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B renome Melioribacter roseus, OMTHOTO W3 IBYX MpeACTaBUTEIE HeTaBHO onmMcaHHoro huinyma Ignavibac-
feria OBUI IPOBENEH MTOUCK IeHOB, KOMMPYIOLINX OEJIKU, CBSI3aHHBIE C TPAHCIIOPTOM MEIU M ColepKaliye
Mellb B KayecTBe KodaKTopa, ¢ Mocaeayoleil nX XapaKTepucTuKoii. B pe3yibrare reHOMHOro aHaau3a y
JTaHHOTO (haKyIBTATUBHO aHa3POOHOTO OpraHW3Ma OBLIIN BBISIBJICHBI Pa3IMYHbIC MEAbCOMEePKAIIINE OKCH-
IOpenyKTa3bl. BBITO MccliefoBaHO BIMSIHNAE KOHIEHTpauy HoHoB Cu’’ B KyJIETYpaJIbHOM cpelie Ha pOCT
M. roseus. B pe3yiabrate TeHOMHOTO aHaji3a y JaHHOTO (haKyJIbTaTUBHO aHA3pOOHOTO OpraHM3Ma ObLIN
BBISIBJICHBI pa3jiMyHble MeabcoaepKalliue oKcuaopeaykrasbl. bouto aetektupoBaHo Tpu ATda3zwl, ocy-
IIECTBIIIIONINE TPAHCIIOPT Mear, ogHa 13 KoTopbix (MROS _1511) ¢ 00JIbIlOi BEpOSITHOCTBIO yIaCTBYET B
cbopKe MeabcoaepKallleil HUTOXPOM c-OKCUaa3bl, Toraa Kak ase npyrux (MROS 0327 u MROS_0791) 06-
JIaAloT, TTO-BUIUMOMY, IeTOKCU(DUKAIIMOHHON (hyHKIMel. Hamnure HeCKOIbKIX MeIbCOMEPKAIIUX OK-
CUAOpPENyKTa3 U CUCTEM roMeocTasa Meau y M. roseus COOTHOCUTCS C paHee BbICKa3aHHOM TMIOTE301 Mpo-
ucxoxaeHus dunyma Ignavibacteriae ot obiero ¢ Bacteroidetes u Chlorobi aspoOHOTO Tipenka.
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BBEAEHUE

Menb, Hapsity ¢ Xeje30M U LIMHKOM, SIBJISIETCS
OHUM U3 HauboJjiee pacrpoCTpaHEHHbBIX METALJIOB,
BXOASIIIIUX B COCTaB O€JIKOB TMPOKAPUOTUYECKUX U
9YKapUOTUYECKUX KJIeTOK [1]. Menpb B KauecTBe KO-
daxTopa comepxar Takve OeJIKM MPOKapuoT Kak IM-
TOXPOMOKCHUIA3bl, CYMEPOKCUIIMCMYTa3bl, aMUHOK-
cuaasbl, METAHMOHOOKCUTE€HA3bl, MpPOYMe MeIHbIC
OKcMIIa3bl U JlakKasbl. Kak mokaspIBaloT reoxuMmuye-
CKME pacyeThbl, B aHa’pPOOHbBIX YCIOBHSIX OCHOBHOE
KOJIMYECTBO MeAU HEIOCTYITHO IIJISI XKMBBIX KJIETOK,
TaK KakK MPUCYTCTBYET B BUE CYJIb(MUIOB C UPE3BbI-
JaiiHO HU3KOM pacTBopuMOCThIO [2]. [Ipenmomaraer-
Cs1, YTO JOCTYITHAS [IJIsI KMBBIX KJIETOK MeIb B 3HAUN-
MBbIX KOJIMYECTBAaX MOSIBUIACh B OKEaHe TOJbKO TocIe
€ro OKCUI€HMPOBaHUs, HayaBIIErocss Mexiny 3 u
2 MJIpJ JIET Ha3aJ, B CBSI3M C UYeM MeIb XapaKTepusy-
0T KaK “coBpeMeHHbI” MeTasi [3]. AHaIU3 MOJTHBIX
TeHOMOB OakTepuit 1 apxeit, mocTynHbix K 2008 T,
nokasaj, 4TO OOJIBIIMHCTBO aHA3pPOOOB HE MCITOIb-

lABTOpr st KoppecnoHaeHmy (e-mail: olga.karnachuk@green.
tsu.ru, kublanovilya@gmail.com).

3yet Cu B KauecTBe KopakTopa (hepMEHTOB, B TO Bpe-
Ms KaK B Te€HOMax a’po00B TIeHBI, KOOWPYIOIIME
MeabcoaepKallue OeJKM, TPeACcTaBIeHbl JOCTaTOU-
Ho mmpoko [1]. Takum obpa3zoM, TeHOMHBIE HUCCJIE-
JIOBaHMsI MMOATBEPAMIM BBICKA3aHHYIO OMOTreOXUMM-
KaMM HMIEI0 O TOM, YTO T€OXMMMHNYECKME CUTHAIBI
OKpyXarolleil cpedbl, 3aKOAUPOBaHHBIE B OelKax,
COXPAaHSIOTCS B TEUYECHUE IeOJIOTMISCKUX MAcCIITa00B
BPEMEHM, 1 X UCMOJIb30BaHUE MOXKET TOMOYb OITpe-
JIEJIUTh XOJT HEKOTOPBIX SBOJIOLMOHHBIX COOBITUI Y
JKMBBIX OPTaHMU3MOB [2].

Menpb He TOJIBKO BXOAUT B COCTaB OMOJIOTMYECKIX
MOJIEKYJI, HO B BBICOKMX KOHIEHTpauusx (>1 mr/m)
SIBJISIETCSI TOKCUYHOM UTS1 XKUBBIX KileToK. [Ipenmo-
JlaraeTcsl, YTo0 OMOXMMWYECKHE MEXaHW3MBI, 3allli-
1IAIOII1E KJIETKY OT MIOHOB MEIIM, TIOSIBWIMCH DBOJIIO-
LIMOHHO 3HAYMTEIHHO paHbIIEe MEePBbIX KYIPOIPOTEU-
HOB [3, 4]. OCHOBHBIM Me€XaHU3MOM JAETOKCU(UKALINUI
MEU SIBJSIETCS BBIKAUMBaHUE €€ U3JIUIIKOB U3 IIUTO-
maa3Mbel MegHbIMU AT®a3zamu P-tuna [5]. Hapsioy ¢
AT®dazaMu y TpaMOTPpULIATE]IbHBIX IIPOKAPUOT ObLIU
OOHapyXeHbl Jpyrue MeXaHU3Mbl, 3a/I€HCTBYIOLIUE
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“RND efflux” tpaHcmopTepbl, TPaHCIOLUPYIOIINE
Mellb TIPEUMYIIECTBEHHO M3 MEepUILIa3MaTUYECKOTO
IPOCTPAHCTBA; CEKBECTUPYIOIIME MEIHBIE OKCHIa-
3bI; 00Opasyloue noaudocdarsl noandocharkuHa-
3bl. B oTiinuue ot MmenHbix AT®a3, RND-TpaHciiop-
Tepbl BHIBOASIT HAPYKY MOHBI MEAW U APYTUX MeTas-
JIOB II0 TIPUMHLUITY aHTUIIOpPTa. B HacTosiee BpeMs
JIaHHasl TPYTIa KJIacCUUILIMpyeTcs Kak HaJIceMeCTBO
2.A.6 6a3b1 manHbx TCDB [6], conepxkaiiiee orpoMHOe
KOJIMYECTBO TPAHCHOPTHHIX OEJIKOB, OOHAPY:KEHHBIX
BO BCEX JOMEHAaX XKUBBIX OPraHu3MOB [7]. BHyTpH 3TOTO
HaJiceMeiicTBa TpaHCIIOPTepbl MEAM OTHOCSITCS K Ce-
meiictey HME (heavy metal efflux — agdmokc-Tpanc-
MOPTEPHI TSDKEJTBIX MeTaIIoB 2.A.6.1).

B kayectBe BO3MOXHBIX MeECT OOUTaHUS
MUKPOOPTraHU3MOB, TJ€ MOTJU TMOSIBUTHCS pa3iny-
HbIe MEXaHU3MBbI IeTOKCU(UKALIMY MeIH (B TOM YKC-
Jie ocHoBaHHbIe Ha MeaHbix AT®azax), paccMaTpu-
BalOT KaK OKCUT€HUPOBaHHbIE BOJHBIE SKOCUCTEMBI
C BBICOKOM PacTBOPUMOCTBIO HOHOB Cu?*, Tak 1 MOp-
CKME€ TUAPOTEPMBI, TN€ BCJIEACTBUE TOBBIIIEHHBIX
TeMIiepaTyp M BBICOKON KOHLIEHTPALMU TSKEJIbIX
METAJIJIOB BO3MOXHO TIPUCYTCTBME 3HAYUTEIbHBIX
KOJIMYECTB PACTBOPHMMBIX CYJb(MOUIOB MEIU B aHad-
pOOHBIX yciioBUsIX [1].

