUKPOOHOIO
coo0IIecTBa MPU HU3KUX TEMIIepaTypax B aTMocdepe MeTaHa MoKa3aHa ClioCOOHOCTh
KyJbTYP UCIOJIB30BATh PA3JIMYHbIC HCTOYHUKU a30Ta, ¢ 00Jiee aKTUBHBIM Pa3BUTHEM

METaHOTPO(MHBIX OaKTepUil Ha Cpejie C AMMOHUNWHBIM a30TOM.
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CIIUCOK COKPAIIIEHUN

/B — rpsi3eBOM BYJIKaH;

I'T — rasoBble TUApPATHI;

JNADU — 4,6-mnamMun0-2-(peHIITMHIOIT

MJII" — meTanonAeruIporeHasa;

MMMO — meMOpaHHasi METAHMOHOOKCUTEHA34;
MMO — MeTaHMOHOOKCHUT'€HA3a,

MO — MeTaHOKUCJIEHUE;

MOB — MeTaHokucHstOIINe OaKTEPUH;

H-m/c — meTaHOBBIN cHIl;

03. — 03epo

OTE — onepanimonHasi TAKCOHOMUYECKasl €AMHUIIA;
OYM - o611ast YMCIEHHOCTH MUKPOOPTaHU3MOB;
[IIIP — monuMepa3Has nenHas peaxkius;

pMMO — pacTBOpUMasi METAHMOHOOKCHUT'€HA34;
PM® — pulynozoMoHOpOCHaTHBIN MyTh;

OJII" — hbopmuataeruaporeHasa;

CH4 — meTaH.



10.

11.

101

CIIMCOK JIMTEPATYPBI

Atnac baiikamna; mox pen. I'. Y. Tanmasust. — Omck: Pockaprorpadms, 1993, — 160 c.
bexman M. 1O. Pacnipenenenue u npoaykius makporekronyca / M. 0. bekman,
D. JI. AdanacbeBa // buonorumyeckas NpOJYyKTUBHOCTH TMeJIarMall U ee
n3MeHInBOCTh. — HoBocuOupck: Hayka, 1977. — C. 76-98.

benbkoBa H. JI. Xapakrepuctuka 6mopazHoo0pa3usi MUKPOOHOTO cO00IIecTBa
BOJHOM Touu o3epa baiikan / H. JI. benskosa [u np.] // Mukpobuomorus. —
2003. - T. 72, Ne 2. — C. 239-249.

binaoB B. B. CeroHHble U3MEHEHHSI BEPTUKAIBHON CTPYKTYPhl BOJHOW TOJIIH
nenaruanu FOxuoro baiikama / B. B. bimuos [u ap.] / Boaasie pecypebl. — T.
44, No 3. — C. 285-295.

bonapmakoB A. M. OO wucnoib3oBaHUM METOAUKU (Ha30BO-PaBHOBECHOM
Jierazaiuu Ipu razoMeTpudeckux uccienoanusx / A. M. bonsmakos, A. B.
Eropos // Okxeanomorus. —1987. —T. 27, Ne 5. —C. 861-862.

BopoObe A. B. lcnonb3oBaHue HAKONUTENbHBIX KyJIbTYp IS OLEHKH
CTPYKTYpPBl COOOIIECTB MeTaHOTpopoB B TopdsHOM TmouBe: mpodaeMa
pernpe3eHTaTuBHOCTH pe3yiasTatoB / A. B. BopobseB, C. H. [enpmm //
Muxkpoowuomnorus. — 2008. — T. 77, Ne 4. — C. 566-5609.

[NaitrytnunoBa E. A. AspoOHbie MeTaHOTpO(HBIE COOOIIECTBA JOHHBIX OCAIKOB
o3epa baiikan / E. A. I'aiinytaunosa [u ap.] / Mukpoouosorus. — 2005. — T. 74,
Ne 4. - C. 562-571.

laitnytannoBa E. A. bBakrepuanbHOoe okucieHue MeraHa B o3epe balikain:
aBToped. mucc. ... kaua. ouon. Hayk / E. A. TaiinytaunoBa; Y.-VY., 2005. — 24 c.
["anpuenko B. ®@. Meranorpodusie 6akrepuun / B. @. [Nanpuenko. — Mocksa:
I'EOC, 2001. —500 c.

[Manpuenko B. ®@. Cynbsdarpeaykius, MeTaHOOpa30BaHUE U METAHOKHUCIICHHUE B
pa3n4HbIX Bojmoemax oasuca banrep Xwii, Anrapkruna / B. @. Nagpuenko //
Muxkpoouonorusa. —1994. — T. 63, Ne 4.— C. 388-396.

['onmy6eB B. A. TI'eorepmuueckuii mporHo3 3aracoB Tra3orujpaToB B JOHHBIX



12.

13.

14.

15.

16.

17,

18.

19.

102

ocankax baiikana / B. A. ['omy6eB // Marep. Becepocc. Hayu. koH}. «['eonorust u
He(TEera3aHOCTHOCTh 3amagHoCHOUpCKOro MerabacceitHa» [Tiomenn, 14-17
HOos10ps 2000 r.]. — C. 14-17.

['opmikoB A. I'. CoBpeMeHHbII ypoBeHb HEPTETIPOIYKTOB B Boje o3epa baiikan
u ero nputokoB / A. I'. I'opmikoB [u ap.] // Xumus B uHTEpecax yCTOWYHUBOTO
pazutus. — 2010. — Ne 18. — C. 711-718.

I'panun H. I'. I3MeHeHne KOHUEHTpauu MeTaHa B o3epe balikan: Bo3MoOxHas
npuuuna // H. I'. T'panun [u ap.] // Marep. koud. «I'a30Bble TruapaTsl B
skocucteme 3emnu'2014» [HoBocubupck, 7-10 ampens 2014 r.]. —
Hosocubupck: UHX CO PAH, 2014. — C. 25.

['panun H. I'. Oxucnenue merana B BojgHOUM Toume o3epa baiikan / H. T.
I'panun [u ap.] // JAH. — 2013. — T. 451, Ne 3. — C. 332-335.

Haryposa O. II. ['eoxumuueckast qeTeIbHOCTb METAHOTPOPHBIX OaKTEpUil B
o3epe baiikan / O. I1. Jaryposa [u np.] / Matep. koH}. «MUKpoOpraHusMsl u
ouocepa» [Mocksa, 19-20 Hosiopst 2007 r.]. — M.: MAKC IlIpecc, 2007. — C.
39-40.

Jenucona JI. . buopasnooOpa3ue OakTepuil Ha pa3NMUYHBIX MTYOMHAX HOXKHOU
KOTJIOBUHBI 03epa baiikai, BeIsiBIeHHOE 1O TociienoBaTenbHocTsM 16S pPHK /
JI. 5. denucosa [u np.] // Mukpoouomorus. — 1999. — T. 68, Ne 4. — C. 547-556.
J3t06an A. H. JlecTpyKIiysi OpraHU4YeCKOro BEIIeCTBA U IIUKII METaHa B JIOHHBIX
OTJIOKEHMSIX BHYTpeHHUX BojoemoB / A. H. [I3i06an; mom pen. A. U.
Komnsuiosa. — Apocnasns: [Ipuntxayc, 2010. 192 c.

Eropos A. B. HabGmomenust 3a oOpa3oBaHMEM M Pa3JI0KEHUEM Ta30BbIX
TUAPATOB ¢ OopTa riayOoKkoBOoAHOro obOurtaemoro ammapata «MUP» / A. B.
Eropos, P. 1. Hurmarynun, A. H. PoxxkoB // Matep. koH®. «["a30Bble ruapaThl
B okocucremMe 3emumn'2014» [Hoocubupck, 7-10 ampens 2014 r1.]. —
Hosocubupck: UHX CO PAH, 2014. - C. 27.

EropoB A. B. OcHOBHBIE 3aKOHOMEPHOCTU paCIHpeeeHUs] METaHa B BOJE U
ocankax ozepa baiikan / A. B. Eropos, T. U. 3emckas, M. A. I'paueB //

['eonorua Moper U OKEaHOB: TE3UCHI AOKIAAOB XV MexXIyHapOAHOW IIKOJIbI



20.

21,

22.

23.

24,

25.

26.

217.

28.

103

mopckoit reosorun. — M.: TEOC, 2003. - T. 2. — C. 169-170.

3emckaa T. M. KoMIiekcHbIE UCCIEN0BAaHUS MPOSBICHUN Fa30BbIX T'MAPATOB B
ocankax o3epa baiikan / T. U. 3emckas [u ap.] / V3MeHeHnue okpyxkaroriei
cpenst u knuMmata. T. 4. Ilpomeccsl B Oumocdepe: M3MEHEHHsS] MOYBEHHO-
pPaCTUTENBHOTO MOKPOBAa U TEPpUTOpHUANIbHBIX BojA P®d, KkpyroBopoT BeliecTs
MO/ BJIMSHUEM TJOOATbHBIX WM3MEHCHMHA KiIMMaTa | KaTacTpopuuecKux
nporeccoB; noa pen. I'. A. 3aBap3una, B. H. Kyzaesposa. — M.: U®X u BIIII
PAH, 2008. — C. 125-152.

KanmerukoB I'. B. T'eHermueckue tumbsl MetaHa o3epa baiikan / I'. B.
Kanmbrukos [u ap.] // JAH. —2006. — T. 411. — Ne 5. — C. 672-675.

Kamoxnas O. B. Brnusaume o6ecuBeunBanus OalikalbCKOW TYOKHM Ha
TaKCOHOMHMYECKH COCTaB CUMOMOTHYECKMX MukpoopranmsmoB / O. B.
Kamroxxnas, B. b. Mnxosuu // I'enernka. — 2015. — T. 51, Ne 11. — C. 1335-1340.
KBacuukoB E. . MeTonbl BbIJIeJICHUS U HEKOTOPbIE OCOOCHHOCTH OMOJIOTUH
MUKPOOPIaHU3MOB, OKHUCISIONIMX ra3zoo0pa3Heie yrieBoaopoast / E. H.
Ksacuukos, 0. P. Manamenko, B. A. Pomanenko // Mukpoouomorus. — 1969.—
T. 38, Ne 6. — C.968-974.

Krnepke S. ['unpaTel MeTaHa B MOBEPXHOCTHOM CJIOE€ TJIYOOKOBOJIHBIX OCAJIKOB
o3epa batikan / 5. Knepke [u np.] // AAH. —2003. — T. 393, Ne 6. — C. 822-826.
Kysemun M. U. IlepBas Haxoaka ra3oruapaToB B OCAJOYHOM TOJIIE O3€pa
Baiikan / M. U. Ky3emun [u ap.] // JAH. —1998. — T. 362, Ne 4. — C. 541-543.
Hamcapaes b. b. bakrepuanbHoe okucieHue meraHa B ozepe baiikan / b. b.
Hamcapaes [u ap.] // Tpyael wuHctHTyTa MEKpoOmosornu wum. C. H.
Bunorpanckoro. — 2006. — T. XIII. — C. 113-146.

Hamcapae b. b. bakrtepuanbpHbie COOOIIECTBA JOHHBIX OCaJIKOB B pailoHE
THIPOTEPMAbHOTO HcTOouHMKa OyxThl ®ponmxa / b. b. Hamcapaes [u mp.] //
['eonorus u reodusuka. — 2002. — T. 43, Ne 7. — C. 644-647.

HamcapaeB b. b. Mukpo6uosiorudeckre Mporecchl KpyroBopora yriepojaa B
JOHHBIX ocankax o3epa baiikan / b. b. Hamcapaes, T. W. 3emckas; mox pexa. B.

M. T'opnienko. — HoBocubupck: U3n-so CO PAH, ®unuan TEO', 2000. — 160 c.



29.

30.

31.

32.

33.

34,

35.

36.

37.

38.

104

Musangponues M. b. BeprukanbHoe pacnpeneneHue MeTaHa B BOJHOM TOJIILE
baiikana / . b. Muzaunponnes [u ap.] // Bogasie pecypesl. — 2020. — T. 47, Ne
1. - C. 78-85.

MuxaitmoB M. C. OO0 OJHOPOJHOCTH TaKCOHOMHYECKOTO  COCTaBa
OaKTepHabHBIX COOOIECTB (POTHUECKOTO CIIOsI TpeX KOTJIOBUH o3epa baiikar,
pa3IUYAIONIUXCsl 10 COCTaBy W OOMIMIO BeceHHero d¢uromuianktona / U. C.
Muxaiinos [u ap.] // JAH. — 2015. — T. 465, Ne 5. — C. 620-626.

