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Bacillus subtilis cry>uT MOIEIbIO TPAMIIOJIOXUTEIbHON OaKTepUU U SKCIIEPUMEHTAIbHOM CUCTEMOM [IJIs1 UCCIIei0o-
BaHUSI IbIXaTeIbHBIX (hepMeHTOB. B HacTosiiieM 0630pe MpecTaBlIeHbl FeMOBbIe O€IKM, N3BECTHBIE B HACTOSIILIEE
BpeMsI JIJIsI XOPOIIIO OXapaKTepu30BaHHOTO JJabopaTopHOro mramma B. subtilis 168. B 0630pe 0OCHOBHOE BHUMaHUE
YIENseTcsT JOCTUXKEHUSIM B ICCIIEIOBAaHUSX, TTPOBEICHHBIX 32 TIOCTIEIHNE TPY NECSITUIETHUS, B OTHOIIEHUU (DyHK-
LM U COCTaBa KOMILUIEKCA LIUTOXpoMa bc, TEPMUHATBHBIX OKCUIA3 U CYKLIMHAT:MEHAXMHOH-OKCUIOPEIYKTAa3bl.
AspoGHast IpIxaTeIbHasE cUcTeMa tamma 168 siBjsieTcst TUIMMYHOM UTst BUaa B. subtilis, Kak OnpeeseHo Mo [UTOo-
XpPOMHOMY COCTaBy HeomoMalHeHHoro 1ramma B. subtilis NCIB 3610 v psiy CKOHCTPYMPOBAHHBIX IIATOXPOM-J€-
(bUMLMTHBIX MyTaHTOB 3TOTO IITaMMa. B 0030pe ocBellleHbl HEOOBSICHEHHBIE U HEPEIIEHHbBIE MPOOJIEeMbl MOJIEKY-
JISIPHO#T OMOJIOTUM LIMTOXPOMOB IIbIXaTeJIbHOM 1ienu B. subtilis.

KJIIOYEBBIE CJIOBA: npixateibHast [eTh, TPaMITOIOXUTETbHbIE OAaKTePU, OKCUIOPEIYKTa3bl, CyKIIMHATIETU -

porenasa, NCIB 3610, utoxpomsl, Bacillus.
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BBEJIEHUE

Bacillus subtilis, Escherichia coli u Saccharomyces
cerevisiae (TIeKapCKye TPOXCOKH) SIBJITFOTCST SKCIIEPH-
MEHTaJIbHO HanboJiee AeTaTbHO M3YYEeHHBIMU MHK-
poopraHu3MaMu. OTU OPraHU3Mbl U UX KJIETOUYHbIE
KOMITOHEHTHI CJIY>KAaT MOACIISIMU JIJIST OOCYKIEeHUS 1
IMOHUMAaHUS (DU3NOJIOTMH KJIETKU APYTUX MUKPOOOB
Ha MOJIEKYJIIPHOM YPOBHE U IaXe€, B IEPCIIEKTUBE, Y
MaKpOOpraHu3MoOB. B. subtilis — 3T0 TIperMyIIecT-
BEHHO a3pOOHBIN OpraHM3M, B OTJIMYKE OT E. coli n
JIPOXCKEN, XOTSI OH TaKKe MOXET IBIIIATh, MCITOJb-
3yst HUTpaThl. Ha ocHOBe HemaBHUX OTKPHITUI KaK B
ciaydae J1abopaTOpHOro mTamMma 168, Tak U Heomo-
MamrHeHHoro mramma NCIB 3610 Bo3HMKaeT BoIl-
poc, MOXeT U B. subtilis BooO11Ie pacTu B YCIOBUSIX
crporoit aHokcuH [ 1]. OcobeHHOCTRIO BUIOB Bacillus
cpeny OaKTepuii SIBIISICTCSI TO, YTO OTAEIbHBIC KIIET-
KU MOTYT IIPEBPATUTHLCS B SHIOCIIOPY, KOTOPAsI SIBJISI-
€TCS CHSIIEH XXMBOU KIIETKOM, YPE3BbIYANTHO YCTOM-
YUBOI K TEILTY, XMUMUIECKIM BEIIIECTBAM U BEICHIXa-

IMpunsateie cokpameHus: HQNO — n-2-rentun-4-rua-
poxkcuxuHonuH okcua; NSMP — nurarenbHast cpena ¢ ¢poca-
TOM 1151 cnopoo6paszoBanusi; TBAB — TpunTo3Hblit KpOBSIHOM
arap; TM — TpaHCMeMOpaHHbBII O.-CIIUPAJbHBII CErMEHT;
TMPD — N,N,N’,N’-Terpametui-T-deHmieHanamMmuH; SQR —
CyKLIMHAT:MeHaxuHOH-oKcunopenykTaza; HCOs — rem-men-
HbI€ OKCUIOPENYKTa3bl.
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HUIO ¥ CLIOCOOHOM BEDKMBATH B TSUCHUE YPE3BhIUALi-
HO JUTUTEJIbHBIX IEPUOI0B BpeMEHH [2].

ITocnenHue 0630pbl MOJIEKYJISIPHBIX aCHEKTOB
LIUTOXPOMOB B. subtilis OBLIM OITyOJIMKOBaHBI
JIBa—TpU ASCATWICTHUS Ha3a B BUJIE IVIaBbl KHUTU U
XKypHaJla cooTBeTcTBeHHO [3, 4]. Llenbio maHHOTO
0030pa SIBIISIETCSI OCBEIICHME TEKYIIEeTO COCTOSHMUS
3HAHUIA M yKa3aHKWE Ha OCTaBILIMEeCs MPoOeibl B IO~
HUMaHUM gaHHoO# TeMbl. IllTamMm B. subtilis 168 co-
JIep>KUT TeHBI IJIS, TI0 KpalfHel Mepe, 25 pa3TnaHbIX
reMOBEIX 0eJIkoB (Tabir. 1). B aToM 0030pe paccmar-
PUBAIOTCS BOCEMb AbIXaTeIbHBIX IIMTOXPOMOB. JIpy-
rue reMoBble Oenku B. subtilis, HaripuMep (pepMeH-
TBI, CBSI3aHHBIE ¢ TUTOXpoMoM P-450, BogopacTBo-
puMble TIOOMHBI M KaTajasbl 34eCh HE paccMaTpu-
Balorcs. baza manHbix SubtiWiki [5] — oTJIMYHBII
WCTOYHUK COOpaHHOM MH(OpMaIIUM 0 OeIKax U Te-
Hax B. subtilis 1 obpa3ax ux SKCIIPECCUM.

JBIXATEJBHAS IIEITb ADPOBHbIX
KIETOK Bacillus subtilis

Memb6panbl B. subtilis conep:xaT MeHAXMHOH-7,
KOTOPbIi1 BOCCTAHABJIMBAETCSI HECKOJIBKUMM pa3Iny-
HBIMU CBSI3aHHBIMU C MEeMOpaHOI JeruaporeHa3a-
mu, Bkimodass NADH-gernnporenasy tuna Il, cyk-
MHAT:MeHaXMHOH-oKcuaopeaykTasy (SQR) mn -
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Taomuna 1. TeMoBblie 6enku B. subtilis 168

IemoBbIit Genok DyHKIMS ConepxaHue remMa | CTpyKTYpHBIE T€HbI
JlbIxateTbHbIe IIUTOXPOMBI

Hwuroxpom aas MeHaXWHOJI-OKCHIa3a 2rema A qoxABCD

Lutoxpom caa; LATOXPOM C-OKCHUAAa3a 2rema A ctaCDEF
Irem C

Luroxpom bd? MEHaXMHOJI-OKCHIa3a 2 rema B cydAB
Irem D

LuToxpoMm bc-KOMITIEKC | MEHaXMHOJI: IIUTOXPOM C-OKCUIOPEIyKTa3a 2 rema B qcrABC
2rema C

SQR (xommnekc IT) CYKIIMHAT:MEHaXMHOH-OKCUIOPEIyKTa3a 2 rema B sdhCAB

LuTtoxpom c-550 MePeHoC JEKTPOHA Irem C cccA

Luroxpom c-551 MEePEeHOC JIEKTPOHA 1rem C cccB

Hurpar penykraza MEHaXWHOJI:HUTPAT-OKCUAOPEayKTa3a 2 rema B narGHI

Luroxpomsl P-450

Biol TUIIPOKCUIIa3a JKUPHBIX KUCJIOT, y4aCTBYIOILIAsI B CUHTE3e OMOTHMHA 1 rem B biol

CYP107]1 HEU3BECTHO 1 rem B cypA

CYPI134A1 CHHTE3 XeJaTopa xeJjie3a myJyeppuMruHa 1 rem B cypX

CYP109B1 MOHOOKCHIeHa3a 1 rem B yjiB

CYP152A1 TUIPOKCHWIMPYET MUPUCTUHOBYIO KUCIIOTY B TipucytcTBuu H,0, 1 rem B cypC

CYP102A2 TUAPOKCHUIA3a XXUPHOIN KUCIOTHI 1 rem B yetO

CYP102A3 TUAPOKCUIAa3a XXUPHON KUCIOTBI 1 rem B yrhJ

CP107K1 MOJUKETUATUAPOKCHIIA3a 1 rem B pksS

[106uHbBI

®dDnaBoreMorIooMH npennosaraemas NO nuokcureHasa 1 rem B Hmp

Yceu€HHBII TeMorIo0uH | 3ammTa oT NO, THOJIOBBII peqoKC-TOMeocTa3 Il rem B yjbl

[emAT AdpPOTAKTUYECKUI Tpeodpa3oBaTesb I rem B hemAT

Karanaset

Karanaza I KaTajia3a BereTaTMBHOU KIJIETKU 1 rem B katA

Karamaza I1 cTpecc-MHAYIIMpOBaHHAs KaTajla3a 1 rem D katE

KatX CBsI3aHHas ¢ YHAOCIIOPOI KaTajaasa 1 rem B katX

[pyruie reMoBbIe OEIKK
[eMA cunTasa cuHTe3 remMa A u3 rema O 1 rem B® ctaA
NO cuHTaza cuHTe3 NO u3 L-apruHuHa 1 rem B yIM

[Mpumevanwus. * Lutoxpom bb', COOTBETCTBYIOLIUI TUTOXpOMY bd ¢ rpymmoii rema D, 3ameHeHHoii reMoM B, mo-Buaumomy, obpa-
3yeTcsl y HEKOTOPBIX MYTAHTOB NPH BBIPAIMBAHMN MX 0 HU3KOM IIOTHOCTH KJIETOK [56]. ® M3omuposanHnsiii CtaA, npomyiupye-
MBIl B E. coli, comepxut reM B, a ipy n30BITOUHOM TIPOAYLIUPOBAHUM B B. subtilis OH MOXeT Takke comepkatb reM O u rem A [28].

nepon-3-docdaraernaporeHasy. JpixareJbHasi cuc-
TeMa OKMCJICHHWSI MEHaXMHOJIa B a3pOOHBIX KJIETKaxX
pa3BeTBIeHA HECKOJIBKUMU TEPMUHAIBHBIMU OKCH-
Ia3zaMHM, BOCCTaHABIMBAIOIINMHU MOJIEKYISIPHBINA
Kucyopod A0 Boapl. CrcTeMa BKITIOYAET BETBb 1IM-
TOXPOM C-OKCHAA3bl C MEHAXMHOJI-OKCUIA30i -
TOXpoMa bc B KauecTBe JOHOPA DJIEKTPOHOB [IJIST LIM-