OmmcaHHass HegaBHO (haKyJIBTaTUBHO aHA’3po0-
Hast yMepeHHO TepModuiibHass Oaktepust Meliorib-
acter roseus |8] mipeacrasisieT co00 XOPOUIYI0 MO-
Iellb JJIs1 OLIEHKW B3aMMOCBSI3M HAJM4US Y
opraHusmMa KynporpoTreoMa (COBOKYITHOCTU MeIbCO-
JepxKalux OeJKOB) ¢ a3pOOHBIM WJIM aHA3pPOOHBIM
XapakTepoM ero pocrta. Melioribacter roseus gen. nov.,
sp. nov. [8] ObIT oXapakTepn30BaH KaK IMpeACcTaBUTEIb
HoBoOro cemeiictBa Melioribacteraceae BHyTpY HOBOIO
dunyma Ignavibacteriae. TlocnenHuii OTHOCUTCSI K
TpyIiIie 6JIM3KOPOICTBEHHBIX (DMITYMOB, BKITIOYAIOIIEH
Takke puayMbl Chlorobi u Bacteroidetes |8, 9]. [TomuMo
M. roseus, ellie OMHVM KYJIETUBUPYEMBIM MPEACTABU-
TeneM Ignavibacteriae siBnsieTcst Ignavibacterium al-
bum [10, 11]. O6a opranuszma — M. roseus v I. album —
SIBJISTIOTCST (haKyIBTaTUBHBIMKM aHApO0aMII I OpPraHo-
rereporpodamu [8]. Ha ocHoBaHMM TeHOMHBIX U (pe-
HOTUITMYECKUX  XapaKTEePUCTUK TIpelCcTaBUTEIICH
Chlorobi, Bacteroidetes n Ignavibacteriae Oblia Tipen-
JIOXKEHA CIIeayIoIast LeTb SBOJTIOLIMOHHBIX COOBITHIA:
pasnejieHde  OOIlero a»poOHOTO  Tpeaka Ha
Bacteroidetes n obiiero npenka Ignavibacteriae/Chlo-
robi; mocnengoBaBlliee 3a 3TUM pazaeieHue Ignavibac-
teriae 1 Chlorobi, cBsI3aHHOE C 3aXBaTOM MOCJICIHUMHU
HOBOM 3KOJIOTMYECKOM HUIIU U IIPUHLUATTUAIBHBIM
M3MEHEHNEM 1X MeTaboau3Mma [8].

M. roseus ObLT BbIAEIECH U3 00pa3iia MUKPOOHBIX
obpacTtaHuii, pa3BUBAIOIIMXCS Ha W3JMBE TeoTep-
MaJbHOI Boabl M3 ckBaxkmHbl P3 (IlapaGenbckmii
paitoH ToMckoit 00JlacTH), BCKpHIBAIOIIECH MOA3EM-
Hble BOJJOHOCHBIE TOPU3OHTHI HA [NIyOMHE HE MEHee
2700 m. IIpenmosaraeTcs, 4TO B MIOBEPXHOCTHEIM MaT
M. roseus Tioniajl UMEHHO U3 TTYOMHHBIX TOPU30HTOB,

KOTOpBIE XapaKTECPpU3YIOTCS TTOBBIIICHHON KOHIICH-
Tpauuei MeTalJIoB U MeTajisionaoB [8]. Takum obpa-
30M, M. roseus nomxeH obiagaTh HAOOPOM CHUCTEM,
KOHTPOJMPYIONINX BHYTPUKIIETOUYHOE COIepKaHUe
TOKCUYHBIX METAJUZIOB, B TOM YMCJIEe MEIU.

Llenpio HACTOSIIETO MCCIIeMOBaHNS OBIT TTOMCK B
reHoMme M. roseus TEHOB, KOMMPYIOIIUX KYIIPOIIPOTE-
WHBI U CUCTEMbI TOMEOCTa3a MeIU M MPOBEPKa BbI-
CKa3aHHOM paHee TMITOTe3bl 00 M3HAYaIbHO a3po0-
HOM MeTaboamusMe Ignavibacteriae.

MATEPHUAJIbI U METObI UCCIIEJOBAHUA

LlItamm Melioribacter roseus P3M-2T 6511 B3ST U3
KOJUIEKIIUM KYJIBTYp Ja0opaTOpuU TUIEPTEPMO-
¢UIBLHBIX MUKPOOHBIX coobiects8 MHMM PAH.
IIpoBepKy ero ycroifumsoctu K moHaMm Cu?* nposo-
JVJIA TPU BhIpallMBaHUM Ha MOAUMUIIMPOBAHHOMN
cpene Bumnens [8] ¢ mobaBieHrneM MeaI U3 CTEPUIIb-
Horo pactBopa CuCl, 10 KOHEYHOU KOHIIEHTpalUuU
10, 20, 30 wau 50 mr/m.

J1s1 morcKa reHOB, KOOUPYIOIINX O€JIKU, CBSI3aH-
HBIE C TOMEOCTa30M M€, MCIIOJIb30BaJIu IOIHBIN
reHoM M. roseus P3M-2T, nenronuposannbiii B Gen-
Bank NCBI (CP003557.1). MckoMble TeHbI ornpee-
JISITIA TI0 CXOACTBY C KOAUPYIOLIMMU IMOCIEA0BATEIb-
HOCTSIMM, OIIpeleleHHBIMU i1 Bacteria n Archaea
Pumx m coast. [1]. Ams RND-TpancnoprepoB no-
MOJTHUTEJIbHO MPOBEPSIIM KOHCEPBATUBHbBIE I1OCIIE-
JIOBATEJIbHOCTU TPaHCMEMOpaHHOI a.-crimpanu [V [7],
111 MeaHbIX ATda3 — KoHcepBaTUBHbBIE JOMEHDI [12].
ToMonoru HalineHHBIX B TeHOMe M. roseus TeHOB UC-
Kaiiu ¢ nmoMmolnpio anroputmMa BLASTp, ucnonbays
cranmapTHbie mmapamerpsl [13]. ITonydyeHHsie HabO-
pBI 0eKOB M. roseus 1 UX TOMOJIOTOB UCITOJIb30BaJIU
JUTST (PMJIOTEHETUYECKOTO aHa/In3a, KOTOPHIil ITPOBO-
mvnu ¢ npuMeHeHneM nakera MEGAS [14]. beutn
B3AThl Ommxkarimue 100 roMoJioroB IS KaxKIoro
Oenka, TaKuM oOpa3oM, OOIIMIA HadyaJIbHBII HAOOP
MOCJIENOBAaTEIbHOCTET s (PHIOTeHETMIECKOIO
aHanu3a coctosut uz 3 AT®az M. roseus u 297 6nu-
XKaummx poacTBeHHUKOB. C rmomoiibio cepsepa CD-
hit [15] 6 yoanens! 100%-HO MIeHTUYHBIE ITO-
cJieoBaTeIbHOCTU (IyOJIMKaThl), MOCJIE Yero ocra-
Jock 270 1ocjienoBaTeIbHOCTEN ; M3 HUX 3 HEIOJIHBIS
nocienoBatebHOCTH (2 w3  Firmicutes n 1 wu3
Bacteroidetes) Obl11 ynajaeHbl Bpy4YHYIO, TAKMM 00Opa-
30M, (pMHATBHBIN HAGOp CUKBEHCOB paBHSUICS 267.
11 mocTpoeHUsT IeHIPOTpaMM MCIOJIb30BaId Me-
Ton Omwkaiimero cocena (Neighbor-Joining) u me-
TOI MaKCHUMaJIbHOTO mpaBaonogooust (Maximum
Likelihood).

PE3VYJIBTATDBI

I'enbl, KomupyloLIMe KynponpoTeHHbI MPUCYTCTBY-
10T B reHome Melioribacter roseus. B renome M. roseus
OBLIO OOHAPYXKEHO HECKOJIBKO T€HOB, KOOUPYIOIINX
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Taomuma 1. TTpucyTcTBUE KYIIpOIIPOTEMHOB B TeHOMaX MpeacTaBuTeeil Ignavibacteriae, Chlorobi w Bacteroidetes (110 pe-

3yJibTaTaM aHaau3a 6a3bl naHHbIXx NCBI)

Ignavibacteriae
Chlorobi Bacteroidetes
M. roseus 1. album
MdepMeHTHI ceMelCcTBa LIMTOXPOM C-OKCHIA3 + + —* +
Menabcoaepkaliasi peayKrasa 3aK1UcHu a3oTa + + — +
MenHas okcuaopeayKTasa, mojrdeHoJ oKcraasa, JaKkKasa + + + +

* 3a uckimouenueM Chlorobaculum parvum.