MakcumoBa 3. A. Mukpobuosorus Boja baiikana / O. A. Makcumona, B. H.
Makcumos. — Upkytck: U3a-Bo UpkyT. I'oc. yH-Ta, 1989. — 168 c.

O6xupoB A. U. Pacnipenenenue metana B Boje o3epa batikan / A. Y. O6xupoB [u
np.] // Marep. YerBeproit Bepemarunckoi baiikanbckoit koud. [Mpkytck, 26
ceHts10psa — 1 okts10ps 2005 r.]. — Upkyrck: U3n-Bo Mu-Ta reorp. CO PAH, 2005.
—C. 141-142.

[Tapdenosa B. B. O BepTuKabHOM pacnpeAeieHNd MUKPOOPTaHU3MOB B 03€pe
Baiikai B mepro BeCCHHEro 0OHOBJICHMS TIyOuHHBIX Box / B. B. Ilapdenosa [u
ap.] // Mukpoouonorus. — 2000. — T. 69, Ne 3. — C. 433-440.

[TapdenoBa B. B. CpaBHuTenbHblil aHanu3 OMOpa3HOOOpa3usi OaKTEpHAIbHBIX
COOOIIECTB MJIaHKTOHA M OMoruieHKH B o3epe baiikan / B. B. [1apdenosa, A. C.
I'maaxux, O. U. bensix // Mukpoobuomnorus. — 2013. — T. 82, Ne 1. — C. 94-105.
[TectynoB . A. IIpocTpaHCTBEHHOE paclpenciCHUE HANpaBJICHUS MOTOKOB
CO; u CH4 no akBatopuu o3epa baiikan (kpyrobaiikanbckas SKCIEAUIINS, UIOHD
2013r / JI. A. Ilectynos [u mp.] // OnTuka armocdeps! u okeana. — 2015. — T.
28, Ne 9. — C. 792—799.

[TumenoB H. B. O6pa3oBaHne 1 OKHCICHHE METaHa B MEPOMHKTHUCCKOM 03€pe
I'ex-T'enb (Asep6aiimkan) / H. B. [Tumenos [u ap.] / Mukpoouomorus. — 2010.
—T. 79, Ne 2. —C. 270-276.

Tpouenko HO. A. Ocrpemodunbabie MetaHoTpodsl / FO. A. Tpouenko, B. H.
XwmenennHa; noa pen. B. @. INanpuenko. — [Tymmuno: OHTU ITHIL PAH, 2008. —
206 c.

XneictoB O. M. Hedtb B 03epe mupoBoro Hacieaus / O. M. XnbictoB [u ap.] //



39.

40.

41.

42.

43.

44.

45.

46.

105

JAH. —2007. - T. 414, Ne 5. — C. 656—659.

XapictoB O. M. OnbIT KapTUPOBaHUS KPOBIU MPHUIIOBEPXHOCTHBIX Ta30BBIX
ruapaToB o3epa baiikan u u3Bnedyenue raza u3 mux / O. M. XmsictoB [u ap.] //
['eonorus u reopusuka. — 2014. — T. 55, Ne 9. — C. 1415-1425.

XapictoB O. M. [IporHo3Hasi olieHKa 3alacoB METaHa B Ta30BBIX THJpaTax
o3epa baiikan / O. M. XueictoB [u np.] // COOpHUK U30p. TPYAOB HAYY.-TEXHUMY.
KoH}. «['eonmorusi, MOMCKM M pa3BeIKa IMOJIE3HBIX MCKOMAEMbIX W METOJIbI
reoJIOTMYECKUX UccienoBanuity, Bemm. 2. — Upkyrck: UT'TY, 2002.— C. 71-79.
Xmenenuna B. H. Ocob6ennoctu merabonn3Ma o0auraTHbix MeTanotpodos / B.
H. Xmenenuna, FO. A. Tponenko // Tpyast UacTuTyTa Mukpoobuonoruu um. C.
H. Bunorpanckoro. — 2006. — T. 13. — C. 24-44.

[[lumapaes M. H. Ilponeccbl oOMeHa U pacnpenesieHue MUKPOOPTaHU3MOB B
rinyOuMHHOM 30HE o3epa baiikan / M. H. lllumapaes [u ap.] // JAH. — 2000. — T.
372, Ne 1. - C. 138-141.

[lly6enkoBa O. B. buopasnoobpazue MUKPOOHOro coOOIIeCTBa PailOHOB
3aJieraHus Ta30BbIX TUAPATOB U OyxThl Dponmxa o3epa baiikan: mucc. ... KaH.
ouomn. Hayk / O. B. llly6enkosa; UT'Y. — Upkytck, 2006. —127 c.

[Iy6enkoBa O. B. JluHamuka MpoIECCOB IMKJIA METaHAa B OCaJKax o3epa
batikan / O. B. lllyoenkosa [u mp.] // Marep. 3-ro baiikanbckoro MukpoOHoJ.
cumnosuyma ¢ Mexa. yd. BSM-2011. [Upkyrck, 3—8oktsaops 2011 r.]. —
Upxytck: U3a-Bo Un-ta reorp. um. B.b. Couasst CO PAH, 2011. — C. 162-163.
[yoenkoBa O. B. MeranotpodHubsie Oaktepun o3epa baiikan B paiioHax
3ajeranust ra3oBeix rHaparoB / O. B. IllybenkoBa [u ap.] / Marep. 2-ro
baiikansckoro Mukpo6uon. Cummosuyma ¢ Mexna. yd. « MUKpOOpraHuU3Mbl B
HKOCUCTEMAX 03€ep, peK, Bogoxpanuwnuiny. [Mpkyrck, 10—-15 centadps 2007 r.].
— Upxytck: U3a-so Uu-Ta reorp. CO PAH, 2007. — C. 255-256.

[Iy6enkoBa O. B. IlepBbie pe3ynbTaThl UCCIEAOBAHUS (PUIOTEHETHUECKOTO
paszHooOpa3usi MUKpoopraHu3mMoB ocaakoB Ixuoro baiikana B palioHe
NPUIIOBEPXHOCTHOTO 3ajeranus ruapatoB merana / O. B. Illyoenkosa [u mp.] //

Muxkpoobuonorust. — 2005. — T. 74, Ne 3. — C. 370-377.



47.

48.

49.

50.

51,

52,

53.

54,

55.

56.

57,

58.

106

Abdallah R. Z. Aerobic methanotrophic communities at the Red Sea brine-
seawater interface / R. Z. Abdallah [et al.] // Front. microbiol. —2014. — V. 5. —
Art. Ne 487,

Akberdin 1. R. Methane utilization in Methylomicrobium alcaliphilum 20Z%: a
systems approach / 1. R. Akberdin [et al.] // Sci. Rep. —2018 — V. 8, Ne 1. — P. 2512.
Altschul S. F. Basic local alignment search tool / S. F. Altschul [et al.] // J. Mol.
Biol. —-1990. — 215. — P. 403-410.

Altschul S. F. Gapped BLAST and PSI-BLAST: a new generation of protein
database search programs / S. F. Altschul [et al.] // Nucleic Acids Res. — 1997. —
V. 25. — P. 3389-3402.

Amann R. I. Combination of 16S rRNA-targeted oligonucleotide probes with
flow cytometry for analyzing mixed microbial populations / R. I. Amann [et al.]
/I Appl. Environ. Microbiol. — 1990. — V. 56, Ne 6. — P. 1919-1925.

Amann R. I. Phylogenetic identification and in situ detection of individual
microbial cells without cultivation / R. I. Amann, W. Ludwig, K. H. Schleifer //
Microbiol. Rev. —1995. — V. 59, Ne 1. — P. 143-169.

Amaral J. A. Growth of methanotrophs in methane and oxygen counter gradients / J.
A. Amaral, R. Knowles // FEMS Microbiol. Lett. —1995. — V. 126. — P. 215-220.
Amodeo C. Environmental factors influencing landfill gas biofiltration: Lab
scale study on methanotrophic bacteria growth / C. Amodeo [et al.] // J. Environ.
Sci. Health A. —2018. - V. 53, Ne 9. — P. 825-831.

Anantharaman K. Metagenomic resolution of microbial functions in deep-sea
hydrothermal plumes across the Eastern Lau Spreading Center / K. Anantharaman,
J. A. Breier, G. J. Dick // ISME J. — 2016. — V. 10, Ne 1. — P. 225-239.

Anthony C. The Biochemistry of Methylotrophs / C. Anthony // New York:
Academic Press Inc, 1982. — XV + 431 pp.

Anthony C. The biochemistry of methanol dehydrogenase / C. Anthony, S. L.
Dales // Microbial Growth on C; Compounds; eds M. E. Lidstrom, F. R. Tabita.
— Dordrecht: Kluwer Academic Publishers, 1996. — P. 213-219.

Auman A. J. Analysis of sSMMO-containing type | methanotrophs in Lake



59.

60.

61.

62.

63.

64.

65.

66.

67.

68.

107

Washington sediment / A. J. Auman, M. E. Lidstrom // Environ. Microbiol. —
2002. —V.4,—Ne 9. — P, 517-524.

Auman A. J. Molecular characterisation of methanotrophic isolates from
freshwater lake sediment / A. J. Auman [et al.] // Appl. Environ. Microbiol. —
2000. - V. 66. — P. 5259-5266.

Baani M. Two isozymes of particulate methane monooxygenase with different
methane oxidation kinetics are found in Methylocystis sp. strain SC2 / M. Baani,
W. Liesack // Proc. Natl. Acad. Sci. U.S.A. —2008. — V. 105. — P. 10203-10208.
Bastviken D. Fates of methane from different lake habitats: Connecting whole-
lake budgets and CH,4 emissions / D. Bastviken [et al.] // J. Geophys. Res. —
2008. — V. 113, Ne. G2. — Art. Ne G02024.

Bastviken D. Freshwater methane emissions offset the continental carbon sink /
D. Bastviken [et al.] // Science. — 2011. — V. 331. — P. 50.

Bastviken D. Measurement of methane oxidation in lakes: a comparison of
methods / D. Bastviken, J. Ejlertsson, L. Tranvik // Environ. Sci. Technol. —
2002. - V. 36. — P. 3354-3361.

Bastviken D. Methane emissions from lakes: dependence of lake characteristics,
two regional assessments, and a global estimate / D. Bastviken [et al.] // Glob.
Biogeochem. Cycles. — 2004. — V. 18, Ne 4, — P. 1-12.

Beaulieu J. J. Eutrophication will increase methane emissions from lakes and
impoundments during the 21st century / J. J. Beaulieu, T. DelSontro, J. A.
Downing // Nat. Commun. — 2019. — V. 10, Ne 1. — Art. Ne 1375.

Beck D. A. A metagenomic insight into freshwater methane-utilizing
communities and evidence for cooperation between the Methylococcaceae and
the Methylophilaceae / D. A. Beck [et al.] // PeerJ. —2013. — V. 1. — Art. No ¢23.
Belykh. O. I. Autotrophic picoplankton in Lake Baikal: abundance, dynamics,
and distribution / O. I. Belykh, E. G. Sorokovikova // Aquat. Ecosyst. Health
Manage. — 2003. — V. 6. — P. 251-261.

Belykh O. I. Autotrophic picoplankton of Lake Baikal: composition, abundance
and structure / O. I. Belykh [et al.] // Hydrobiologia. — 2006. — V. 568. — P. 9-17.



69.

70.

71.

72,

73.

74.

75.

76.

77,

78.

79.

108

Belykh O. I. Picoplankton Cyanoprokaryota of genera Synechococcus Nageli
and Cyanobium Rippka et Cohen-baz. from Lake Baikal / O. I. Belykh [et al.] //
International Journal on Algae. — 2011. — V. 13, Ne 2. — P. 149-163.

Bessette S. Relative abundance and diversity of bacterial methanotrophs at the
oxic—anoxic interface of the Congo deep-sea fan / S. Bessette [et al.] // Front.
Microbiol. — 2017. — V. 8. — Art. Ne 715.

Bergmann G. T. The under-recognized dominance of Verrucomicrobia in soil
bacterial communities / G. T. Bergmann [et al.] // Soil Biol. Biochem. — 2011. —
V.43, Ne 7. — P. 1450-1455.