BUOXMNUMMHUA tom 86 BEIM. 1 2021

ToXxpoMma caal. HeGoiblyie IUTOXPOMBEI ¢, ¢-550 miun
¢-551, MoryT ob6sier4aTh NePeHOC JIEKTPOHOB MEXKIY
LINTOXPOM C-TIOMEHOM KOMITIEKCa be ¥ LIMTOXPOM C-J10-
MEHOM KoMILIeKkca caa;. Llutoxpom aa; u uuro-
XpoM bd TIpeICTaBSIOT CO00M TEpMUHATBHBIE OKCU-
Jla3bl MEHAXWHOJIA B IbIXaTeJbHOM Heru. O6e UTo-
XpOM a-conepKalliye OKCUIa3bl ABJISIOTCS FeM-MeI-
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HbeIMU okcugopenykrazamu (HCOs) [6] cemeiicTBa A
CO CXOIHBIMH CTPYKTypaMU, KOTOPBIE ITOMIIMPYIOT
13 KJIETOK ITIPOTOHBI 33 CYCT SHEPTUHN OKUCIUTEIIBHO-
BOCCTAHOBUTENbHBIX peakuuii. Lluroxpom bd mo
CBOEH CTPYKType MpPEeICTaBIIsieT COO0M COBEPIIEHHO
IPYrOM TUII OKCHAA3bl: OH HE CONCPXKUT MEOU U He
IMOMITMPYET MPOTOHEI, HO aKTUBHOCTb 3TOI OKCHAA-
3bl TAKXK€ BHOCUT BKJIa B 00pa3oBaHUE TPaHCMEMO-
PaHHOTO 3JIEKTPOXUMUYECKOIO ITOTeHIIMAlIa B OaK-
TepuanbHOl KieTtke. IeHepauusa ATP kak TakoBas,
MO-BUIMMOMY, OOBIYHO HE SIBJISIETCSI JIMMUTUPYIO-
IIMM TIPOLIECCOM [JIsI 3KCIOHEHIIMAJbHOIO POC-
Ta B. subtilis B neprnoamIecKoi Kyasrype [7].
AKTHBHBIE LIUTOXPOM aa; WU LIUTOXPOM bd sIB-
JISIIOTCSL HEOOXOAUMBIM YCJIOBHUEM 11 a3pOOHOI0
pocrta KJeToK B. subtilis [8]. LiImToxpoMm aa; SIBIISIET-
¢S TIpeo0IafaoIeil OKCUIA301 B pa3IMIHbIX YCII0-
BUSIX pocTa [8, 9], a HeZOoCTaTOK 3TOI OKCHIa3bl BbI-
3bIBa€T YMEHBIIEHNE II0TOKAa METa0OJIMTOB 4Yepe3
ki Kpeoca [7]. ITpu HU3KOM AaBJI€eHUM KUCIOPO-
Jla WUIK TTIOHMKeHHOM cooTHouieHuu NAD/NADH
B KJIETKE U Y MYTAHTOB, AE(PUILIMTHBIX 10 LIUTOXPO-
MYy ad;, THIYIUPYeTCsT cuHTe3 uToxpoma bd [10].
Iutoxpombl Tuna bd o00aagalOT BBICOKHMM CPO/I-
CTBOM K MOJIEKYJISIPHOMY KHUCJIOPOAY U MeHee
YYBCTBUTEJbHBI K LMAHUAY U APYTUM COECAUHEHU-
sIM, U3BeCcTHbIM Kak mHruouropsl HCOs [11]. Ko-
JIMYECTBO LIUTOXPOM c-OKCHUAA3bl B B. subtilis TOBBI-
IIaeTcs Ha paHHEW cTralroHapHOU ¢ase pocTa u
MMOABEPKEHO CHMJIBHOM KaTaOOJUTHOI pelpeccuu,
HaIpuMep, TII0KO030i B MUTATEIbHON cpene. My-
TaHTHI, JUILEHHbIE KaK IIMTOXpOMa ads;, TakK U cads,
IUIOXO CIIOPYJIMPYIOT, OJHAKO COOTBETCTBYIOIINE
MYTaHThI, Ae(eKTHbIE 10 OJHON U3 OKCUAA3, Mpo-
IYLUUPYIOT HOpMaJIbHOE KOJUUYECTBO 3HAOCIIOp [8].
BaxxHOCTb BEeTBU LIMTOXPOMOB bc—caa; 1 IUTOXPO-
MOB ¢-550 1 ¢-551 m1s1 pU3NOIOrNU KIIETOK B. sub-
tilis B HacTosIIee BpeMs He TToHsTa. LlutoxpoM ¢ He
BaXKeH HU IJIs1 pOCTa, HU UISI CIIOPOOOpa3oBaHus,
KaK IT0Ka3aHO IIpM HCITOJIb30BAaHMM MYTaHTOB C
MHOXECTBEHHBIMU IEJICHUSIMIA BCEX T'€HOB ILIMTO-
xpoma c (gcrC, ctaC, cccA v cceB) [12], a Takxe ne-
¢eKTHBIX o TeHaM resABC, HeoOXOIUMBIM JIJISI CTH-
Te3a uuToxpoma c [13, 14]. Kak npeacrapieHo gajee
B 9TOM 0030pe, OTCYTCTBUE (DEHOTUITMYECKOTO TPO-
SIBJIEHUSI Y MYTaHTOB, H€(MEKTHBIX B BETBU IIUTO-
XPOM c-OKCHAA3bI AbIXaTeJIbHOI CUCTEMBI, HE CBSI3a-
HO C KaKMM-TO Hepaclo3HaHHbIM Je(eKTOM J1abo-
paropHoro mramma 168 B. subtilis, MOCKOJIBKY He-
onomaitHeHHbIN mTamM NCIB 3610, obpasytoiinit
OUOIIJIEHKY, OOHAPYXXMBACT TY XK€ OCOOEHHOCTb.

IUTOXPOM aa,

HenaBHO ¢ mOMOIIBIO PEHTTEHOCTPYKTYPHOTO
aHajM3a ObLIA ITOJIy9eHa CTPYKTYpa LIMTOXPOMA ad;

w3 B. subtilis ¢ paspemennem 3,6 A [15]. ToxTBep-
IWINCH IIpeIcKa3aHHbIe CTPYKTYPHBIE OCOOCHHOC-
TH OKCUIA3b], ¥ MOSIBIJIACH MH(GOPMAIIHS O caiiTax
CBSI3BIBAaHUS MeHaxMHOHa-7. MepMeHT COCTOUT U3
YeThIpeX NOJUIIENTUAOB: cyobeauHuna I (QoxB
cocTouT 13 649 a.0. 1 15-T1 TpaHCMEMOpPAHHEBIX OL-
cnupayibHbIX cerMeHToB (TM)), cyowsenmnuma II
(QoxA nociie 00padboTKU TuAepHOI MmenTruaasoin 11
MpeacTaBiaseT coboil JumonpoTrenH u3 295 a.o.
u 2-x TM), cyoseaunuua III (QoxC coctout us
204 a.o. u 5-tu TM) u cyoveaununa IV (QoxD
coctout us 124 a.o0. u 3-x TM). Cyosenunauia I co-
IEepKUT IBE MOJEKYJIBI reMa A, TeM a C HU3KUM
CIIMHOM U T€M d; C BBICOKMM CIIMHOM, a TaKXe
onuH atoM Meau Cug (Tadi. 2). Iem a;-Cug SBis-
€TCSI YaCThIO KaTAIMTUYECKOTO IIEHTpa, TIe KHUCIIO-
PO BOCCTAaHABIMUBAETCS JO BOABI 32 CUET JIEKTPO-
HOB, IIEPEHOCUMBIX IIPU IOCPEACTBE TeMa a U3
caiita okucaeHus: MeHaxuHoja. Camblii N-KOHIIe-
Boii TM cyobenuuuubl I, o603HaueHHbIE TMO,
VHUKaJICH JISI MEHAaXMHOJ-OKCHAa3 IO CpaBHE-
HUIO C IIUTOXpOM c-okcuaaszamu. CyobeguHuna I
nMeeT aBa JonmoaHuTeIbHBIX TM (TM13 1 TM 14)
Ha C-koHie, a cyowsenuHuua III He wumeer
aByx TM, mo cpaBHEHUIO C COOTBETCTBYIOLLIMMU
CcyObeIMHUIIAMHM KJIACCUYECKMX IIUTOXPOM C-OK-
cHma3, TaKUX KaK B MUTOXOHAPHUSIX MJIEKOIIUTAIO-
mwux. TM13 u TM14 cyobenuHuubl I cOOTBETCTBY-
10T nepBbIM 1ByM TM cyobeaunHusl 111 B k1accu-
YeCKMX IUTOXPOM c-OKCHAa3axX, T.e. IIOCIed0Ba-
TEJIBHOCTH 3TUX ABYX TM B Xoze 3BOJIIOLIMU, I1O-
BUIMMOMY, MUTPpUpOBaIN u3 cyobeauHuisl 111 B
cyopequHuLy I. D10 COOBITHE OTpaxKaeT TOT (PaxT,
YTO y OOJIBIIMHCTBA IBIIIAIINX OaKTepUU TIeH
cyobequuuLbl 111 B XxpoMocome HermocpeaACcTBEHHO
cienyeT 3a reHoMm cyosenmuunbel I. Yactu TMO,
TM1, TM2 n TM3 cyosenmuunsl 1 oopasyroT mo-
JIOCThb, OTKPBITYIO JJISI TUITUIHOTO OMCJIOS M CIIO-
COOHYI0 BMellaTh MEHAaXMHOH. bblIo MmokasaHo,
YTO aMUHOKHUCIOTHBIE ocTaTku TM1 u TM2 B3aun-
MOJEICTBYIOT C CEeMUMEHAXMHOHOM U MHTUOUTO-
poM  n-2-TeNTWI-4-TUAPOKCUXUHOJIOHOKCHUIOM
(HQNO), xoTophIif 9BASIETCS MUMETUKOM CEMU-
XMHOHA. Hu3kme MUKpOMOISIpHBIE KOHLICHTPAIlU
HQNO nopaBisitoT MEHaxXMHOJ-OKCUIA3HYIO aK-
TMBHOCTb IIUTOXpOMa aa,; B. subtilis [15].

BETBb HIUTOXPOM c-OKCHJIA3bI

HutoxpoM bc 1 TUTOXPOM caa; B B. subtilis 00-
pPa3yloT CYIIepKOMIUIEKC, KOTOPBII MOXKET KaTalli-
31MpPOBaTh OKUCJIEHNE MEHAXUHOJa U BOCCTaHOBIIE-
HHUe Kuciopoaa [16—18]. DToT KOMILIEKC, MO-BU-
JIUMOMY, BKJTIOYAET TaKKe IUTOXPOM c-550 uim nu-
TOXpoM c-551, Kak ObUIO OompeAeeHO C TTOMOIIbIO
JIBYMEPHOro 3JjieKTpodope3a COI0O0UIN3UPOBAH-

BUOXMMUA tom 86 BHIm. 1 2021
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HBIX JeTepreHTaMu MeMOpaH C IocCieAyrllei
Macc-criekrpockormmeit [18]. CymepkoMInieke, Be-
POSITHO, OU€Hb MOXOXK Ha TaKoBO# U3 Mycobacteri-
um smegmatis, CTpyKTypa KOTOPOTo Oblia ornpese-
JIeHa IBYMsI UCCJIeIOBATEeIbCKUMU IPYIIIaMHU C T10-
MoIbio Kprno-OM [19, 20]. OnHako y MUKOOaKTe-
puii U JAPYrUX aKTUHOOAKTEepWil, TaKuUX Kak
Corynebacterium glutamicum, KOMILUIEKC bc HeceT
IIBa JOMEHa IIUTOXPOMa ¢, B TO BpeMsI KaK OKcuaasa
He COAEepXUT LMTOXpoMma c. B cymepkomruiekce,
KOTOPBIN KaTaau3upyeT 3(pPpeKTUBHOE MEHAXUHOJI-
3aBMCUMOE OKMCJIEHUE 0€3 HEOOXOTUMOCTHU B K30~
TEHHOM ILIUTOXPOME ¢, LIUTOXPOM bc¢ IIPeaCTaBIISIET
co0oi1 nuMep C IpUMBbIKAIOIIEH ¢ KaXa0i CTOPOHBI
okcunmasoi. B cymepkomruiekce M. smegmatis no-
MeH muroxpoMa ¢, QcrC, ObI1 0OHapyXXeH B pa3-
JIMIHBIX KOHPOPMALMAX, MCHAXUHOH IIPUCYTCTBO-
Bas Kak B Qp, Tak U B Q; caliTax, a cyObeauHU-
ma III (CtaE) B3amMmopeiicTBOBajia ¢ KOMITJIEKCOM
LIMTOXpoMa bc dYepe3 MOJEKYIdy KapAWOJUIIU-
Ha [20]. Bxilang kKapaIvoJMIIMHA B CTaOWIM3AaLIMIO
LIMTOXPOMHOTO bc—caa; CynepKOMILIeKCa MOXKHO
HaOJIIomath y B. subtilis B 9KCIIEpUMEHTAaX ¢ Kapamo-
JIMMUH-AeOUIUTHBIMUA MyTaHTamu [21].