Tadauma 2. JloMeHHasi CTPYKTypa U OCHOBHBIE KOHCEPBAaTUBHbIC MOTUBBI (DYHKIITMOHAJIBHBIX TOMEHOB MeIHbIX ATda3

P-tuma y Melioribacter roseus P3M-2

N-KOHILIEBOIT JTOMEH KaTtanutnyeckunii IUTOILIa3MaTUIECKUI JOMEH
Homep OPC MeMOpaH-
AT®Dazber MOTUBBI CTaOWJIM- | HBIN CalT MOTUB MOTUB MoTuB “hinge”-permnona,
B TEHOME CBS3BIBAaHUST | 3UPYIONINIA | CBSI3BIBaHUS | hocdopr- |CBI3BIBAaHUSI| CBSI3BIBAIOLIETO KATAIMTUISCKIIA
METaAJUIOB MOTHUB TSDKEbIX  |nupoBaHusl| ¢docdata n C-KOHIIEBOI JOMEHBI
METaJJIOB
MROS 0327| CASC TGES CPC DKTGTIT | LLTGD VAMVGDGINDAPALAQADLSIAI
MROS_0791| CSTC... CASC |TGEP CpPC DKTGTIT | MITGD VAMVGDGINDAPALAQADIGLAI
CFHC...
MROS 1511 CNGC.. CSSC TGES CPC DKTGTIT|LLTGD VYMMIGDGLNDAGALQKSD

* JKupHbIM HIpUGTOM BbIIEIEHBI HAM00JIee KOHCEPBATUBHBIE AMUHOKHMCIIOTHBIE OCTATKH 110 JaHHbIM YaH ¢ coaBT. [16].

pa3uyHble MeJbcoJiepxKallre OeIKU, BKIoUas 1u-
TOXPOM C-OKCUJa3bl (KUCJIOPOAPENyKTa3bl) cbb;
(MROS_1513) u cc(o/b)o; (MROS_0038), N,O pe-
nyktazy (MROS 1106) n makkaszy (MROS 0146)
(Tabs. 1). baukaiiiie roMoJIoru 3TUX KyIpoIpoTe-
WHOB ObLIY TakxXKe oOHapyxeHbl y 1. album. B yact-
HOCTH, CXOJICTBO aMMWHOKMCJIOTHBIX IIOCJeI0Ba-
TEJILHOCTEN MENbCOJepXKalllMX JaKKa3 U3 JIBYX BU-
JIOB, TPEACTaBISIONIUX pa3UvYHble CceMeicTBa
dunyma Ignavibacteriae, coctaBuio 52%. [eHbI 1ak-
Ka3 ObpTM OOHApPYXKEeHBI B reHOMaX MHOTHX IIpeIcTa-
puteneit ¢uayma Chlorobi. Tlomumo mnpeacra-
puteneii Chlorobi, oTHOCUTENbHO OIM3KNE aMWHO-
KMCJIOTHBIE TIOCJEA0BATEIbHOCTH JaKKa3 IPUCYT-
CTBYIOT y TIpeAcTaBuTeseil (uiyma Bacteroidetes, y
Caldithrix abyssi (0OIHOTO U3 ABYX KYJIBTUBHPYEMBIX
npencTaBUTEIIell TIyOOKO# BeTBM OakTepuii, OJIM3-
Kot K Chlorobi- Bacteroidetes-Ignavibacteriae), a Tak-
Xe y mpencraButeneit Firmicutes (CXOACTBO JaKKa3
BCeX TepeumrclieHHbIX Tpynn U M. roseus cocTaBisieT
30—-37%).

ITenamu MenbcopepxKammx CyObeOMHUL IIMTO-
XpOM c-0Kcuaa3 cbb;-tuna obaanaloT NATh NpeacTa-
putelieit huayma Chlorobi, omHaKO y BCEX HUX COOT-
BETCTBYIOIIIIE TE€HHBIC KjlacTepbl HEIOJHBIE — Y
Chlorobium chlorochromatii oTCyTCTBYeT IeH CTPYK-
TypHOi1 cyobeaunuubl 1V, y C. phaeobacteroides,
C. limicola, Chlorobaculum parvum wn Pelodictyon
phaeoclathratiforme OTCYTCTBYIOT TaKKe TeHbI (PyHK-

MUKPOBMOJIOTUA Ne 2
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muoHanpHOM cyowenunuubl 111. Y Chlorobium fer-
rooxidans ecTb TOJBKO T'€H MEIHOW CyObeAMHUIIBI,
PaBHOYIAJIECHHOM OT U3 WU3BECTHBIX TUIIOB MEIHBIX
KMCJIOPOAPEAYKTA3.

Tomonorn MenbcomepKaiieil ITUTOXPOM C-OKCH-
nasbl cc(0/b)o;-TUna ectb B reHOMax MpeacTaBUTeNCiH
Bacteroidetes n Tonbko omHoTro Tipeacrasuteist Chlo-
robi — Chlorobaculum parvum. OpgHako B ciy4ae
Bacteroidetes reHHBII KJTacTep 3TOU OKCUIa3bl UMEET
OopraHu3allvio, OTJIMYHYIO OT TAKOBOU y M. roseus, a B
citygae Chlorobaculum parvum He COOEPXXUT T€HOB
nByX cyobenuHull pepmenta (I1 u IV).

M. roseus obOnamaer pazIMYHBIMH CHCTEMAMH
TpaHcnopTa meau KynstuBupoBaHue M. roseus B TIpU-
CyTCTBUU MNOBBIIeHHON KoHUeHTpauuu Cu(ll) mo-
Kaszajo, YTO MaKCHMMalbHasl KOHILIEHTpalUs Meau B
cpene, NMpU KOTOPO HAOMIOAAICsl POCT, COCTaBJsLIa
30 mr/n. Tpu comepxanuu 50 mr/n Cu?t B cpene
KyJIETUBUPOBAHUS pOCT M. roseus TIOJTHOCTBIO MHTH-
omposBacs.

B renome M. roseus OBITIO IETEKTHPOBAHO TPH
MeaHBIX AT®a3bl: Bce TpU MMEIOT 110 4 TTaphl TpaHC-
MeMOpaHHBIX yYacTKOB, XapakKTepHbIx st ATda3
TSDKEJIbIX MeTallioB (ceMeiictBa 3.A.3.5 u 3.A.3.6) u
obnagaloT cxoxeir ¢ atumu AT®azaMu JOMEHHOI
opranmzanueii (Tabdi. 2), moapasyMeBalolleil Haau-
q1e CAaTOB CBSI3BIBAHMS METAJJIOB U CTaOMIIM3UPY-
omiero mMotuBa TGEA 1uTO307BHON MNEeTIU B
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32 Firmicutes (95 nocienoBateibHOCTE )
9
3 gi_544919251_ref WP_021328727.1_hypothetical_protein_candidate_division_ZIXI_bacterium_RBG-1  ]Cand. Div. ZIXI
93 gi_169832022_ref YP_001718004.1_heavy_metal_translocating_P-type ATPase_Candidatus_Desulforudis_audaxviator JFirmicutes
P gi_496144336_ref_WP_008868843.1_ATPase_Desulfonatronospira_thiodismutans_ASO3-1 JProteobacteria
64 1()0< Firmicutes (7 nocnenoBarenbHOCTE)
9 gi_328951697_ref_YP_004369032.1_heavy_metal_translocating_P-type_ATPase_Marinithermus_hydrothermalis_DSM_ 14884 IDeinococcus/Thermus

gi_499456571_ref WP_011144035.1_ATPase_Gloeobacter_violaceus_PCC_7421 JCyanobacteria

gi_320160669_ref YP_004173893.1_heavy_metal_translocating_P-type_ATPase_Anaerolinea_thermophila_UNI-1 Jchioroflexi
gi 392373172 _ref YP_003205005.1_copper-transporting_P-type ATPase_Candidatus_Methylomirabilis_oxyfera JCand. Div. NC10
gi_495751995_ref WP_008476574.1_copper-transporting_P-type ATPase Nitrolancea_hollandica

gi_159900839_ref YP_001547086.1_copper-translocating_P-type_ATPase_Herpetosiphon_aurantiacus_ DSM_785
100y gi_519104600_ref WP_020260475.1_hypothetical_protein_unclassified_Aminicenantes JUnclassified bacteria
gi_521073069_ref WP_020404853.1_hypothetical_protein_partial_Gracilimonas_tropica TIBacteroidetes
gi_374856552_dbj_BAL59405.1_Cu(2+)-binding/translocating_P-type_ATPase_Candidatus_Acetothermus_autotropicum ] Cand. Acetothermia
gi__147920132_ref_YP_686104.1_Cu(2+)-binding/translocating_P-type_ATPase_Methanocella_arvoryzac_ MRES50

gi_383320823_ref YP_005381664.1_copper-(or_silver)-translocating_P-type_ATPase_Methanocella_conradii_HZ254 Euryarchaeota

