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TepMUHaIbHBIE OKCUIA3bl a39POOHBIX AbIXaTEIbHbIX 1IETIEll OPraHU3MOB KaTaJU3UPYIOT MEPEHOC 3JIEKTPOHOB C JIbI-
XaTeJbHOTO cyOcTpara, LMTOXpoMa ¢ UIv XUHoa, Ha O, ¢ obpazoBanrem 2H,0. M3BecTHO 1Ba ceMeCTBA 3TUX OK-
CUIOpPENYKTa3, MHTETPUPOBAHHBIX B MEMOpPaHY: CEMEICTBO reM-MeIHbIX OKCHAa3 U CeMENCTBO okcuaas tuna bd
(uMTOXpOMOB bd), HalIEHHBIX TOJIBLKO y TTpokapuoT. KaTanusupyemasi 3TuMu (hepMeHTaMu OKUCIUTETbHO-BOCCTA-
HOBUTEJIbHAST PEaKIIUSI COMpsIKeHa ¢ TeHepalyeil MPOTOH-IBIIKYIIEH CUIIbI, KOTOpask UCITOIB3YeTCs KICTKOM ISt
cunTte3a AT® u coBepllleHMsI MHOI MMoJIe3HOM paboThl. biaromapst HaTMYMIO TPOTOHHOTO HAcOoca FeM-MeIHbIe OK-
CcHIa3bl CO3MAI0T MEMOpPAHHBIN MTOTEHIIMA ¢ OOJbIIEH SHEPreTUIecKoi 3P (MEeKTUBHOCTBIO, YeM LIUTOXPOMBI bd.
Tlocneanue, ogHaKoO, UTPAIOT BaXKHYIO (PU3MOJOTUYECKYIO POJIb, TTO3BOJISISI OaKTEPUSIM, B TOM YMCJIe TaTOTEHHBIM,
BBIXKMBATh U Pa3MHOXAaThCsl B HEOJIaroNMpUsTHBIX YCJIIOBUSIX OKpyKalollei cpenbl. B 0030pe paccmaTpuBatoTcest 0co-
OCHHOCTU YCTPOMCTBA U MOJIEKYJISIPHBIX MEXaHM3MOB (DYHKIIMOHUPOBAHUSI TEPMUHAJIBHBIX OKMIa3 U3 3TUX JBYX
CEeMEHCTB B CBETE MOJYYSHHBIX 3a TTOCICAHEe BpeMsT 9KCIIEpUMEHTAJIbHBIX TaHHBIX.
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Kwucnopon-3aBucumasi nbIxareiabHas Liellb Iie-
peHoca 3JIEKTPOHOB MUTOXOHAPUN >KMBOTHBIX
MpeacTaBlIeHa MeMOpaHHO-CBSI3aHHBIMU (DepMeH-
TaMH  OKMCIMUTEJIBHOTO  (HOCHOpUIUPOBAHUS:
NADH :XMHOH-OKCUIOPENYKTa30i, bc,-KOMILIEK-
COM M TepMHUHAJIbHOU OKCHUAa30il. DTU OEJIKOBbBIE
KOMIUIEKCHI UTPalOT LIEHTPAJIbHYIO POJIb B BHEPre-
TUYECKOM MeTabonu3Me KiaeTku. Ha kaxmom us
9TUX MYHKTOB COMPSKEHMST 3aacaeTcsl SHeprusi B
BUIE IIPOTOH-ABMXKYILEH CHJIBI, KOTOpas 3aTeM
yrunusupyercs ATP-cunTazoit F, F, nbixatenbHoi
uenu aas cuHte3a ATP. B otiimune oT MUTOXOH-
IPpUIA XUBOTHBIX JAbIXaTeJIbHbIE ILIENMU OaKTepuid
0OBIYHO MMEIOT pa3BETBIEHHbIN XapakTep. VX Ha-
YaJIbHbII 1 KOHEYHBI y4aCTOK MOXKET OBITb IIpeac-
TaBJieH 0oJjiee 4YeM OJHUM (PepMEHTOM, a MPUCYT-
CTBUE bc,-KOMILUIEKCa HeoOs13aTeIbHO. TepMUHAaIb-

[Ipunsateie cokpameHnus: MO — rem-menHas okcuaa-
3a; 1O — muroxpoMmokcumasza; BNC — OusmepHBbIi 1EHTD;
PLS — npoToH-3arpy304Hblii CaiiT.

* Anpecat 11 KOPPECIIOHAEHLIMHU.

** ABTOD SIBJIICTCSI BBIITYyCKHUKOM Kadeapbl OMOXUMMUH OMOJIO-
ruyeckoro ¢akyasreta MI'Y um. M.B. JlomoHocoBa.

Hble OKCHAA3bl KaTaJM3UPYIOT BOCCTaHOBJIICHUE
MOJIEKYJISIPHOT'O KACJIOPOAA A0 BOIBI IbIXaTeIbHBIM
cyObCTpaTOM: LIUTOXPOMOM ¢ WU XuHOJoM. Dep-
MEHTBI IEJIAT Ha TPY OCHOBHBIE TPYIIIBL: CyIlepce-
MeiictBo rem/Cu-cofepxKaliux OKCHaa3, ceMeii-
CTBO XMHOJIOKCUAA3 TUIA bd U CEMENCTBO ajbTep-
HaTUBHBIX okcunas (puc. 1). [TocnenHue B 3ToM 00-
30pe He pacCMaTpUBAIOTCA.

I'EM-MEJIHBIE TEPMUHAJIbHBIE
OKCUIA3bI

K cymepcemeiicTBy reM-MemHBIX OKCHIa3
(I'MO) npunamrexar uutoxpoMokcuaassl (L[O)
MUTOXOHJPHWI BBICIIUX U HU3MIKMX dyKapuoT, IMO
OOJIBIIMHCTBA a’3pOOHBIX MPOKAPUOT, a TaKXKe
CTpyKTypHO-poacTBeHHBIe NO-pemykTassl [1]. OT-
JIMYUTEJIbHOM 0COOEHHOCThIO (hepMEHTOB CyIepce-
MEHCTBa SIBJISIETCS HAJIMYME KaTaJUTUYECKOro Ou-
aaepHoro 1eHTpa (BNC), KoTopsIif COCTOUT 13 MO~
Ha XeJyie3a reMoBoii rpynmnbl (B NO-pegykrazax —
MOHA HEreMOBOro keje3a) U MOoHa Meau, OJU3KO
pPAacCIONIOXEHHBIX.
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I'MO kaTanu3upyloT MepeHOC JEKTPOHOB OT
XMHOJIOB WX IIMTOXPOMOB Ha KHMCJIOPOI ¢ 00pa3o-
BaHMEM BOIBI COTIPSDKEHHO C TeHepaleil IIpoToOH-
NBWKYIIEH cuibl [2]. B oTinyne oT okcuaas3 TUIla
bd TMO 00pa3yioT MpOTOH-ABUKYIIYIO CUIIy KakK
3a CUeT IepeHoca 3JISKTPOHOB 1 IIPOTOHOB B KaTa-
JIMTUYECKUI LIEHTP C pa3sHbIX CTOPOH MeMOpaHBbI,
Tak 1 OJlarogapsi YHUKaJIbHOM CITOCOOHOCTU K pe-
JIOKC-COIPSIKEHHOMY HAaIIpaBJICHHOMY IIepeKadu-
BaHUIO MPOTOHOB uepe3 MemopaHy [3]. CTpyKTypHO
cxonHble ¢ MO NO-penykTa3bl BOCCTAaHABIUBAIOT
NO B N,O 1 uCHOJIB3YIOTCSA PSIAOM IATOI€HHBIX
OakTepuii B Xode OCHUTpUGUKALMU B MUKPO- U
AHARPOOHBIX YCIOBUSIX, PEaIM3yIOINXCS BO MHO-
TMX TKaHSX X03sMHa [4].

LlnToxpoMoKcraa3a MUTOXOHAPUN MJIEKOIIH-
TAIOLIMX COOEPXUT 13 cyObeauHUL, U3 KOTOPbIX
TPpU HAMOOJIbIIME CYOBEIMHULIBI KOTUPYIOTCS MM-
TOXOHApHAILHBIM TeHOMOM. OHHU 00pa3yloT KaTa-
JIMTUYECKOE s11po (pepMeHTa (pUC. 2) U TOMOJIOTUY-
Hbl TPEM OCHOBHBIM CYOBEIWHMIIAM, BCTpEYalo-
IIMMCS. B OOJIBIIMHCTBE TMIIMYHBIX IPOKApPHUOTU-
YeCKMX UTOXPOMOKCHIA3 ceMeiicTBa A. B mepBoii
CcyObeIUHUIIE PACIIOJOXEHBI 3 PeaoKC-LeHTpa:
HU3KOCIIMHOBBIA TeM a U OUsiIEpHbIA KUCIOPO/I-
penykTa3Hblit Katamntudeckuit meHTp (BNC), coc-
TOSIIIMI M3 OIM3KOPACIIOIOXEHHBIX MOHA XeJie3a
BBICOKOCTIMHOBOTO rema a; U uoHa meau (Cug)
(puc. 2). B npokapuornueckux I'MO remsl a u a;
MOTYT 3aMEHSITBCSI TeMaMH b-, 0- U c-Tuta. [eMbl c-
THIIA MOTYT CIIYKUTh TaKKE B Ka4eCTBE JOITOTHM-
TeJbHBIX PENOKC-1IEHTPOB, K IPUMEPY, B caa, U
cbb; okcumazax.

BaxxHelmmM mpu3HaKoM, TTO3BOJISTIOIIM CHC-
tematusrnpoBaTb MO u NO-penyKkTassl, sIBJISIETCS
YCTPOMCTBO BHYTPUOEIKOBBIX IIPOTOH-IIPOBOIS-
IIMX MyTeil («KaHaJIOB»), KOTOPhIE COSOUHSIOT Ka-
TAJIMTUYECKUI LIEHTP C IUTOIUIa3MaTUIECKOM CTO-
poHOIi MeMOpaHbI, oOecrieuyuBasi IIPOBEICHUE
CyOCTpaTHBIX TTPOTOHOB, HEOOXOAUMBIX JJisl 0Opa-
30BaHUS BOIBI, a TAKXKE IIPOTOHOB, IepeKauyrBae-
MBIX yepe3 MeMOpaHy. Mcrionb3ys pa3inyue B CTpoe-
HUSAX 3TuX IyTteid, cpenn 'MO BBIIENSIOT ceMeli-
ctBa A, Bu C [5] (puc. 1).