Biderre-Petit C. Identification of microbial communities involved in the
methane cycle of a freshwater meromictic lake / C. Biderre-Petit [et al.] // FEMS
Microbiol. Ecol. — 2011. — V. 77, Ne 3. — P. 533-545.

Bizi¢-lonescu M. Widespread methane formation by Cyanobacteria in aquatic and
terrestrial ecosystems / M. Bizi¢-lonescu [et al.] // bioRxiv. —2019. — Art. Ne 398958.
Blees J. Spatial variations in surface water methane super-saturation and
emission in Lake Lugano, southern Switzerland / J. Blees [et al.] // Aquat. Sci. —
2015. — V. 77. — P. 535-545.

Bodelier P. L. E. Nitrogen as a regulatory factor of methane oxidation in soils
and sediments / P. L. E. Bodelier, H. J. Laanbroek // FEMS Microbiol. Ecol. —
2004. — V. 47. — P. 265-277.

Boden R. Complete genome sequence of the aerobic marine methanotroph
Methylomonas methanica MC09 / R. Boden [et al.] // J. Bacteriol. — 2011. — V.
193, Ne 24. — P. 7001-7002.

Bogard M. J. Oxic water column methanogenesis as a major component of aquatic
CH, fluxes / M. J. Bogard [et al.] // Nat. Commun. — 2014. — V. 5. — Art. Ne 5350.
Borges A. V. Diffusive methane emissions to the atmosphere from Lake Kivu
(Eastern Africa) / A. V. Borges [et al.] // J. Geophys. Res. — 2011. — V. 116. —
Art. No G03032.

Borjesson G. Microbial oxidation of CH, at different temperatures in landfill

cover soils / G. Borjesson, 1. Sundh, B. Svensson // FEMS Microbiol. Ecol. —



80.

81.

82.

83.

84.

85.

86.

87.

88.

89.

109

2004. - V. 48. — P. 305-312.

Bornemann M. Methane release from sediment seeps to the atmosphere is
counteracted by highly active Methylococcaceae in the water column of deep
oligotrophic Lake Constance / M. Bornemann [et al.] // FEMS Microbiol. Ecol.
—2016. - V.92, Ne 8. — Art. Ne fiw123.

Borowski W. S. A review of methane and gas hydrates in the dynamic, stratified
system of the Blake Ridge region, offshore southeastern North America / W. S.
Borowski // Chem. Geol. — 2004. — V. 205. — P. 311-346.

Borrel G. Production and consumption of methane in freshwater lake ecosystems /
G. Borrel [et al.] // Res. Microbiol. —2011. — V. 162, Ne 9. — P. 832-847.

Bowman J. P. Methylococcales / J. P. Bowman // Bergey’s Manual of
Systematics of Archaea and Bacteria; eds W. B. Whitman, F. Rainey, P.
Kampfer, M. Trujillo, J. Chun, P. De Vos, B. Hedlund, S. Dedysh. — Hoboken:
John Wiley & Sons, 2019. — P. 1-4.

Bowman J. P. Methylosphaera hansonii gen. nov., sp. nov., a psychrophilic,
group | methanotroph from Antarctic marine-salinity, meromictic lakes / J. P.
Bowman, S. A. McCammon, J. H. Skerratt // Microbiology. — 1997. — V. 143. —
P. 1451-1459.

Bowman J. P. The methanotrophs — the families Methylococcaceae and
Methylocystaceae / J. P. Bowman // The prokaryotes; eds. M. Dworkin [et al.]. —
New York: Springer, 2006. — V. 5. — P. 266-289.

Bowman J. P. The phylogenetic position of the Methylococcaceae / J. P. Bowman,
L. I. Sly, E. Stackebrandt // Int. J. Syst. Bacteriol. — 1995. — V. 45, — P. 182-185.
Brankovits D. Methane- and dissolved organic carbon-fueled microbial loop
supports a tropical subterranean estuary ecosystem / D. Brankovits [et al.] // Nat
Commun. — 2017. — V. 8. — Art. Ne 1835.

Bussmann |. Cultivation of methanotrophic bacteria in opposing gradients of
methane and oxygen / I. Bussmann, M. Rahalkar, B. Schink // FEMS Microbiol.
Ecol. — 2006. — V. 56, Ne 3. — P. 331-344.

Bussmann |. Preferential cultivation of type Il methanotrophic bacteria from



90.

91.

92.

93.

94,

95.

96.

97.

98.

99.

110

littoral sediments (Lake Constance) / I. Bussmann [et al.] // FEMS Microbiol.
Ecol. — 2004. - V. 47. — P. 179-1809.

Cabello-Yeves P. J. Reconstruction of diverse verrucomicrobial genomes from
metagenome datasets of freshwater reservoirs / P. J. Cabello-Yeves [et al.] //
Front. Microbiol. — 2017. — V. 8. — Art. Ne 2131.

Cai Y. Conventional methanotrophs are responsible for atmospheric methane
oxidation in paddy soils / Y. Cai [et al.] // Nat. Commun. — 2016. — V. 7. — Art.
Ne 11728.

Cantera S. Novel haloalkaliphilic methanotrophic bacteria: An attempt for
enhancing methane bio-refinery / S. Cantera [et al.] // J. Environ. Manage. —
2019. - V. 231. — P. 1091-1099.

Cardman Z. Verrucomicrobia are candidates for polysaccharide-degrading
bacterioplankton in an arctic fjord of Svalbard / Z. Cardman [et al.] // Appl.
Environ. Microbiol. — 2014. — V. 80. — P. 3749-3756.

Carini P. Methane production by phosphate-starved SAR11 chemoheterotrophic
marine bacteria / P. Carini [et al.] // Nat. Comm. — 2014. — V. 5. — Art. Ne 4346.
Carini S. Aerobic methane oxidation and methanotroph community composition
during seasonal stratification in Mono Lake, California (USA) / S. Carini [et al.]
/I Environ. Microbiol. — 2005. — T. 7, Ne 8. — P. 1127-1138.

Chaudhary D. K. Sphingomonas naphtha sp. nov., isolated from oil-
contaminated soil / D. K. Chaudhary, J. Kim // Int. J. Syst. Evol. Microbiol. —
2016. - V. 66. — P. 4621-4627.

Chen Y. Revealing the uncultivated majority: combining DNA stableisotope
probing, multiple displacement amplification and metagenomic analyses of
uncultivated Methylocystis in acidic peatlands / Y. Chen [et al.] // Environ.
Microbiol. — 2008. — V. 10. — P. 2609-2622.

Chistoserdova L. Aerobic Methylotrophic Prokaryotes / L. Chistoserdova, M. E.
Lidstrom // The Prokaryotes; eds. E. Rosenberg [et al.]. — Berlin, Heidelberg:
Springer, 2013. — P. 267-285.

Chistoserdova L. Methylotrophy in a lake: from metagenomics to single



100.

101.

102.

103.

104.

105.

106.

107.

108.

109.

110.

111

organism physiology / L. Chistoserdova // Appl. Environ. Microbiol. — 2011. —
V. 77.—P.4705-4711.

Chistoserdova L. Modularity of methylotrophy, revisited / L. Chistoserdova //
Environ. Microbiol. —2011a. — V. 13. — P. 2603-2622.

Chu F. XoxF acts as the predominant methanol dehydrogenase in the type |
methanotroph Methylomicrobium buryatense / F. Chu, M. E. Lidstrom // J.
Bacteriol. — 2016. — V. 198, Ne 8. — P. 1317-1325.

Clilverd H. Chemical and physical controls on the oxygen regime of ice-covered
arctic lakes and reservoirs / H. Clilverd, D. White, M. Lilly // J. Am. Water
Resources Ass. — 2009. — V. 45. — P. 500-511.

Conrad R. Contribution of hydrogen to methane production and control of
hydrogen concentrations in methanogenic soils and sediments / R. Conrad //
FEMS Microbiol. Ecol. — 1999. — V. 28. — P. 193-202.

Conrad R. The global methane cycle: recent advances in understanding the
microbial processes involved / R. Conrad // Environ. Microbiol. Rep. — 2009. —
V. 1. - P.285-292.

Corder R. E. Biological production of methanol from methane / R. E. Corder [et
al.] // Abs. Pap. Am. Chem. Soc. — 1986. — V. 196. — P. 231-234.

Costello A. M. Estimation of methanotroph abundance in a freshwater lake
sediment / A. M. Costello [et al.] // Environ. Microbiol. — 2002. — V. 4. — P.
443-450.

Costello A. M. Molecular characterization of functional and phylogenetic genes
from natural populations of methanotrophs in lake sediments / A. M. Costello,
M. E. Lidstrom // Appl. Environ. Microbiol. — 1999. — V. 65. — P. 5066-5074.
Crevecoeur S. Diversity and potential activity of methanotrophs in high
methane-emitting permafrost thaw ponds / S. Crevecoeur [et al.] // PLoS One. —
2017.-V. 12. — Art. Ne e0188223.

Crowe S. The methane cycle in ferruginous Lake Matano / S. Crowe [et al.] //
Geobiology. — 2011. - V. 9. - P. 61-78.

Damm E. Methane production in aerobic oligotrophic surface water in the



111.

112.

113.

114.

115.

116.

117.

118.

119.

112

central Arctic Ocean / E. Damm [et al.] // Biogeosciences. — 2010. — V. 7. — P.
1099-1108.

Davidson T. A. Synergy between nutrients and warming enhances methane
ebullition from experimental lakes / T. A. Davidson [et al.] // Nature Clim.
Change. — 2018. - V. 8. — P. 156-160.

Dean J. F. Methane feedbacks to the global climate system in a warmer world /
J. F. Dean [et al.] // Rev. Geophys. — 2018. — V. 56. — P. 207-250.

Dedysh S. N. Cultivation of methanotrophs / S. N. Dedysh, P. F. Dunfield //
Hydrocarbon and lipid microbiology protocols. Springer protocols handbooks;
eds T. McGenity, K. Timmis, B. Nogales. — Berlin, Heidelberg: Springer, 2014.
—P. 231-247.

Dedysh S. N. Detection and enumeration of methanotrophs in acidic Sphagnum
peat by 16S rRNA fluorescence in situ hybridization, including the use of newly
developed oligonucleotide probes for Methylocella palustris / S. N. Dedysh, M.
Derakshani, W. Liesack // Appl. Environ. Microbiol. — 2001. — V. 67. — P.
4850-4857.

Dedysh S. N. Draft genome sequence of Methyloferula stellata AR4, an obligate
methanotroph possessing only a soluble methane monooxygenase / S. N.
Dedysh [et al.] // Genome Announc. — 2015. — V. 3, Ne 2. — Art. Ne e01555-14.
Dedysh S. N. Exploring methanotroph diversity in acidic northern wetlands:
molecular and cultivation-based studies / S. N. Dedysh // Microbiology. — 2009.
— V. 78. - P. 655-669.

Dedysh S. N. Isolation of acidophilic methane-oxidizing bacteria from northern
peat wetlands / S. N. Dedysh [et al.] // Science. — 1998. — V. 282. — P. 281-284.
Dedysh S. N. Methylocapsa acidiphila gen. nov., sp. nov., a novel
methane-oxidizing and dinitrogen-fixing acidophilic bacterium from Sphagnum
bog / S. N. Dedysh [et al.] // Int. J. Syst. Evol. Microbiol. — 2002. — V. 52. — P.
251-261.

Dedysh S. N. Methylocella palustris gen. nov., sp. nov., a new

methane-oxidizing acidophilic bacterium from peat bogs, representing a novel



120.

121.

122.

123.

124.

125.

126.

127.

128.

129.

130.

113

subtype of serine-pathway methanotrophs / S. N. Dedysh [et al.] // Int. J. Syst.
Evol. Microbiol. — 2000. — V. 50. — P. 955-969.

Dedysh S. N. Methylocella species are facultatively methanotrophic / S. N. Dedysh,
C. Knief, P. F. Dunfield // J. Bacteriol. — 2005. — V. 187. — P. 4665-4670.

Denfeld B. A. Constraints on methane oxidation in ice-covered boreal lakes / B. A.
Denfeld [et al.] // J. Geophys. Res. Biogeosci. — 2016. —V. 121. — P. 1924-1933.
Deng Y. Aerobic methanotroph diversity in Rigangiao peatlands on the Qinghai-
Tibetan Plateau / Y. Deng [et al.] // Environ. Microbiol. Rep. — 2013. — V. 5. —
P. 566-574.