100 gi_282163054_ref YP_003355439.1_copper-transporting_P-type_ATPase_Methanocella_paludicola_SANAE

100 gi_517454077_ref_WP_018624865.1_copper-exporting_ ATPase_Kangiella_aquimarina

gi_256822574_ref YP_003146537.1_copper-translocating_P-type_ATPase_Kangiella_koreensis_ DSM_ 16069 Proteobacteria
gi_495385032_ref WP_008109735.1_Cu2+-exporting ATPase_Pseudoalteromonas_sp._BSi20311

:| Chloroflexi

29

49 | gi_429221831_ref YP_007174157.1_heavy metal_translocating_P-type ATPAse_Deinococcus_peraridilitoris DSM_19664  ]Deinococcus/Thermus
93 gi 488761234 _ref WP_002684442.1_coppery/silver-translocating_P-type_ATPase_Beggiatoa_alba ] Proteobacteria
Mros_0791[Ignavibacteriae
gi_ 317122394 ref YP_004102397.1_ATPase_P_Thermaerobacter_marianensis. DSM_12885_ATPase JFirmicutes
gi_390189803_emb_CCD32036.1_Copper-transporting_P-type_ATPase_Methylocystis_sp._SC2
% gi_517128309_ref WP_018317127.1_hypothetical_protein_Bradyrhizobium_japonicum Proteobacteria
[ 100 gi_517082840_ref WP_018271658.1_hypothetical_protein_Bradyrhizobium_elkanii
gi_406981557_gb_EKE03013.1_hypothetical_protein_ ACD_20C00293G0005_uncultured_bacterium
¥ 00 (Cyanobacteria (29 1ociie10BaTeIbHOCTe i)
100

gi_ 516341067 _ref WP_017731100.1_hypothetical_protein_Nafulsella_turpanensis :I Bacteroidetes
45 Mros_0327 . .
Ignavibacteriae
100 IALB_2222 gi 385810797_ref_YP_005847193.1_cation_transport_ATPase_Ignavibacterium_album_JCM_16511

gi_269926835_ref YP_003323458.1_heavy_metal_translocating_P-type ATPase_Thermobaculum_terrenum_ATCC_BAA-798 JUnclassified bacteria

gi_57234243_ref YP_181678.1_copper-translocating_P-type_ATPase_Dehalococcoides_mccartyi_195

gi_270308224_ref YP_003330282.1_cation_transport_ATPase_Dehalococcoides_mccartyi_VS

gi_561113019_ref YP_008856080.1_copper-exporting ATPase_Dehalococcoides_mccartyi_GY50

gi_289432747_ref YP_003462620.1_ATPase_P_Dehalococcoides_mccartyi GT

100[[&1_147669480_ref YP_001214298.1_heavy_metal_translocating_P-type_ATPase_Dehalococcoides_mccartyi BAVI
85%gi_73748721_ref YP_307960.1_copper-translocating_P-type_ATPase_Dehalococcoides_mccartyi CBDBI

43

Chloroflexi

0.1

Puc. 1. ®unoreHernyeckoe monoxenue MeaHbix AT®a3z MROS 0327, MROS_0791, MROS_1511 u poAaCTBEHHBIX OEJIKOB.
JLJ1s1 TOCTpOeHUS AEHIPOTpaMMBbI MCITOJI30BaAJIM MeTo oyvkatiniero cocena (Neighbor-Joining) u [TyacconoBckoe pacripene-
JICHME BEpOSTHOCTH 3aMeH aMUHOKHUCIIOT [23]. MeTon MakcuMaibHOTo npaBaononoous (Maximum Likelihood) ¢ mpumeHe-
HueM moaenu JTT (Jones—Taylor—Thornton (JTT) model) man cxoxwuii pe3yasrat Tonojoruu. IlIkama cooTBeTCTBYET 3aMeHe
10% amuHOKUCIOTHBIX ocTaTKOB. Llndpsl B y31ax nepeBa — 3HaueHust oyrcrpernmunra (100 urepaumii).

N-koHIIeBOM AoMeHe, a Takxke KoHcepBaTuBHbIXx IALB 0720 u IALB 2222 u3 I. album; B TO Xe Bpe-
caiiToB ¢pochopminpoBanud, cBsa3bIBaHuA pocdaTta  ms 6auskoro romosora MROS 0791 B renowme /. al-
1 “hinge”-pernoHa B KaTaJUTUYECKOM NOMEHE;  pym He okasamoch (puc. 1). ATdaza MROS 1511

TpeTuii, C-KOHLIEBOIT MEMOPaHHBIN, TOMEH SIBISICT-  yaxomuTcs B OMTHOM omnepoHe ¢ chb ; INTOXPOM C-0K-

cs1 Hanboee BapraGenbHbIM [16]. cugazoii (MROS 1513-1515) u ee aklieCCOPHBIMU

OpHUMM U3 Oamxaimmx romosnoroB AT®a3z Oenxkamu (puc. 2B). AT®aza MROS_0327 Haxonut-
MROS 1511 u MROS 0327 sgaBnasiorcss O6eaku ¢ B olepoHe (puc. 2a) ¢ MEOHBIM IarepoOHOM

MUKPOBHOJIOTHUA Tom 84 Ne 2 2015
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IOO< Sphingobacterales (9 nocienosarebHOCTEl)
)

Cytophagales (3 nocie1oBate/IbHOCTH)

100

—IOO< Cytophagales (8 nocnenoBareIbHOCTEN)

Flavobacteriales (54 rociieioBaTesIbHOCTH)

gi_387790586_ref YP_006255651.1_P-type ATPase_translocating_Solitalea_canadensis_ DSM_3403
gi_256419725_ref YP_003120378.1_E1-E2_ATPase_domain-containing_protein_Chitinophaga_pinensis_ DSM_2588
gi_517446608_ref WP_018617439.1_hypothetical_protein_Segetibacter_koreensis
59 gi_375145258_ref YP_005007699.1_Copper-exporting_ATPase_Niastella_koreensis GR20-10
gi_497266532_ref WP_009580749.1_Type_cbb3_cytochrome_oxidase_biogenesis_protein_Ccol_Fulvivirga_imtechensis ]Cytophagales
81 gi_392390188_ref YP_006426791.1_P-type_ATPase_translocating_Ornithobacterium_rhinotracheale_ DSM_ 15997
gi_325954463_ref YP_004238123.1_copper-exporting_ ATPase_Weeksella_virosa_ DSM_16922
100 gi_517504465_ref WP_018674673.1_ATPase_Riemerella_columbina
100 gi_489073906_ref WP_002983861.1_EI1-E2_ATPase_Chryseobacterium_gleum

) Mros_1511[Ignavibacteriae

H‘I_: gi_332668399_ref YP_004451187.1_P-type_ HAD_superfamily_ATPase__Haliscomenobacter_hydrossis_ DSM_1100 ] ) .
Sphingobacteriales

89 gi_522028110_ref WP_020539319.1_hypothetical_protein_Lewinella_cohaerens

gi_517153536_ref_WP_018342354.1__hypothetical_protein_Cytophaga_aurantiaca

gi_110637541_ref YP_677748.1_Cu(I)-translocating_P-type_ATPase_Cytophaga_hutchinsonii ATCC_33406

gi_517289095_ref WP_018477913.1_ATPase_Pontibacter_roseus

gi_494934078_ref WP_007660111.1_cytochrome_cbb3_oxidase_maturation_protein_Pontibacter_sp. Bacteroidetes

gi_488781944_ref WP_002694351.1_E1-E2_ATPase_subfamily_putative_Microscilla_marina

gi_408671806_ref YP_006871554.1_E1-E2_ATPase-associated_domain_protein_Emticicia_oligotrophica_ DSM_ 17448

IALB_0720_gi_ 385809304 _ref YP_005845700.1_Cation_transport_ ATP1_Ignavibacterium_album_JCM_16511]Ignavibacteriag

gi_522017364_ref WP_020528635.1_hypothetical_protein_Flexithrix_dorotheae

gi_516340899_ref WP_017730932.1_hypothetical_protein_Nafulsella_turpanensis

gi_496485275_ref_ WP_009193845.1_putative_copper-importing_P-type_ATPase_A_Cesiribacter_andamanensis

22 gi_521070679_ref WP_020402630.1_hypothetical_protein_Gracilimonas_tropica ] Sphingobacteriales
gi_610422581_gb_AHWS59785.1_ATPase_Draconibacterium_orientale ~ ]Bacteroidales

I:gi75220865247ref7 WP_020597733.1_hypothetical_protein_Spirosoma_panaciterrae ]Cyt hagal
Ophagales
100! gi_ 284038445 _ref YP_003388375.1_ATPase_P-type_(transporting) HAD_superfamily_Spirosoma_linguale DSM_74

Sphingobacteriales

Flavobacteriales

Cytophagales

Puc. 1. OxkoHuaHwue.