Kommneke uuroxpoMa bc pasiuyHbIX BUIIOB
Bacillus n akTMHOOAKTEpUIA MMeEeT OOIIMe YEPTHI C
LIMTOXPOMOM b f XJIOPOTIACTOB U [TUAHOOAKTEPUH,
a He C KJacCMYECKMM KOMILIEKCOM bc, (KOMII-
nexc I11) MuToxoHIpUit 1 MHOTMX a3POOHBIX TPaM-
OTpHUIIaTeABbHBIX OakTepuii [22]. bemok QcrA
B. subtilis (167 a.o. u 1 TM) Hecer 2Fe2S xene3o-
cepHblii kiactep Rieske-tuma. QcrB (224 a.o. u
4 TM) comepXuUT IBe TPYIILI TeKCaKOOPIMHUPO-
BaHHOT'O HU3KOCIIMHOBOTO rema B, rem by (Takke
Ha3bIBaeMbIil by wiu bp) u by (bp), a TaKKe TpeTUit
reM — ¢; (W1 ¢, WIK X), KOTOPbIA KOBaJIEHTHO CBSI-
3aH TUO(UPHOI CBSI3bIO C OMMHOYHBIM IIUCTEMHO-
BbIM ocTatkoM (Cys43 B B. subtilis) [23]. D1oT Cys
COXpaHEH B LIUTOXPOME b f XJIOPOILIACTOB U IIMAHO-
bakTtepwmii [23].

Iembl by M by CBsI3aHBI, KaK B KJIACCUUYECKUX
KOMIUIEKCax bc|, C YeThIpbMSI aKCUaJbHBIMM JIUTAH-
namu His Ha nByx napasnneibHbix TM, 4ToObI 00ec-
IeYnBaTh TPAaHCMEMOpPAHHEINA IIEPEHOC 3JIEKTPO-
HOB. B oTiimune oT KaHOHUYecKoro Komruiekca I11
U B COOTBETCTBMU C KOMILIeKCaMU b f, B bc-KOMII-
nexce B. subtilis C-xonueBble TM CcyObeIMHUIIBI,
colepxalie reM B, 1mo Bceil BUIMMOCTHA, MUTPU-
poBasiu Ha N-koHel QcrC. Iem ¢; B QcrB pacroio-
JKEH PSIOM C TeMOM by M caiiTOM BOCCTAHOBJICHMS
MEHaxXMHOHA OJIM3KO K LUATOMIa3MaTUIeCKOI CTO-
poHe MeMOpaHbl. DyHKIIMSA TeMa ¢;, KOTOPbIiA SBJISI-
€TCSI BBICOKOCIIMHOBBIM M MMEET OTHOCHUTEJIbHO
BBICOKMI OKHUC/INTEILHO-BOCCTAHOBUTEILHBIN (pe-
JIOKC) TIOTEeHIIMa, ocTaeTcsl 3araakoii. MoxXXHO
MPEeIIoJOXUTh, UTO Iapa by-reM—c;-reM oopasyeT
AJIBTEPHATUBHBIN CalT CBA3BIBAHUS XMHOHA B Kaye-
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CTBE alanTallMy IS BOCCTAaHOBJIEHMSI MEHaXMHOHA
B KMCJIOPOJIHBIX YCIIOBUSIX, WUIM YTO TeM C; YIaCTBY-
eT B LIMKJIMYECKOM IlepeHoce 3jeKTpoHa [24]. O0-
pa3oBaHMe KOBaJIEHTHOI CBA3U reMa ¢; ¢ MoJInmen-
oM QcrB B. subtilis I poncXonuT HE3aBUCUMO OT
ResABC muUTOXpOM C-CHUHTE3UPYIOIMUX OCIKOB
[13], a m1s koMIuiekca by f, Kak U3BECTHO, TPeOyeT-
Cd CIeIMAJIbHBIA MEXaHU3M, HA3bIBAEMBIA CUCTE-
Mot 1V, xoTopwiit oTrcyTcTBYeT B B. subtilis [25].
QcrC (255 a.0. u 3 TM) Ha C-KOHIIE HeCeT TOMEH
LIMTOXpOMaA ¢, PACIIOJOXEHHBINI Ha BHEIIHEH CTO-
pPOHE ILIMTOILIa3MaTUYEeCKOl MeMOpaHbl. DTOT LIM-
TOXpPOM c¢ (c-553) uMeeT TUITUYHOE AaKCUATTBbHOE JIN-
rMpoBaHUe TeMoBoro kene3a ¢ Met u His, HO ero
aMUHOKUCJIOTHAS I1OCJIeI0BaTeIbHOCTb OTJIMYAET-
cd OT Jpyrux JOMEHOB LIMTOXpoMa ¢ B
B. subtilis (CccA, CccB u CtaC) u oT uMTOXpO-
Ma ¢; MUTOXOHIpUA.

OtcyTcTBME KOMITIEKCa IIMTOXpoMa bc M3-3a
JieJiellM TeHOB gcr WIM OTCYTCTBHE TeMa ¢; 13-3a
3aMeHbl Cys43 Ha Ser He maeT HabmogaeMoro ¢e-
Hotunay B. subtilis [22, 23]. [1onbITKM CBEPXIIPOIY-
MPpOBaHUS KOMITIIeKca be B B. subtilis 3a cdeT 110-
MelleHUs1 orepoHa gcrABC B mnasMuay NpUBEIU
TOJBKO K IBYKPAaTHOMY YBEJIWYEHUIO COACPKAHMUS
depmenTa [23]. Takoit HU3KUI BBIXOI MOXET OBITh
CBSI3aH C OrPaHUYEHHBIM KOJMYECTBOM (PaKTOPOB,
HeoOXoaUMBIX ISl 9KcropTa Oenka (ResA mmeer
CUTHAJbHBIN MENTUI C IBOMHBIM apIMHUHOM) WIX
1711 cOOpKU cyobeamuauil. OTCyTCTBHAE JOCTAaTOUHO-
IO 3KCIEePUMEHTAILHOTO MaTepuaa s OuOXMU-
YeCKOro aHajii3a U peHoTUna Al 1e(PeKTHBIX My-
TaHTOB CEPhE3HO 3aTPyTHWIO McClaeqoBaHus (ep-
MEHTOB B. subtilis, m03TOMy OMOXMMUYECKUE TaH-
HbIe HeOobiMe (Tab. 2).

utoxpom c-553 bc-xoMmaekca MPemIToNoKM-
TEJIbHO JOCTATOYEH IJISI IIPSIMOTO MEePeHOCca DJICKT-
POHOB Ha LIMTOXPOM c¢-551 B KOMILIEKCE IIUTOXPO-
Ma caa,;, Ho, KaK o0cyXmaeTcs najaee B JaHHOM 00-
30pe, TUTOXPOMEBI ¢-550 1 ¢-551 MoryT omocpeno-
BaTh MEPEHOC 3JEKTPOHA MEXIY ABYMS (pepMeHTa-
MU WIN B3aUMOJENCTBOBATh C IPYTMMU KOMITOHEH-
TamMu KiIeTKu. KoMIuiekc muroxpomMa caa; COCTOUT
u3 4yetbipex cyobeaunul: CtaD (cyobeauHuua I,
622 a.o.), CtaC (cyonenuuuiia 11, tumonporenH u3
336 a.o0.), CtaE (cyobemunuua III, 207 a.0.) u
CtaF (cyowpemmumia 1V, 110 a.o.). Cyorenunauia I
COMIEPKUT TeM a U ABYSIEPHbBIN LIEHTP TeM a;-Cug.
Cyobenunuia Il umeer B C-KOHLIEBOM 4acTu Ha
BHEIIIHEH CTOPOHE MeMOpaHbI IOMEH C ABYMS aToO-
Mamu Meau B ieHTpe Cu,, 32 KOTOPBIM ClIeAyeT 10-
MeH 1utoxpoma c-551. CTpykTypa IUTOXpoMma cads,
BEPOSITHO, OYE€Hb IT0XOXKa Ha CTPYKTYpPY LIMTOXPO-
Ma aa, M. smegmatis [19, 20]. IeHBI OKCHIA3HI B XPO-
MocoMe obpasyioT kiactep ctaABCDEFG, rtne
ctaA (Xomupyroluii reM A-CUHTa3y) TpaHCKpUOU-
pyercst ¢ apyroit nermm JHK. Ten ctaG xommpyer
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LIMTOXPOM caa;-CIieliu(UIHbINA (pakKTOp OMOCUHTE-
3a, MO-BUAMMOMY, HEOOXOTMMBINA IS BKIIIOYE-
Hus Cug B CtaD [26]. MHOXeCTBO TOIMOJTHUTEb-
HBIX OEJIKOB, KOIMPYEMBIX TeHaMU B IPYTMX YaCTsIX
XPOMOCOMBI, y4acTBYIOT B OMOreHe3e IUTOXPO-
Ma caa;. Lgt u LspA HeoOxoauMbl 111 MoauduKa-
uuu aunonporenHoB CtaC (1 npyrux OejKoB, Ta-
Kux Kak cyopenumHunia Il muroxpoma aa;), Gen-
k1 ResABC n CcdA HeoOXomuMEbI IJIsI CUHTE3a 11~
toxpoma ¢ [27], CtaA u CtaB — ans cuHTe3a re-
Ma A [28], Sco (YpmQ) [29] u CtaK [30] — mus
coopku CuA, CtaM BaxkeH ISt CUHTE3a KaK I[IATO-
XpoMma caas;, Tak u aa; [30]. Paxkropsl 6MOreHe3a
LIMTOXpOMA cdd; B 3HAYUTEJIBHON CTEeNeHU ObLIU
UIEHTUGUIIUPOBAHBI IIOCPEACTBOM CKPUHUHTA MY-
TaHTOB, Je(ULIUTHBIX o okuciaeHnio N,N,N’ N’'-
TeTpaMeTund-n-penunenauamuia (TMPD). B
KJeTKax B. subtilis 3Ta aKTUBHOCTb CTPOI'O 3aBUCUT
OT aKTUBHOCTU LIUTOXpoMa caas; [31]. Iem A B 1iu-
ToXpoMme caa; Bacillus PS3 m B nurToxpome aaj
Bacillus cereus MoxeT ObITh 3aMeHeH TeMoM O [32,
33]. HensBecTHO, MOXKET JIU LIMTOXPOM ad; WU cads
B. subtilis Bxirrogats reM O. MyTaHTEHI C 3a010KHPO-
BaHHBIM CUHTEe30M reMa A (u3-3a orcytcTBus CtaA
WJIM U3-3a MyTallvii B 3ToM Oenike) comepxat reM O,
HO IIJIOXO pacTyT, YTO YKa3biBaeT Ha Ie(eKTHBII
LIMTOXPOM ad;, U UMEIOT (PEHOTUTI, HE CITOCOOHBII
okucasate TMPD, uyto yka3biBaeT Ha neheKTHBIN
LIUTOXPOM caa; [34, 33].