B pesynbrare mcmnoib30BaHUSI PEHTTEHOCTPYK-
TYpPHOTO aHaji3a YCTaHOBJIEHA TpexMepHasl KpHC-
TaJUTM4YeCKasl CTPYKTypa TUIIMYHBIX IIPpeACTaBUTEIICH
cemeiictBa A 'MO c¢ paspenieHueM, TOCTUTAIOLIIMM
B paae ciaydaeB 1,8 A. Oro IO u3 mutroxoHapuit
cepaeyHoOi MbILILBI ObIKa [6], GakTepuanbHbie L1O
aas-tuna u3  Paracoccus denitrificans 7] n
Rhodobacter sphaeroides [8] n xuHonokcuaasa bo; u3
Escherichia coli [9]. HecMoTpst Ha BbICOKOE paspe-
LICHUE, MIPUPOJa JINTAaHIa aKTUBHOTO IIEHTpa B 3a-
KpPUCTALTM30BaHHOM (hepMeHTe (MepeKuch, Ccyrep-
OKCHJ, MOH XJIOpa WU TUAPOKCUI-aHUOH) 0 CUX
IOp OCTaeTcs IIpeaAMeToM AucKyccuii. B psiae cinyda-
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Puc. 1. TepMuHanbHbIe OKCHUIA3bl a3POOHBIX AbIXaTeJIbHBIX 11e-
neit oprann3mMoB. MepMeHTHI BKIIIOUAIOT B CBOM COCTaB CyIep-
CeMeiCTBO reM-MeIHbIX OKCHJIa3, CeMEeMCTBO oKcuIa3 tuna bd
(IMTOXpOMOB bd), a TAKXKEe CEMEHCTBO aJIbTCPHATUBHBIX OKCH-
na3. B 3aBUCMMOCTH OT 0COOEHHOCTE CTPOEHMST BHYTPUOETIKO-
BBIX TTPOTOH-TIPOBOASIINX MyTEi, FeM-MeIHbIe OKCUIA3bI IO~
pasnensitorcst Ha cemeiictBa A, B u C. Llutoxpomsl bd nensitcst
Ha nonacemeiictBa L 1 S Ha ocHoBaHuU pa3mepa «Q-TIeTau».
AJIBTepHAaTUBHBIE OKCHUIa3bl, KOTOPbIE B 3TOM 0030pe He pac-
CMaTpPUBAIOTCS, HE SBJISIOTCS MHTErpaJIbHBIMU MeMOpaHHBIMU
depMeHTaMU U He TEHEPUPYIOT MPOTOH-ABMXKYIILYIO CHITY

€B paspellleHbl CTPYKTYPbl BOCCTAaHOBJIEHHON (hop-
MbI (pepMmeHTa, KoMmIuiekca pepMmenTa ¢ CO u N;-,
OIHOI M3 MYTAaHTHBIX (POPM 10 KITIOUYEBOMY OCTATKY
E286Q, a TakXe AbIXaTeJIbHOIO CYIEPKOMILIEKCA
«PECIIUPACOMbI», B KOTOPbII 00bEAMHEHBI OTAE/Ib-
HbIe KOMIUIEKCHI AbIXaTeIbHOMI LIeTI MUTOXOIPUIA,
BKJIIOYasl MEPBbI, TPETU UM YETBEPTHIUK (Apyroe
HazBaHue I1O) B crexuomerpun CI(CIII),C(IV)
[10]. B To ke BpeMsI C TTOMOIIILIO IBYMEPHOI JIEKT-
POHHOI KpucTajutorpaduy moKa3aHO, YTO MOHO-
MepHas dopma IO miekonuTarommx (GyHKIIHO-
HaJIbHO aKTHMBHA U He SIBJIsIeTCs apTeaKToM Bblje-
JeHus ¢epMeHTa M3 MeMOpaHbl MUTOXOHIPUI.
HecMoTpst Ha BhIsIcCHeHUE o01Ieit Tororpaduu, ae-
TajibHasl KapTMHa 3JeMEHTapHBIX IPOLIECCOB TIpe-
BpalieHus aToMoB Kuciiopoga B BNC u conpstkeH-
HOTO IepeHOoca 3apsIoB Ha MOJICKYJISIPHOM YPOBHE
TOJBKO HAaYMHAET BRIpUCOBBIBaThCA [11, 12].
XapaktepHbeiM npu3HakoMm IO cemeiictBa A
SIBJISICTCS HAJIMUME ABYX IPOTOH-TIPOBOASIIMX ITy-
teit (D- nu K-kaHasnbl) B MeMOpaHe, HauMHAIOLIUX-
Csl CO CTOPOHBI LIMTOTIa3Mbl Y UMEIOIIMX BBICOKO-
KOHCEPBAaTUBHbBIE IIPOTOH-00MEHUBAIOIIIME TPYTIIIHI
[13]. CornacHo nosydyeHHBIM AaHHBIM [13, 14], ye-
pe3 3TU MYTU MPOUCXOAUT COMPSIKEHHBIN MepeHoc
IIPOTOHOB CO CTOPOHBI LIMTOTLIa3MbI UYepe3 MeMOpa-
HY B KaTaJUTHUYECKUIl LEHTp (T.H. CyOCTpaTHBIE
MPOTOHBI WJIM MIPOTOHBI CyOCTpaTa) U B MEepUILIa3-
MaTMYeCKOe IPOCTPAHCTBO (T.H. IepeKauyuBae-
MBIE»IIPOTOHBI WM IIPOTOHBI, IIEPEHOCHMBIE Yepe3
MeMOpany) (puc. 2). Ucxoasd uz moaenu, chopmy-
JIMPOBAHHOM B XOJIe CCJIENOBAaHUI aa; OKCUIA3 U3
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Puc. 2. CxeMa ycTpolicTBa LIMTOXpOMOKCHUIa3bl. [TokazaHbl 3
IJIaBHbIE CYObeIMHMLBL: cyOobeauHuLa I, Hecymas 3 penokc-
LIEHTpa: TeMbl a, a; u Meab Cug, cyobenunuua I1, Hecyias 4-it
penokc-1ieHTp Cu,, u cyowenuauia 111, [TokazaHbl 1Ba BHYT-
PUOEIKOBBIX MPOTOH-MpOBOAAIIMX TyTH: D- um K-kaHambl.
O06a myTH BeIyT M3 OTPUIIATEIBHO 3aPsKeHHOM 1IUTOTIa3Ma-
TUYECKON CTOPOHBI MeMOpaHbl B HaNpaBlICHUU K KaTaJlUTHU-
yeckomy oOusinepHomy ueHTpy (BNC). IlokazaH BbIXxomgHOI
MPOTOH-TIPOBOJSIIIUI TTYTh.

C LIBETHBIM BapMaHTOM PUC. 2 MOKHO O3HAKOMUTHCS B JIEKT-
POHHOI BepcMM CTaThbM Ha caiite: http://sciencejournals.ru/
journal/biokhsm/

P. denitrificans u R. sphaeroides, K-KaHan CIyXuT
IIJIST TIPOBEACHMST YaCcTU CyOCTpaTHBIX ITPOTOHOB B
KaTaJUTUYECKOM IIMKJIe, TOrJa KakK IepeKkauyuBae-
MbI€ 4yepe3 MeMOpaHy IIPOTOHBI M OCTaBIIMECS
cyOcTpaTHBIE IIPOTOHBI ITepeHocsTcsT Yepe3 D-ka-
Han (puc. 3).

Kartaautuueckuii LUK IITMTOXPOMOKCHUAA3bI
COCTOMT M3 JIBYX IIOJypeaklMii (BOCCTAaHOBUTEIIb-
HOI1 M OKMCJIMTENIBbHOI ), KaxkKIast U3 KOTOPBIX BKITIO-
yaeT B ce0s ABa OMHORIEKTPOHHBIX Tlepexona. Boc-
CTaHOBUTEJIbHASL (pa3a B TOJBKO UTO OKHCICHHOM
«HEOTPEJAaKCUPOBAHHOM» (epMeHTe BKIIOYAET B
ce0s1 TocIefoBaTEIbHbIN TIEPEHOC IBYX 2JIEKTPOHOB
yepe3 BXOAHbIE PeIOKC-IIEHTPHI B KaTaJUTUUCCKUI
1eHTp Ha reM a; u Cug (niepexonst Oy — Eyu Ey — R
COOTBEeTCTBeHHO, puc. 3). B pesynsrare BNC Boc-
CTaHaBJIMBAETCS U3 MOJHOCTHIO OKHUCJIEHHOIO COC-
tossHust Oy B BoccTaHOBIeHHOE cocTosiHue (R) u
pUOOpeTaeT CIIOCOOHOCTh CBSI3bIBATH MOJIEKYJISID-
HBII KMCA0PO (CChUIKM B cTaThe Siletsky [2]).

OxkucnuTenabHas aza HAUMHAETCST CBSI3bIBaHU-
€M MOJICKYJIBl KMCJIOPOoaa C IEHTPaJbHBIM MOHOM
>Kese3a BHICOKOCTTMHOBOTO TeMa 3 BOCCTAHOBJICH-
Horo ousigepHoro 1eHTpa. B pesynsrare oopasyercst
MEPBUYHBIA IBYXaTOMHBIM KHMCIOPOOHBIA AIIyKT
(cocTtosiHMEe A, He ToKa3aHO Ha puc. 3), MpeaCcTaB-
JISIFOLIMI co60ii cMech coctostamit: Fe?t -0, n Fe**-053.
Ha cnenytomieii cragum paspeiBactess O—O cBsI3b 1
obpasyercs coeauHeHue P (puc. 3), njis yero u3 ak-

BOPUCOB, CUJIELUKUI

TUBHOTO LieHTpa Ha MouieKyay O, OqHOBpPEMEHHO
IIOCTYIIaIOT YEeTHIpE BJIEKTPOHA U IPOTOH. Ipu
9JIEKTPOHA TIPUXOMST B Pe3yIbTaTe OKUCIECHUS UO-
Ha Fe?* rema a; 10 oKcoheppUIbHOIO COCTOSHUS
Fe**=0% u Cu}, okucnsionmiicst 1o Cugt. Yersep-
THIA 2JIEKTPOH U IIPOTOH IIOCTYITAIOT OT OJIM3KO
PacrojioXKeHHOTo KOHCEPBAaTUBHOTO OCTaTKa TUPO-
3uHa Y288, 00pa3yoliero B Xoue MOCTTPaHCIISILIN-
OHHONM MOAM(PUKAIIUM KOBAJICHTHYIO CBSI3b C OII-
HUM M3 TUCTUOMHOBBIX JUTAHIOB Cup (CCHUIKM B
cratbe Siletsky [2]).

JIBe 2/1eKTpOHHBIC BaKaHCUM, BOZHUKIIIME B Ka-
TanuTudeckoM eHTpe 11O, 3amomHsIoTCS B XOme
repeHoca OT LIMTOXPOMa ¢ 3-TO U 4-TO 3JEKTPOHOB.
Ilepenoc 3-ro ameKTpoHa OT IMTOXpPOMaA ¢ Ha OCTa-
TOK THpO3WHA Y288 TIpMBOANT K 0Opa30BaHUIO B
katanutudeckoM uukie IO cocrossHust F ousaep-
Horo ueHTpa (puc. 3). [lepeHoc 4-10 2/1eKTpOHA OT
LIMTOXPOMA ¢ Ha TeM d; BOCCTaHABIMBAET OKcodep-
PUJIBHOE COCTOSTHUE TeMa 5 B OKMCIIEHHOE COCTOS -
Hue Oy. B oTcyTcTBUE TOHOPOB 3JEKTPOHOB OKMC-
JICHHOE «HEeOTpelaKCUpoBaHHOe» cocTossHue Oy B
CEeKyHIHOM BPeMEHHO IIIKaJie CIIOHTAaHHO IIpeBpa-
1IaeTcsl B OKUCJIeHHOEe cTabuiibHoe cocTosiHue O.
CoctosiHust O u Oy OTIMYAIOTCS MEXIY CO0Ooit
CPOICTBOM K D3JIEKTPOHY COOTBETCTBYIOIIUX pe-
JIOKC-1IEHTPOB (hepMeHTa, a TakXke CITIOCOOHOCTHIO
K TpaHCMeMOpaHHON IiepeKayke IIPOTOHOB
[15—20]. Borpoc o CTpYKTYpHBIX OTIUUMSIX MEXKITY
STUMH ABYMSI COCTOSTHUSIMU OCTACTCSI OTKPBITHIM U,
KaK I10JIaraloT, MOXeT OBIThb CBSI3aH C JIUTAHIHOM
cepoii Cug [21].