Deutzmann J. S. Anaerobic oxidation of methane in sediments of Lake
Constance, an oligotrophic freshwater lake / J. S. Deutzmann, B. Schink // Appl.
Environ. Microbiol. — 2011. — V. 77, Ne 13. — P. 4429-4436.

Deutzmann J. S. Characterization and phylogeny of a novel methanotroph,
Methyloglobulus morosus gen. nov., spec. nov. / J. S. Deutzmann, M. Hoppert,
B. Schink // Syst. Appl. Microbiol. —2014. — V. 37. — P. 165-169.

Dlugokencky E. Observational constraints on recent increases in the
atmospheric CH,4 burden / E. Dlugokencky [et al.] // Geophys. Res. Lett. — 2009.
—V. 36. — Art. Ne L18803.

Dlugokencky E. Trends in atmospheric methane. Available at NOAA/ESRL
(www.esrl.noaa.gov/gmd/ccgg/trends_ch4/). 2019.

Downing J. The global abundance and size distribution of lakes, ponds, and
impoundments / J. Downing [et al.] // Limnol. Oceanogr. — 2006. — V. 51. — P.
2388-2397.

Dubinsky E. A. Succession of hydrocarbon-degrading bacteria in the aftermath
of the Deepwater Horizon oil spill in the Gulf of Mexico / E. A. Dubinsky [et
al.] // Environ. Sci. Technol. — 2013. — V. 47. — P. 10860-10867.

Dumont M. G. Classification of pmoA amplicon pyrosequences using BLAST
and the lowest common ancestor method in MEGAN / M. G. Dumont [et al.] //
Front. Microbiol. — 2014. — V. 5. — Art. Ne 34,

Dumont M. G. Community-level analysis: key genes of aerobic methane



131.

132.

133.

134.

135.

136.

137.

138.

139.

114

oxidation / M. G. Dumont, J. C. Murrell // Methods Enzymol. — 2005. — V. 397.
— P. 413-427.

Dumont M. G. DNA-, rRNA- and mRNA-based stable isotope probing of
aerobic methanotrophs in lake sediment / M. G. Dumont [et al.] // Environ.
Microbiol. — 2011. — V. 13, Ne 5. — P. 1153-1167.

Dumont M. G. Using stable isotope probing to obtain a targeted metatranscriptome
of aerobic methanotrophs in lake sediment / M. G. Dumont, B. Pommerenke, P.
Casper // Environ. Microbiol. Rep. —2013. - V. 5, Ne 5. — P. 757-764.

Dunfield P. F. High-affinity methane oxidation by a soil enrichment culture
containing a type Il methanotroph / P. F. Dunfield [et al.] // Appl. Environ.
Microbiol. — 1999. — V. 65. — P. 1009-1014.

Dunfield P. F. Methane oxidation by an extremely acidophilic bacterium of the
phylum Verrucomicrobia / P. F. Dunfield [et al.] // Nature. — 2007. — V. 450. —
P. 879-882.

Dunfield P. F. Methylocella silvestris sp nov., a novel methanotroph isolated
from an acidic forest cambisol / P. F. Dunfield [et al.] // Int. J. Syst. Evol.
Microbiol. — 2003. — V. 53. — P. 1231-1239.

Durisch-Kaiser E. What prevents outgassing of methane to the atmosphere in
Lake Tanganyika? / E. Durisch-Kaiser [et al.] // J. Geophys. Res. — 2011. — V.
116. — Art. Ne G02022.

Edwards C. R. Draft genome sequence of uncultured upland soil cluster
Gammaproteobacteria  gives  molecular insights into  high-affinity
methanotrophy / C. R. Edwards [et al.] // Genome Announc. — 2017. — V. 5, Ne
17. — Art. No €00047-17.

Eller G. Cooccurrence of aerobic and anaerobic methane oxidation in the water
column of Lake PluPsee / G. Eller, L. Kénel, M. Kriiger // Appl. Environ.
Microbiol. — 20056. — 71, Ne 12. — P. 8925-8928.

Eller G. Group-specific 16S rRNA targeted probes for the detection of type |
and Il methanotrophs by fluorescence in situ hybridization / G. Eller, S. Stubner,
P. Frenzel // FEMS Microbiol. Letters. — 2001. — V. 198. — P. 91-97.



140.

141.

142.

143.

144,

145.

146.

147.

148.

149.

115

Eller G. Methane cycling in lake sediments and its influence on chironomid
larval partial derivative d13C / G. Eller [et al.] // FEMS Microbiol. Ecol. —
2005a. — V. 54. — P. 339-350.

Emilson E. J. S. Climate-driven shifts in sediment chemistry enhance methane
production in northern lakes / E. J. S. Emilson [et al.] / Nat. Commun. — 2018. —
V. 9. — Art. Ne 1801.

Erikstad H. A. Draft genome sequence of “Candidatus Methylacidiphilum
kamchatkense”  strain Kaml, a thermoacidophilic = methanotrophic
verrucomicrobium / H. A. Erikstad, N. K. Birkeland // Genome Announc. —
2015. - V.3, Ne 2. — Art. Ne ¢00065-15.

Ettwig K. Nitrite-driven anaerobic methane oxidation by oxygenic bacteria / K.
Ettwig [et al.] // Nature. — 2010. — V. 464. — P. 543-548.

Felsenstein J. Confidence limits on phylogenies: An approach using the
bootstrap / J. Felsenstein // Evolution. — 1985. — V. 39. — P. 783-791.

Fernandez J. E. On the methane paradox: Transport from shallow water zones
rather than in situ methanogenesis is the major source of CH, in the open surface
water of lakes / J. E. Fernandez, F. Peeters, H. Hofmann // J. Geophys. Res.
Biogeosci. — 2016. — V. 121. — P. 2717- 2726.

Flynn J. D. Draft genome sequences of gammaproteobacterial methanotrophs
isolated from marine ecosystems / J. D. Flynn [et al.] // Genome Announc. —
2016.—-V.4, No 1. — Art. Ne ¢01629-15.

Forster P. Changes in atmospheric constituents and in radiative forcing / P.
Forster [et al.] // Climate change 2007: The physical science basis. Contribution
of working group | to the fourth assessment report of the intergovernmental
panel on climate change; eds. S. Solomon [et al.]. — Cambridge, New York:
Cambridge Univ Press, 2007. — P. 130-234.

Frankenberg C. Global column averaged methane mixing ratios from 2003 to
2009 as derived from SCIAMACHY: Trends and variability / C. Frankenberg
[et al.] // J. Geophys. Res. —2011. — V. 116. — Art. Noe D04302.

Frenzel P. Oxidation of methane in the oxic surface-layer of a deep lake



150.

151.

152.

153.

154.

155.

156.

157.

158.

159.

160.

116

sediment (Lake Constance) / P. Frenzel, B. Thebrath, R. Conrad // FEMS
Microbiol. Ecol. — 1990. — V. 73. — P. 149-158.

Fu L. CD-HIT: accelerated for clustering the next-generation sequencing data /
L. Fu [et al.] // Bioinformatics. — 2012. — V. 28. — P. 3150-3152.

Garrity G. M. A new genomics-driven taxonomy of Bacteria and Archaea: are we
there yet? / G. M. Garrity // J. Clin. Microbiol. — 2016. — V. 54. — P. 1956-1963.
Gerhardt P. Manual of methods for general bacteriology / P. Gerhardt [et al.] //
Washington: Amer. Soc. Microbiol., 1981. — 524 pp.

Ghashghavi M. Survey of methanotrophic diversity in various ecosystems by
degenerate methane monooxygenase gene primers / M. Ghashghavi, M. Jetten,
C. Liikke // AMB Express. —2017. — V. 7, Ne 1. — Art. Ne 162.

Giovannoni S. J. The small genome of an abundant coastal ocean methylotroph /
S. J. Giovannoni [et al.] // Environ. Microbiol. — 2008. — V. 10. — P. 1771-1782.
Gloeckner F. O. An in situ hybridization protocol for detection and
identification of planktonic bacteria / F. O. Gloeckner [et al.] // Syst. Appl.
Microbiol. — 1996. — V 19. — P. 403-406.

Graham D. W. Factors affecting competition between type | and type Il
methanotrophs in two-organism, continuous-flow reactors / D. W. Graham [et
al.] // Microb. Ecol. —1993. - V. 25. - P. 1-17.

Granin N. G. Gas seeps in Lake Baikal-detection, distribution, and implications
for water column mixing / N. G. Granin [et al.] // Geo-Mar. Lett. — 2010. — V.
30. — P. 399-409.

Granin N.G. Methane hydrate emergence from Lake Baikal: direct observations,
modelling, and hydrate footprints in seasonal ice cover / N. G. Granin [et al.] //
Sci. Rep. —2019. — V. 9. —Art. Ne 19361. — P. 1-10.

Grossart H.-P. Microbial methane production in oxygenated water column of an
oligotrophic lake / H.-P. Grossart [et al.] // Proc. Natl. Acad. Sci. U S A. — 2011.
—V. 108. — P. 19657-19661.

Gupta A. Genome-scale metabolic reconstruction and metabolic versatility of an
obligate methanotroph Methylococcus capsulatus str. Bath / A. Gupta [et al.] //



161.

162.

163.

164.

165.

166.

167.

168.

169.

170.

171.

117

PeerJ. — 2019. — V. 7. — Art. Ne e6685.

Haft D. H. TIGRFAMs: a protein family resource for the functional
identification of proteins / D. H. Haft [et al.] // Nucleic Acids Res. — 2001. — V.
29. — P. 41-43.

Haggblom M. M. Microbial breakdown of halogenated aromatic pesticides and
related compounds / M. M. Haggblom // FEMS Microbiol. Rev. — 1992. — V.
103. - P. 29-72.

Hamilton R. Draft genomes of gammaproteobacterial methanotrophs isolated
from terrestrial ecosystems / R. Hamilton [et al.] // Genome Announc. — 2015. —
V. 3, Ne 3. — Art. Ne €00515-15.

Hanson R. S. Methanotrophic bacteria / R. S. Hanson, T. E. Hanson //
Microbiol. Rev. —1996. — V. 60. — P. 439-471.

Havelsrud O. E. A metagenomic study of methanotrophic microorganisms in
Coal Oil Point seep sediments / O. E. Héavelsrud [et al.] // BMC microbiology. —
2011. - V. 11. — Art. Ne 221.

He D. The response of methanotrophs to additions of either ammonium, nitrate
or urea in alpine swamp meadow soil as revealed by stable isotope probing / D.
He [et al.] // FEMS Microbiol. Ecol. — 2019. — V. 95, Ne 7. — Art. Ne fiz077.

He R. Diversity of active aerobic methanotrophs along depth profiles of arctic
and subarctic lake water column and sediments / R. He [et al.] // ISME J. —
2012. - V. 6. — P. 1937-1948.

Hecky R. E. The pelagic ecosystem / R. E. Hecky // Lake Tanganyika and Its
Life; ed. G. W. Coulter. — Oxford: Oxford Univ. Press, 1991. — P. 90-110.
Hedderich R. Physiology and biochemistry of the methane-producing Archaea /
R. Hedderich, W. Whitman // The prokaryotes; eds M. Dworkin [et al.]. — New
York: Springer Verlag, 2006. — P. 1050-1079.

Henckel T. Effects of O, and CH,4 on presence and activity of the indigenous
methanotrophic community in rice field soil / T. Henckel, P. Roslev, R. Conrad
// Environ. Microbiol. — 2000. — V. 2. — P. 666-679.

Hernandez M. E. Oxygen availability is a major factor in determining the



172.

173.

174.

175.

176.

177.

178.

179.

180.

181.

182.

118

composition of microbial communities involved in methane oxidation / M. E.
Hernandez [et al.] // PeerJ. — 2015. — V. 3. — Art. Ne e801.

Ho A. Biotic interactions in microbial communities as modulators of
biogeochemical processes: methanotrophy as a model system / A. Ho [et al.] //
Front. Microbiol. — 2016. — V. 7. — Art. Ne 1285.

Ho A. The more, the merrier: heterotroph richness stimulates methanotrophic
activity / A. Ho [etal.] // ISME J. — 2014. — V. 8. — P. 1945-1948.