IOUTOXPOMDBI c-550 u c-551

Bce uutoxpomel ¢ B. subtilis TpOYHO CBSI3aHbBI C
meMOpaHoii. [lutoxpomsl ¢-550 (CccA, 120 a.0.) u
¢-551 (CccB, nunomnporenH u3 92 a.0.) MMEIOT
0YCHB ITOXO0XME JOMEHBI IMTOXPOMa, HO IO-pa3HO-
My TIPUKPEIUISIOTCS K BHEIIHEH CTOpOHE IIMTO-
rurazMaTudeckoit MemopaHbl. CccA MPUKpPETIEH C
MOMOILBI0 oarHOYHOro TM, COOTBETCTBYIOLIETO
HEPACIICTUIEHHOM 3KCIIOPTHOM CUTHAJbHOW MOC-
JenoBaTeabHOCTH Oenka [36, 37]. Jlumompore-
nH CccB ynepxuBaercs B MeMOpaHe TUAIVIITIIALIC-
PUHOBBIM (parMeHTOM, NPUCOSAMHEHHBEIM K N-
KoHI1IeBoMY ocTaTky Cys, TaKuM 00pa3oM, co3peBa-
Hue c-551 3aBucut ot Lgt u LspA [38]. B 6au3kom
oproiore, mutoxpome c-551 Bacillus PS3, N-KoH-
neBoit Cys 3a010KMpOBaH, MPEANOJIOXUTEIbHO
alleTWJIMPOBAH, U JIBE alliJIbHbIC LIETTH TPEACTABIIS -
0T c000i1 MOJIeKY/IbI TagbMuTomaa [39]. IMocaeno-
BaTeJIbHOCTU JoMeHOB LuToxpoma ¢, CccA u CccB,
MOJOOHBI IOC/Ie0BATEIBHOCTA JOMEHA LIMTOXPO-
Ma ¢ CtaC, HO OTJIMYaIOTCsI OT I10CIEI0BaTEILHOC-
™ QcrC M MUTOXOHIPHAIBHOIO IIMTOXpoMa ¢ [22,
36, 40]. CrpykTypa rOMOJIOTHYHOTO JOMEHA LIUTO-
xpoMa ¢ Bacillus pasteruii ipu BeicokoM (0,97 A) pas-
peleHny TToKa3aHa B pabote Benini et al. [41]. Te-

Hbl, kogupytome CccA [36] u CeeB [38] B xpomo-
coMe B. subtilis, He cBSI3aHBI C TeHAMHU C U3BECTHOMI
¢yHKIMEH B AbIXaTeJbHOUW CUCTEMeE. DKcHpeccus
reHa cccA mopaBnseTcss KaTtabonmutoMm [42]. Mar-
puuHast PHK cccA aBnsercss MOHOIIMCTPOHHOU U
UMeeT IUINTEIbHBINA epruo Ioaypacnana (15 MuH)
B KJIETKE TI0 CPAaBHEHUIO C TIEpHUOAOM Tojypacnana
st cceB (7 MUH) U cpeIHUM TIEPUOIOM MOJIypac-
nana (4 mun) g MPHK B B. subtilis [43].

DU3NOIOTUYECKYIO POJIb (POJIM) NBYX MaJIbIX
LIMTOXPOMOB ¢ €lIlle MpPeACTOUT yCTaHOBUTh. OOHa-
pyxeHo, yTo CccA 1 CccB cBsI3aHBI ¢ CyTTepKOMIT-
JICKCOM ILIUTOXPOM HCc—IIUTOXPOM cads; W, TIPEAIIo-
JIOXUTEJIBHO, CIIOCOOCTBYIOT IIEPEHOCY JIEKTPOHOB
B 3TOM KoMIuiekce. OmHAKO Helb3sl UCKIIOUUT,
YTO MaJible IIMTOXPOMBI ¢ OIIOCPEAYIOT IIEpeHOC
BJIEKTPOHOB K WJIM OT APYTOro KOMIIOHEHTa(0OB) Ha
BHEIIIHEN CTOPOHE IIMTOILJIa3MaTUYEeCKO MeMOpa-
HBl. He OblT 0OHApyXeH (DEeHOTHUIT ¢ HETOCTATKOM
WIN W30BITKOM LUTOXpOMOB c-550 unau c-551 y
B. subtilis. OgHako y Bacillus anthracis, KOTOpBIii
3BOJIIOLIMOHHO OJM30K K B. subtilis [44], skcnpec-
CHSI TeHa BUPYJICHTHOCTH HapyIIAeTCsI, €CJIM OTCYT-
cTBYIOT Kak ¢-550 (CccA), tak u ¢-551 (CccB) [45].
OToT 3deKkT HabMomaeTCsd TakKXKe y MyTaHTOB C
OJIOKMPOBAHHBIM CUHTE30M LIMTOXPOMA € U Y MY-
TAHTOB, JTUILIEHHBIX 0e1Kka BAS3568 (opTomnor YozB
y B. subtilis), HO He y MyTaHTOB, AE(PUILIUTHBIX IO
LIMTOXpOMaM bc WK caas; WIN TOJIbKO IO OMHOMY U3
MaUJIBIX IIMTOXPOMOB ¢ [45]. DTH maHHBIE CBUIETEIIb-
CTBYIOT O TOM, 4TO (pyHKIUU c-550 u c-551 mepe-
KPBIBAIOTCSI B HEKOTOPBIX IIpolieccax, HE 3aBUCSI-
IINX OT HUTOXPOM C-OKCHUIA3HOM BETBU IBIXATEJIb-
HOI cucTeMbl. MeXaHU3M CBSI3 MEXIY 9KCIIpec-
cHell TeHOB U HaJIMYMeM IBYX MaJIbIX IUTOXPOMOB €
0OCTaeTCsl HEM3BECTHBIM.

OueHb CTAaOWJIBHBIM OOMEH IIUTOXpOMAa C
B. Subtilis, CccA [37], MOXeT UCNOIb30BaThCs B Ka-
YeCcTBE KpaCHOTO MapKepa JJIs1 BU3yalu3aluu 1 00-
HapyXeHUST MEMOPaHHBIX OSIKOB, JTUIIEHHBIX XPO-
Modopa, 1 6eJKOB ¢ (pyHKIMEH, KOTopasi Hen3Be-
CTHA WIM TpyIHa IJid aHajau3a, HalpuMmep MeMO-
PaHHBIX TPAHCIIOPTHBIX OEJIKOB U LIATIEPOHOB [46].
Kpome Toro, gomeH nutoxpoma ¢, CccA, MOXHO
HCTIOJIb30BaTh JJISI UCCIEAOBaHUSI TpaHCMEMOpaH-
HOI TOIIOJIOTMU OENKOB, MOCKOJbKY TeMUINpPOBa-
HHe ¢ 00pa30BaHMEM KOBAJICHTHO CBSI3aHHOT'O TeMa
MOXKET IIPOMCXOINUTh TOJILKO Ha BHEIIHENM CTOPOHE
LIMTOIIJIa3MaTUYeCKO MeMOpaHbl Yy OakTepuit
(marpumMmep, y E. coli n B. subtilis) n3-3a cTporoit 3a-
BHUCHUMOCTH OT aMliapara CMHTe3a LuToxpoma c [27].

LIATOXPOM bd

LIutoxpombl bd-Tura BCTpedaloTCsl TOJBKO Y
baxkTepuit, 1 OHM CHJILHO oTim4atoTcss or HCOs o

BUOXMMUA tom 86 BHIm. 1 2021
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CTPYKTYpE M Te€M, UTO HE 3aBUCST OT MEIU U HE SIB-
JITIOTCST IPOTOHHBIMY TToMnamu [11, 47].

OHM cOCTOAT U3 ABYX OEIKOBBIX CYOBEAUHMUII,
CydA u CydB, 1 yacTo JONOJIHUTEIBHOTO HEOOIb-
moro noymnenTtuaa (CydS, nimm CydX, unn Cydy,
min CydZ). Kak mepBoHadaJabHO HaOIOOalIn
Sakamoto et al. [48], cyluecTByeT ABa BHUIa OKCHU-
a3 TUIIAa LUATOXpoma bd, KOTOpbie pa3InyaroTcs
INIMHOM TakK Ha3bIBaeMoil Q-TrieTi (COemMHSIO-
mweir TM V u VI) B cyobenunuue CydA. Ilutox-
poMm bd B. subtilis 1 G0JABIIMHCTBA APYTUX IPaMITO-
JIOXKUTENBHBIX OaKTepUit MMeeT KOPOTKYIo Q-TeT-
0. Kak mokaspiBaeT peHTIeHOCTPYKTYPHBIN aHa-
JIN3 CTPYKTYPHI LIUTOXpOMa bd TPaMITOJIOKUTEIb-
Holt OakTepum Geobacillus thermodenitrificans
K1041 [49], CydA u CydB umeror mo 8§ TM u B 1ie-
JIOM SBJISIIOTCS OYEeHb IOXOXHWMHU OejKamMu. DTa
OKCHJIa3a TaKKe COAEPKUT HEOOJIBIIION TpaHCMEM-
OopanHbIi cnimpanbHbIi 6enok CydS. CydA comep-
KWUT BCE MIPOCTETUIECKUE TPYIIIBL: TeM b-558 (Tek-
CaKOOPIVMHUPOBAHHBIN C aKCHaJIbHBIMU JIMTaHIa-
mu Met u His), rem 5-595 (IIeHTaKOOpIMHUPOBaH-
HBII ¢ akCcHaIbHBIM JurangoM Glu mim rekcako-
OPAMHUPOBAHHBII C aKCUaJIbHBIMU JUTAaHIAMU
His u Glu [50]) u rem d. Tpu rpynmsl TeMOB pacro-
JIOXEHBl TPEYTrOJbHUKOM M HAaXOMSATCSI IIOHd
neiicteueM cusl BaH-mep-Baanbca. DneKTpoHBHI,
MmoJjiydyaeMble MPY OKUCICHUY MEHAXUHOJIA C yJac-
THeM TeTiiM Q Ha BHEIIHEH CTOpOHE MeMOpaHHI,
yepe3 reM h-558 mepeHocdaTcsT Ha TeM d M OTTyIa
nepepacnpeneynsioTcs, YToObl TaKXe BOCCTaHO-
BUTH b-595 c 1ieNbI0 NpoBeaeHUS PEPMEHTOM Ue-
TBIPEXAJIEKTPOHHOTO BOCCTAHOBJICHUS MOJIEKY-
JIIPDHOTO KHWCJIOpoAa C 0OOpa3oBaHWEM BOJBI.
B xaxxaom u3 CydA u CydB ecth mo omHOMY KaHa-
JIy, II0 KOTOPOMY IIPOTOHBI MOTYT MEPEXOIUTH U3
IIUTOILIA3MEI K yJacTKy (pepMeHTa, TAe IIPOUCXO-
JIUT BOCCTAHOBJIEHUE KUCIOPpOa, OJIM3KO K BHEIII-
Heli cTopoHe MeMOpaHBbI [49].