C moMonibio crienqumuaecKoit 00padoTKM Tepe-
KVChIO BOJOPO/Ia WU OKUCHIO yIIepoia IUTOXPOM-
OKCcHuJa3a MOXET ObITh 3aMKCUpOBaHa B pse
coctostHnit BNC, COOTBETCTBYIOIINMX YaCTUUHOMY
BoccraHoByieHuto kuciopoaa (F wu/unu P). Uc-
MMOJIB3Ysl TIPSIMOM 3JIEKTPOMETPUUYECKUM METO[I,
TPAAUILIMOHHO TNPUMEHSEMBI [Ji1 HCCIeI0BaHUS
CTaauii TIepeHoca 3apsIoB B CBETO3aBUCHUMBIX OeJI-
Kax-reHeparopax Apy® [22—25], 2T mOAXOIbI
MO3BOJISIOT M3y4aTh C BPEMEHHBIM pa3pelieHUeM
OTHIEJIbHbIE OTHO3JIEKTPOHHBIC CTaAuM KaTaJIuTH-
YeCKOro IIMKJIa IMTOXPOMOKCHIA3hI B OTBET Ha BBE-
JIEHUE DJIEKTPOHA OT (hOTOAKTUBUPYEMOTO KOM-
IUIeKca pyTeHus (IepeHoC B KaTaTUTUIECKOM IUK-
ae 1-ro [15, 17-20, 26, 27], 3-ro [15, 28, 29] 1 4-r0
[13, 14, 30—32] 21eKTpOHOB COOTBETCTBEHHO).

B skcnepuMeHTax ¢ MUKPOCEKYHIHBIM BPEMEH -
HBIM pa3pelleHreM ObLIM IMOJYYeHBI MpSIMbIC yKa-
3aHMSI HA TO, YTO KaXKIBIN 13 4-X OMHO3JIEKTPOHHBIX
nepexoaoB B KaranuTudeckoMm Lukiae O cemeii-
CTBa A COIIPsDKEH C MepeKaurBaHUEM OIHOTO MpPO-
TOHa yepe3 MeMOpany [14, 15, 33, 34]. Tak, rmpu BBe-
JleHuu 3eKTpoHa B coctosiHue F (mepexon F—Oy)
LIMTOXPOMOKCHIA3bl ceMeCcTBa A ObLIN pa3pelieHbI
3 OCHOBHBIE KOMIIOHEHTHI T€HEepallui MeMOpaHHO-
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ro noreHuyana [26]. «bbicTpas» MUKpPOCEKyHIHAS
(aza orpaxaina nepeHoc ayekTpoHa or Cu, K remy
a, B TO BpeMsI KaK «CPeIHSIST» M «MeIJICHHAs» MWJI-
JIMCEKYHAHBIE a3bl — 3JIEKTPOT€HHBINA IEPEHOC
IIPOTOHOB, COIPSIKEHHBIN C IIEPEHOCOM 3JIEKTPOHA
ot rema a B BNC. Mcxonsa u3 cpaBHEHHS C aMILIU-
TYA0I 3JIeKTPOTEHHOTO TiepeHoca 1eKTpoHa oT Cu,
K TeMY a, yIaJoCh MPsIMO OLIEHUTH BAJIOBBIN Mepe-
HOC IIPOTOHOB B 3JICKTPOT¢HHBIX IIPOTOHHBIX (pa3ax,
Kak MepeHoC OAHOTo MPOTOHA Yepe3 BCIO AUIIEKT-
PUYECKYIO TOJIIIMHY MEMOpaHbI 1 IePEHOC OTHOIO
CcyOCTpaTHOTO MPOTOHA U3 BHYTPEHHE BOIHOI (pa-
361 B BNC (puc. 3) [14, 32].

DeKTporeHHbIe a3kl 3HAYUTETBHO OTIMYAIOT-
¢ MexXay coboit 3pdpeKTOM M30TOIMHOTO 3aMelle-
HUSI, YTO MO3BOJIWIO MACHTU(MUIIMPOBATh UX aHa-
JIOTY TIPXA UCCJIEIOBAaHUY MYTaHTHBIX (DOPM U COOT-
HECTU HX C IIepEeHOCOM IIPOTOHOB Pa3HOro TUIA
[14]. «Cpennsiss» dasza OTCYyTCTBOBajia B HECOIPSI-
>XKEHHOM MYTaHTe ¢ 3aMeHol B D-kaHane (N139D),
COXpaHSIOIIEM KHUCIOPOA-PEAYKTa3HYI0 aKTUB-
HOCTb 0€3 IepeKkayrMBaHusl IIPOTOHOB Yyepe3 MeMO-
paHy. DTO yKa3bIBaeT Ha CBSI3b «CpedHei» a3kl ¢
MepeHoCOM TepeKaunMBaeMoro MpoToHa W Ha TO,
yTO TMepeKauyuBaeMblii TPOTOH IepeMelaeTcs
panbiie cyoctpatHoro [14]. CooTBeTCTBEHHO,
«MeJIeHHas» ¢ha3za coxpaHsiach B MyTaHTE U ObLIa
WHTEepNpEeTUpOBaHa KakK IepeHOC CyOCTpaTHOTO
npotoHa B BNC [14]. «KMennenHas» pa3a 3aMemisi-
JIach B IPUCYTCTBUM MOHOB IMHKa (MHIHOWTOpPA
MIPOTOHHOTO TPAHCITOPTa), JOOABICHHBIX CHAPYXU
K niporeoauriocomam ¢ IO [31], yTo yka3biBaeT Ha
BKJIAJI B «MEIIJICHHYIO» (ha3y BBICBOOOXKICHUS TIepe-
KauMBaeMOro TMPOTOHA Ha BHEIIHIOI CTOPOHY
MeMOpaHbl. [1pu ncnonbzoBaHuu mytauuu N139L,
nepekpoiBaloiieii Bxoa B D-kaHaj, Oblia BeISIBIICHA
3JICKTPOTEHHAs CTanMsI IlepeHoca IIPOTOHA OT BHYT-
peHHero noHopa E286 B BepxHeit yactu D-kaHana B
Katanutudeckuin ueHtp BNC wum yctaHoBlIeHO
BJIEKTPOTEHHOE PACCTOSTHUE MEXIy HUMHA [32].

CornacHo MMeEILIMMCS JaHHBIM, Oblla cgop-
MyJMpOBaHa CXeMa OpraHu3allu IepeKayku Mpo-
TOHA B XO/I€ OAHORJIEKTPOHHOrO nepexona F — O B
npokapuoruueckux I'MO cemeiictBa A [19].
TpaHcokalysi TPOTOHOB HAYMHAETCs ¢ MepeHoca
repeKkayrmBaeMoro IpoToHa ot octatka E286 B «i10-
BYIIKY», TaK Ha3bIBaeMBIN IIPOTOH-3arpy304YHBII
caitt (PLS), pacnionoxenHslii Beilie BNC (puc. 2).
CyOcTpaTHBIN MPOTOH MEPEHOCUTCS TaKKe OT OC-
tatka E286 HernocpeactBenHo B BNC. Ilpu stom
E286 penporonupyercs 2x yepe3 D-kanai. Ilepe-
Hoc 3JiekTpoHa oT reMa a B BNC u penpoTtoHupo-
Banue E286 mpuBOASAT K TOMYy, UTO IepeKauynBae-
MBI TPOTOH BBICBOOOXmaeTcsa 3 PLS Ha BHemr-
HIOIO CTOPOHY MeMOpaHbI (puc. 2).

HecMoTpst Ha OTHOCHUTEJIBHYIO IIPOCTOTY Mpe-
JlaraeMoil MOZIEIH, KJIIOUeBbIe ITPOOJIIEMbI MOJIEKY-
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JIIPHOTO MEXaHW3Ma COMNPSDKEHHOro MepeKayrBa-
HUS TIPOTOHOB B npokapuotudeckux 'MO cemeii-
CTBa A OCTalTCSI HepellleHHbBIMK. ToYHasl JIOKaJI-
3aus PLS HeusBecTtHa. CorjaacHO OOHUM TIpeac-
TaBJIeHUSIM, B KadecTBe PLS paccmarpuBaercs A-
MIPONMOHAT TeMa d; /W OOUH U3 TUCTUANHOBBIX
surangaoB Cug [35]. CornacHo apyrum, PLS moxer
OBITH JIOKAJIM30BAaH B IT'UAPO(PUIHLHOM JOMEHE, pac-
MMOJIOKEHHOM Haj reMamu, Ouke K remy a [36],
160 pojib PLS MOXET BBIMOJHSATBCS KJIACTEPOM
MMPOTOH-OOMEHUBAIOIIUX TPYII, BKIOYAIOIIUM
npornuoHaTel A U D rema a; U pacmoioKeHHbIe
Bonu3u octatrku (D52 u K171, kak B cayyae 1O
mutoxoHapuii) [37]. HakoHel, BbICKa3aHO Mpen-
MOJIOXKEHHUE O TOM, UTO B KauecTBe PLS moxker ciy-
KUTh pacrnoioxeHHbn Hagx BNC pemokc-akThB-
HBII ocTaToK TpunTodaHa [38].

HeusBecTHO, KakM 00pa3oM oOecIieurBaeTCs
HaIIpaBJICHHBIN TIEPEHOC TTepeKauYnBaeMOTro IIPOTO-
Ha OT BHYTPEHHETO JOoHOpa npotoHoB E286 k PLS u
cyoctpaTHoro nporoHa K BNC, a Takxke, Kakum 00-
pa3oM mepeKayrMBaeMblii IIPOTOH M30eraeT y4yacTus
B KaTaJIMTUYECKOM XMMUM (POPMUPOBAHUS MOJIC-
KyJI BOIBI. MOXHO BBIIEJINTD ABA IPUHINITHAIHLHO
OTJIMYAIOIIMXCS TUITOTeTUYeCKUX MexaHusma. Cor-
JJACHO MEPBOM MOJEJNM, HAIIPaBJICHHBIA NEPEHOC
repekaynmBaeMoro M cyocTpaTHOTO MPOTOHOB OT
E286 x PLS u or E286 kK BNC coOTBETCTBEHHO MO-
KeT obecreurBaThbCsl MOCPEICTBOM MOIYIMpPOBa-
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Puc. 3. Karanutuveckuii ki nuroxpomokcuaasel. Coenu-
HEHMSl B KBaJapaTaX, HapUMCOBAHHBIX CIUIOLIHBIMU JIMHUSIMU
(P, F, Oy, Ey, R), — kKataymmtnaeckue nHTepMenuaThl (hepMeH-
ta. CTpykTypa coemMHEeHUl oOcyxXmaeTcsi B TeKcTe 0063opa.
[TpotoHsbl, TpaHcniopTupyeMblie yepe3 D- u K-kaHasbl, 0603-
Ha4YeHBbI COOTBETCTBYIOIIUMU WHIEKCAMU
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HUSI OpUMEHTALMX LEMOYeK BOAbI PEIOKC-COCTOSI-
HueM rema a u BNC, 6e3 3aMeTHBIX U3MEHEHUI
koHpopMaLuu IO [12]. CornacHo Apyroii Mojaeu,
KJIIOYeBO€ 3HayeHHWe MOTYT UrpaTh KOH(oOpMalu-
OHHbIC U3MEHEHU B objiacTu octaTka E286 u/unu
PLS, xoTopble IpUBOISIT K IIEPUOINISCKIM U3Me-
HEHUSIM CPOJACTBA K TMPOTOHY M KOHTaKTa JaH-
HOM(BIX) rpynIi(bl) ¢ BXOAHBIM U BBIXOOHBIM ITIPO-
TOH-TPAHCIOLUPYIOLINM TTyTeM [39].

Kak 6bu10 ckazaHo Bbiie, 1O muToxoHapuit
cofepxaT B IOMOJHEHUE K 3-M INIaBHBIM CyObeau-
HUIIaM OOJIbIIIOEe KOJUYECTBO IOMOJTHUTEIbHBIX
cyobenuaun (1o 10), KooupyeMbIX sIepHBIM I€HO-
mMoM. HabGop aTux cyObeauHMI XapaKTepuslyeTcs
BUIO- U TKaHeCHen(UIHOCThIO, YTO MPUBOIUT K
0COOCHHOCTSM (PM3MOJIOTUYECKON PETyISILINU MX
KaTaJuTU4eCcKoi akTuBHOCTH [40].