Holmes A. J. Characterization of methanotrophic bacterial populations in soils
showing atmospheric methane uptake / A. J. Holmes [et al.] // Appl. Environ.
Microbiol. — 1999. — V. 65. — P. 3312-3318.

Holmes A. J. Evidence that particulate methane monooxygenase and ammonia
monooxygenase may be evolutionarily related / A. J. Holmes [et al.] // FEMS
Microbiol. Lett. —1995. — V. 132. — P. 203-208.

Hopcroft P. Ancient ice and the global methane cycle / P. Hopcroft // Nature. —
2017. - V. 548. — P. 403-404.

Horz H. P. Activity and community structure of methane-oxidising bacteria in a
wet meadow soil / H. P. Horz [et al.] // FEMS Microbiol. Ecol. — 2002. — V. 41.
—P. 247-257.

Houghton K. M. Thermophilic methanotrophs: in hot pursuit / K. M. Houghton
[et al.] // FEMS Microbiol. Ecology. — 2019. — V. 95, Ne 9. — Art. Ne fiz125.

Hu A. The differential effects of ammonium and nitrate on methanotrophs in
rice field soil / A. Hu, Y. Lu // Soil Biol. Biochem. — 2015. — V. 85. — P. 31-38.
Hug L. A. Community genomic analyses constrain the distribution of metabolic
traits across the Chloroflexi phylum and indicate roles in sediment carbon
cycling / L. A. Hug [et al.] // Microbiome. — 2013. — V. 1. — Art. Ne 22.

Hutton W. E. The occurrence and characteristics of methaneoxidizing bacteria in
marine sediments / W. E. Hutton, C. E. ZoBell // J. Bacteriol. — 1949. — V. 58. —
P.463-473.

Intergovernmental Panel on Climate Change. Climate change 2014: synthesis,

report. Contribution of working groups I, Il and 11 to the fifth assessment report



183.

184.

185.

186.

187.

188.

189.

190.

191.

192.

119

of the intergovernmental panel on climate change; eds. C. W. Team, R. K.
Pachauri, L. A. Meyer. — Geneva: IPCC, 2015. — 151 pp.

Islam T. Acid-tolerant moderately thermophilic methanotrophs of the class
Gammaproteobacteria isolated from tropical topsoil with methane seeps / T.
Islam [et al.] // Front. Microbiol. — 2016. — V. 7. — Art. Ne 851.

Islam T. Methane oxidation at 55 degrees C and pH 2 by a thermoacidophilic
bacterium belonging to the Verrucomicrobia phylum / T. Islam [et al.] // Proc.
Natl. Acad. Sci. U S A. —2008. — V. 105, Ne 1. — P. 300-304.

Ivanov M. V. The oceanic global methane cycle / M. V. lvanov, A. Y. Lein, V.
F. Galchenko // Biogeochemistry of Global Change; ed. R. S. Oremland. —
Boston: Springer, 1993. — P. 505-520.

Jannasch H. W. Methane oxidation in Lake Kivu (central Africa) / H. W.
Jannasch // Limnol. Oceanogr. — 1975. — V. 20. — P. 860-864.

Jensen S. Insight into the microbial community structure of a Norwegian deep-
water coral reef environment / S. Jensen [et al.] // Deep-Sea Res. | Oceanogr.
Res. Pap. — 2008. — V. 55, Ne 11. — P. 1554-1563.

Jiang H. Methanotrophs: multifunctional bacteria with promising applications in
environmental bioengineering / H. Jiang [et al.] // Biochem. Eng. J. — 2010. — V.
49. - P. 277-288.

Kallistova A. Microbial communities involved in aerobic and anaerobic methane
cycling in a meromictic ferruginous subarctic lake / A. Kallistova [et al.] //
Aguat. Microb. Ecol. — 2019. - V.82, Ne 1. - P. 1-18.

Kalyuzhnaya M. G. Draft genome sequences of gammaproteobacterial
methanotrophs isolated from lake washington sediment / M. G. Kalyuzhnaya [et
al.] // Genome announc. —2015. — V. 3, Ne 2. — Art. Ne ¢00103-15.

Kalyuzhnaya M. G. High resolution metagenomics targets major functional
types in complex microbial communities / M. G. Kalyuzhnaya [et al.] // Nat.
Biotechnol. — 2008. — V. 26. — P. 1029-1034.

Kalyuzhnaya M. G. Highly efficient methane biocatalysis revealed in a
methanotrophic bacterium / M. G. Kalyuzhnaya [et al.] // Nat. Commun. — 2013.



193.

194.

195.

196.

197.

198.

199.

200.

201.

202.

120

— V. 4. — Art. No 2785.

Kalyuzhnaya M. G. Methylophilaceae link methanol oxidation to denitrification
in freshwater lake sediment as suggested by stable isotope probing and pure
culture analysis / M. G. Kalyuhznaya [et al.] // Environ. Microbiol. Rep. — 2009.
—V. 1. —P.385-392.

Kalyuzhnaya M. G. The Methane-oxidizing bacteria (methanotrophs) / M. G.
Kalyuzhnaya, O. A. Gomez, J. C. Murrell // Taxonomy, genomics and
ecophysiology of hydrocarbon-degrading microbes. Handbook of hydrocarbon and
lipid microbiology; ed. T. McGenity. — Cham: Springer Nature, 2019. — P. 1-34.
Kalyuzhnaya M. G. Utility of environmental primers targeting ancient enzymes:
methylotroph detection in Lake Washington / M. G. Kalyuzhnaya, M. E.
Lidstrom, L. Chistoserdova // Microb. Ecol. — 2004. — V. 48. — P. 463-472.
Kanehisa M. KEGG: kyoto encyclopedia of genes and genomes / M. Kanehisa,
S. Goto // Nucleic Acids Res. — 2000. — V. 28. — P. 27-30.

Kanehisa M. BlastKOALA and GhostKOALA: KEGG tools for functional
characterization of genome and metagenome sequences / M. Kanehisa, Y. Sato,
K. Morishima // J. Mol. Biol. — 2016. — V. 428. — P. 726-731.

Kankaala P. Methanotrophic activity in relation to methane efflux and total
heterotrophic bacterial production in a stratified, humic, boreal lake / P.
Kankaala [et al.] // Limnol. Oceanogr. — 2006. — V. 51. — P. 1195-1204.
Kankaala P. Oxidation, efflux, and isotopic fractionation of methane during
autumnal turnover in a polyhumic, boreal lake / P. Kankaala [et al.] // J.
Geophys Res Biogeosciences. — 2007. — V. 112. - P. 1-7.

Karl D. M. Aerobic production of methane in the sea/ D. M. Karl [et al.] // Nat.
Geosci. —2008. — V. 1. — P. 473-478.

Kaserer H. Uber die oxydation des wasserstoffes und des methans durch
mikroben / H. Kaserer // Z. Landwirt. Versuchs. Deut. Oesterr. — 1905. — V. 8. —
P. 789-794.

Keltjens J. T. PQQ-dependent methanol dehydrogenases: rare-earth elements
make a difference / J. T. Keltjens [et al.] // Appl. Microbiol. Biotechnol. — 2014.



203.

204.

205.

206.

207.

208.

2009.

210.

211.

212.

121

—V.98.-P.6163-6183.

Khadem A. F. Autotrophic methanotrophy in  Verrucomicrobia:
Methylacidiphilum fumariolicum SolV uses the Calvin-Benson-Bassham cycle
for carbon dioxide fixation / A. F. Khadem [et al.] // J. bacteriol. — 2011. — V.
193. — P. 4438-4446.

Khatri K. A novel gammaproteobacterial methanotroph from Methylococccaeae;
strain FWC3, isolated from canal sediment from Western India / K. Khatri [et
al.] // bioRxiv. — 2019. — Art. Ne 696807.

Khlystov O. Gas hydrate of Lake Baikal: Discovery and varieties / O. Khlystov
[et al.] // J.Asian Earth Sci. —2013. — V. 62, Ne 1. — P. 162-166.

Khmelenina V. N. Draft genome sequence of Methylomicrobium buryatense
strain 5G, a haloalkaline-tolerant methanotrophic bacterium / V. N. Khmelenina
[et al.] // Genome Announc. —2013. — V. 1, Ne 4, — Art. Ne ¢00053-13.

King G. M. Effect of increasing atmospheric methane concentration on
ammonium inhibition of soil methane consumption / G. M. King, S. Schnell //
Nature. — 1994. — V. 370. — P. 282-284.

Kim J. Rapid isolation of fast-growing methanotrophs from environmental
samples using continuous cultivation with gradually increased dilution rates / J.
Kim, D. D. Kim, S. Yoon // Appl. Microbiol. Biotechnol. — 2018. — V. 102. — P.
5707-5715.

Kimura M. A simple method for estimating evolutionary rates of base
substitutions through comparative studies of nucleotide sequences / M. Kimura
/[ J. Mol. Evol. —1980. - V. 16. — P. 111-120.

Kip N. Ultra-deep pyrosequencing of pmoA amplicons confirms the prevalence
of Methylomonas and Methylocystis in Sphagnum mosses from a Dutch peat bog
/ N. Kip [et al.] // Environ. Microbiol. Rep. — 2011. — V 3. — P. 667-673.

Kits K. D. Genome sequence of the obligate gammaproteobacterial
methanotroph Methylomicrobium album strain BG8 / K. D. Kits [et al.] //
Genome Announc. —2013. - V. 1, Ne 2. — Art. Ne e0017013.

Knief C. Diversity and habitat preferences of cultivated and uncultivated aerobic



213.

214,

215.

216.

217.

218.

2109.

220.

221.

222.

122

methanotrophic bacteria evaluated based on pmoA as molecular marker / C.
Knief // Front. Microbiol. — 2015. — V. 6. — Art. Ne 1346.

Knief C. Response and adaptation of different methanotrophic bacteria to low
methane mixing ratios / C. Knief, P. F. Dunfield // Environ. Microbiol. — 2005. —
V.7.-P.1307-1317.

Knief C. The active methanotrophic community in hydromorphic soils changes
in response to changing methane concentration / C. Knief [et al.] // Environ.
Microbiol. — 2006. — V. 8. — P. 321-333.

Knittel K. Anaerobic oxidation of methane: progress with an unknown process /
K. Knittel, A. Boetius // Annu. Rev. Microbiol. — 2009. — V. 63. — P. 311-334.
Kolb S. Quantitative detection of methanotrophs in soil by novel pmoA-targeted
real-time PCR assays / S. Kolb [et al.] // Appl. Environ. Microbiol. — 2003. — V.
69. — P. 2423-2429.

Kosolapov D. B. Methane formation and consumption processes in the littoral
zone of the Rybinsk Reservoir / D. B. Kosolapov // Water Resources. — 2002. —
V. 29. - P. 174-180.

Kozich J. J. Development of a dual-index sequencing strategy and curation
pipeline for analyzing amplicon sequence data on the MiSeq Illumina
sequencing platform / J. J. Kozich [et al.] // Appl. Environ. Microbiol. — 2013. —
V. 79.-P.5112-5120.

Krause S. M. Lanthanide-dependent cross-feeding of methane-derived carbon is
linked by microbial community interactions / S. M. Krause [et al.] // Proc. Natl.
Acad. Sci. — 2017. - V. 114. — P. 358-363.

Kumar S. MEGAY7: Molecular evolutionary genetics analysis version 7.0 for
bigger datasets / S. Kumar, G. Stecher, K. Tamura // Mol. Biol. Evol. — 2016. —
V. 33.-P. 1870-1874.

Kurilkina M. 1. Bacterial community composition in the water column of the
deepest freshwater Lake Baikal as determined by next-generation sequencing / M.
I. Kurilkina [et al.] // FEMS Micraobiol. Ecol. — 2016. — V. 92. — Art. Ne fiw094.

Kwon M. Novel approaches and reasons to isolate methanotrophic bacteria with



223.

224,

225.

226.

2217.

228.

229.

230.

231.

232.

123

biotechnological potentials: recent achievements and perspectives / M. Kwon,
A. Ho, S. Yoon // Appl. Microbiol. Biotechnol. —2019. — V. 103, Ne 1. — P. 1-8.
Lau E. The methanol dehydrogenase gene, mxaF, as a functional and
phylogenetic marker for proteobacterial methanotrophs in natural environments /
E. Lau [et al.] // PL0oS One. — 2013. — V. 8. — Art. Ne €56993.