Hutoxpom bd B. subtilis xogupyercst orepo-
HOM cydABCD [51]. Kak u y apyrux OakTepuid,
CydC u CydD He g9BASIIOTCS YacThIO 3peIoi OKCH-
na3bl, HO HEOOXONMUMBI JIJist e€ OuoreHesa [8]. Dt
WHTErpaJibHble MeMOpaHHbIE OeJKKM OOHapyXKuBa-
IOT CXONICTBO ¢ TpaHcmoprtepamu ATP-cBs3biBaro-
1LIeT0 TUIA U, BEPOSATHO, (PYHKIIMOHUPYIOT KaK Ie-
TepoauMep. Pa3HOCTHBIN CIIEKTp MOTIJIOIIEHHS 1M~
ToxpoMma bd B. subtilis (BocCTaHOBJIEHHAs1 MUHYC
OKHCJIeHHas1 (opMbl LUTOXpoMa bd) B M30JIMPO-
BaHHBIX MeMOpaHax IMpPU KOMHATHOM TeMIlepaType
MMeeT MaKCUMYMBI TIpu 563, 597 u 626 HM, a mipu
77 K — nipu 558, 563, 593 u 622 um [51]. I3 mtam-
MOB B. subtilis c TOBBIIIIEHHBIM ITPUMEPHO B YEThIPE
pa3a conmepaHueM InToxpoMa bd [52] ObITo BBIIE-
JIEHO HeboJbllIoe KoJnyecTBo pepMeHTa. Heunspe-
CTHO, CONIEPXKUT 1 OH B gomnojHeHue K CydAB He-
00Jb110M 6€10K, He 0OHAPYKUBAEMBII C TOMOILLbIO
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SDS-PAGE u nyrém okpaimuBaHus 0enkoB. Llu-
ToXpoM bd ponctBeHHol Oaktepuun Geobacillus
(Bacillus) stearothermophilus K17, BeposiTHO, coaep-
*)kuT CydS, Ha 4TO yKa3bIBaeT I'eH orfl, caeayomui
cpa3y 3a reHoM chdB (nna CydB), Ho 3TO He OBLIO
00HAapYKEeHO IMPU UCXOTHOM OMOXMMUYIECKOM aHa-
nu3e BblAeJeHHOro ¢epmeHTa [48]. MyTaHThI
B. subtilis ¢ neneuueil o cydABCD MoryT OBITb
(YHKIMOHAIBHO AOIOJHEeHBI reHamu cydABCD
Enterococcus faecalis [53], 9410 yKa3bIBaeT Ha TO, 4TO
LIUTOXPOM bd 3TUX OaKTEpUl HE COMEPKUT APYTUX
6enkoB, kpome CydA n CydB, uim 9to momojaHu-
TeJbHbIE (PYHKIIMOHAJIBHO BaxKHBIE MaJjlble CyOb-
enuHULbl y B. subtilis u E. faecalis ssBNSIIOTCS B3au-
MO3aMEHSIEMbIMU.

Okcnpeccus ornepoHa cydABCD peryaupyercst
Heckoabkumu oenkamu [10, 54]. OHa mogaBiseT-
cd, Korja B cpele pocTa NMPHUCYTCTBYET HUT-
pat [55], a Takke mpu CBSI3bIBAHUU Rex, KOTOpbIi
onpenensier cootHonieHue NAD*/NADH B kiet-
Ke [56]. Korma 3T0 COOTHOIIEHME YMEHbIIAeTCs],
HaIllpuMep B pe3yjbTaTe HeaocTaTKa KUCIopo.a,
WHIYIAPYETCS TPAaHCKPUIILIKS OIlepoHa cyd U He-
CKOJIbKMX JOOMNOJHUTENbHBIX TeHoB [10]. Takum
o0Opa3oM, coaepxKaHue [UToxpoma bd oKa3bIBaeT-
Cs1 BBICOKMM B KJI€TKaX KYJIBTYpP, BRIPOCIINX B Cpe-
JIe C BBICOKOM TJIOTHOCTBIO KJIETOK (TIIe comepka-
HUE KUCJIOPO/ia HU3KOE M3-3a BBICOKOM JAbIXaTelb-
HOM aKTMBHOCTH KJeTOK). Llmtoxpom bb’' Habm0-
JaeTcsl y MYTaHTOB, JMIICHHBIX KaK IIMTOXPO-
Ma aa;, Tak 1 SQR, Koraa KJIeTKM BbIpallluBaIOT B
YCJIOBUSIX, IPUBOISIINX K O4YeHb HU3KOMY COAEP-
XaHuIo mutoxpoMa bd [57]. Ilpenmomaraercs, 4To
uToxpom bb' coorBeTcTByeT CydAB, comepxaiie-
My Tpu Tpynnbl TemMa B (T.e. sIBISIeTCSI LIUTOXPO-
MoM bd ¢ remom D, 3amenieHHBIM reMoM B), unm
SIBJISIETCSI OKCUIA301, CTPYKTYPHBIE T€HBI KOTOPOI
eme He wmaeHTUduuuponaHbl [57]. IlocnemHss
BO3MOXHOCTb KaXXeTCsl MaJIOBEPOSITHOM, TOCKOJIb-
Ky TeHbl B. subtilis netambHo m3ydeHHl [58]. UTo
KacaeTcsl NpPEeAIIOUTeHUSI CaiiTa CBS3BIBAHUS Te-
MOM, TO B uuToxpoMme bd G. thermodenitrificans, o
cpaBHEHMIO ¢ UTOXpoMoM bd-1 E. coli, mo3uiiumn
rpynm rema b-595 u rema d B CydA B3aumMo3aMeHsI-
emsl [50, 59].

OnepoH ythABC'y B. subtilis, mo-BUaANMOMY, KO-
IVPYET BTOPOI T (hepMeHTa IIUTOXPOM bd ¢ 613~
KHMM CXOACTBOM TIOCJIEOBATEIIBHOCTH C LIMTOXPO-
MoM bd B. stearothermophilus [48]. 1o cux mop HeT
JIOKa3aTeIbCTB TOTo, uTo O6enku YthAB mponynmpy-
I0TCSI, ¥ HET (PEHOTHIIA, KOTOPHIN aCCOLIMUPOBAIICS
ObI ¢ MyTaHTaMU ¢ Jaejieuueii o ythAB [8, 57]. On-
HaKo OBUTO MOKA3aHO, YTO MYTAHT C IBOMHOM Jejie-
el qoxABCD ythAB miponyuupyeT copbl MeHee
3(pGEeKTUBHO, YeM AUKUI TUII, OMHAKO HEKOTOPHIE
OIWHOYHBIE MYTaHTHl CHOPYJUPYIOT HOPMasb-
Ho [8].

2*
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CYKIHUHAT:-MEHAXWHOH-
OKCHUIOPENYKTA3A

SQR, Takxke M3BECTHBIN KaK CYKIIMHATIAETUIPO-
retHasa 1 komiuiekc I, ssBiisieTcst yacThio Kak AKIIA
Kpebca, Tak u npixarenpHol nenn. PepMeHT KaTa-
JIM3UPYET OKMCJIEHHWE CYKIMHara o dymapara,
COINPSDKEHHOE C BOCCTAHOBJIEHMEM MEHaXMHOHA.
OH Tak:ke MOXET IefiICTBOBaTh B 00paTHOM Harlpas-
JICHUM, YTOOBI CUHTE3UPOBaTh CYKIIMHAT U3 pyma-
pata. O630p uccienoBanuii mo SQR B. subtilis moc-
JieqHuiA pa3 66Ut ony6iaukoBaH B 2002 1. [60], a 06-
30p uccaeaoBaHuii mo SQR nureMHoro cemencTna,
K KOTOPOMY NMPUHAIJIEXKUT DepMeHT B. subtilis, ObLT
omnyoskosaH B 2013 1. [61]. O60061IeHHbIE JaHHBIE
o reHeTuKe SdhCAB B. subtilis, Komupyoomiero Tpu
o6enka SQR, MoxHo HaiiTu B 0030ope Hederstedt u
Ohnishi [62].

B. subtilis SQR mipeacraBiseT coboit reTepoTpu-
Mep, cocTosiuii u3 ¢gaaponporerHa (SdhA) ¢ Ko-
BaJIeHTHO cBsi3aHHBIM FAD B coegumHeHuu ¢ 8a-
N(3)His xeneszocepHoro 6enka (SdhB) c tpems
XKenezocepubiMu Kimactepamu (2Fe2S, 3Fe4S,
4Fe4S) 1 uHTEerpaJibHOr0O MeMOpPaHOro LIMTOXPO-
ma b-558 (SdhC) ¢ 5 TM (I-V), comepxkaliero aBe
rpyrisl rema B (ta6ir. 2). SdhA n SdhB cBg3biBatoT-
¢Sl Ha LIMTOIIa3MaTUYECKOM CTOPOHE MEMOpPaHBI €
LIUTOXPOMOM b-558. AKTUBHBIN LIEHTP IUKApOOK-
cunarta HaxonuTcd Ha SdhA, n 3JIeKTpOHBI Tiepeaa-
1oT1cst ot FAD uepe3 xkejie30cepHble KaacTephl K re-
My LuTOXpoMa bh-558, UTOOBI B KOHEYHOM WTOIE
BOCCTaHOBUTb MEHaXWHOH. JIBe reMOBbI€ TPYIIIHI B
muToxpome h-558, Kak 1 B CyObEIUMHUIIE ITUTOXPO-
Ma b KomIuiekca bc, SIBASIOTCSI HU3KOCHUHOBBIMU
KOOPAWHUPOBAHHBIMU C OMC-TUCTUAWHAMU U C
IUIOCKOCTSIMM MopdupuHa, OpUEHTHUPOBAHHBIMU
IIPUMEPHO IIEePIICHANKYJISIPHO INIOCKOCTH MeMOpa-
Hbl U PACIOJIOKEHHBIMU TaK, YTOOBI OOECIIEYUTH
TpaHCMEMOpPaHHBIN TIepeHOC IeKTPOHOB. OJHAKO
€CTh CYIIESCTBEHHBIC PA3IMYNS MEXIY IBYMS TUIIA-
MU JIUTEMHBIX, TpaHCMEMOpaHHBIX ITUTOXPO-
MoB [63]. B SQR B. subtilis yeTblpe aKCUaIbHBIX JIA-
ranga His pacrnpeneneHnsl mo yeteipeM TM [64],
TOIJa KaK B KOMILIEKCE bc OHM BKIIIOYAIOT TOJb-
ko aBa TM [61].

B SQR B. subtilis npoxcuMmanbHbiii reM (bp,
BOJIM3U OT MEMOpaAHHBIX Mepudepruiyeckux cyob-
equHull A 1 B Ha umMTOIJIa3MaTU4eCKOl CTOpPOHE
MeMOpaHbl) U OUCTaJbHbI reM (bp, BOJU3U OT
BHEIIHE CTOPOHBI MeMOpaHBI) OBIJIM OIpeaese-
HBI, KaK T€MBI C BBICOKUM U HU3KUM OKUCJIUTEIb-
HO-BOCCTAaHOBUTEJIbHBIM TMOTECHIIMAJIOM COOTBET-
CTBEHHO, C IIOMOIIbI0 METOIOB CaiT-creuudu-
YyeCcKMX MyTallMid M choekTpockonuu [65, 66]
(tabn. 2). Tem bp cBszan ¢ His70 (TM-II) u
His155 (TM-1V), torma xak reM by CBsI3aH C
His28 (TM-I) n His113 (TM-III). U3mepsiembrit

OKMCJIMTEIbHO-BOCCTAHOBUTEIbHBIM MOTEHIIMA
reMoB, criekTpsl DIIP 1 criekTp moraomeHns BU-
JMMOTO CBeTa HEe3HAUUTEJIbHO Pa3IndyaioTcs B 3a-
BUCUMOCTH OT TOTO, OTIpeAesICHbI JIM OHU JIJISI CBSI-
3aHHOTrO ¢ Membpanoit SQR, nns ¢pepmeHTa, BBI-
IIeJICHHOTO C IEeTepreHTOM, WIM IS IIMTOXpoMa
b-558 (SdhC), BeImENIeHHOTO C JeTepreHToM [67].
Penoxkc-comnpsixkeHue Mexay [ABYMsI TeMaMM
B SdhC m Mexmy remMoM bp M Kele30CepHBIMU
kinactepamu B SdhB B nHrakTHOM SQR, a Takxke
B3aMMOJIEICTBE C MEHAXMHOHOM UM APYTMMMU JIU-
nuaaMu, B ciaydae MeMOpaHHOTO ¢epMeH-
Ta B. subtilis, BEepOosITHO, OTpaxarT HabI01aeMbIe
He3HauYMTeIbHEIE pa3ndus B cBoiicTBax. Kak 1mo-
Kazano uccienosaHue cBg3biBaHuss HQNO, ps-
JIOM C TeMOM b, CYIIICCTBYET CAaT CBSI3BIBAHMS ME-
HaxyHOHA [65, 68]. OcHOBBIBasICh Ha COOpPaHHBIX
JaHHBIX [60], MOXXHO TIPEaNONIOXUTh, YTO UMHIA-
3oabHas rpynma His28 (akcuanbHBIN TUTAHI Te-
Ma bp) M 0gHA U3 MPOIMMOHATHBIX TPYIIIT 3TOTO Te-
Ma HaImpsIMYIO B3aUMOAEHCTBYIOT C MCHAXMHOHOM,
aHaAJOTMYHO CUTyallMd B HUTpaTpeaykTasze A
FE. coli [69]. TpancMeMOpaHHEBIIA 3JIEKTPOXUMUYEC-
KW TpafyieHT MOIAePKUBAEeT TEPMOAMHAMUYECKI
sHAeproHnyeckuii («uphill») mepeHOC 371€KTPOHOB
B SQR B. subtilis ipn OKWCIEHUU CYKIIMHA-
Ta (+25 MB) 1 iepeHOCe 3J1eKTPOHOB Uepe3 reM bp
(+65 MB) Ha b (—95 MB) mist BocctaHOBIEHMS
MeHaxnHoHa-7 (—74 mB) [70]. To xxe mpoucxoant
U y Opyrux O0akTepuii, 3aBUCUMBIX OT XMHOHOB C
HU3KWM MOTECHIIMAJIOM IIPU 3aBUCUMOM OT CYKII-
HaToOKCUaa3kl abixanuu [71—73].