B 1O Xe Bpemsi, HECMOTpPsI Ha CXOICTBO apXu-
TEeKTYPBI TPEX IJIABHBIX CYOBEINMHUIL OKCUIA3bl MU -
TOXOHAPUI ¢ GakTepuaaibHbIMU (pepMEeHTaAMU, Obl-
JI BBISIBJICHBI 3HAYMTEIbHBIE OTIMYMS B KMHETH-
YEeCKMX CBOMCTBax IeHepalud MeMOpaHHOIO I10-
TeHLIMAaja TeM-MEIHBIX OKCHIa3 BHYTPU CEMEICTBa
A (IIpoKapuMOTUYECKUX U DYKAPUOTUYECKHUX), YTO
yKa3bIBaeT Ha TO, YTO 3JEKTPOTEHHBI MeXaHU3M
TpaHchoOpMallMK 3HEPTUM U IepeKauyMBaHUS IIPO-
TOHOB He SIBJISIETCSl YHUBEpCcaJabHbIM [2, 41, 42].

Ecnu B mpokapuoTUYeCKUX OKCHMAa3axX Kitoue-
Basl PoOJib B «paboyeM» 3JIEKTPOreHHOM MEXaHU3Me
IIPOTOHHOI'O HAcOCa OTBOIUTCS COIPSDKEHMIO IIe-
peHoca mepeKauynBaeMoro MpOTOHA C BOCCTAHOBJIE-
Huem BNC remoM a, To MOJIEKYISIPHBII MeXaHU3M
IepeKavykyl IMPOTOHOB B MUTOXOHIpHUAIbHOM (ep-
MEHTE TMPEIOoJaracT BaXHYIO pPOJb PENOKC-Ipe-
BpallleHUi# COOCTBEHHO reMa @ U KOH(popMalmoH-
HBIX U3MEHEHUI BOJIM3U IreMa a, TO €CTh Ha 3Ha4l-
teabHOM yuaiaeHun or BNC. Mcxonst m3 maHHBIX
PEHTIeHO-CTPYKTYPHOIO aHajiu3a, ObUIO BbICKa3a-
HO IMPEIIOJOXEHNE O TOM, YTO B 9YKApUOTUUECKUX
IO mepeHOC mepeKaunMBaeMBIX IIPOTOHOB Yepe3
MeMOpaHy B XO/€ KaTaJIMTUYECKOIro LIMKJIa MOXET
MPOMCXOAUTD C UCTOJIb30BAaHUEM TOIMOJHUTEIBHO-
ro MpOTOH-TIpOBoOAsIIero Iytu — H-kaHana, mpo-
XoJs1ero Boausu rema a [11, 36].

DyHKIMS 3TOro KaHalla U PEryJIsiius IIpoBee-
HUS IO HEMY IPOTOHOB, BKJI0UYasi (hU3MOJI0TUYEC-
KH€ acTeKThI 3TOH peryysaiuu, n3ydeHa Mano. Cor-
JJaCHO OoJHOW u3 rumnoTte3, H-kaHan ydyacTByeT B
MPOBENCHUM MIEPEKAYMBAEMOTO0 IPOTOHA YEPE3 BCIO
MeMmOpaHy [11]; cormacHo apyroi — Mcnonb3yeTcs
TOJILKO BEpXHSsI 4acTh 3T0ro mytu [36]. Hakownel,
COrjacHoO TpeTbell rumore3e, H-kaHall He BBINOJI-
HseT (YHKIUIO TIepeKauynBaHUSI TIPOTOHOB BOOO-
e, a SIBISIETCS T.H. OUBJIEKTPUUYSCKHM <«KOJIOMI-
LIEM», POJIb KOTOPOr0 MOXET 3aKI04aTbCsl B MOIY-
JISILMY PeOKC-TIOTeHIMala OIr3JeXallero nepe-
HOCYMKA BJICKTPOHOB reMa a [43, 44].

BOPUCOB, CUJIELUKUI

Iem-MenHbie okcunassl cemeiicts B u C BeTpe-
YalOTCS TOJBKO B IPOKApUOTaX, OHU OJIM3KU MEXITY
co00i1 (hUAOreHeTUYECKU U CXOAHbBI APYT C IPYrOM
nu NO-penykrazaMu MO TMEPBUYHOU MOCieaoBa-
TEJbHOCTU M LIEJOMY PSIAY CTPYKTYPHO-(hYHKIIMO-
HaJIbHBIX 0COOCHHOCTE, B TO K€ BpeMsI 3HAUUTEIIb-
HO OTJIMYAsICh OT oKcuaas cemerictBa A. HyxHo oT-
METUTh MX BaXHOE€ OMOMEIUIIMHCKOE 3HaYeHMUE.
Tak, 3HaYUTEIPHOE YMCJIO MATOT€HHBIX MUKPOOP-
raHM3MOB KCITOJIb3YyeT B KadyecTBe 11O mpemcraBu-
teneir cemerictBa C (cbb; okcumassl). Cpeau HUX
BO30YIUTEIN TaKuX 0OJIe3HEei, KaK HO30KOMHUAIb-
Hble nH(ekuuu ( Pseudomonas aeruginosa), TOHOpPest
(Neisseria gonorrhoeae), MEHUHTOKOKKOBasI UH(EK-
uus (Neisseria meningitidis), TacTpPO3HTEPUTHI
(Campylobacter jejuni) n np. EcTb Takzke LIEJIBIA psia
MaTOreHoB, AKCIPECCUPYIOUIMX B KayeCTBE €IMH-
CTBEHHOI TepMUHAIbHON OKCcuAa3bl (PepMEHTHI U3
cemeiictBa C, cpenu KOTOPBIX TaKKe BaKHBIE, KAk,
Hanipumep, Helicobacter pylori.

M3zyuenue okcunas cemeiicts B u C Havaro ot-
HOCUTEJIbHO HeAaBHO U aKTUBHO Pa3BUBAETCs B IIOC-
negaue roasl [20, 45]. B otomune ot okcnmas cemMeii-
CcTBa A CTEXMOMETpUs ITepeKaurMBaHUsI IIPOTOHOB B
IO cemeiictB B 1 C MoxeT BapbupoOBaTh B 3HAYM -
TeJIbHBIX TIpeneiax oT 0,5 MpoToHA Ha 3JIEKTPOH,
noctynatomuii B BNC, no ~0,85 [27, 42, 45—48].

Hcxonst u3 mepBUYHOI TTOC/IEI0BAaTEIbHOCTH, B
O cemeiticts B u C, mo-Buaumomy, GyHKIIMOHM -
pyeT JHUIIb OOWH BXOTHOW IPOTOHHBINM KaHaJl, To-
MosiornuHblii K-kaHanmy okcuaas ceMeiicta A [1].
IIpu >TOM TIpeacTaBUTENN OOOUX CEMEMCTB CIO-
COOHBI MEPEHOCUTh KaK CyOCTpaTHbIE MPOTOHbI C
LIMTOIIa3MaTUYECKO CTOpOHbI MeMOpaHbl B BNC,
TaKk M TiepeKauyuBaTb IPOTOHBI Yepe3 MeMOpaHy.
MoJieKyIsIpHBIA MeXaHW3M IepeKauruBaHUsI IPOTO-
HOB B 3TUX (hepMEHTax Majo M3y4YeH W, MO-BUI-
MOMY, 3HAYUTEJBHO OTIMYACTCS OT TAaKOBOTO IS
MPEACTABUTENC KAHOHMYECKOTO ceMeicTBa A.

B caygae O ba, uz Thermus thermophilus, Th-
MUYHOTO TIpelcTaBUTeIs ceMelicTBa B, Obuiu pas-
pelleHbI CTaIUU 3JIEKTPOTEHHOIO MepeHoca IMpoTo-
HOB B OKHCJIMTEIbHOM (pa3e KaTaJUTUIECKOTO K-
J1a [46] 1 B 1IEpBOM IIepexoe BOCCTAHOBUTEILHOM
YacTu KaTajauTtudeckoro 1ukia [20]. beuin BeIsIBIe-
HBI CTaIWU, TIEPEHOC JIEKTPOHA B KOTOPHIX HE COII-
PsDKEH ¢ TIepeKaurBaHUEeM IIPOTOHA Yepe3 MeMOpa-
HY, UTO OOBSICHSIET CHUXeHUEe 3(h(EKTUBHONI cTe-
XMOMETpUM TepeKaykKy MPOTOHOB B OKCHUAa3axX ce-
MeiictBa B [20, 46]. B yacTHOCTH, OBLIO ITOKA3aHO,
YTO B OTJIMYME OT OKCUAA3 ceMeiicTBa A B OKUCIIU-
TeJbHON (a3ze katanuruieckoro nukia O ba; u3
T. thermophilus IpONCXOINT TIepeKauyNBaHUE OTHO-
ro IIpOTOHA Yepe3 MeMOpaHy BMecToO IByX [46]. B To
ke BpeMsl TiepeHoC 1-ro 2/1eKTpoHa B BOCCTAHOBU-
TEJbHOI YacTM KaTaJUTUUECKOro LuKIa (Iepexon
Op—Ey) Takke He compspKeH ¢ IepeKauynBaHUEM
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MEXAHU3M KATAJIM3A TEPMUHAJIBHBIX OKCHUJIA3

MPOTOHOB Yepe3 MeMOpaHy, YTO MOXKET OBbIThb CJIEI-
CTBUEM BIMSHUS (POPMUPYIOIIETOCS MEMOPaHHOTO
noteHuana [20].

BoisicHeHME MOJIEKYJISIPHOTO MeXaHM3Ma COIl-
psIKEHHOTo mepekayrBaHus IpoToHoB B 11O pas-
HBIX TUIIOB OCTAaeTCSI OOHOM M3 HambOoJjiee 3HAYM-
MBIX 3aJa4 OMOSHEPreTUKU, YYUTHIBAsI YHUKAIIb-
HOCTb PeIOKC-COIPSIKEHHOI'O IIPOTOHHOIO Hacoca
IO m HeoOXOaAMMOCTh CO3MAHUST MCKYCCTBEHHBIX
HAHOMOJIEKYJISIDHBIX YCTPOMCTB, MMUTHUPYIOLIMX
MPUPOIHBIE MOJIEKYISIPHbIE MAIlIHBI.

IIpencraButenu cemeiicts B u C nMeror cye-
CTBEHHBIC OTJINYHUS B PEIOKC-CBOIICTBAX U BO B3au-
MOJEUCTBAM OMSIIEPHOTO LIEHTPa C BHEITHUMU JIA-
rangamu ot IO cemeiictBa A [27, 49]. Oxkcunasbl
cemeiictB B 1 C umeror Gojipliiee CpoacTBO K KHC-
JIOPOyY, YTO JaeT BO3MOXKHOCTb KOJOHU3UPOBATh
MUMKpPOa3pOoOHbIe TKAaHU OpraHu3Ma xo3siuHa. Kara-
JIMTUYECKUI LEHTP 3THX (DEPMEHTOB OTIMYACTCS
TaKXe cnocoOHOCThIO BoccTaHaBmmBath NO B N,O
[50], 4TO, MO-BUAMMOMY, CITOCOOCTBYET, KaK U B
ciiygae bd oxcupa3 u NO-peaykras, COIpPOTUBIIE-
HUIO ITAaTOTCHHBIX IIpeacTaBurenieil cemeiictBa C
ToKcruueckoMy AerictBuio NO, BbripabaTbiIBAEMOMY
Makpodaramu Xo3siuHa (IpyTMMHU CJIOBaMU, HUTPO-
3UJIBHOMY CTPECCY), M 00YCIOBINBAET BaXKHOCTD MX
HCCIEIOBAaHMS B OYAYIIEM C TOYKU 3PEHUS ITOTCH-
LIMAJIbHBIX OMOMEIUIIMHCKUX TTPUJTOKEHU.