Leahy J. G. Microbial degradation of hydrocarbons in the environment / J. G.
Leahy, R. R. Colwell // Microbiol. Rev. —1990. — V. 54. — P. 305-315.

Le Mer J. Production, oxidation, emission and consumption of methane by soils:
a review / J. Le Mer, P. Roger // Eur. J. Soil Biol. — 2001. — V. 37. — P. 25-50.
Lenhart K. Evidence for methane production by the marine algae Emiliania
huxleyi / K. Lenhart [et al.] // Biogeosciences. — 2016. — V. 13. — P. 3163-3174.
Lidstrom M. E. Seasonal study of methane oxidation in Lake Washington / M.
E. Lidstrom, L. Somers // Appl. Environ. Microbiol. — 1984. — V. 47, Ne 6. — P.
1255-1260.

Lieberman R. L. Biological methane oxidation: Regulation, biochemistry, and
active site structure of particulate methane monooxygenase / R. L. Lieberman,
A. C. Rosenzweig // Crit. Rev. Biochem. Mol. Biol. — 2004. — V. 39, Ne 3. — P.
147-164.

Liebner S. Abundance, distribution and potential activity of methane oxidizing
bacteria in permafrost soils from the Lena Delta, Siberia/ S. Liebner, D. Wagner
/l Environ. Microbiol. — 2007. - V. 9. — P. 107-117.

Liebner S. Diversity of aerobic methanotrophic bacteria in a permafrost active
layer soil of the Lena Delta, Siberia / S. Liebner [et al.] // Microb. Ecol. — 2009.
—V.57.—P. 25-35.

Liu Y. Isolation and characterization of polycyclic aromatic hydrocarbons-
degrading Sphingomonas sp. strain ZL5 / Y. Liu, J. Zhang, Z. Zhang //
Biodegradation. — 2004. — V. 15. — P. 205-212.

Lowe T. M. tRNAscan-SE: a program for improved detection of transfer RNA
genes in genomic sequence / T. M. Lowe, S. R. Eddy // Nucleic Acids Res. —
1997. - V. 25. — P. 955-964.



233.

234.

235.

236.

237.

238.

239.

240.

241.

242.

124

Liike C. The potential of pmoA amplicon pyrosequencing for methanotroph
diversity studies / C. Liike, P. Frenzel / Appl. Environ. Microbiol. — 2011. — V.
77.—P. 6305-6309.

Macalady J. L. Population dynamics of type | and Il methanotrophic bacteria in rice
soils / J. L. Macalady [et al.] / Environ. Microbiol. —2002. — V. 4. — P. 148-157.
Malinverno A. Testing short-range migration of microbial methane as a hydrate
formation mechanism: Results from Andaman Sea and Kumano Basin drill sites
and global implications / A. Malinverno, D. S. Goldberg // Earth Planet. Sci.
Lett. — 2015. — V. 422. — P. 105-114.

Marchler-Bauer A. CDD/SPARCLE: functional classification of proteins via
subfamily domain architectures / A. Marchler-Bauer [et al.] // Nucleic Acids
Res. —2017. - V. 45, Ne D1. — P. D200-D203.

McDonald I. R. Molecular ecology techniques for the study of aerobic
methanotrophs / I. R. McDonald [et al.] // Appl. Environ. Microbiol. — 2008. —
V. 74.—-P. 1305-1315.

McDonald I. R. The methanol dehydrogenase structural gene mxaF and its use
as a functional gene probe for methanotrophs and methylotrophs / I. R.
McDonald, J. C. Murrell // Appl. Environ. Microbiol. — 1997. — V. 63, Ne 8. — P.
3218-3224.

Michaud A. B. Microbial oxidation as a methane sink beneath the West
Antarctic Ice Sheet / A. B. Michaud [et al.] // Nat. Geosci. — 2017. — V. 10, Ne 8.
— P. 582-586.

Mitsumori M. Detection of Proteobacteria from the rumen by PCR using
methanotroph-specific primers / M. Mitsumori [et al.] // Lett. Appl. Microbiol. —
2002. — V. 35, Ne 3. — P. 251-255.

Mizandrontsev I. B. Dissolved methane in Lake Baikal: a modified technique
for determining concentrations and vertical distribution in the water column / 1.
B. Mizandrontsev [et al.] // LFWB. —2019. — Ne 6. — P. 316-325.

Mohanty S. R. Effect of temperature on composition of the methanotrophic

community in rice field and forest soil / S. R. Mohanty, P. L. E. Bodelier, R.



243.

244,

245.

246.

247.

248.

2409.

250.

251.

252.

125

Conrad // FEMS Microbiol. Ecol. — 2007. — V. 62. — P. 24-31.

Morana C. Methanotrophy within the water column of a large meromictic
tropical lake (Lake Kivu, East Africa) / C. Morana [et al.] // Biogeosciences. —
2015. - V. 12. — P. 2077-2088.

Murase J. Dynamics of methane in mesotrophic Lake Biwa, Japan / J. Murase
[et al.] // Ecol. Res. — 2005. — V. 20. — P. 377-385.

Murrell J. C. Molecular methods for the study of methanotroph ecology / J. C.
Murrell, 1. R. McDonald, D. G. Bourne // FEMS Microbiol. Ecol. — 1998. — V.
27.—P.103-114.

Murrell J. C. Regulation of methane monooxygenase genes by copper ions / J.
C. Murrell, I. R. McDonald, B. Gilbert // Trends Microbiol. — 2000. — V. 8. — P.
221-225.

Myhre G. Anthropogenic and natural radiative forcing / G. Myhre [et al.] //
Climate change 2013: the physical science basis. Contribution of working Group
| to the fifth assessment report of the intergovernmental panel on climate
change; eds. T. F. Stocker [et al.]. — Cambridge, New York: Cambridge
University Press, 2013. — P. 659-740.

Naeher S. Tracing the methane cycle with lipid biomarkers in Lake Rotsee
(Switzerland) / S. Naeher [et al.] // Org. Geochem. — 2014. — V. 66. — P. 174-181.
Nagata T. Autotrophic picoplankton in southern Lake Baikal: abundance,
growth and grazing mortality during summer / T. Nagata [et al.] // J. Plankton
Res. —1994. — V. 16. — P. 945-959.

Nawrocki E. P. SSU-align: a tool for structural alignment of SSU rRNA
sequences / E. P. Nawrocki, S. R. Eddy // Available at
http://selab.janelia.org/software.html. 2010.

Neufeld J. D. Stable-isotope probing implicates Methylophaga spp and novel
Gammaproteobacteria in marine methanol and methylamine metabolism / J. D.
Neufeld [et al.] // ISME J. — 2007. — V. 1. — P. 480-491.

Nguyen N.-L. A novel methanotroph in the genus Methylomonas that contains a

distinct clade of soluble methane monooxygenase / N.-L. Nguyen [et al.] // J



253.

254,

255.

256.

257.

258.

250.

260.

261.

262.

126

Microbiol. — 2017. — V. 55, Ne 10. — P. 775-782.

Nisbet E. G. Very strong atmospheric methane growth in the 4 Years 2014
2017: Implications for the Paris agreement / E. G. Nisbet [et al.] // Global
Biogeochem. Cy. —2019. — V. 33, Ne 3. — P. 318-342.

Northington R. M. Factors controlling methane in arctic lakes of southwest
Greenland / R. M. Northington, J. E. Saros // PLoS One. —2016. - V. 11. - P. 1-17.
Nyerges G. Effects of ammonium and nitrite on growth and competitive fitness
of cultivated methanotrophic bacteria / G. Nyerges, S. K. Han, L. Y. Stein //
Appl. Env. Microbiol. — 2010. — V. 76. — P. 5648-5651.

Nyerges G. Ammonia cometabolism and product inhibition vary considerably
among species of methanotrophic bacteria / G. Nyerges, L.Y. Stein // FEMS
Microbiol. Lett. — 2009. — V. 297. — P. 131-136.

Oksanen J. The vegan package / J. Oksanen [et al.] // Community ecology
package. — 2007. — V. 10. — P. 631-637.

Op den Camp H. J. M. Environmental, genomic and taxonomic perspectives on
methanotrophic Verrucomicrobia / H. J. M. Op den Camp [et al.] // Environ.
Microbiol. Rep. — 2009. — V. 1. — P. 293-306.

Op den Camp H. J. M. Verrucomicrobial methanotrophs / H. J. M. Op den
Camp [et al.] // Methane biocatalysis: Paving the way to sustainability; eds. M.
G. Kalyuzhnaya, X.-H. Xing. — Cham: Springer International Publishing AG,
part of Springer Nature, 2018. — P. 43-55.

Orata F. D. Phylogenomic analysis of the gammaproteobacterial methanotrophs
(order Methylococcales) calls for the reclassification of members at the genus
and species levels / F. D. Orata [et al.] // Front. Microbiol. — 2018. — V. 9. — Art.
Ne 3162.

Osborne C. D. Horizontal gene transfer of three co-inherited methane
monooxygenase systems gave rise to methanotrophy in the Proteobacteria / C.
D. Osborne, V. S. Haritos // Mol. Phyl. Evol. — 2018. — V. 129. — P. 171-181.
Oshkin 1. Y. Gammaproteobacterial methanotrophs dominate cold methane
seeps in floodplains of west Siberian rivers / 1. Y. Oshkin [et al.] // Appl.



263.

264.

265.

266.

267.

268.

269.

270.

271.

272.

127

Environ. Microbiol. — 2014. — V. 80. — P. 5944-5954,

Oshkin 1. Y. Methane-fed microbial microcosms show differential community
dynamics and pinpoint taxa involved in communal response / 1. Y. Oshkin [et
al.]// ISME J. —2015. - V. 9. - P. 1119-1129.

Osudar R. Methane turnover and methanotrophic communities in arctic aquatic
ecosystems of the Lena Delta, Northeast Siberia / R. Osudar [et al.] // FEMS
Microbiol. Ecol. — 2016. — V. 92. — Art. Ne fiw116.

Oswald K. Aerobic gammaproteobacterial methanotrophs mitigate methane
emissions from oxic and anoxic lake waters / K. Oswald [et al.] // Limnol.
Oceanogr. — 2016. - V. 61. — P. S101-S118.

Oswald K. Crenothrix are major methane consumers in stratified lakes / K.
Oswald [etal.] // ISME J. —2017. — V. 11, Ne 9. — P. 2124-2140.

Oswald K. Light-dependent aerobic methane oxidation reduces methane
emissions from seasonally stratified lakes / K. Oswald [et al.] // PLoS One. —
2015. — V. 10. — Art. Ne e0132574.

Overbeek R. The SEED and the Rapid Annotation of microbial genomes using
Subsystems Technology (RAST) / R. Overbeek [et al.] // Nucleic Acids Res. —
2013. - V. 42. - P. D206-D214.

Padilla C. C. Metagenomic binning recovers a transcriptionally active
gammaproteobacterium linking methanotrophy to partial denitrification in an
anoxic oxygen minimum zone / C. C. Padilla [et al.] // Front. Mar. Sci. — 2017. —
V. 4. — Art. Ne 23.

Panganiban A. Oxidation of methane in the absence of oxygen in lake water
samples / A. Panganiban [et al.] // Appl. Environ. Microbiol. — 1979. — V. 37. —
P. 303-309.

Park D. Biological conversion of methane to methanol / D. Park, J. Lee //
Korean J. Chem. Eng. — 2013. — V. 30. — P. 977-987.

Park S. The effect of various environmental and design parameters on methane
oxidation in a model biofilter / S. Park, K. W. Brown, J. C. Thomas // Waste
Manag. Res. —2002. — V. 20. — P. 434-444.



273.

274.

275.

276.

21717.

2178.

279.

280.

281.

282.

283.

284.

128

Parks D. H. A standardized bacterial taxonomy based on genome phylogeny
substantially revises the tree of life / D. H. Parks [et al.] // Nat. Biotechnol. —
2018. — V. 36, Ne 10. — P. 996-1004.

Parks D. H. CheckM: assessing the quality of microbial genomes recovered
from isolates, single cells, and metagenomes / D. H. Parks [et al.] // Genome
Res. —2015. — V. 25. — P. 1043-1055.

Parte A. C. LPSN—Iist of prokaryotic names with standing in nomenclature / A.
C. Parte // Nucleic Acids Res. —2014. — V. 42. — P. D613-D616.