Crpykrypa SQR B. subtilis, BbiBemeHHas Ha OC-
HOBE MHOXECTBAa OMOXMMUYECKUX U Orodusndec-
KHX JaHHBIX [60], COOTBETCTBYET HEJAaBHO OMyOJIM-
KoBaHHOH Kpuo-OM ctpyktype SQR Mycobac-
terium smegmatis (MeMOpPaHHBIN SIKOPb COACPKUT
Tpu nonunentuna SdhCDF) [74] u peHTreHo-
CTPYKTYPHBIM JaHHBIM IIJISI POICTBEHHBIX TUTEMO-
BbIX (ymapatpenykras Wolinella succinogenes [61,
75] u Desulfovibrio gigas [76]. MecTo CBSI3bIBaHUS
MEHaXWUHOHA ObLIO 0OHAPYXKEHO PSIIOM C TeMOM by,
KakK B CTpYKType M. smegmatis, Tax u D. gigas, n aK-
THUBHOCTb MYTaHTOB IIepBOTO (pepMeHTa ITOATBEPXK-
JTaeT MHEHHE O TOM, YTO BBISIBJICHHBIN CaliT CBSI-
3bIBaHUS Baxk€H IJIsI BOCCTAHOBJIEHUSI MEHAXHO-
Ha. [TombITKM MoayunTh Kpuctamnbl SQR B. sub-
tilis ¢ xopollei nupakuei moka He yBeHYaJIUCh
ycriexoM [77]. Hegocraromiyio nHpopMaluio, Ta-
KyI0 KaK IIOJIOXKEHHE CaiiTOB CBS3bIBAaHMUS MEHa-
XWUHOHA U AUHAMUUYeCcKUe u3MeHeHUs benka dep-
MEHTa B 3aBUCUMOCTH OT CyOCTPaToB M MHTUOM-
TOPOB, MOXHO OBbLIO OBl IMOJYYUTH C MOMOIIbIO
METOmOJIOTUN Kpruo-OM. s aHamm3a METOIOM
AMP paspaboraHa MeTOAMKA TOJYYEHUS] LIMTO-
xpoma b-558 B. subtilis B E. coli ¢ U30TOITHOM MeT-
Koii [78].
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Tabmmna 2. buodusuueckue cBOMCTBA MPOCTETUYSCKMX TPYIII TeMcoAepKalluX KOMITIOHEHTOB a’pOOHOI pecnupaTopHOit

cucTeMsbl B. subtilis

[MpocreTnueckue rpymmsl
LleHtpsl c remom XKenezocepHnie knactepsl | LIeHTpBI ¢ Menbio
depmeHT MM Cchliku
LIMTOXPOM EPR | o-monoca EPR | dpyrue
Lentp | E,, (mV)| curHan | mori. Makc. Tun E, (mV) | Lentp | curnan
(8max) (nm) (8max)
TeM a 601 [102, 103,
LuToxpoMm aa, Cug 108]
TeM a;
reM a 3,00 605 Cu, 2,178
[102, 104,
LuTtoxpoM caas TeM a; Cug 108]
TeM ¢ 3,46 551
rem bp +65 3,68 558b [2Fe2S] +80
SQR FAD,, | [65, 67, 100]
reMm by -95 3,42 558b [3Fe4S] -25
[4Fe4S] -240
TeM by
LuToxpom rem by
bc-KoMILIEeKC [2Fe2S] [22, 23, 105]
TeM ¢;
TeM ¢ +250 553
LuroxpoMm ¢-550 | remc +178 3,41 550¢ [37]
LuTtoxpom c-551 | remec | > +1009 551¢ [38]
TeM bssg 563
Hwuroxpom bd TeM bsys 597 [51]
reM d 626

Ipumeyanus. * JJaHHbBIE XapaKTEPUCTUKH SBJIAIOTCS CBOMCTBAMY U30JMPOBAHHOTO (hepMeHTa Wi 6e1KkoBoro nomeHa. ° [Tpu 77 K
reM bp UMeeT MaKCUMYM TOIJIONIeHUs TIpU 558 HM, a reM b, UMeeT IBOMHOM MUK ¢ MakcuMyMaMu npu 553 u 558 um. ¢ Ilpu 77 K
MaKCUMMyM TOIJIOIeHNA puxoantcsa Ha 548 M. ¢ Lutoxpom Bacillus PS3 umeer cpenHeTodeunslii moreHuman +225 mB [106].

¢ [Tpu 77 K MakCUMYM MOTJIOIIECHUST TPUXOAUTCS Ha 547 HM.

JBIXATEJIbHAA HUTPATPEYKTA3A

MemMOpaHocBsizaHHast HUTparpeaykrasa (NAR),
KopupyeMmast oriepoHoM narGHJI B. subtilis, katan-
3UpYeT OKUCIIEHNE MEHAXWHOJIa C BOCCTAHOBJICHU -
eM HuTpaTta Ao Hutputa [79, 80]. Cuuraercs, 4to
NAR B. subtilis B ocHOBHOM (PYHKIIMOHUPYET B OT-
cyrcTBUe Kuciopona. @epMeHT He ObLI OYUIIEH U
OoxapakTepu30BaH, HO, Cyds IO ITOJUIICHTUIAM,
BBIBEICHHBIM U3 T€HHOI IOC/IeI0BaTEIbHOCTH,
OYeHbB MTOXOX Ha HUTpaTpenaykrasy A E. coli, cTpyk-
Typa KOTopoit usBectHa [81], u mogpoOHast 6Moxu-
MuYecKass MH(GopMalus 0 KOTOpOoii JocTyIHa [82].
WUnterpansHas MeMOpaHHast cyobemmamia Narl
npeacTapisier codoil 5-TM LUTOXpoM ¢ AByMS TeK-
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CaKOOpPAMHUPOBAHHBIMU IpyIIIaMU remMa b, rema-
MU by U b;, KOTOpBIE TUTUPOBAHBI MEXIY OCTaTKa-
mu His Ha TM-I1 u TM-V, aHajlornyHo cUTyaluu
B QcrB xommekca mroxpomMa be. Narl cBs3bIBaeT
Ha IUTOILIA3MAaTUYECKON CTOpOHE MeMOpaHBI IIe-
pudepuueckue cyobeauHuiibl NarG u NarH.
NarG HeceT rpymmny 61c-MOIUOIONTepUH-TYaHUH -
IVUHYKJIEOTHAA M OIWH KEJIe30CEPHBINA KiacTep
4Fed4S, torna xak NarH comepxuT Tpu Kiacrte-
pa 4Fed4S u onun knactep 3Fe4S. BomopactBopu-
MBI O0enok Nar] siBsieTcs 1anepoHoM JIJisl COOpKU
IIPOCTETUYECKON TPYIIBl MOJMOJONTEpUHA B
NarG. CailT okuClIeHUsT MEHaXWMHOJa HaXOAUTCS
0JIM3KO K BHEIIIHE! CTOpOHE MeMOpaHbl y Tema b , u
3JIEKTPOHBI CHavaJjla IIepeHOCATCS Yepe3 MeMOpaHy
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Ha reM by, 3aTeM 4epe3 XKele30CepHbIe KJlacTephbl
B NarH u nakone1 B NarG, rioe HUTpaT BoccTaHaB-
nuBaeTcs. Takum obpaszom, Giaromapsi akKTUBHOC-
™ NAR Bo3HUKaeT TpaHCMEeMOpaHHbIN 3JEKTPO-
XUMUYECKUNA TPATUCHT.

Hns BeICOKOIT 3Kcmpeccuu omepoHa narGHJI
B. subtilis He0oOX0AMMO HaJIMYME HUTPATOB B MUTA-
TeJIbHOW cpele, a TakKXKe aHa3POOHBINA PeryiasiTop-
Hbli1 6e710K FNR 1 1ByXKOMITOHEHTHAasI PEryJsiTop-
Hasg cuctema ResDE [55, 80]. IBe He3aBUCUMBbIE
HUccaeaoBaTeIbcKue rpymmbl ooHapyxuiu NAR B
a3poOHO BBIPAIIEHHBIX KJIeTKax B. subtilis u dep-
MeHTHBI kKoMiuieKc SQR—NAR [17, 18], uro yka-
3bIBaeT Ha TO, YTO NAR B HEKOTOPOIt CTeeH Ipo-
IyIAPYETCs TaKKe B a3POOHBIX YCIOBUSIX U UTO OH
B Komiuiekce ¢ SQR karanusupyeT MEHaXMHOH-3a-
BUCHMOE BOCCTAaHOBJICHME HUTpaTa IIyTEM OKHCIIe-
HUS CyKIIMHaTa.

ABJIAETCA JIN JBIXATEJIbHASL CUCTEMA
IIITAMMA 168 IIOKA3ATEJIbHOU
JJIA BUA B. subtilis?

OnomMmalllHMBaHUE M30JATOB AWMKOIO THIIA
B. subtilis mpy TiepeHoce UX B 1a00OpaTOPHEIE YCIIO-
BHS 1 JIETKOCTb MX T€HETUYECKOM TpaHChOopMallnu
MIPUBEJIA K TIpeAHAMEPEHHOMY M CIIOHTAHHOMY MY-
TareHesy, B pe3yJIbTaTe Yero MosBUJIOCh HECKOJIbKO
IITAMMOB, BKJIFOYAsI TCHETUYECKH ¥ OMOXUMHUIECKI
MOAPOOHO McCeAoBaHHbIM wTamMM 168 [57, 83].
JpixaTenbHass cucteMa B. subtilis uccienoBajach
MpPeuMYIIeCTBEeHHO y 3Toro mramma [3, 4]. Kak
YIIOMHMHAJIOCh paHee B 3TOM 0030pe, IeICIINSI TCHOB
uToxpoma caas (ctaCDEF) [8, 31] win KoMIuiekca
mutoxpoma be (gerABC) [22] B mabopaTopHOM MO-
NIeJbHOM IuTaMMe 168 He BiausgeT Ha CITOCOOHOCTD K
pOCTY Ha pa3jIMYHBIX CyOCTpaTax, M Takke He Ha-
OJIromaeTCs SIBHBIX KOMIIEHCATOPHBIX U3BMEHEHU B
IBIXaTeJIbHBIX (hepMEeHTax. DTO OTCYTCTBHE (DEeHO-
tuna ((peHOTUNUYECKOM U3MEHUYMBOCTH) Y MyTaH-
TOB UHTPUTYET, HO MOXET ObITh 00bSICHEHO HEKOTO-
pPBIM HEW3BECTHBIM HapylleHHeM B Iiepemaye
3JICKTPOHOB OT MEHAaXMHOJIa Yepe3 KOMILIEKC IH-
TOXpoma bc K LIUTOXPOMY caa; B mramme 168. Urto-
OBl OIpPENeIUTD, SIBJSIETCS JIU AbIXaTeJIbHasl CUCTe-
Ma B IITaMMe 168 penpe3eHTaTHMBHOM IS KJIETOK
B. subtilis, 1 mpoBea cpaBHUTEJILHOE UCCIeAOBaHNE
C HeoJOMAalllHEHHBIM InTaMMoM B. subtilis
NCIB 3610. ITo cpaBHeHuto co mramMmMmoMm 168 oH
o0Opa3yeT TNeJUTMKYJISpHbIE OMOIUIEHKM, OOJIbIINe
Macchl, TPOAYLUPYET 3K30MOJHCAXapUIHYIO Kall-
CyJ1y, IPOU3BOAUT IIPOTUBOMUKPOOHBIE MIpeIapaThl
U CONEPXKWT IIa3MuUAy, Koaupyollyro 00-
nee 100 GenxkoB [84]. Iltamm 168 He comepKuT
wa3Mu. YToObl 00JIeTYUTh KOHCTPYUPOBAHUE MY-
TaHTOB IIyTeM TpaHChOpMaluM, S HCIIOJIb30Ball

mraMM  3A38, KOTOpbII IIpeacTaBiseT coboit
NCIB 3610 ¢ 3amenoit GInl2 na Leu B Coml (uH-
TMOUTOP €CTeCTBEHHOM T'eHETUUECKON KOMIICTCHT-
HocTH) [85].