TEPMUHAJIDHBIE OKCUJA3bI TUIIA bd

Hapsiny ¢ MHOrooOpa3HbIMU MpeacTaBUTEASIMU
cynepceMeiictea 'MO B TepMUHAJIbHOM Yy4yacTKe
IbIXaTeJbHBIX LIeTeil 0akTepuil W apxeil IIUPOKO
MpeacTaBIeHbl OKCUIA3bl TUMA bd (IMTOXPOMBI bd)
[42, 51]. Hutoxpomsbl bd B oTimmure or 'MO B abI-
XaTeJbHBIX LIETSIX 3YKapuoT He HaxomdT [52]. Bei-
paBHMBaHUE aMMHOKHWCIOTHBIX IIOCJIEA0BaTE)b-
HocTelt okcnmas thma bd m 'MO cBUIeTeIbCTBYET
00 OTCYTCTBUM Tomojorud mexay Humu [53]. He
00HapYXKUBAETCS U CXOICTBA TPETUYHOU CTPYKTY-
poI pa3HbIxX npeactaButeneit MO ¢ nepBoii ommy0-
JIMKOBAaHHOW TPEXMEPHOM CTPYKTYPOW LUTOXpOMa
bd w3 OGaktepuu Geobacillus thermodenitrificans
K1041 [54]. UHTepecHO, OJHAKO, OTMETUTD, 4YTO,
HECMOTpsS Ha OTCyTcTBHE romojoruu ¢ 1O, muro-
xpoM bd-1 E. coli cmocoOeH MpOYHO CBSI3bIBATHCS C
MeMOpaHOil MUTOXOHAPUI cepliia ObIKa U BBICTY-
maTh B KauyecTBe (PYHKIMOHAJIBHOTO KOMIIOHEHTA
XMMEPHOM AbIXaTeJbHOU LEeNu ¢ 3aUHTMOMPOBAH-
HBIM bc,-KoMIuieKcoM, BoccTaHaBiuBass NADH-
OKCHJA3HYIO 1 CYKIIMHAT-OKCUIa3HYI0 aKTUBHOCTH
[55]. B otmmame ot 'MO oxkcumassl Tuna bd He co-
JiepKaT B CBOEM COCTaBE MOHA MENIU; IO ITOW MpU-
yyHe remM-MeaHbIli BNC y HUX TOXe OTCYTCTBYET.
HecxonctBo bd pepmenToB 1 MO TakKe 1 B TOM,

BUOXUMHUA Ttom 84 BeIm. 11 2019

1723

YTO TepBble HE MOTYT UCMOJIb30BaTh LIUTOXPOM C B
Ka4yecTBe JOHOpaA DJIEKTPOHOB: BCE M3BECTHBIC Ha
CETONHSIIIHMUI IeHb OKCUIA3bI TUIIA bd — XUHOIOK-
cunasbl. bd GepMeHTbI MOTYT OKUCIISITh YOMXUHO,
MEHaxXWHOJI 100 nmaxe ruiactoxuHon [42]. Eme
OIHO BaxkHOe oTimure nmuroxpoma bd or I'MO 3a-
KJIIOYAETCS B TOM, YTO OH F'eHepUpYyeT IIPOTOH-IBU-
KYIIYIO CUIIY UCKJIFOUUTEIBHO 32 CYET BEKTOPHOIO
repeMelIeHNsI CyOCTpaTHBIX IIPOTOHOB 110 BHYTPU-
0CIKOBOMY ITPOTOH-IIPOBOISIIEMY ITyTH 0e3 3a1eii-
CTBOBaHUS MeXaHU3Ma TpaHCMEMOpPaHHOrO Mpo-
TOHHOTrO Hacoca [56—61]. OTcyTcTBHE TTIPOTOHHOIO
Hacoca CKOpee BCeTo SIBJIICTCS IIPUYNHOM TOTO, YTO
y oKcuaa3 tina bd crexroMeTpus MPOTOH/3JIeKT-
POH paBHa 1, 4YTO B MOJITOpa-/ABa pa3a HIKE, YeM Y
I'MO [61].

OcHoBHas poyib KaHoHn4eckux I'MO cemeii-
CTBa A COCTOMUT B OOECIEUEHUM KIIETKM SHEPIUen,
HeoOxoaumoi mist cuHTe3a ATP B oKUCIUTETBHOM
dochopunpoBaHuu, TOraa Kak riaBHas (hu3no-
Jjornyeckasi GyHKUUs HUTOXpoMa bd, mO-BUAUMO-
My, 3aKjioyaeTcs B 3alllUTe MUKpPOOpTraHM3Ma OT
pa3HBIX TUIOB cTpecca [62—65]. «[lnaToii» 3a Ta-
KYIO CIIOCOOHOCTB, BEPOSITHO, SIBJISIETCSI TTIOHMKCH-
Hasl 6uo3’HepreTnyeckas 3(PEeKTUBHOCTb OKCHIA-
36l THMA bd o cpaBHeHmio ¢ 'MO. B ortanune ot
I'MO uurtoxpoMm bd, BbuigeneHHblid u3 E. coli n
Azotobacter vinelandii, npeacTaBieH CTaOUIbHBIM
OKCHUT€HMPOBaHHBIM KoMIuieKcoM [66]. Takxke 3a-
MEYeHO, YTO IIOBBIIICHHAsI dKcIpeccus bd dep-
MEHTa IIPOUCXOIUT MPU CHIKECHUU ITapIaIbHOTO
JaBJIeHUsT KUcaopoaa. DTU 0COOEHHOCTH LIUTOXPO-
Ma bd, BepOsITHO, CBSI3aHBI C €r0 BBICOKMM CPOJI-
ctBoM K O, [67, 68]. ComepxaHue LuToxpomMa bd
Tak>Ke BO3pacTaeT MpU HAJIWYMM B Cpelie LIMaHuaa,
pa3o0IuTeeii-npoToHOMOpPOB, ee 3alleiaurBa-
HuU [69] U B Apyrux HeOJIArONPUSITHBIX YCIOBUSX,
MpU KOTOPBIX TpaauioHHble 'MO He cnocoOHBI
HOpMaJbHO (bYHKIIMOHUPOBATh, a <«aJbTepHATUB-
Has» bd-oKcuraasa ycIrerHo paboTaeT. Y a30ToPrK-
cUpylolIMX OakTepuii LUTOXpoM bd obecrieunBaeT
3alUTY YYBCTBUTEIBHOMN K KMCIOPOLY HUTPOTeHa-
3bl IIyTeM norjoiieHuss O, ¢ 04YeHb BBICOKOM CKO-
POCTBIO, TEM CaMbIM ITOAIEPKMBAsI €T0 KOHIICHTpa-
LIMIO Ha JOCTATOYHO HU3KOM YpOBHE.

Vnanoch BBISIBUTH HE3aMEHHUMYIO POJIb TEPMHU-
HaJIPHBIX OKCHMIA3 Thna bd B (yHKIMOHUPOBAHUU
nbIXaTeJbHOMU 1ieTu E. coli B yCIOBUSIX BBICOKOM KOH-
uentpauuu H,S B kuiieyHuke. OOHapykeHO, UTO B
IIPUCYTCTBUM JBIXaTeIBHBIX CYOCTPATOB (IUTUOTPEH-
Toja u youxuHona-1) H,S moaHoCTbI0O MHIMOUpYyeT
KUCJOPOI-peayKTa3Hyo akKTUBHOCTb MO (1uTo-
xpoma bo;), HO He BIIMSIET Ha aKTHBHOCTD LINTOXPOMOB
bd (bd-1u bd-11) E. coli [70]. Takum oGpa3zom, 6iaro-
JIapsi CBOel HEYYBCTBUTEJIBHOCTH K 3TOMY KUIIIEU-
HOMY ra3zy okcmaasa tuna bd neaaeT BO3MOXHOM pa-
00Ty mbIxaTeabHOM Leru E. coli n, BEpOSITHO, NIPYTUX
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MpeACTaBUTENe MUKPOOMOTHI KUIIIEYHUKA ITPU BbI-
COKOM coaepkaHuM cyjibpuaa. Takxke ycTaHOBIEHO,
yTo UMTOXpOoM bd-1u3 E. coli nenaet 6akTepualbHyIO
KJIETKY ycToiumBoii K okucu azora (NO) [62, 63,
71-74], nepexkucu Bogopona [75, 76] U IEpOKCUHUT-
puty [77]. BeposiTHO, UMeHHO Ojlaromapsi 3TUM U
JIPYTUM OCOOEHHOCTSIM LIUTOXPOM bd SIBISIETCS KITIO-
YeBOM OKCUIA301 y psiga 00JIe3HETBOPHBIX MUKPO-
OpPTraHU3MOB, Cpeau KOTopbix Mycobacterium tuber-
culosis, Klebsiella pneumoniae, Streptococcus agalactiae,
Salmonella typhimurium, Shigella flexneri, Listeria
monocytogenes, Brucella abortus u Bacteroides fragilis
[64]. TTpu 5TOM OTMEUEHA ITOJIOXKUTEIbHAS KOPPEs-
LIUST MEXKIY YPOBHEM €T0 SKCIIPECCHM W BUPYJICHT-
HocThlo maToreHoB [51]. IlpumuyunHa, Bo3MOXHO, B
TOM, YTO aKTUBHBIE (hOPMBI KMCIIOPOIA 1 a30Ta Ie-
HEPUPYIOTCSI UMMYHHOI CUCTEMOI OpraHu3Ma 1 OT
HUX aTakylollleii OaKTepuu HYXXHO 3allUIIaThCS.
ITockoabKy TUTOXpOM bd y YemoBeKa M KMBOTHBIX
OTCYTCTBYET, €T0 MOXHO OBIIIO ObI MCIIOJIB30BaTh B
Ka4yecTBe TepalleBTUUECKON MUILEHU IJIsT pa3pada-
ThIBa€MbIX HOBBIX aHTHOAKTepUAIbHBIX IIPerapaToB.

DKCIIepuMeHTaIbHO HanboJjiee MOApOOHO U3Y-
yeH nuroxpoM bd-1 n3 E. coli. ®epmeHT tnna bd
COCTOUT U3 IBYX OCHOBHBIX cyObeauHull — CydA u
CydB. VY muroxpoma bd-1 E. coli monexkynsipHast
Macca 3TUX cyobenuHul coctasisieT 57 u 43 x/la
COOTBETCTBeHHO. Kaxnast 13 HuX SIBJIIETCST TUITNI-
HBIM UHTETpaJbHBIM MeMOpaHHBIM OesikoM. Kpome
TOTO, COINIACHO HEIABHUM HCCIACIOBAaHMUSAM, B
KOMILIEKCE IUTOXPOMOB bd mpoTeobaKTepuii mpu-
CYTCTBYET TPEeTbsl CyObeAUHMIIA — MaJIeHbKUI Oe-
ok (4 xlla) [78]. B cimygae mutoxpoma bd-1 E. coli
9T10T noaunentua Ha3Baau CydX [78]. ¥V bd-oxkcu-
J1a3 psaaa Apyrux 6akTepuit OH MMeeT 0003HauYeHUe
CydY, CydZ wmm CydS. IlomararmoT, 4TO TpeThbs
cyObeaMHNIIA HYXKHA IS TTOAIep>KaHUSI aKTUBHOC-
T (epMeHTa W/UIW BHOCUT BKJIAI B CTaOWIM3a-
o reMoB [78]. B nuroxpome bd oOHapyKMUBaOT
TPU aKTUBHBIX PeaOKC-KO(paKTopa: OAMH HU3KO-
CITMHOBBIN (TeM bssg) M 1Ba BBICOKOCITMHOBBIX (Te-
MBI bsos U d) [79, 80], a Takxe caliT CBSI3bIBAHUS U
OKMCJIeHUS XMHoMa (TaK Ha3bpiBaeMas «Q-meTis» —
ruapoduibHas objacth cyobenuHuubl CydA, co-
eIMHSTIONIAast TPaHCMEMOpaHHbBIE O.-CITUPaT 6 1 7);
OHa oOpallleHa BO BHEKJIETOYHOE (MM Tepurias-
MaTHU4ECKOe) IIPOCTPAaHCTBO.