(a)

MROS_0325 (hypothetical protein)

371.734 372.233 372.733 373.233 373.733 374.233 374.733

MROS_0326 (copper chaperon) MROS_0328 (major facilitator superfamily transporter)

MROS_0324 (histone family protein DNA-binding protein)

)

916.498 916.697 916.897 917.097 917.297 917.497 917.697 917.897 918.097 918.297 918.497 918.697 918.897 919.097 919.297 919.497 919.697 919.8

| MROS_0791 (copper-transporting P-type ATPase)
MROS_0790 (copper-translocating P-type ATPase)

(B)

2 sMROS_0327 (copper-transporting P-type ATPase)

375.233 375.733 376.233 376.733 377]233 377.733 378.069

MROS_0329 (cell wall hydrolase/autolysin)

MROS_0793 (hypothetical protein)
$7 920.097 920.274
——

MROS_0792 (hypothetical protein)

MROS_1513 (cbb3-type cytochrome c oxidase subunit I/11)

MROS_1510 (short-chain dehydrogenase/reductase SDR)
1.753.307 1.753.806
——

MROS_1511 (Cation transport AT Pase)

MROS_1516 (cbb3-type cytochrome c oxidase accessory protein CcoG)

1.754.306  1.754.806  1.755.306 1.755.806 1.756.306  1.756.806 1.757.3p6  1.757.806 1.758.306 1.758.806  1.759.306 l,759.806| 1.760.306  1.760.806 1.761.382
A L X i L L

—'-y|

MROS_1512 (cbb3-type v:ylochrcomeI ¢ oxidase maturation protein CcoS) ~ MROS_1515 *cbb3-type cytochrome c oxidase subunit I1T)

MROS_1514 (cbb3-type cytochrome c oxidase subunit I'V)

Puc. 2. [enHoe okpyxeHue MeagHbix AT®a3z MROS_0327 (a), MROS_0791 (6) u MROS_1511 (B). Ipadnueckoe nuzodbpaxkeHue
OBLIO BBITIOJTHEHO C MCITOJIb30BaHUEM TTporpaMMHoOro obecrieueHust Geneious, Bepcus 4.8.5 (http://www.geneious.com).

MROS 0326 u TpaHcriopTepoM cemeiictBa MFS
(2.A.1 mo TCDB) MROS 0328. CocenHue reHsbl
AT®a3zer MROS 0791 m MROS 0790 mmeror 1o
OJHOMY — KYIIPEAOKCUH-IOAOOHOMY — MeIbCOAEP-
KalleMy TOMEHY.

I[Momumo reHOB, Komupyooiux MeaHbie AT®a3wbl,
B reHOMe€ ObUIM HaliieHbl T'€HbI JBYX BO3MOXHBIX

MUKPOBUOJIOTUA T1om 84 Ne 2 2015

tpaHcnoprepoB Menu (MROS 0577 1 MROS_0773),
nepenocamux Cu?t 3a cyeT aHTUIIOPTA C TPOTOHAMM
(cemeiictBo RND, 2.A.6). Ha mpuHanieXXKHOCTb JaH-
HbIX 06eJ1KoB K “RND-efflux” Tpancnoprepam yKasbi-
BaloOT creuuguiyeckrue MOTHUBbI B KOHCEPBAaTHMBHOM
obnactu TpaHcMemOpaHHo# o-crniupasu IV (TMH
1V) (Puc. 3). OcHoBHas pojib RND-TtpaHcnoprepoB
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Puc. 3. XapakrepHble Mocie10BaTeIbHOCTH (signatures) yyactka IV TpaHcMeMOpaHHO# o-crivpanu [7] padHbix Tunos RND-
TpaHcnoptepoB u3z Melioribacter roseus (MROS 0773, MROS 0577, MROS 0481 u MROS_1253). 1. Ipynmna 5 RND-TtpaHc-
noptepoB ruapodobHbIX 1 aMbudunbHbIX coennHeHuit (HAES) na npumepe AcrB E. coli; 2. Tpynma 1 RND-TpaHcriopTepoB
Tskesbix MetautoB (HMET) Ha npumepe CzcA (KoOGansT—UMHK—KaaMuii) Ralstonia metallidurans; 3. Tpynna 4 RND-tpaHc-
noptepoB Tsxkenbix MetauioB (HME4) na npumepe SilA Salmonella enterica pv. typhimurium; 4. Ipynmna 4 RND-tpancnopre-
poB Tskenbix MetaioB (HME4) na nmpumepe CusA E. coli; 5. Ipynmta HME3b RN D-TpaHCTIOPTEPOB TSXKEIBIX METAIOB
(HME3Db) na mpumepe HP0969 Helicobacter pylori; 6. MROS_0773; 7. MROS_0577; 8. Ipynna 4 RND-TpaHCcHOpTepOB THI-
podobHbIX 1 ampubribHbIX coequHeHut (HAE4) na npumepe Alr5294 Nostoc sp.; 9. MROS_0481; 10. MROS_1253.

(a)

MROS_0483 (outer membrane efflux protein)
536.115536.614 537.114 537.614 538.114 538.614 539.114 539.614 540.114 540.614 54f.114 541.614 542,114 542.614 543.114 543.614 544.114

MROS_0482 (efflux transporter, RND family, MFP subunit)

MROS_0485 (transcriptional regulator, TetR family)
}4.614  545.114  545.801

M ROS<L487 (thioredoxin)
MROS_0486 (transcriptional regulator, TetR family)

—

MROS_0484 (TonB-dependent receptor plug)

652.602 654.602

(0)
MROS_0573 (TetR family transcriptional regulator) MROS_0575 (outer membrane efflux protein)
648.603 649.[102 649.602 650.102 650.602 451,102 651.602

MROS_0574 (hypothetical protein)

(8)

1.451.147

MROS_1251 (outer membrane efflux protein)

1.451.646 1.452.146 1.452.646 1.453.146 1.453.646

3
MROS_ 1250 (transcriptional regulator, TetR family)

(r)
899.310  899.809 900.309 900.809 901.309 901,809 902,309

MROS_0771 (outer membrane efflux protein precursor)

652,102
", ", S <
Y SMROS 037/(

[
MROS_0576 (secretion protein HlyD)

1.454.146
»MROS_ 1253 (Cation/multidrug efflux pump)
MROS_ 1252 (cation efflux system protein)

902,809
MROS_0773 (heavy metal efflux pump, CzcA family)

653.102 653.602

heavy metal efflux pump, CzcA family)

654.102 655.293

1.454.646 1.455.146 1.455.646

1.456.146

1.456.646 1.457.344

903,309 903.809

904309 904.809

905.309 905.809 906,309

MROS_0774 (nitrogen regulatory protein p-ii)

MROS_0772 (cation efflux system transmembrane protein)

Puc. 4. [enHnoe okpyxeHrue RND-tpancrioprepoB MROS _0481(a), MROS_0577 (6), MROS 1253 (B) u MROS_0773 (r). Ipa-
burueckoe n300pakeHNe OBLIO BHITTOJHEHO ¢ MCIIOJIb30BaHUEM ITporpaMMHOro obecrnieueHust Geneious, Bepcus 4.8.5 (ht-

tp://www.geneious.com).

3aKJII0YaeTCs B IIepeHOCe MeIU U3 Mepulia3zMaTuye-
CKOTO MPOCTPaHCTBA HapyXy, Kak 3To ObLIO MoKa3a-
Ho 1151 6enkoB E. coli, kongupyembix cusCFBA oniepo-
HoM [17]. Eme y #OBYX pOJICTBEHHBIX OEJIKOB
(MROS 0481 n MROS_1253) xapaKTepHbIX MOTH-
BOB B paiioHe TMH IV He 06bu10 0O0HapyxkeHo. I1o-
BUJIMMOMY, 3TU OeJIK1 oTHOCATCS K rpyniie HAE4 ce-
meiictBa HAE (hydrophobic and amphiphilic com-
pounds efflux — addarokc-TpaHcIOpTEPHl TUAPO-
Go6HBIX M aMPUPUIBHBIX coeaWHeHU 2.A.6.2,
2.A.6.5, 2.A.6.7) RND-TpaHCIIopTepOB, MepeHOC-
IIUX OpTraHUYeCKUEe MOJICKYBI [7].