CekBeHHUpPOBaHME ITOJTHOTO r'eHOoMa ITOATBEpAN -
10, yto mmramMmMbl NCIB 3610 u 3A38 paznuuarorcs
TOJILKO TOUe4YHOU MyTaluei B rene coml [86]. Ipu
KOHCTPYUPOBAaHUU MYyTaHTHBIX mTaMmMoB (WBSI1-2
n WBS10) (tabn. 3) 6pu10 00HApYKEHO, YTO OJHA
MEHaXWHOJI-OKCHIa3a, LIMTOXPOM ad; WIM IIUTO-
xpoM bd, Heobxoauma 11st pocta NCIB 3610 B kuc-
JIOPOJHBIX YCIOBUSIX, TO €CThb MYTAHTHI C JBOMHOM
neneuyeit goxABCD cydABCD He MOTYT ObITh MOJTY-
YyeHbl TOYHO TaK Ke, KakK B caydae mraMma 168 [8].
Itammber WBS4, WBSS5 1 WBS7 nuieHsbl crioco6-
HOCTU OKMCIAITh TMPD, 4To CBUAETENBCTBYET O
TOM, 4TO 3Ta aKTUBHOCTh B NCIB 3610 3aBucuT OT
LIMTOXpOMa cad;, KaK U OXMAAJIOCh, MCXOIs W3
cBoiicTB mwramma 168 [31].

bouto oOGHapyXeHO, UTO POCTOBbIE CBOICTBA
MyTaHTOB 110 ruToxpomam mrtamma NCIB 3610 He-
OTJIMYMMBI OT CBOMCTB COOTBETCTBYIOIIMX MYyTaH-
ToB mTaMma 168. T.e. ycioBUS pocTa B XXUIKOI cpe-
ne NSMP [87] uau Ha Jalikax ¢ TPUITO3HBIM KPO-
BaAHbIM arap-arapom (TBAB) («Difco Chem Co»,
CIHIA) orpunaTeabHO BIMSUIM Ha Te MYTaHTHBIE
IITAMMBI, Y KOTOPBIX OTCYTCTBOBAJI LINTOXPOM ads,
TOIJA KaK T€, Y KOTOPBIX OTCYTCTBOBaJIM (DEPMEHTHI
BETBU LIUTOXpOMa bc—caa; Wi IUTOXpoM bd, poc-
JIN TIOHO0HO POIMTEIHCKOMY IITaMMy. BimsaHue Ha
pPOCT, BBI3BAaHHOE Ae(UIIMTOM LIMTOXpOMA ad;, 3a-
BUCUT OT J00aBJIeHUS B IIMTaTeJIbHYIO Cpeny
>0,1% (w/v) rmoko3sl. Iltammer 168, NCIB 3610
1 3A38 He mokas3ajv BUAMMbBIX pa3jinyuii B COCTaBe
U COIep>KaHUM LIMTOXPOMOB, UTO OBLIO MPOJAEMOH-
CTPHUPOBAHO Ha M30JMPOBAHHBIX MeMOpaHax C IT0-
MOIIbIO CIIEKTPOCKOIINHM B BUIMMOM CBETe C ITOJTY-
YeHMEM Pa3HOCTHBIX CIIEKTPOB (BOCCTaHOBJICHHEIE
ackopb0aToM W AUTHUOHUTOM MMHYC OKMCJIEHHBbIE
deppunmanuoom). s aHaIM3a cocTaBa IIMTOXPO-
MOB B MyTaHTax 0akTepuu BoIpaluuBagiu Ha NSMP
¢ mobasneHueM 1% (w/v) TIIOKO3bI, YTOOBI M30¢e-
KaTh pas3Iuduii B cKOpocTu pocTa. CHeKTphl
NCIB 3610 ¢ genenueii ctaCD, goxABCD, cydABCD
U gcrABC cOOTBETCTBEHHO M MYTAaHTOB C JTBOWHOM
nIenenneil (pMCYHOK) OBLIM CXOIHBI CO CIIEKTpaMU
COOTBETCTBYIOIINX JEICHIMOHHBIX MyTaHTOB IIITaM-
Ma 168. Pe3ynbraThl MOKA3bLIBAIOT, YTO PECIIUPATOP-
Hble KOMITOHEHTHI JIJaOOpaTopHOro mramMa 168 sgB-
JISTIOTCSI PETIPEe3eHTATUBHBIMU IIJ1sI BUIOB B. subtilis.

CynepKoMIIeKC IIUTOXPOMOB bc—caa, CBSA3bI-
BaeTcs ¢ KinB, u OblJ10 BbhICKa3aHO MpPEAIIooxkKe-
Hue, yTo KinB KaknM-T0 06pa3zoM MOXeT 9yBCTBO-
BaTh IIPOXOXKICHHE JICKTPOHOB Uepe3 CYIePKOMII-
JIEKC I TEM CaMbIM OTCJIEKMBATh pealbHOe Mapliy-
ajlbHOe daBjieHue Kuciaopona [88]. B mommepxkky
3TOro0 COOOIIAIOCh, YTO MHAKTUBAIIMS T'€HOB V-
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Ta6imua 3. Onucanue WTaMMOB B. subtilis, NCITONb30BaHHBIX B paboTe

HasBanue TeHorun Hctounnk/Ccriika
168 (1Al) trpC2 BGSC?
NCIB 3610 (3A1) Jvxuit Tun BGSC?
3A38 coml (myrant NCIB 3610) BGSC?/[85]
LUHI14 trpC2 AqoxABCD::kan [8]
LUW35 trpC2 AcydABCD::tet [51]
LUHG60 trpC2 Aqcer::neo [23]
LW3110 trpC2 ActaCD::cat C. von Wachenfeldt
WBS1 coml trpC2 AqoxABCD::kan LUH14—3A38
WBS2 coml trpC2 AcydABCD::tet LUW35—-3A38
WBS3 coml trpC2 Aqcr::neo LUH60—3A38
WBS4 coml trpC2 ActaCD::cat LW3110—3A38
WBS5 coml trpC2 AqoxABCD::kan ActaCD::cat LW3110—-WBS1
WBS6 coml trpC2 Aqcr::neo ActaCD::cat LW3110—->WBS3
WBS7 coml trpC2 AcydABCD::tet ActaCD::cat LW3110—-WBS2
WBS8 coml trpC2 Aqcr::neo AqoxABCD::kan LUH14—>WBS3
WBS10 coml trpC2 Aqcr::neo AcydABCD::tet LUW35—->WBS3

IIpumevanue. MytaHTHBIE Tpou3BoaAHbIe 3A38 ObLIM MOJyYeHBI MyTEM TpaHcdopmaLu, Kak onucadHo Hoch [107]. Ctpenka yka-
3bIBaeT Ha npoucxoxaeHue xpomocomHoi JIHK u Ha TpaHchopmupoBaHHbIil TamM. TpaHcgopMaHTbl OTOMpPAJIM Ha YalllKax C
arapom TBAB ¢ no6asienuiem 1% (w/v) I110KO3bl U COOTBETCTBYIOIIMX aHTUOMOTUKOB B CICAYIOIIMX KOHIIEHTpaIUsIX: XJaopamde-
HUMKOJI, 3 MKT/MJI; KaHAMULIMH, 7,5 MKT/MJT; TeTpaiiukiauH, 15 Mxr/mi. * Bacillus Genetic Stock Center, Ohio, USA.

TOXpOMa caa; WIN KOMILIeKCa HUTOXpoma bc B
mramme NCIB 3610 Biausier Ha IpoayKLUIO OHO-
TUIEHOK [88]. DTO OTKpBITUE TPEOYET NAIbHEUIIIETO
ucciaegoBaHus. S He oOHaAPYXWJ pa3HULIBLI B MOp-
domorum KoJloHW# Mexay amkum tuiiom NCIB
3610 u ero MyTaHTHBIMU TIpou3BOXHBIMU WBS3
(Agcr) n WBS4 (ActaCD) (taba. 3) mocie AByXHe-
IeJIbHOM MHKyOanmy Ha gamkax MSgg ripu 37 °C.
bonee Toro, B uccnenoBanusx ¢ Bacillus amylolique-
Jfaciens ObLIO 3aMEYEHO, YTO MYTaHTHI C Jeelueit
T€HOB cfa WU gcr UMEIOT HOPMaIbHYI0 MOpdoI0-
TUI0 KOJIOHWM, TOrJa KakK y MYTaHTOB C OC/eIH-
eii gox, BbIpAllIEeHHBIX MMPU MOHWKEHHOM J1aBJIEHUN
KHUcopoaa, ObUIO HapylleHO oOpa3oBaHuE OHO-
IUIEHOK [89].

YTO EIIE ITPEJICTOUT BbBISACHUTD
O PECIIUPATOPHBIX IIMTOXPOMAX
Bacillus subtilis?