TpexmepHast crpykrypa bd pepmenTta us G. ther-
modenitrificans K1041, nojiy4eHHasi ¢ pa3peiieHueM
3,1—4 A, TIOATBEPXKIAET, UTO B €r0 COCTAaB BXOISAT
tpu cyobenuHulibl: CydA, CydB u CydS [54]. ben-
KOBBI KOMILIEKC COIEepKUT 19 TpaHCMeMOpaHHBIX
o-CIipajiei: 1mo 9 o-crnmpaneil IpUXOAUTCS Ha
cyorenmaunel CydA n CydB, a 19-g a-cnmpans
npuHamiexut CydS. Cnenyer otMeTuth, yTo CydS
G. thermodenitrificans K1041 He MeeT TOMOJIOTUU C
nepBuYHO mocaenoBatenbHOCTEI0O CydX E. coli.

BOPUCOB, CUJIELUKUI

Hna CydA u CydB G. thermodenitrificans K1041
HaOJromaeTcsl OgMHAKOBasl yKJaaKa, 4TO, BEpOsT-
HO, TTPOU3OIILIO U3-3a AYTUTMKALUU eIMHCTBEHHOTO
reHa-IpeaKa, KOTOPbIii KOTMpOoBaj rOMOIMMEPHBII
depMeHT, a TakKe Oojee TMO3THUX MyTtauuii. [1pn
CpaBHEHUM IIPOCTPAHCTBEHHBIX CTPYKTYpP TEPMU-
HaJIbHBIX OKCHJIa3 JBYX Pa3HBIX CEMEHCTB BUIHO,
yto 'MO umerotT 6oyiee KOMITAKTHYIO YITaKOBKY B
MeMOpane, 9yeM bd oxkcuaasa [54].

HecMmoTpst Ha oauMHaKOBYIO YKJIaAKy ABYX OC-
HOBHBIX CYObeIUHUIL] IUTOXpOoMa bd, BCe TpU TeMO-
Bbl€ TPYIIIbI (bssg, bsos 1 d), Kak U «Q-TIeTIIs», acco-
LIUMPOBAHBI TOJIbLKO ¢ cyobeauHuuein CydA
(puc. 4). Heuro nmono6Hoe HabmomaeTcss B (hoTo-
CHMHTETUYECKUX PEeaKIIMOHHBIX IIEHTPaX: XOTS MX
SIIPO TIPEACTABICHO IBYMS CTPYKTYPHO CXOIHBIMU
CcyObeIMHUIIAMY, B TIEPEHOCE JIEKTPOHA YUaCTBYeT
JIAIIb ofHA U3 HUX [42, 81]. TeMbl bssg U bsgs TIpESIC-
TaBJISIOT co0oit mpoTtoremul IX. B reme d onuH u3
MIPONMOHATOB M OIWH U3 NBYX JOIOJHUTEIBHBIX
TUIPOKCUIOB O0pa3yloT CMUPOJAKTOHOBOE KOJb-
110, TO €CTh OH SIBJISIETCS yuc-reM d TUIPOKCUXJIO-
pUH y-criupoHoiaakToHoM [51]. Hanuuue rema tumna
d B aKTMBHOM IIeHTpe TEPMHUHAJIBHON OKCUIA3bI —
YHUKaJIbHas yepTa bd pepMeHTOB, OTIUYAIOLIAS UX
OT BCceX M3BECTHHRIX Npeactasutencii IMO. B kaue-
CTBE aKCHUAJIbHBIX JUTAHIOB PedOKC-KO(paKTOPHI
utoxpoma bd G. thermodenitrificans K104 1 ucnofib-
3YIOT aMUHOKMCJIOTHBIE OCTaTKM CYObEeIMHUIIBI
CydA: reM bsss — H186 u M325 (y E. coli — H186 u
M393), reM bsys — H21 u E101 (y E. coli — HI19 u
E99), rem d — E378 (y E. coli — E445) [51, 54]. I1pu-
CYTCTBHE TJIyTamMaTa B Ka4eCTBE aKCHAJIbHOIO JI-
raHja reMOBOTO XeJie3a — TakkKe YHUKaJIbHas yep-
Ta uutoxpoma bd. Iloka He M3BECTHO HU OIHOIO
IpyToro reMmcopepxaiero oenka, Bkmouas MO,
KOTOPBII MCIIOJIB30BaJI ObI OCTATOK TIyTaMUHOBOI
KUCIIOTBL B Takoil ponu [82]. [em bssy BOBIEUEH B
OKHCJIEHUE ObIXaTeJIbHOTO CyOCcTpaTa X1HOJA, BhIC-
Tynas B Ka4eCTBe IIEPBUYHOTO aKIIEITOPpa 3JIEKTPO-
HOB. B aTOM cMbIC/ie OH (DYHKIMOHAIBHO aHAJIOT M-
YyeH HU3KOCIIMHOBOMY Te€MY XWHOJIOKCUAA3 TeM-
MEIHOTO CyIepceMeicTBa, K mMpuMepy, remy b 1u-
Toxpoma bo; E. coli [83]. IlenTakoopaHUpOBaH-
HBII TeM d — TJIaBHBIA peJOKC-aKTUBHbBIN CAalT LM~
Toxpoma bd. B aToMm caiite BTopoit cyocTpaT dep-
MeHTa, O,, CBSI3BIBACTCS, aKTUBUPYETCSI M BOCCTa-
HaBiuBaeTcs 4-Ms anektpoHamu 1o 2H,0 [59, 67,
68]. TakuM o6Gpa3oMm, TeM d BBITIOJHSIET KMCIOPOI-
peayKTa3Hylo (YHKIMIO BBICOKOCIIMHOBOIO IeMa
as, by, unu 05 B 'MO. I1pu aTOM oKcuaasel Tuna bd,
Kak MMpaBujIo, 00HAPYXUBAIOT Topa3no 00jiee BhICO-
KO€ CpPOACTBO K Kuciopony, yeM 'MO: Hanpumep,
3HAUYCHUSI KOHCTAHT CBSI3bIBAHUS KMCJIOPOJA IIH-
toxpoma bd-1 uz E. coli v 1O u3 MutoxoHapui
cepAeuyHOl MBIIIIBI ObIKa cocTaBiasioT 0,3 u
40—280 MKM cooTBeTCTBEHHO [67].
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ITpumeuareabHast M HEOXXUIaHHAsI OCOOEHHOCTh
TpeXMEpHOI CTPYKTYyphI HuUTOoxpoma bd G. thermo-
denitrificans K1041 3akmo4aeTcsl B TpEYTOJILHOM pac-
MOJIOXKEHUM TeMOBBIX TPYIII, MPUYEM PaCCTOSTHUE
MEXKJY TeMaMU bssg U bsgs 0Ka3a10Ch OOJBIINM, YEM
MeXNy bssg 1 d. Tak, pacCTossHME MEXIY LIEHTPAJIb-
HBIMU MOHAMU K€EJI€3a TEMOB bssg U bsgs — 19,4 A a
Mexay bsss ud — 15,2 A. AHAJIOTUYHO PacCTOSTHUE
MEXY KPAAMU FEMOB bssg U bsgs — 8,5 A, a remoB b
ud— 5,9 A [54]. laHHBIe PEHTTEHOCTPYKTYPHOTO
aHajuv3a ro3poJiwiu Safarian et al. [54] npenioxXuThb
CJEAYIOLIYI0 MOMEIb BHYTPUOEIKOBOTO 3JEKTPOH-
HOTO TPaHCIIOPTA: BJIEKTPOH C XMHOJIa IIEPEHOCUTCS
Ha TeM bssg, 3aTEM Ha TeM d, TI0CJIe Yero rnepepaci-
penensieTcs («ypaBHOBEIIMBAETCS») MEXIAY TeMaMu
d v bsys. B IoN1b3y 9TOM MOZIENIN CBUAETEILCTBYET TOT
(hakT, 4TO MEXXIYy MIOHAMU XKeJie3a TeMOB bssg U d pac-
rmoJjiarae€Tcsl BBICOKOKOHCEPBATHMBHBIA  OCTaTOK
W374 [54], KoTOpBIit MOT OBI UTPaTh BAXKHYIO POJIb B
nepeHoce 2JeKTpoHa Mexay remamu. Criemyer oT-
METHUTh, YTO KOHCEPBATUBHbIN OCTaTOK TpunTodaHa
00HApPYXUBAETCS M MEXIy HU3KOCIIMHOBBIM U BBI-
coKocTMHOBEIM TeMamu 'MO, a Takke MexXmy 0aKk-
TepuopeoPUTUHOM U XMHOHOM QQ, B aKTUBHOM BeT-
BM MEpeHOCca 3JIEKTPOHa (DOTOCUMHTETUYECKUX peaK-
IVUOHHBIX IIeHTpoB [42, 81]. Tem He MeHee pe3yib-
TaThl OoJee TO3AHEro MCCIEAOBAHUS ILIMTOXpOMa
bd-1 w3 E. coli, npoBeneHHoro Murali u Gennis [82]
C MCIO0JIb30BaHMEM HaImpaBJIeHHOIO MyTareHe3a, He
BIIOJTHE COIJIACYIOTCSI C MOJEJIBbIO IIepeHOoca 3JIEKT-
poHOB, npeaoxeHHoi Safarian et al. CoriacHO BbI-
BomaMm pabotbl Murali u Gennis, 2JISKTpOH ¢ Tema
bsss He MOXET HampsIMylo Ipuiitu Ha reMm d. CHada-
Jla OH MePEHOCUTCSI Ha TeM bsq5 M TOJTBKO TIOCIIe ITO-
ro okasbiBaeTcs Ha reme d [82]. 3akmoueHue Murali
u Gennis MOJIHOCTBIO COOTBETCTBYET TUIIOTETUYEC-
KOI ITOC/IeIOBAaTEIbHOCTH IIepeHOoCca 3JIEKTpOHa B bd
depmeHTe, MpeaToXKEeHHO! elle 10 paciiudpoBKU
MPOCTPAHCTBEHHON CTPYKTYpbl LIMTOXpoMma bd
G. thermodenitrificans K1041|53]. Crout Tak:ke mo-
YEepKHYTb, 4YTO IIOCJIEA0BATEJIbLHOCTh IepeHoca
9JICKTpOHA MeEXAYy TeMaMH, IIOCTYJMpPOBaHHas
Safarian et al., MoxeT OBITH peaTn30BaHa TOJBKO B
aHadPOOHBIX YCIOBUSX. B pU3M0A0TMUECKUX YCITO-
BUSIX, T.. B IPUCYTCTBUM KHCJIOPOAA, ITPUXOI
9JIEKTPOHA C TeMa bssq Ha TeM d BbI3bIBajl Obl OU€Hb
OBICTpOe CBsI3BIBaHME ITocaenHero ¢ O, ¢ oopa3oBa-
HUEM MPOYHOTO OKCUKOMIUIEKCA, YTO He TI03BOJIM-
JIO OBbI TOMY 3JIEKTPOHY YUTU ¢ OKCUTEHUPOBAHOTO
reMa d Ha 1eM bsys. Takum 0Opa3oM, HECMOTpS Ha
HaJlnure OMyOJMKOBAHHOW TPEXMEPHOW CTPYKTY-
PbI, TOYHAs MTOCIeA0BaTeIbHOCTh BHYTPUOEIKOBOTO
IepeHoca 3JeKTpOHa MEXIy reMaMu B IIUTOXPOME
bd TIOKa He M3BECTHA; €¢ YCTaHOBJIEHHE TpeOyeT
JaTbHEWIINX UCCIIETOBAHUIA.