Pasche N. Methane sources and sinks in Lake Kivu / N. Pasche [et al.] // J.
Geophys. Res. — 2011. — V. 116. — Art. Ne G03006.

Paul B. G. Methane-oxidizing bacteria shunt carbon to microbial mats at a
marine hydrocarbon seep / B. G. Paul [et al.] // Front. Microbiol. —2017. — V. 8.
— Art. Ne 186.

Pedron R. Genomic and metagenomic insights into the microbial community of
a thermal spring / R. Pedron [et al.] // Microbiome. — 2019. — V. 7. — Art. Ne 8.
Pester M. pmoA-based analysis of methanotrophs in a littoral lake sediment
reveals a diverse and stable community in a dynamic environment / M. Pester [et
al.] // Appl. Environ. Microbiol. — 2004. — V. 70. — P. 3138-3142.

Phelps A. R. Methane efflux from high-latitude lakes during spring ice melt / A.
R. Phelps, K. M. Peterson, M. O. Jeffries // J. Geophys. Res. —1998. — V. 103. —
P. 29029-29036.

Pol A. Methanotrophy below pH 1 by a new Verrucomicrobia species / A. Pol
[et al.] // Nature. — 2007. — V. 450. — P. 874-878.

Porter K. G. The use of DAPI for identifying and counting aquatic microflora /
K. G. Porter // Limnol. Oceanogr. — 1980. — V. 25. — P. 943-948.

Prinn R. G. Advanced global atmospheric gases experiment / R. G. Prinn [et al.]
// Available at AGAGE (https://agage.mit.edu/). 2019.

Rahalkar M. Abundance and activity of methanotrophic bacteria in littoral and
profundal sediments of Lake Constance (Germany) / M. Rahalkar [et al.] //
Appl. Environ. Microbiol. — 2009. — V. 75, Ne 1. — P. 119-126.



285.

286.

287.

288.

289.

290.

291.

292.

293.

294,

295.

129

Rahalkar M. Methylosoma difficile gen. nov., sp. nov., a novel methanotroph
enriched by gradient cultivation from littoral sediment of Lake Constance / M.
Rahalkar, I. Bussmann, B. Schink // Int. J. Syst. Evol. Microbiol. — 2007. — V.
57, Ne 5. —P. 1073-1080.

Redmond M. C. Identification of novel methane-, ethane-, and propane-
oxidizing bacteria at marine hydrocarbon seeps by stable isotope probing / M. C.
Redmond, D. L. Valentine, A. L. Sessions // Appl. Environ. Microbiol. — 2010.
—V.76.—-P. 6412-6422.

Reeburgh W. S. Oceanic methane biogeochemistry / W. S. Reeburgh // Chem.
Rev. —2007. — V. 107. — P. 486-513.

Repeta D. J. Marine methane paradox explained by bacterial degradation of
dissolved organic matter / D. J. Repeta [et al.] // Nat. Geosci. — 2016. — V. 9, Ne
12. — P. 884-887.

Rissanen A. J. Gammaproteobacterial methanotrophs dominate methanotrophy
in aerobic and anaerobic layers of boreal lake waters / A. J. Rissanen [et al.] //
Aguat. Microb. Ecol. — 2018. — V. 81. — P. 257-276.

Rivers A. R. Transcriptional response of bathypelagic marine bacterioplankton
to the Deepwater Horizon oil spill / A. R. Rivers [et al.] // ISME J. — 2013. - V.
7.—P. 2315-2329.

Roland F. A. Anaerobic methane oxidation and aerobic methane production in
an east African great lake (Lake Kivu) / F. A. Roland [et al.] // J. Great Lakes
Res. —2018. - V. 44. — P. 1183-1193.

Ross M. O. A tale of two methane monooxygenases / M. O. Ross, A. C.
Rosenzweig // J. Biol. Inorg. Chem. —2016. — V. 22. — P. 307-319.

Rudd J. W. Measurements of microbial oxidation of methane in lake water / J.
W. Rudd, R. D. Hamilton, N. E. R. Campbell // Limnol. Oceanogr. — 1974. — V.
19. — P. 519-524.

Rudd J. W. Methane cycling in aquatic environments / J. W. Rudd, C. D. Taylor
/I Advances of Aquatic Microbiology. — 1980. — V. 2. — P. 77-150.

Saitou N. The neighbor-joining method: A new method for reconstructing



296.

297.

298.

299.

300.

301.

302.

303.

304.

305.

306.

130

phylogenetic trees / N. Saitou, M. Nei // Mol. Biol. Evol. — 1987. — V. 4. — P.
406-425.

Sahm K. High abundance of heterotrophic prokaryotes in hydrothermal springs
of the Azores as revealed by a network of 16S rRNA gene-based methods / K.
Sahm [et al.] // Extremophiles. — 2013. — V. 17. — P. 649-662.

Salcher M. M. The ecology of pelagic freshwater methylotrophs assessed by a
high-resolution monitoring and isolation campaign / M. M. Salcher [et al.] //
ISME J. —2015. — V. 9. — P. 2442-2453.

Samad M. S. Seasonal variation in abundance and diversity of bacterial
methanotrophs in five temperate lakes / M. S. Samad, S. Bertilsson // Front.
Microbiol. —2017. — V. 8. — Art. Ne 142,

Sambrook J. Molecular cloning. A laboratory manual / J. Sambrook, E. F. Frisch,
T. Maniatis // N.Y.: Cold Spring Harbor Laboratory Press, 1989.-V. 2. — pp. 545.
Sanches L. F. Global regulation of methane emission from natural lakes / L. F.
Sanches [et al.] // Sci. Rep. — 2019. — V. 9. — Art. Ne 255.

Saunois M. The Global Methane Budget: 2000-2012 / M. Saunois [et al.] //
Earth Syst. Sci. Data. — 2016. — V. 8. — P. 697-751.

Saunois M. The Global Methane Budget 2000-2017 / M. Saunois [et al.] // Earth
Syst. Sci. Data Discuss. 2019, https://doi.org/10.5194/essd-2019-128, in review.
Schloss P. D. Introducing mothur: open-source, platform-independent,
community-supported software for describing and comparing microbial
communities / P. D. Schloss [et al.] // Appl. Environ. Microbiol. — 2009. — V. 75.
— P. 7537-7541.

Schmid M. Sources and sinks of methane in Lake Baikal: A synthesis of
measurements and modeling / M. Schmid [et al.] // Limnol. and Oceanogr. —
2007. - V.52, — P. 1824-1837.

Schmid M. Weak mixing in Lake Kivu: New insights indicate increasing risk of
uncontrolled gas eruption / M. Schmid [et al.] // Geochem. Geophys. Geosyst. —
2005. — V. 6. — Art. Ne Q07009.

Schubert C. J. Contribution of Methane Formation and Methane Oxidation to



307.

308.

309.

310.

311.

312.

313.

314.

315.

316.

317.

131

Methane Emission from Freshwater Systems / C. J. Schubert, B. Wehrli //
Biogenesis of hydrocarbons. Handbook of hydrocarbon and lipid microbiology;
eds. A. Stams, D. Sousa. — Cham: Springer, 2019. — P. 401-430.

Schubert C. J. Evidence for anaerobic oxidation of methane in sediments of a
freshwater system (Lago di Cadagno) / C. J. Schubert [et al.] // FEMS
Microbiol. Ecol. — 2011. — V. 76. — P. 26-38.

Schubert C. J. Oxidation and emission of methane in a monomictic lake (Rotsee,
Switzerland) / C. J. Schubert [et al.] // Aquat. Sci. — 2010. — V. 72. — P. 455-466.
Schulz S. Effect of algal deposition on acetate and methane concentrations in the
profundal sediment of a deep lake (Lake Constance) / S. Schulz, R. Conrad //
FEMS Microbiol. Ecol. — 1995. — V. 16. — P. 251-2509.

Semrau J. D. Metals and methanotrophy / J. D.Semrau [et al.] // Appl. Environ.
Microbiol. — 2018. — V. 84, Ne 6. — Art. Ne €02289-17.

Semrau J. D. Methanotrophs and copper / J. D. Semrau, A. A. DiSpirito, S.
Yoon // FEMS Microbiol. Rev. — 2010. — V. 34. — P. 496-531.

Semrau J. D. Particulate methane monooxygenase genes in methanotrophs / J.
Semrau [et al.] // J. Bacteriol. — 1995. — V. 177. — P. 3071-3079.

Seto M. Potential for aerobic methanotrophic metabolism on mars / M. Seto, K.
Noguchi, P. V. Cappellen // Astrobiology. — 2019. — V. 19, Ne 10. — P. 1187-1195.
Sharp C. E. Distribution and diversity of Verrucomicrobia methanotrophs in
geothermal and acidic environments / C. E. Sharp [et al.] // Environ. Microbiol.
—2014.-V. 16, Ne 6. — P. 1867-1878.

Shi L.-D. Metagenomic evidence for a Methylocystis species capable of
bioremediation of diverse heavy metals / L.-D. Shi [et al.] // Front. Microbiol. —
2019. — V. 9. — Art. Ne 3297.

Shrestha M. Effect of nitrogen fertilization on methane oxidation, abundance,
community structure, and gene expression of methanotrophs in the rice
rhizosphere / M. Shrestha [et al.] // ISME J. — 2010. — V. 4. — P. 1545-1556.
Siljanen H. M. Seasonal variation in the function and diversity of methanotrophs
in the littoral wetland of a boreal eutrophic lake / H. M. Siljanen [et al.] // FEMS



318.

319.

320.

321.

322.

323.

324.

325.

326.

327.

132

Microbiol. Ecol. — 2012. — V. 80, Ne 3. — P. 548-555.

Skennerton C. T. Genomic reconstruction of an uncultured hydrothermal vent
gammaproteobacterial methanotroph (family Methylothermaceae) indicates
multiple adaptations to oxygen limitation / C. T. Skennerton [et al.] // Front.
Microbiol. — 2015. — V. 6.—Art. Ne 1425,

Smith G. J. Members of the genus Methylobacter are Inferred to account for the
majority of aerobic methane oxidation in oxic soils from a freshwater wetland /
G. J. Smith [et al.] // MBio. — 2018. — V. 9, Ne 6. — Art. Ne ¢00815-18.

Sohngen N. L. Uber bakterien, welche methan als Kohlenstoff nahrung und
Energiequelle gebrauchen (On bacteria which use methane as a carbon and
energy source) / N. L. Sohngen // Zentralbl. Bakteriol. Parasitenkd. Infektionskr.
Hyg.—1906. — V. 15. — P. 513-517.

Spahni R. Atmospheric methane and nitrous oxide of the late pleistocene from
antarctic ice cores / R. Spahni [et al.] // Science. — 2005. — V. 310, Ne 5752. — P.
1317-1321.

Stahl D. A. Development and application of nucleic acid probes in bacterial
systematics / D. A. Stahl, R. Amann // Nucleic acid techniques in bacterial
systematics; eds. E. Stackebrandt, M. Goodfellow. Chichester: — John Wiley &
Sons, 1991. — P. 205-248.

Stein L. Y. Nitrifying and denitrifying pathways of methanotrophic bacteria / L.
Y. Stein, M. G. Klotz // Biochem. Soc. Trans. —2011. - V. 39, Ne 6. — P. 1826-1831.
Stock M. Exploration and prediction of interactions between methanotrophs and
heterotrophs / M. Stock [et al.] // Res. Microbiol. —2013. — V. 164. — P. 1045-1054.
Strong P. J. Methane as a resource: can the methanotrophs add value? / P. J.
Strong, S. Xie, W. P. Clarke // Environ. Sci. Technol. — 2015. — V. 49. — P.
4001-4018.

Sturm A. Rates and pathways of CH, oxidation in ferruginous Lake Matano,
Indonesia/ A. Sturm [et al.] // Geobiology. — 2019. — V. 17, Ne 3. — P, 294-307.
Su G. Methane oxidation in anoxic lake waters / G. Su [et al.] // Geophysical
Research Abstracts, 19th EGU General Assembly, EGU2017, Vol. 19,



328.

329.

330.

331.

332.

333.

334.

335.

336.

337.

133

proceedings from the conference held [Vienna, Austria, 23-28 April 2017]. — P.
15059.