IeHbl, Kogupyrolre Bce YeThIpe TTepeuncieHHEIe

B IIpeabIayIeM ab3alie TpaHCIOPTEPa, BXOIAUIN B CO-
CTaB OIIEPOHOB, COAEPKAIIUX TAKXKe TeHbI (haKTOPOB
momupukanuu mMemopan MFP (membrane fusion
protein) u OMF (outer membrane factor) (puc. 4),
YTO MOXET YKa3bIBaTh Ha JIOKAJIM3ALIUIO TPAHCTIOPTEPOB
Ha BHeIlIHelr MeMOpaHe. Bce Oeilku onepoHOB, coaep-
x)amwmx TpaHcrioptepsl MROS 0481 1 MROS 0577,
UMeId HauOoJIbIllee CXOJACTBO C TaKOBBIMU U3
Caldithrix abyssi, mpuyeM CXOJICTBO CaMUX TPAHCIIOP-
TEpOB C OJVDKAWIIIMMKU TOMOJIOTAaMU COCTaBJIsUIO 58 U
72%. bavkaiiiMy roMOJIOraMiy Bcex GeJIKOB U3 OIle-
MUKPOBUOJIOTUSA Ne 2
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poHoB, conepxariux MROS 0773 u MROS 1253, Obl-
Jm 6enku u3 1. album, Ipy TOM CXOICTBO CAMMX TPaHC-
MOPTEPOB C OIVKANIIMU POACTBEHHUKAMU COCTABJISI-
710 81 1 82%, COOTBETCTBEHHO.

OBCYXIEHHME

INpoBeneHHBle HaMMW WCCISOOBAHUS ITOKa3ad
HaJIMYMe B IBYX TeHOMaXx IpeacraBuTeseit Ignavibac-
feriae TEHOB KOAVPYIOIIUX MeIbcoaepxKallue OeKH.
DT TeHBl WMEIOT TOMOJIOTOB Y MHOTOUYMCICHHBIX
npeacraBureneii Bacteroidetes (Tabn. 1). ¥ MHOTMX
npeactaButelieit Chlorobi ecTb TOMOJIOTY T€HOB JlaK-
Ka3, Y HEKOTOPBIX €CTh HEITOJHbIE KJIacTephl TEHOB
MeIbCOMEPKAIINX IIMTOXPOM c-OKcHuaas chb;-tuma, u
TOJIbKO y ogHOro — Chlorobaculum parvum — ecTb He-
MOJIHBI KJIacTep TEeHOB ILIUTOXPOM C-OKCHIA3bl
cc(o/b)os-tuna. B HeM OTCYTCTBYIOT F€HBI IBYX CYyOb-
enuHUI hepMEeHTa, YTO YKa3bIBaeT HAa BO3MOXKHYIO
MOTEPIO paHee CYIIeCTBOBABIIIETO TEHHOTO KJlacTepa
KUCIOpOApenyKTasbl cc(o/b)os-Tvna mnpencTaBuTe-
s Chlorobi. 'Y mipencraButenieit Ignavibacteriae
TTAHHBIN TEHHBIN KJIaCTep UMEET Ty K€ CTPYKTYPY, UTO
U y OpeiacTaBuUTeNcii mmpoTteodakTepuii Desulfovibri-
ales n Desulfuromonadales [8]. Anst Desulfovibrio vul-
garis TIOKa3aHO YJacTHUe IIUTOXPOM C-OKCHMIa3bl
cc(o/b)os-Tuna B reHepalluv TPAHCMEMOPaHHOTO MO-
teHuuaina [18]. C yaeToM BEICOKOTO YPOBHSI CXOJICTBA
AMUHOKUCJIOTHBIX TIOCJIEIOBATEILHOCTE MeIbCo-
JIepxKalux cyobenuHuL okcunas M. roseus v I. album
¢ TakoBbIMHU Y D. vulgaris (47  45% cOOTBETCTBEHHO)
MOXHO TIPEAIIOJOXUTb, YTO MaHHBIA (epMEeHT
y4acTBYeT B 9HEPreTUYEeCKOM MeTaboJIM3Me TTpeacTa-
BuTelieit Ignavibacteriae.

I[enaMu MeabcomepKalInX Cyobe AMHULL KUCIIOPO-
npenykTas cbb;-Tumna o6ganamT MSATh MPeACTaBUTE-
neii dunyma Chlorobi (Chlorobium phaeobacteroides,
C. limicola, C. chlorochromatii, Chlorobaculum parvum
u Pelodictyon phaeoclathratiforme), onHako y Bcex y
HUX TeHHbII Kjactep HenoaHbii. [Tomumo 3Toro, y
C. ferrooxidans ectb 1 TeH MeOHOI CYOBEIMHUIILI
KHUCJIOPOAPEAYKTA3bl, OHAKO €r0 HEeJIb3s C JOCTO-
BEPHOCTBIO OTHECTU K Kakomy-aubo tumy. B coot-
BETCTBUH C BBICKA3aHHOM TUITIOTE301 O “BTOPUIHOM
aHaspoomose Chlorobi BOBMOXKXHBIM 3BOJIIOLIMOHHBIM
ClIeHapUeM SIBJISIETCS MOTepsi TeHOB KaK BCIIOMOTa-
TEJIbHBIX, TAK U KATATUTUYECKUX MEIbCOACPKALIINX
CyObeIMHUIL OpraHM3MaMM, 3aCEIUBIIMMU HOBYIO —
aHa’pOOHYI0 — DKOJOTMYECKYI0 HMIIY, TOorga Kak
0aKTepuu, SBOJIOLIMOHUPOBABIIINE OT OOILIETO Mpe-
Ka Ignavibacteriae/Chlorobi B aspupyeMoii cpene, co-
XpaHWIN TIOJHBIA HaOOp T€HOB, HEOOXOAMMBIX LIS
a3pOOHOro AbIXaHMSI.

CremyeT OTMETUTD, YTO IS HOPMAJIbLHOTO (PYHK-
LIMOHUPOBAHMS KyITPOIIPOTEeOMa HEOOXOIUMO HaIM -
qie y OpraHn3Ma pa3BeTBICHHOM CHCTeMbI TOMEOCTa3a
MeIV, YIaCTBYIOIIEH KaK B TPOIIECCUHTE MEIbCOMEP-
KaIIUX (pepMEHTOB, TaK U B KOHTPOJIE BHYTPUKIIETOY -