OCHOBHBIE OCTAIOIINECS 3aTaIK1 B OTHOIIICHN
a’poOHOI pecnupaTOpHOil cucteMbl B. subtilis —
3TO (pU3HOJIOTUYECKas POJIb BETBU LIMTOXPOM C-OK-
cuaa3pl, UACHTUYHOCTh JTOHOPOB M aKIENTOPOB
3JEKTPOHOB JJI1 HUTOXPOMOB ¢c-550 u ¢-551, uageH-
TUYHOCTb IUTOXpoMa bb', a TakKe cocTaB U (hU3UO-
Joruyeckass posb B Merabonusme YthAB. Eciau
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HaWTH OOBSICHEHHE TOMY, YTO MEHAXWUHOH-3aBUCH-
MBIl TIEPEHOC 3JIEKTPOHOB B PECIUPATOPHON CHC-
Teme B. subtilis obGneryaeTcss mMpU SHEPru3allvuu
MeMOpaHBI, ¥ UTO 3TOT (peHOMEH MPOSIBIISIETCS HE
TonbKo 61arogapst SQR [90], MOXXHO pelinTh HEKO-
TOPHIE U3 YIIOMSHYTBIX ITPO0IeM. DTO TaKXKe MOXKET
IMOMOYb MCCJIENOBATh AbIXaTeJbHYIO CIIOCOOHOCTD U
COCTaB IIMTOXPOMOB SHAOCIIOP M IIPOPACTAIOIINX
kietok. McciienoBaHusT HUTOXPOMOB B 9HAOCTIOPAX
B. subtilis npoBoauanck oyeHb gaBHO [91], korma
OOJIBIIIMHCTBO COBPEMEHHBIX METOIOB MOJIEKYJISIP-
HOTO aHaim3a ObUIM HEAOCTYIIHBI, a SHIOCIIOPHI
OBbLTA TOPA30 MeHee M3YYeHbl Ha MOJEKYISIPHOM
ypoBHe [92]. [lpyroe HeM3ydeHHOe HarpaBjieHue —
9TO MepeMelIeHNEe PeCIIUPATOPHBIX OEJIKOB B KJIET-
Ke, TO, KAK OHM IMHAMWYECKH B3aUMOICCTBYIOT 1
pacrpeaensitioTcss BAOJb LUTOILIA3MaTHYECKOM
MeMOpaHBI BO BpeMsI pocTa bakrtepuu. Hampumep,
(epMEeHTHI U CYIIepKOMILICKCH MOTYT COOMPAThCS B
MepBYIO ouepeb Ha MOJcax Ui Ha OOKOBOI CTO-
pOHe TMaJIOUKOBUIHOM O0akTepun. Bo Bpemst MHOTO-
YacoOBOI'0 U BHEProEéMKOro mpoliecca OrMoreHesa 3H-
JIOCTIOP LIMTOXPOMHbBIE KOMILJIEKChI, BO3MOXHO, He-
PaBHOMEPHO paclpene/ssioTCs Ha pa3HbIX MeMOpa-
Hax MaTEepUHCKON KJIeTKU U Oynyiueil cnopbl. Mc-
clledOBaHUS TUHAMUKM CyOKJICTOYHOIO pacrpee-
JIeHUsT MeMOpaHHBIX OEJIKOB 3aBUCAT OT JIOCTYII-
HOCTHU TEXHUKU C BBICOKMM BM3yaJIbHBIM pa3peliie-
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PasHOCTHBIE CIIEKTPHI TOTJIONIEHNSI BUAMMOTO CBeTa (BOCCTAHOBJIEHHBII MUHYC OKWCJIEHHBIN) JJIST U30JIMPOBAHHBIX MEMOpaH
B. subtilis NCIB 3610 qukoro Tvma M IIUTOXPOM-AE(UILIMTHBIX MyTaHTOB (Ta0i1. 3). MeMOpaHbI ObIIN BBIIEIEHBI U3 YKa3aHHBIX
ITaMMOB, BbipaiiieHHbIX B NSMP, pH 7,0 ¢ no6asnenuem 1% (w/v) riokosbl. KylnbTypsl coOupaiu B KOHIIE (ha3bl 9KCITOHEHIIM-
aJIbHOTO pOCTa M MeMOpaHbI BBIIEISIIN, KaK onurcaHo paHee [87]. PasHocTHBIE cieKTphl MaTepraia MeMOpaH (3 Mr/MJ1 MeMOpaH-
Horo 6eska B 20 MM HatpueBoM 6ydhepe MOPS/HCI, pH 7,4, 1 MM KCN) — BocCTaHOB/IEHHbIE AUTUOHUTOM MUHYC OKUCJIEH-
Hble (PeppUIIMaHUIOM — PETUCTPUPOBAIY P KOMHATHOI TemriepaType B KioBeTe o0beMoM 1 M1 (cBeToBOi1 yTh 10 MM) ¢ nc-
noyib3oBaHueM Olis Inc. — MoaepHU3upoBaHHOTO cniekTpodoroMeTpa Aminco DW-2, [epmanus, wmieib — 1 HM
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HUEeM Uil pabOThI ¢ KVMBBIMU ABIIIAIIAMU KJIeTKa-
MU U ¢ QYHKIIMOHUPYIOIIUMU (BIyOPEeCIeHTHO Me-
YEeHHbIMU OeJIKaMu.

IIpakTrueckn He M3ydyeH OMOTeHe3 reM-colep-
KallUX PeCIMpPaTOPHBIX KOMIIOHEHTOB M HE OIIpe-
IIeJIeHBI CBSI3aHHbBIE ¢ 3TUM (pakTopsl cOopku. Om-
Hako OuoreHe3 rema A u LUTOXpoma ¢ B. subtilis
M3y4YeH J0CTaToyHO ToapodoHo [27, 28]. Ilyrem
CKpMHHMHTA TpeX KOJUICKIIMI MYyTaHTOB B. subtilis
Mbl HEIaBHO OOHApYXWJIM OBa HOBHEIX (akTopa
coopku uuTOXpoM c-okcugazel — CtaK wu
CtaM [30]. TakuMm oOpa3om, CTajo U3BECTHO, YTO
D1 CUHTE3a LIMTOXpoMa caa; B. subtilis TpebyeTcs
IIBEHaILaTh Pa3JIMIHBIX O€JIKOB. [1JIsI HEKOTOPBIX 13
9TUX (aKTOPOB POJIb B COOPKE HesICHA WM He TI0-
HSATHA Ha MEXaHHUCTUYECKOM ypoBHe. PDyHKIUS
ATP-cBsasbiBaomux 6enkoB CydC u CydD npu
cOOpKe aKTUBHOTO LIMTOXpoMa bd He u3ydyeHa HU Y
omHoit 6akTepuun. YUrto kacaercss omocuHTe3a SQR,
To 0enok SdhC B MmemOpaHe, Mo-BUAUMOMY, U3MeE-
HsieT KOHGOPMAIMIO TIPU MIPUCOSANHEHUN TeMa C
obpa3oBaHueM LUTOXpoMa b-558, 1 370 u3MeHeHUe
MO3BOJISIET CBI3BIBATH [IUTOILIA3MATUIECKYIO CYOh-
eaHUILy Xene3ocepHbix 6enkoB SdhB u SdhA, co-
JepxKallyro KoBaJIeHTHO cBsizaHHbI FAD. HeunsBe-
CTHO, Kak reM goctasiseTcsd B SAhC, u TpedyoTcsa
JIM orpenesieHHble (paKTOpbl COOPKU IJIs BCTaBKU
nByx rpymnmn rema. Korma tpu Sdh monunentuma
B. subtilis iponynmupytoTcs B Kiietkax F. coli, ato-
xpoM b-558 obpasyeTcsa B MemOpaHe, HO SAhA He
(maBUHUIMpPYETCS U OCTaeTcsl B IIMTOIIa3Me, He
CBSI3bIBASICHh ¢ LIMTOXpoMoM H-558 [93—95]. Ha oc-
HOBaHUM 3TUX (DAKTOB B TO BpeMsI OBLIIO BHICKA3aHO
MPEATNONIOXEHHE, YTO JIMOO JIJIsT TOCTTPAHCISIIIMOH -
Hoit Momuduxkanuu SdhA Heobxoaum crieludu-
yecKuil akTop, OTCYTCTBYIONIU B KJleTKax F. coli,
MO0 3TOT IIpolecc 3abiokupoBaH [94]. B mans-
HelileM OeJIKM, KOTOphIe yJacTBYIOT B (DIaBUHU-
nupoBaHuM nonunenuaa SdhA, 6bUIM 0OHAPYXKEHBI
Yy HECKOJIbKUX OpraHu3MoB [96, 97], Ho He y B. sub-
tilis. [IpymedarebHO, YTO 6-rUaAPOKCU-D-HUKOTUH-
okcupasa Arthrobacter oxydans, KoTopas uMme-
et FAD, KoBaJIeHTHO CBSI3aHHbIIA TaKUM XK€ o0pa-
30M, Kak 1 B SQR, dnaBunuaupyercsa B B. sub-
tilis [98]. SdhA — 3T0 eAMHCTBEHHBII OEJI0K C KOBa-

JeHTHO cBsi3aHHBIM FAD B B. subtilis, 1 FAD He
Tpebyercst misg coopku TpuMepa SQR B MemOpa-
He [99, 100]. ITpeamnonaraercss HaAMTHU TeHbI, KOAY-
pytome dakTop(bl) haaBuHUIMpoBaHUs SdhA,
IMyTeM CKpUHUWHTIa MYTaHTOB B. subtilis, TUIIeHHBIX
SQR-akTUBHOCTH, HA HAIMYME MYTAIL1i1, PaCcIIOI0-
>KeHHBIX BHe Kiactepa sdhCAB B xpomocome [101],
HO O TaKMX MyTaHTaXx IoKa He COO0IalIOoCh.

B. subtilis okazanach MoJie3HOM MOJIEJIbHOM CHC-
TeMO# g uccienoBaHusl GyHKLIMOHUPOBAHUS U
cOOpKM pecnupaTopHBIX PepMeHTOB. OCHOBHBIMU
MIPUIMHAMHY 3TOTO SBJISIIOTCS IIPOCTOTA MOJIEKYJIISIP-
HO-T€HETMYECKIX MAaHUITYJISILINIA, pOCTa U BEIEIIC-
HUs MeMOpaH, a TakXe TO, YTO JIJIsT a3pOOHOT0 poc-
Ta He TpeOyeTCcss HU OAHOI0 OEJIKOBOTO KOMIIOHEH-
Ta OBIXaTeJIbHOM CHCTEMBI, YTO ITO3BOJISIET IIPOBO-
JIHUTh 3KCIIEPUMEHTBI C LUTOXPOM-Ie(PUIIUTHBIMU
myTanTtamu. OueBUmHO, YTO B. subtilis B 6mxaii-
IIMe ACCATWICTUS CTaHET OPTaHM3MOM, KOTOPBIA
OyAeT MCITOJIb30BaThCs JJISI MCCIIEAOBAHUS acIlekK-
TOB OMO3HEPTreTUKHU, OOIIMX JUIsT a3POOHBIX KJIETOK
WIN CIIEHUAJbHBIX IJISI TPAMIIOJIOXUTEIbHBIX 0aK-
TEpUI.

Baaromapuoctu. O630p HamucaH B MaMsTh 00
Anexcanape AnekcaHapoBude KoHcTaHTHHOBE.
Hamm na6oparopuu B JIyHACKOM YHUBepcuUTeTe U
MOCKOBCKOM roCcyIapCTBEHHOM YHUBEPCUTETE aK-
THUBHO COTPYOHMYAIM B MCCICAOBAHUIX PeCIIMpa-
TOPHBIX IUTOXPOMOB B. subtilis B mepuon ¢ 1993 1o
1999 ron npu mopnepxke rpantoB llIBemckoit Ko-
DOJIEBCKOI akageMuu HayK. DTO MPUBEIO, KPOMe
MpoYero, K MyoJMKalysIM CTaTel U3 CIUCKa JIUTe-
patypsl [57, 68, 90]. bnarogapio Anape ®@paHka 3a
MPaKTUYECKYI0 IIOMOINb B KOHCTPYMPOBAaHUU U
aHaJM3¢ MyTaHTHBIX IITAMMOB.

KondumkT uarepecoB. ABTOp 3asiBJISIET 00 OTCYT-
CTBUM KOH(MJINKTa WHTEPECOB B (PMTHAHCOBOM WJIN
WHOM acIieKTe.

CoOmonenne 3THyeckux HopM. Hactosiias
CTaThsl HE CONEPKUT OIMMCAHUSI BBHITTOJIHEHHBIX aB-
TOPOM MCCJICHOBAaHUI C yJaCcTHEM JIIOACH WIM KC-
IMOJIB30BaHMEM XMBOTHEIX B KAYeCTBE OOBEKTOB.
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MOLECULAR BIOLOGY OF Bacillus subtilis CYTOCHROMES anno 2020
Review
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Bacillus subtilis serves as a model Gram-positive bacterium and an experimental system for research on respiratory
enzymes. This review presents the heme proteins currently known for the well-characterized laboratory strain B. sub-
tilis 168. It focuses on advances in research made during the last three decades concerning the function and compo-
sition of the cytochrome bc complex, terminal oxidases, and succinate:menaquinone oxidoreductase. The aerobic res-
piratory system of strain 168 seems representative for the species B. subtilis, as determined by the cytochrome com-
position of the undomesticated strain B. subtilis NCIB 3610 and a set of constructed cytochrome-deficient mutants of
this strain. Unexplained and unsettled aspects of the molecular biology of respiratory cytochromes in B. subtilis are
highlighted in the review.

Keywords: respiratory chain, Gram-positive bacteria, oxygen reductases, succinate dehydrogenase, NCIB 3610,
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