Sundh 1. Abundance, activity, and community structure of pelagic methane-
oxidizing bacteria in temperate lakes / I. Sundh, D. Bastviken, L. J. Tranvik //
Appl. Environ. Microbiol. — 2005. — V. 71. — P. 6746-6752.

Tang K. W. Methane production in oxic lake waters potentially increases
aquatic methane flux to air / K. W. Tang [et al.] // Environ. Sci. Technol. Lett. —
2016. - V. 3. — P. 227-233.

Tatusov R. L. The COG database: new developments in phylogenetic
classification of proteins from complete genomes / R. L. Tatusov [et al.] //
Nucleic Acids Res. —2001. — V. 29. — P. 22-28.

Tays C. Combined effects of carbon and nitrogen source to optimize growth of
proteobacterial methanotrophs / C. Tays [et al.] // Front. Microbial. — 2018. — V.
9. — Art. Ne 2239,

Team R. C. R: A language and environment for statistical computing. R
foundation for statistical computing, Vienna, Austria. 2018. https://www.R-
project.org/.

Thomas C. Lateral variations and vertical structure of the microbial methane
cycle in the sediment of Lake Onego (Russia) / C. Thomas [et al.] // Inland
Waters. — 2019. — V. 9, Ne 2. — P. 205-226.

Tranvik L. J. Lakes and reservoirs as regulators of carbon cycling and climate /
L. J. Tranvik [et al.] // Limnol. Oceanogr. — 2009. — V. 54. — P. 2298-2314.
Trotsenko Y. A. Metabolic aspect of aerobic obligate methanotrophy / Y. A.
Trotsenko, J. C. Murrell // Adv. Microbiol. — 2008. — V. 63. — P. 183-2209.
Tsubota J. Methylothermus thermalis gen. nov., sp. nov., a novel moderately
thermophilic obligate methanotroph from a hot spring in Japan / J. Tsubota [et
al.] // Int. J. Syst. Evol. Microbiol. — 2005. — V. 55. — P. 1877-1884.

Tsutsumi M. Spatiotemporal variations in an assemblage of closely related
planktonic aerobic methanotrophs / M. Tsutsumi [et al.] // Freshwater Biology. —
2011. — V. 56. — P. 342-351.



338.

339.

340.

341.

342.

343.

344,

345.

346.

347.

348.

134

Turner A. J. Interpreting contemporary trends in atmospheric methane / A. J.
Turner, C. Frankenberg, E. A. Kort // PNAS. — 2019. — V. 116, Ne 8. — P. 2805—
2813.

Tyson G. W. Community structure and metabolism through reconstruction of
microbial genomes from the environment / G. W. Tyson [et al.] // Nature. —
2004. - V. 428. — P. 37-43.

Ullrich N. Proteomic evidence of methanotrophy in methane-enriched
hypolimnetic lake water / N. Ullrich [et al.] // Limnol. Oceanogr. — 2016. — V.
61. —P. 1-10.

Valentine D. L. Emerging topics in marine methane biogeochemistry / D. L.
Valentine // Annu. Rev. Mar. Sci. —2011. - V. 3. — P. 147-171.

Van Bodegom P. Methane oxidation and the competition for oxygen in the rice
rhizosphere / P. Van Bodegom [et al.] // Appl. Environ. Microbiol. — 2001. — V.
67, Ne 8. — P. 3586-3597.

Van der Ha D. Selection of associated heterotrophs by methane-oxidizing
bacteria at different copper concentrations / D.Van der Ha [et al.] // Antonie Van
Leeuwenhoek. — 2013. — V. 103. — P. 527-537.

Vanneste M. Multi-frequency seismic study of gas-bearing sediments in Lake
Baikal, Siberia / M. Vanneste [et al.] // Mar. Geol. —2001. — V. 172. — P. 1-21.
Van Teeseling M. C. F. Expanding the verrucomicrobial methanotrophic world:
description of three novel species of Methylacidimicrobium gen. nov. / M. C. F.
VanTeeseling [et al.] // Appl. Environ. Microbiol. — 2014. — V. 80. — P. 6782-6791.
Vekeman B. New Methyloceanibacter diversity from North Sea sediments
includes methanotroph containing solely the soluble methane monooxygenase /
B. Vekeman [et al.] // Environ. Microbiol. — 2016. — V. 18. — P. 4523-4536.
Veraart A. J. Living apart together—bacterial volatiles influence methanotrophic
growth and activity / A. J. Veraart [etal.] // ISME J. —2018. -V 12. — P. 1163-1166.
Vorobev A. V. Methyloferula stalleta gen. nov., sp. nov., and acidophilic,
obligately methanotrophic bacterium possessing only a soluble methane
monooxygenase / A. V. Vorobev [et al.] // Int. J. Syst. Evol. Microbiol. — 2011.



349.

350.

351.

352.

353.

354.

355.

356.

357.

135

— V. 61. - P. 2456-2463.

Walter K. M. Methane production and bubble emissions from arctic lakes:
Isotopic implications for source pathways and ages / K. M. Walter [et al.] // J.
Geophys. Res. —2008. — V. 113. — Art. Ne G3.

Wang J. G. An improved protocol with a highly degenerate primer targeting
copper-containing membrane-bound monooxygenase genes for community
analysis of methane- and ammonia-oxidizing bacteria / J. G. Wang [et al.] //
FEMS Microbiol. Ecol. — 20176. — V. 93, Ne 3. — Art. Ne fiw244.

Wang P. Molecular phylogeny of methylotrophs in a deep-sea sediment from a
tropical west Pacific Warm Pool / P. Wang [et al.] // FEMS Microbiol. Ecol. —
2004, - V. 47. —P. 77-84.

Wang Q. Methylphosphonate metabolism by Pseudomonas sp. populations
contributes to the methane oversaturation paradox in an oxic freshwater lake / Q.
Wang, J. E. Dore, T. R. McDermott // Environ. Microbiol. — 2017a. — V. 19, Ne
6. — P. 2366-2378.

Ward N. Genomic insights into methanotrophy: the complete genome sequence
of Methylococcus capsulatus (Bath) / N. Ward [et al.] // PLoS Biol. —2004. — V.
2, Ne 10. — Art. Ne e303.

Whittenbury R. The different types of methane oxidising bacteria and some of
their more unusual properties / R. Whittenbury, H. Dalton, M. Eccleston, H. L.
Reed // Microbial Growth on C, Compounds: Proceedings of the International
Symposium on Microbial Growth on C, Compounds; ed. G. Terui. Tokyo,
Osaka: — Society of Fermentation Technology, 1975. — P. 1-9.

Whittenbury R. Enrichment, isolation and some properties of methane-utilizing
bacteria / R. Whittenbury, K. C. Phillips, J. F. Wilkinson // J. Gen. Microbiol. —
1970. - V. 61. — P. 205-218.

Wilburn P. Environmental drivers define contrasting microbial habitats,
diversity and functional redundancy in Lake Baikal, Siberia / P. Wilburn [et al.]
/1 bioRxiv. — 2019. — Art. Ne 605899.

Wilkins L. G. E. Metagenome-assembled genomes provide new insight into the



358.

350.

360.

361.

362.

363.

364.

365.

366.

367.

136

microbial diversity of two thermal pools in Kamchatka, Russia / L. G. E.
Wilkins [et al.] // Sci. Rep. —2019. — V. 9. — Art. Ne 3059.

Wik M. Climate-sensitive northern lakes and ponds are critical components of
methane release / M. Wik [et al.] // Nat. Geosci. — 2016. — V. 9. — P. 99-106.
Wrighton K. C. Fermentation, hydrogen, and sulfur metabolism in multiple
uncultivated bacterial phyla / K. C. Wrighton [et al.] // Science. — 2012. — V.
337, Ne 6102. — P. 1661-1665.

Xin J.-y. Production of methanol from methane by methanotrophic bacteria / J.-
y. Xin [et al.] // Biocatal. Biotransfor. — 2004. — V. 22, Ne 3. — P. 225-2209.

Xu K. Activity, distribution, and abundance of methane-oxidizing bacteria in the
near surface soils of onshore oil and gas fields / K. Xu [et al.] // Appl. Micraobiol.
Biotechnol. — 2013. — V. 97. — P. 7909-7918.

Yan T. F. Diversity of functional genes for methanotrophs in sediments associated
with gas hydrates and hydrocarbon seeps in the Gulf of Mexico / T. F.Yan, J. Z.
Zhou, C. L. L. Zhang // FEMS Microbiol. Ecol. — 2006. — V. 57. — P. 251-259.
Yang Y. Eutrophication influences methanotrophic activity, abundance and
community structure in freshwater lakes / Y. Yang [et al.] // Sci. Total Environ.
—2019. - V. 662. — P. 863-872.

Yang Y. Spatio-temporal variation of sediment methanotrophic microorganisms
in a Large Eutrophic Lake / Y. Yang [et al.] // Microbiol. Ecol. — 2016. — V. 71.
—P.9-17.

Yao M. Freshwater bacteria release methane as a by-product of phosphorus
acquisition / M. Yao, C. Henny, J. A. Maresca // Appl. Environ. Microbiol. —
2016. — V. 82, Ne 23. — P. 6994-7003.

Yeoh Y. K. Comparative genomics of candidate phylum TM6 suggests that
parasitism is widespread and ancestral in this lineage / Y. K. Yeoh [et al.] //
Mol. Biol. Evol. — 2016. - V. 33. — P. 915-927.

Zemskaya T. |. Bacterial communities in sediments of Lake Baikal from areas
with oil and gas discharge / T. I. Zemskaya [et al.] // Aquat. Microb. Ecol. —
2015. - V. 76. — P. 95-109.



368.

369.

370.

371.

372.

373.

374.

137

Zhang B. Methane emissions from global rice fields: magnitude, spatiotemporal
patterns, and environmental controls / B. Zhang [et al.] // Glob. Biogeochem.
Cycles. — 2016. — V. 30. — P. 1246-1263.

Zhang J. Bacterioplankton communities in a high-altitude freshwater wetland / J.
Zhang [et al.] // Ann. Microbiol. — 2014. — V. 64. — P. 1405-1411.

Zheng Y. A pathway for biological methane production using bacterial iron-only
nitrogenase / Y. Zheng [et al.] // Nat. Microbiol. — 2018. — V. 3, Ne 3. — P. 281
286.

Zhou L. Sphingomonas from petroleum-contaminated soils in Shenfu, China and
their PAHSs degradation abilities / L. Zhou [et al.] // Braz. J. Microbiol. — 2016. —
V. 47.—P. 271-278.

Zhuang W. Q. Isolation of naphthalene-degrading bacteria from tropical marine
sediments / W. Q. Zhuang [et al.] // Water Sci. Technol. — 2003. — V. 47. — P.
303-308.

Zigah P. K. Methane oxidation pathways and associated methanotrophic
communities in the water column of a tropical lake / P. K. Zigah [et al.] //
Limnol. Oceanogr. — 2015. — V. 60. — P. 553-572.

Zuckerkandl E. Evolving genes and proteins / E. Zuckerkandl, L. Pauling //
Evolutionary divergence and convergence in proteins; eds. V. Bryson, H. J.
Vogel. — New York: Academic Press, 1965. — P. 97-166.



138

HPUJIOKEHUSA

O6pasmer [IHK, BeigeneHHble 13 MEKPOOHBIX COOOIIIECTB, U JIOKYChI, BRIOpaHHBIC sl aHAIIA3a

ITPUJIOKEHHUE A

Howmep

Pation
obpasima

CexBeHUPOBAHHBIN (PparMeHT
16S pPHK u npaiimepsl

CekBEeHHpPOBaHHBIN (parMeHT
PMOA (mpaiimMepsr)

CekBeHUPOBaHHBIN
dbparmenT mxaF
(npaiimepsr)

1/0
1/50
1/100
1/200
1/300
1/500
1/700
1/855

I'opeson Yrec

V2-V3(16S_BV2f/ 16S_BV3r) A189 / A682

mxa_f1003 / mxa_r1555

11/0

11/50
11/100
11/700
11/1370

bonbmion

V2-V3(16S_BV2f/16S_BV3r) A189 / A682

mxa_f1003 / mxa_r1555

11/5
111/20
111/1250
111/1350

JIucTBIHKA

H]T HI

HI

IV/1
1\V/2
IV/3

IToconnsckas
baunxka

V2-V3(16S_BV2f/ 16S_BV3r) HI

HI