MUWUKPOBUOIOTUSA Ne 2
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HOTO cofiep>KaHusI MeIy TIPY POCTe B cpejie, TIe COeau-
Henna Cu?* pacTBOpuMBL. Meb JIETKO 00pa3yeT KOM-
TJIEKCHI Y XeJIATUPYETCS pa3IMUHBIMUA OpraHUYEeCKUMU
coenuHeHUsIMU. [ToaToMy KOHIIEHTpalus “Ouomo-
CTYITHOM” MeIM 3aBUCUT OT COCTaBa IMUTATEJIbHOM
cpelbl, MCHOJIb30BAHHOM [JII 3KCIEPUMEHTOB IIO
OMpeaesICHUIO ycToMunBoCcTU. Hampumep, B aKcIie-
pUMEHTAX IT0 OIpeIeJIEHUI0 MAaKCUMAJTBHOM KOHIIECH-
Tpaluyy MeIU, JOIMYCKAIOILIEH pOCT TOJIEPAHTHBIX K HEM
u3onsitoB Desulfovibrio, xkoHuenTpauust Cu(Il) B pac-
TBope cHmXanach ¢ 200 no 150 mr/n cpasy xe 1ocie
BHeceHUs1 CuSO, B MpecHOBOHYIO cpeny Buaaens ¢
JaktatoM [19]. Takum oOGpa3zoM, KOPpPEeKTHOE CpaB-
HEeHUe pe3yJIbTaTOB 3KCIEPUMEHTOB IO OIpeaesie-
HUIO TIOPOTa YCTOMYMBOCTHU, MOJIYYEHHBIX B pa3HBIX
JIabopaTopusIX C UCITOJb30BaHEM pa3HBIX Cpell, He-
BO3MOXHO. B 11eJ10M MakcMMasibHasl pacuyeTHast KOH-
uentpauns Cu?t (30 mr/n), nossonsiowas pactu M.
roseus, COCTaBJISIET BEJIMUNHY OJHOTIO MOPSIIKA C MO~
JIy4YeHHBIMU JIJISI HETOJICPAHTHBIX K MeIU, HO 0bi1aaa-
IOLIMX MEAHBIMU OKCUIOPENYyKTa3aM1 MpeACcTaBUTE-
Jeit cynbdaTpeayupylonmx o6akrepuii ponos Des-
ulfovibrio n Desulfotomaculum [20], BbeIpallleHHBIX HA
TOH Xe NpecHoBogHOU cpene Bunaesns. Te xxe KOH-
LEHTpallMM PACTBOPEHHOW Meau, COCTaBJSIOLIME
HECKOJIbKO JIeCSITKOB MT/JI, XapaKTepHBI IS aHad-
POOHBIX YCJIOBUI TJIyOMHHOI Ouocdepbl. MHIrubum-
pyrowee aeiicteue 50 mr/n Cu** Ha poct M. roseus
MO3BOJISIET MPEATIOJIOXUTD, YTO OOHAPYKEHHbIE B T'e-
HOMe M. roseus TpaHCHOPTEPHI MeIH INOO 00JIamaioT
K HEel BBICOKMM CPOJICTBOM M HAYMHAIOT paboTaTh
Py OUYeHb HEOOJIBIIINX €€ KOHLICHTPALIUsIX, JIMOO MO-
T'YT BBIIIOJHSTH UHbIE (DYHKIIMK, IOMUMO obecrieue-
HUSI YCTOMYMBOCTU K 3TOMY METaJlly, HaIpuMep,
dynkumo accuMmwianuun  Cu’* g GMOCHHTE3A
Menbcoaepxammx pepmeHToB. IloapoOHBIN aHAIN3
MOCJeAHUX CUCTEM roMeocTasa Meau, OOHapyKeH-
HBIX Y M. roseus, TIpeiICTaBJIeH HITKE.

OCHOBHBIMU BJIEMEHTAMH, TPAHCHOPTUPYIOLIU-
MU MOHBI MEIU U3/BHYTPb KIIETKU, SIBJSIIOTCSI BbISIB-
JICHHbIE y MpelcTaBUTeeil BceX TpeX TOMEHOB XKU3-
HU Melb-TpaHcrioptupyomne AT®a3er P-tuma (ce-
meiictBo 3.A.3 mo ©6a3ze manHeix TCDB) [18]. B
reHome M. roseus ObLJIO OOHapykeHO 3 mMeaHble AT-
®a3bl (Meab-TpaHcnopTupylome AT®a3bl), OTHO-
csiuecs K ToroJjiornueckomy Tuny I AT®a3 P-tuna
(cemeiicTBo 3.A.3.5, mo TCDB).

Mennast AT®aza MROS 1511 HaxomuTcst B O1iepo-
He ¢ chb3 umToxpom c-okcuaasoit (MROS 1513-1515),
a TakKe TeHaMHU, CBSI3aHHBIMU C €€ IPOILIECCUHTOM
(puc. 2B). DTO HABOOUT Ha MBICJH O TOM, uTOo AT®a3za
MROS 1511 tpancnoptupyer Cu He U3 LIMTOMAa3-
MBI, a B 0OpaTHOM HarpaBJIeHUH, Y TIOMUMO TpaHC-
mopTa, BO3MOXKXHO, YIaCTBYeT B COOPKE IIMTOXPOM C-
okcugasbl. CyectBoBaHue ATda3, TpaHCHOPTUPY-
JOIIIUX MeIb B MPOTUBOIOJIOXHBIX HaIpaBICHUSX,
M3BECTHO TSI HEKOTOPBIX TPAMITOIOXKUTETLHBIX OaK-
tepuii. Kitaccuueckum mpuMepoM SIBJISIETCSI TpaHC-
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nopt Meau B Enterococcus hirae, rne AT®a3za CopA
OTBeYaeT 3a MEepeHOC MOHOB MEAU B IIUTOILIA3MY, a
AT®daza CopB — 3a akckpenuio Cu B riepuria3MaTm-
yeckoe nmpocTtpaHcTBo [3]. dutoreHeTUYECKMA aHa-
13 1mokasaj, yto MeaHass AT®aza MROS 1511 Bme-
cre ¢ IALB 0720 HaxoauTcst BHYTpH KjlacTepa roMo-
JIOTUYHBIX OCJIKOB W3 TIpencTaBuTenieit Bacteroidetes,
OIHAKO TMpUHAIJICKAT K yAaJeHHBIM IPYyr OT Apyra
BETBSIM 3TOro kjacrepa (puc. 1). Oba 6enka, mo-Bu-
ITMMOMY, BBITIOJTHSIIOT CXOXYI0 (YHKIINIO, TaK KaK UX
TeHBI HAXOISATCS B OTIEPOHAX C IIMTOXPOM C-OKCHIa-
3o1i. bauskoe poactBo MROS 1511 u IALB 0720 ¢
AT®azaMu pa3nuuHLIX BeTBeil Bacteroidetes, Bepo-
SITHO, SIBJISIETCS CJIEACTBUEM HE3aBMCUMBIX TOPU30H-
TaJIbHBIX TIEPEHOCOB AaHHBIX TeHOB M. roseus u 1. al-
bum, TIpydeM TIPOU3OILIO 3TO, MO-BUAUMOMY, HO-
BOJILHO JaBHO, IO pasnaencHus puryma Bacteroidetes
Ha 4 KJ1acca.

MROS 0791, B otiminure or MROS 1511, saBisi-
€TCsd eIVMHCTBEHHBIM MpEACTaBUTEIEM W3 WUTHABU-
OakTepuil BHYTPU 000COOJIEHHOTO KilacTepa OeJIKOB,
YTO yKa3bIBaeT Ha BO3MOXHOCTb TOPU3OHTAJIBHOIO
nepeHoca MROS 0791 k M. roseus (Puc. 1) unu ero
omKanmeMy TIpeaKy Mocie X pasnencHud ¢ 1. al-
bum, Tak Kak B TeHOMe MOCJeIHEro He ObLJI0 OOHApY-
KEHO OJIM3KUX TOMOJIOrOB 3TOro Oesnka. MyHKIus
MROS 0791, oyeBugHO, CBsI3aHA C TPAHCIIOPTOM
MOHOB Menu (IMPeAIoaoXUTEbHO, SKCIIOPTOM), W,
BO3MOXXHO, MOHOB cepebpa. JloMeHHasi CTpyKTypa
MROS 0791 xapaxktepHa I8 MHOTMX W3BECTHBIX
Meab-TpaHcropTupyomux AT®a3. CocenHuil reH
MROS 0790 (puc. 26) conepXuT Melb-CBs3bIBalO-
Ui KyIIPpeTOKCUH-TIONOOHBIN JOMEH U, IO-BUIU-
MOMY, TaKXKe€ BOBJIEYEH B TPAHCHOPT MEIU, OJHAKO
ero poJyib B TOYUHOCTU He sicHa. BO3MOXHO, OH Aeii-
CTBYET 110 aHAJIOTMM ¢ MeOHBIM IariepoHoM CopZ
cop-oniepoHa Enterococcus hirae [2]. B renome 1. al-
bum romonioru MROS (0790 He oOHapyKeHBI.

MROS 0327 u IALB 2222 cocTaBisIoT XOpoIllo
000CcO0JIeHHYIO BeTBb Ha nepeBe MemHbIXx ATda3s,
IPY 3TOM OJIVIKaMIass 3TOMy KJlacTepy IocienoBa-
TeJIbHOCTb MPUHAIIEKUT MpeaCcTaBUTEIIIO
Bacteroidetes. D10, Hapsmy C OTCYTCTBUEM IPYTHUX
OJIM3KMX POACTBEHHUKOB U3 Bacteroidetes, TO3BOJSI-
€T MPEAIoJOXUTh BEPTUKAIbLHOE HAC/IeIOBaHUE Te-
HoB MROS 0327 u IALB_2222. [eHOMHOE OKpYyKe-
Hue AT®azei MROS 0327 — MemHbIil IIariepoH
MROS 0326, Ttpancnoprep cemeiictBa MFS
MROS 0328 (puc. 2a) — xapaktepHo s AT®a3,
BBITTOJHSIOMIMX (DYHKIIMIO AETOKCUDUKALIUH.