DyHKIIMS BHICOKOCITMHOBOTO reMa bsys BCe ellle
ocraeTcs He BbIICHeHHOH. I[lonydyeHBl maHHEIE,

BUOXUMHUA Ttom 84 BeIm. 11 2019

1725

yKa3bIBaloIIMe Ha €ro BO3MOXHOE B3aUMOICHCTBUE
C MepeKuchbio Bogopoaa [76, 84] 1 oKMChIO yIiepo-
na [80, 85—87]. JleicTBUTEAbHO, OIUH U3 IBYX aK-
CUAJIBHBIX JIMTAaHAOB (OCTATOK TJayTamaTa) — cJa-
OBIi1, BBUAY OTHOCUTEIBHO CJAa0BIX B3anMMOIei-
CTBUI MEXIY TeMOBBIM KeJIe30M M KapOOKCHIaT-
HBIM (DparMeHTOM, KOTOpPbIE€, BEPOSITHO, SIBIISIIOTCSI
B OCHOBHOM MOHHBIMU, a HE KOBaJICHTHBIMU M3-3a
HU3KO OCHOBHOCTHM KapOOKCHJIBHOM TPyTIIIHI [82].
[ToaTomy ero 3amelnieHue 6oJiee CUIbHBIM 9K30TEH-
HBIM Jura”aom, tTakuMm kak H,O, wiu CO, npen-
CTaBJISIETCS BIOJIHE BO3MOXHBIM. PaccrosiHue Mex-
Iy HIEHTPaJbHBIMKM MOHAMHU XeJie3a reMa d U reMa
bsys B LuTOXpome bd G. thermodenitrificans K1041
cocrapisier 11,6 A [54]. DTa BeJIMIMHA TTOJTHOCTHIO
COOTBETCTBYET PACCUUTAHHON paHee Ha OCHOBE MO-
JIEeTUPOBAHMSI CIIEKTPOB KPYTrOBOTO JUXPOM3Ma 1M~
toxpoma bd-1 E. coli [88] u KOHCTaHTBI CKOPOCTHU
OBICTPOro MepeHoca 3JIeKTpoHa € d Ha bsys B TOM XKe
depMmenTe [89]. OgHAKO 3TU BEICOKOCITMHOBBIE I'e-
MBI CMpPYKMYpHbill OUSIEPHBINA 1LIEHTP, BEpOSITHEE
Bcero, He oOpasyioT. g ¢popMupoBaHUs TaKOro
LICHTPa PaCCTOSTHUE MEXKIY €T0 peIoKC-KOMIIOHEH-
TaMM JIOJDKHO OBITH Topa3ao MeHblle. Tak, paccTosi-
HUE MEXI1y FeMOM a3 U HoHOM Mezin Cug, COCTaBIIA -
oMK ousiiepHbid mentp LLO, Beero 4,5—5,2 A
(cceuiku B ctathe Siletsky [42]). H03TOMy reM b595,

2H,0

N @

II

4H*

Puc. 4. Cxema ycrpoiictBa okcuaasbl Tuna bd. IlokasaHbl Tpu
coctapisonme ee cyobenuHuubl: I (CydA), 11 (CydB) u 111
(CydX —y E. coli, CydS —y G. thermodenitrificans K1041). Cyob-
enuHuUIa | HeceT Ha cebe caliT OKMCIIEHMSI XMHOJIA, a TAKXKe TPU
reMa: bssg, bsos 1 d. Tlpyn oKMCI€HNM XWUHOJA MPOTOHBI BBICBO-
0OXIAIOTCS Ha BHEIIHIOKO, ITOJIOXUTEIBHO 3apSKEHHYIO CTOPO-
Hy MeMOpaHbl, 00pallleHHYIO BO BHEKJIETOYHOE (WJIM MEepUILIa3-
MaTUUYeCcKOe) MPOCTPAHCTBO. Takske ToKa3aHbI 1Ba Iperoara-
€MBIX TpPaHCMEeMOpPaHHBIX TTPOTOH-MpoBoasAMX myTu: CydA- u
CydB-kananbl. O0a TyTH BelyT U3 OTPULIATESILHO 3apsKEHHOMN
LIMTOTIA3MATUYECKON CTOPOHBI MEMOPAHBI K TEMY bsos.

C 1IBETHBIM BaprMaHTOM pUC. 4 MOXHO O3HAKOMUTLCS B DJIEKT-
POHHOII BepcMM CTaTbM Ha caiite: http://sciencejournals.ru/
journal/biokhsm/
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CKOpee BCEro, He BBITTOMHSET Ty XKe (PYHKUUIO B bd
okcunase, uro u Cug B 'MO. TeM He MeHee OTHO-
CHUTEJIbHO HEOOJIbIIOE PACCTOSHUE MEXIY KPasMu
reMoB bsgs U d (3,5 A [54]) noapazymeBaeT BO3MOX-
HOCTb BaH-JI€P-BaAIbCOBBIX B3AUMOIAEUCTBUNA MEXK-
Iy 3TUMM KoakTopamu. [1py HaImImy Takux B3au-
MOJEUCTBUIN MEXAY bsgs U d MOXET OCYLIECTBIISATh-
csl OBICTPBI MEXTeMOBBIN IIePEHOC 3JIeKTPOHA.
Wzyuenne mpouecca ¢oroansza CO oT ogHOINEK-
TPOHHOI (hOPMBI U30JUPOBAHHOIM OKcuaasbl bd-1
E. coli n mocnenymoleit peKoMOMHALIMU, TPOBEACH-
Hoe Siletsky et al. [89, 90] ¢ moMOIIbIO UMITYIBLCHOM
a0COPOLIMOHHON CEKTPO(POTOMETPUU C MUKPOCE-
KYHIHBIM BpeMEHHBIM pa3pelleHheM, IeiCTBU-
TeJbHO yKa3bIBaeT Ha BO3MOXHOCTh OOMEHa 3JIeK-
TPOHOM MEXTY TeMOM bsys M TEMOM d B MHTEpBase
0,2—1,5 Mkc. B xone peaklimy 4eThIpeX>JeKTPOH-
Horo BoccTaHoBieHus: O, 10 2H,0 rem bsq5 MoT OBl
o0ecrieunBaTh IoJgady Ha TeM d 2JIEKTpOHA U, BO3-
MOKHO, TIPOTOHA C BBICOKOI1 CKOPOCThIO. B cBsI31 ¢
5TUM MOXHO CYUTATh, UTO TeM bHsys COBMECTHO C Te-
MOM d oOpa3yeT (YHKUUOHAAbHBII NBYXTE€MOBBIN
LEeHTP I 3(PHEKTUBHOIO IIPOBEACHMS KHUCIOPOI-
penyKTa3Hoi peakuuu. boJibllioe KoJM4ecTBO AaH-
HBIX CITIEKTPOCKOITMU, MOJYYEHHBIX Ha IIMTOXpOMax
bd w3z E. colin A. vinelandii, ToBOPUT B TTOJIb3Y TAKOI
rumnote3bl [58—60, 79, 85, 86, 88, 91—96]. BaxHo
OTMETHTb, YTO aHAJIU3 CIIEKTPOB KPYTOBOTO TUXPO-
13Ma U30JUPOBaHHOI okecuaassl bd-1 E. coli cBume-
TEIBCTBYET O HAJIMYMK CYJIBHOTO 3KCUTOHHOTO B3aK-
MOZEUCTBUS MEXITY FeMOM bsgs U TeMoM d [88]. B To
Xe BpeMsl B Lutoxpome bd G. thermodenitrificans
K1041 B Tex Xe dKCITepUMEHTAITLHBIX YCIOBUSIX DK~
CUTOHHOE B3aMMOMEICTBUE MEXIY IBYMSI BBICO-
KOCITMHOBBIMM peIOKC-KOhaKToOpaMuy 3aMEeTHO HU-
xe [80]. Takasg pa3Huia Morjia OBl OOBSICHSATHCS
Pa3IMIMSIMU B BEIMIMHE YIJIa MEXIY IIJIOCKOCTSIMU
Mop(UPUHOBBIX KOJIeI] TeMa bsys ¥ TeMa d 'y 3Tux bd
okcuaas. JIpyroe o0bsicHeHHE, KOTOPOE TIpelcTaB-
JISIETCSI HaM MeHee BEPOSITHBIM, COCTOUT B TOM, UTO
BBISIBIICHHBIE OTJIMYMS OTPaKaloT pa3HUILy B pac-
CTOSTHMUY MEXIy 3TUMU reMaMu B LuToxpome bd G.
thermodenitrificans K1041 n oxcunase bd-1 E. coli,
IIPOCTPAHCTBEHHAsI CTPYKTypa KOTOPOM ITOKa He
OIy0JIMKOBaHa.

AHalM3 TPOCTPAHCTBEHHON CTPYKTYPhI yKa3bl-
BaeT Ha CYIISCTBOBAaHME IBYX ITOTEHIIMATbHBIX
TpaHCMEMOpPaHHBIX BHYTPUOEJIKOBEIX IIPOTOH-TIPO-
BOISIIINUX MyTei: ogHoro — B cyobenuHuie CydA,
npyroro — B CydB. B cooTBeTcTBUM C Ha3BaHUSIMU
CyOBEIMHUILL 3TA TUIOTETUYECKIE ITYTH TSI TIepeHO-
ca MPOTOHOB B LIuTOXpoMe bd G. thermodenitrificans
K1041 nazBamu CydA- n CydB-kanamamm. Crout
OTMETUTD, YTO 3a 11 J1eT 10 onmyOaMKOBaHUS NIEPBOM
TpeXMEPHOI CTpyKTyphl LiUTOXpoma bd Belevich et
al. [58] Ha ocHOBaHUM 3JIEKTPOMETPUUYECKUX U
CIIEKTPODOTOMETPUICCKUX JAHHBIX BIIEPBBIC IIOCTY-