Taxum o6pa3zoM, prIoreHeTMYECKMT aHAJIN3 BCEX
Tpex MeaHbix AT®a3 M. roseus, a Takxke UX TEHHOE
OKpYXEHME YKa3bIBAIOT HAa pa3HOE MPOUCXOXKICHUE U
pa3maHBIe POJIN B MeTabonm3Me Oaktepun. e n3
HUX C OOJIBILION J0JIei BEpOSITHOCTU ObLINA HACIEI0-
BaHbl TOPU3OHTAJILHO, YTO HE YIMBUTEIbHO, TaK KakK
nokaszaHo, uTo AT®a3bl P-Tumna nomBepkeHBI TOpU-
30HTAJILHOMY TIEPEHOCY MEXIY TIPOKAPUOTHBIMU Op-
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ranusMami [18]. BepositHo, npuo6peTreHHbie ATPa-
3bI OBUTH TIOJTy4YE€HBI 13 MUKPOOPTAaHU3MOB, OTHOCSI-
muxcst K ¢uaymam Firmicutes wn  Bacteroidetes,
KOTOpBIE pacHpocCTpaHEeHBI B MecTaX OOWUTaHUS
M. roseus, 4TO GIArONpPUATCTBYET TOPU3OHTATTBHOMY
nepeHocy Mexay Humu. ClenyeT YyYUThIBaTh TakxKe
crocobHoCcTh M. roseus oOpa30BbIBaTh OMOILICHKM,
YTO SIBJISIETCS €llle OMHUM JTOMOJTHUTEIbHBIM (PaKTO-
pOM, CIIOCOOCTBYIOIIMM TaKoMy TIiepeHocy [21].
IMpennonoxurensHo, reH MROS 0327 HacinenoBai-
csl BEpTUKAJIBHO OT obIiero mpeaka Ignavibacteriae,
Chlorobi n Bacteroidetes, ipy 3TOM OTCYTCTBHE OJIN3-
kux romosioroB MROS 0327 y nipeacraButeseii mo-
cllenHUX JBYX (WIyMoB (3a UCKIIOYEHUEM OIHOM
nocnenoBaTebHOCTU U3 Nafulsella turpanensis) ro-
BOPUT O MTPOU3OIIEAIICH Y HUX MOTepe 3TUX TEHOB B
xone osBojiouuu. CoxpaHeHHe IPearojaraeéMoro
omnepoHa cucreMbl getokcudukauuu Cu’t y M. ro-
Seus OTpaXkaeT BaXHOCTb MOIACPXKAHHUS TOMeOocTa3a
MEAU B YCJIOBUSIX TeOTEPMaJIbHBIX BOM, XapaKTepu3y-
IOLIMXCS TTOBBIIIIEHHBIM COJEPXKaAHUEM TSKEJIbIX Me-
TamoB. OmHako cleayeT OTMETUThb, UYTO Y
Bacteroidetes M3BeCTHO ITOBOJIBHO MHOTO METHBIX
AT®a3, 4yTO MOXKET OBITH CIIEACTBUEM KaK META00JIM-
YeCKOro pa3HooOpa3ns, TaK M OOJBIIOro YKCiIa Ce-
KBEHHPOBAHHBIX TEHOMOB TIpEICTaBUTEIIC JTaHHOTO
dumyma. B TO ke BpeMs, 10 CHX TTOp U3BECTHO BCETO
JIUIIb 15 roMosIoroB Menb-TpaHcopTupytoimx ATda3
B 12 obiienoctyrnHbix (21.10.2014 ) reHoMax mpeacTa-
Buteneit Chlorobi. Bce 3T roMoioru (pyujioreHeTH4e -
CKM ylaJieHbl OT UTHABUOAKTEPUATBLHBIX T€HOB MeJl-
HbIX AT®a3, npu 3TOM HU OJHA U3 HUX HE MMEET
MeIbCOMEePKAIINX ITUTOXPOM C-OKCHAA3 B CBOEM
TEHHOM OKpYKeHWHM, 4YTO TIOATBEPXIAeT ydJacTue
atux AT®a3 B ngeTokcuduKauuu (BBIBEACHUN)
MOHOB MeIIN, HO He B TIPOIIECCHTE OKCUIOPEIyKTas.
DTO COOTBETCTBYET CTPOTO aHA’pPOOHOMY MeTabo-
mm3my Chlorobi. Ty Xe (pyHKIIMIO OCYIIECTBIISIIOT U
RND-TpaHcriopTepbl, 0OHapy>XeHHbIe KaK y Mpe-
craBuTeneil Ignavibacteriae, Tak 1 'y peacTaBUTeei
Chlorobi.

B uiesiom, BeIsiBIieHUE Yy M. roseus MeTHBIX OKCUI0-
peaykTas (JlJakkasbl, IIMTOXPOM c-OKCcuAa3bl cc(0/b)o;
U cbb; TUIOB) M HECKOJIBKMX CUCTEM TOMEOCTa3a Me-
I, a TakKke QUIOTCeHETUIYECKUI aHaIN3 UX TeHOM-
HBIX JAETEPMUHAHT TTO3BOJISIIOT MPEANOJOXUTh, YTO
npeakoBbie (GopMbl Ignavibacteriae BO3HUKIN B
adpPOOHBIX HSKOJOTUYECKMX HHUIIAX, COAepXKaIINX
pacTBOpUMBIC COeAUHEHUS Meau. Takum oOpasoM,
Hallli TaHHBbIE COOTHOCSTCS C TIPEATIOJIOXEHUEM 00
“aspoOHBIX KOpHsIX™’ Ignavibacteriae, 4eM MOOTBEP-
KIAIOT BEPHOCTD OTACISHMS JaHHOTO (PIrIymMa OT 00-
miero ¢ ¢puaymom Chlorobi ipenka, UMEBIIIETO Ha MO-
MeHT obocobsneHust Ignavibacteriae adpOOHbBIA TUIT
MmeTtabonu3Ma. Takoii SBOJIOLMOHHLIA CcLeHapUil
npearnojiaraeT BOSHUKHOBEHHUE “BTOPUYHOTO aHad-
pobuo3za” y nipeacraButeneit punyma Chlorobi, KoTo-
pble B XOA€ 3BOJIIOLIMK OT OOlIero npenka ¢ Ignavi-
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bacteriae KapaiHaTILHBIM 00Pa30M U3MEHWJIU TUI Me-
TaboyiM3Ma, 3aHsIB HOBYIO 9KOJIOTMYECKYIO HUIITY [22].

UccnegoBanue BBINOJHEHO TIpH (PUHAHCOBOM

noaaepxke MUHHUCTEpPCTBA OOpa30BaHUS M HayKu
P® B pamkax nporpammbl PLIT “UccaeqoBanus u
pa3zpabOTKU IO TPUOPUTETHBIM HAIMPABJIEHUSIM pa3-
BUTUSI HAYYHO-TEXHOJIOTUYECKOTO KoMILIekca Poccuu

Ha 2007-2013 rr”

(TocymapcTBEHHBIA KOHTPAKT

Ne 14.B37.21.0847 ot 07.09.2012  Ne 11.519.11.2004),
Ipant npaButenbctBa P® 14.750.31.0011 u rpaHTHI
POD®U 12-04-01635-a, 12-04-31343-mon_a, 13-04-
02157-au 13-04-92606-KO _a.
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Diversity of Cuproproteins and Copper Homeostasis Systems in Melioribacter roseus,
a Facultatively Anaerobic Thermophilic Member of a New Phylum Ignavibacteriae

0. V. Karnachuk® !, S. N. Gavrilov®, M. R. Avakyan®, O. A. Podosokorskaya’, Yu. A. Frank®?,
E. A. Bonch-Osmolovskaya?, and 1. B. Kublanov?® 2
¢ Department of Plant Physiology and Biotechnology, Tomsk State University, Tomsk, Russia

b Winogradsky Institute of Microbiology, Russian Academy of Sciences, pr. 60-letiya Oktyabrya 7, k. 2, Moscow, 117312 Russia
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Abstract—The genome of Melioribacter roseus, one of two members of the recently described phylum Ignavi-
bacteriae, was searched for the genes encoding proteins associated with copper transport or containing copper
as cofactors, and the effect of Cu?* concentration in the medium on M. roseus growth was investigated. Ge-
nomic analysis revealed a variety of copper-containing oxidoreductases in this facultative anaerobe. Three
ATPases responsible for copper transport were identified. One of them (MROS 1511) was probably involved
in assembly of the copper-containing cytochrome c oxidase, while two others (MROS 0327 and
MROS _0791) probably carried out a detoxification function. The presence of several copper-containing ox-
idoreductases and copper homeostasis systems in M. roseus is in agreement with the previously hypothesized

origin of the phylum Ignavibacteriae from an aerobic ancestor common with those of Bacteroidetes and Chlo-
robi.

Keywords: genomic research, cuproproteins, copper homeostasis, copper-containing AT Pases, Melioribacter
roseus, Ignavibacteriae
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