BOPUCOB, CUJIELUKUI

JINPOBaJId HEOOXOAUMOCTb CYIIIECTBOBaHUSI IIPOTOH-
MMPOBOMSINETO IIyTU IS JTOCTaBKM CYOCTpaTHBIX
MPOTOHOB M3 LMTOTUIa3Mbl B KMCJIOPOAOPEIYKTa3-
HBII LIEHTp (pepMEHTa, YTO JOJLKHO COIPOBOXKAATh-
Cs1 TeHepaLe IPOTOH-IBYXKYILEH CUJIBI.
[Ipenmonaraercss, uro CydA-KaHal COCTaBIISIIOT
amMuHOKMcIoTHBIe ocTtatku H128, Q39, Y115, TS5,
E108, S139, S142 u E101. Kak yxe ynmoMHHaIoCh
Bbilie, E101 00pasyeT cBsI3b € 2Keae30M reMa bsys, Ta-
KUM 00pa3oM, SIBJISISICh 6-M aKCUAIbHBIM JIMTAHIOM
3TOro penoKc-kodakTopa. BaxHass pojib BBICOKO-
KOHCEPBAaTUBHOTO aMMHOKMCIOTHOTO ocTaTka E108
(v E. coli — E107) Bo BHyTpHOEIKOBOM TpPaHCMEM-
OpaHHOM ITPOBEACHNM IIPOTOHOB ObIJIa MpeAcKa3aHa
panee Borisov et al. [60] Ha ocCHOBaHUM pe3yILTaTOB
nccaenoBanus MyTanTHo# popmbr E107L mmroxpo-
ma bd-1 E. coli MeTogaMu aJIeKTpOMETPUU U aOCOpO-
LIMOHHOU CHEKTPOCKOIUU C MUKPOCEKYHIHBIM Bpe-
MEHHBIM pasperieHrueM. OOHapyKeHO, YTO 3aMeHa
rJlyraMara Ha JISWIIMH BeAeT K IToTepe (epMeHTOM
yOUXUHOJ-1-0KCHUAAa3HOM aKTUBHOCTU. B pexume
OIHOTO MOJIEKYJIIPHOTO 000poTa (hepMeHTa IoKa3a-
HO, 4TO IIPA CMEIINBAHUU ITOJTHOCTBIO BOCCTAHOB-
JneHHoit mytaHTHoU bopmbl E107L nutoxpoma bd-1
C KHCJIOpoAOM o0Opa3oBaHMe (DeppUILHOTO MHTEp-
MearaTa CyIIeCTBEHHO 3aMeIIsSIeTCSl B CPaBHEHUM C
OKCUJ1a3011 IMKOTO TUTIA, YTO TAKKE COMPOBOKIAET-
Csl 3HAYUTEJIbHBIM CHMKEHMEM CKOpPOCTH TeHepa-
MU MemMOpaHHoOro noreHuuana. Kpome toro, Haii-
JIEHO, YTO B OTJINYME OT UTOXpoma bd-1 mukoro Tu-
na ¢ortonuccoumanus Moaekyabl CO u3 ee KOMII-
JIeKca ¢ BOCCTAHOBJIEHHBIM TeMOM d B OIHO3JIEKT-
poHHOIT ¢opMe MyTtaHTHoro depmeHta E107L He
MIPUBOAUT K BHYTPHOEIKOBOMY IIepepacIipeielie-
HUIO 3JIEKTPOHA MEXIY reMaMM U COIPSKEHHOM ¢
HUM TeHepaluuy MeMOpaHHOro ImoTeHuraia [60].
CydB-kanai, mo-suauMoMmy, (popMHUPYIOT aMu-
HOKMCJIOTHBIE ocTaTku cyobenuuuibl CydB: H36,
S32,Y103, D25, R99, Y18, a takke T73 cyobeanHu-
el CydA. Ipoton ¢ T73, BeposITHO, MOKET IIEPEHO-
CUThCS Ha TTponiMoHaTHYIO Tpyniy O1/2A rema byys.
Takum obpa3zom, oba MyTH BeAyT M3 LIUTOILIA3-
MBI K TeMY Dsg5, HAXOMSALIEMYCH B TOJILIE OUCIOA —
Ha pacCTOSIHUU MPUMEPHO 22,5 A OT BHEKJIETOUHOM
(MY mepuIUIa3MaTUYeCKO) CTOPOHBI MeMOpaHBI
[54]. JanpHeimmii myTh IepeHoca IMTPOTOHOB OT T'e-
Ma bsgs K TeMy d B CTPYKTYpE HE MPOCIEXKMBAETCSI.
Ha ocHoBaHMu aHaaM3a MOJyYEHHOM TpeXMEPHOI
CTPYKTYphl LMTOXpoma bd Safarian et al. [54] uc-
KJII0YAl0T BO3MOXHOCTD IIPSIMOTO IIepeHOoca IIPOTO-
Ha MEXAYy ABYMSI BBICOKOCIIMHOBBIMU TeMaMH.
IIpencraBasieTcs Gosiee BEPOSTHBIM, YTO IMEPEHOC
MPOTOHA C reMa bsys Ha reM d obecrieurBaeTcs 11e-
MIOYKOM MOJIEKYJT BOMbI, KOTOPbIE HE BUIHBI IIPU
JMlaHHOM paspeleHuu (3,1—4 A).
He sgcnHo, ucnons3yeT a1 epMEeHT OAWH WIU
o0a myTu JJisi TpaHCMEeMOpaHHOTO IlepeHoca Mpo-
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TOHOB. MIMeroliuecs faHHbIE 110 OAMHOYHOI 3aMe-
He E107 [60], k104eBOro aMMHOKMUCIOTHOIO OC-
taTtka CydA-kaHana B uutoxpome bd-1 E. coli, yka-
3bIBAIOT HA TO, UTO 3TOT KaHaJl akTuBeH. Kaknx-mm-
00 cBegeHUIl O (PYHKIMOHUPOBAHUM (MM HE
dysKkunonupoBannun) rurorerndeckoro CydB-ka-
HaJia B IUTepaType MokKa HeT.

Belevich et al. [58] mocTynupoBaiu cyliecTBOBa-
HUE IBYX NOHU3UPYEMBIX TPYIIII, YyBCTBUTEIbHBIX K
PEIOKC-COCTOSTHMIO BBICOKOCITIMHOBBIX TeMoB. Ha
OCHOBaHUHM pPa3pelIEeHHOIO0 BO BPEMEHM 3JIEKTPO-
METPUYECKOTr0 1 ONITUYECKOI0 UCCIIeIOBaHUI MyTaH-
THO#T (popmbl E445A tutoxpoma bd-1 E. coli 6b110
MOKa3aHo, YTO ocTaTok riayramata (y G. thermodeni-
trificans K1041 — E378), ckopee Bcero, sIBISIeTCS O/l -
HO# U3 Takux rpymmn. Ilpeamnonoxunm, 9ro 3Ty re-
MOCOIPSZKEHHEIE TPYIIIILI TPEOYIOTCS 1T KOMITCH-
callMi OTPULATEIbHBIX 3apSIOB JABYX 3JE€KTPOHOB,
KOTOPBIE IIEPEHOCSTCS Ha IBa BBICOKOCITMHOBBIX I'e-
Ma JJ1s1 uX BoccTaHoBJIeHUs [58]. BaxHylo posb B
KOMIIEHCAIIM 3apsida IpU BOCCTAHOBIICHWM Trema
bsgs MOXKET UTPATh aMUHOKUCTOTHBIN ocTatok E101,
KOTOpEIM «3akaHumBaeTcs» CydA-xanan. I1poToH,
npuenimunii Ha E101 mo CydA-kaHaiy, Mor Okl Tie-
peHocutbess Ha E378 nng xommeHcaluu oTpula-
TEJIHOTO 3apsiia BTOPOIrO 3JIEKTPOHA, MCIOJIb3Ye-
MOTO JUISI BOCCTAHOBJICHUSI BBICOKOCITMHOBBIX T€-
MOB. AJIETepHATUBHAsI BO3MOXHOCTh IIPOTOHUPOBA-
Hug E378 3akimiouaeTcst B TOM, YTO IIPOTOH MOT OBl
npuxonuTh Ha E378 ¢ BHeKIeTOYHON (MM IIeph-
TUIa3MaTUYECKON) CTOPOHBI MeMOpaHbl. B aTom
cllyyae MaJIoOBEpOSITHO, YTO 3TOT IPOTOH UCITOIb3Y-
eTCd B KMCJIOPOI-peAyKTa3Ho# peakmn [58].

Xotsa CydA-kaHaj, cKopee BCEero, yyacTBYeT B
MPOBENECHUM IIPOTOHOB, €ro TOYHast (OYHKIIUS TTOKa
He ompeneyneHa. Heab3sl HCKIIOUUTD, YTO 3TOT Ka-
HaJI TIEPEHOCUT IIPOTOHBI TOJBKO IJIsI KOMIIEHCA-
LMK 3apsiga IPU BOCCTAHOBJIIEHUM BBICOKOCITMHO-
Boro rema. [lpyras BO3MOXHOCTb COCTOUT B TOM,
yro E108 saBisercs «TOYKOU BETBIEHUS», TO €CTh
00J1a71aeT CIOCOOHOCTHIO K MePEeHOCY MPOTOHOB Ye-
pe3 nponuoHaTHywo rpynmy O1/2D rema bsys Ha
KHUCTIOPOA-penyKTa3Hblilt caiT. CorinacHO CTPYKTY-
pe, TIPONMOHATHBIE TPYIIIBI TeMa bsqs HAXOMSITCS B
TuApo(OOHOM OKPYXKEHMU 0e3 KaKOou-IMbo KOM-
neHcauu 3apsna [54]. Tlo 3Toii mpuYMHE OHWU,
CKOpee BCEero, IMpOTOHUPOBAHBI U MOTIJIM OBI CITy-
KUTh B Ka4eCTBE JJOHOPOB CYOCTPAaTHBIX ITPOTOHOB
IIJIS1 peakliuy BOCCTaHOBJIEHUSI KUCI0pOoAa A0 BOIbI.
VYireaiye ¢ IpONMOHATHBIX TPYIII IIPOTOHBI MOTJIN
OBl BOCIIOJTHSITHCS ITyTeM 3aIeCTBOBAHUSI OJHOTO
WJIM 000MX ITPOTOHHBIX KaHAJIOB.

Ha puc. 5 npencrasieHa npeamnojaraemMasl cxe-
Ma KaTaJUTUYEeCKOro ILMKJIa OKCHUIAa3bl Tuma bd.
OmHa 6a3upyeTcs Ha UccieaoBaHUM LUTOXpoma bd-1
E. coli B pexxuMe 0THOTO MOJIEKYJISIDHOTO 000poTa ¢
HCITOIb30BaHNEM MeToaa «(raoy-dasi» B coueTa-
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HUMU CO CIIEKTPO(POTOMETPUUYECKUMU M 3JIEKTPO-
METPUYECKMMU H3MepeHussMu [57—61]. doronus
CO u3 ee KoMILJIeKca C TTOJTHOCThIO BOCCTAHOBJIEH-
HbIM 1uTOoXpomoMm bd (R3—CO, bibi:d**—CO)
IIPUBOAUT K 00pa30BaHUIO CBOOOIHOM OT 3TOTO JI-
ranga ¢hopmsl pepmenta (R3, b3 b%d*"). B nmpucyr-
cTBuM Kuciaopona R? cBA3bIBAET 3Ty IBYXaTOMHYIO
MOJIEKYIY C ko, ~ 2 x 10° M~! ¢! [59, 68], oGpasys
OKCHKOMILIEKC TremMa d — coeauHeHue A’
(b¥:b%sd**—0,). A’ mpeBpariaercst ¢ T ~ 4,5 MKC B
JIpyroe KOPOTKOXMBYIEE COEAMHEHUE, KOTOpPOe
HaszBaiu P. BnepBble ero 3apeructpupoBaiu
Belevich et al. [59] npu Temneparype 21 °C. IToka-
3aHO, uTO R*—>A’ 1 A3 P nepexoasl He CONPSIKEHBI
¢ reHepalleil MeMOpaHHOTO IToTeHIInana (hepMeH-
TOM, BCTPOEHHBIM B JiriocoMbl [59—61]. Belevich
et al. [59] mpeamonoxuau, 4To coeauHeHue P
MpeacTaBisieT CO0OMl MCTUHHBIA TepPEeKUCHBIN
KOMIUIEKC MU OKCO(EeppUIbHBIM MHTEPMEIUAT: C
aMUHOKHWCJIOTHBIM paavKaaoMm Jubo ¢ KaTHOH-pa-
IUKajioM nopduprHoBoro kojwla. ITosxe Paulus
et al. [97] coobumam, 4TO, IO UX JAHHBIM, COSOV-
HeHne P — okcodepprIbHBIN MHTEpMEINAT C KaTH-
OH-paguKagoM rnopdupuHoBoro Koabla [97]. B pe-
3yJbTaTe ceifuac MpUHSTO MojiaraTth, YTO B 3TOM CO-
eINMHEHNN TeM d yXXe HaxXOIUTCSI B OKCO(peppUiIb-
HOM COCTOSIHUM, TIPUYEM C T-KaTHOH-PaJANKaIOM
Ha TOp(UPUHOBOM KOJIblIe, TO €CTh P UMeeT cTpyK-
Typy bibisd***=0". [Ipeamnosaraercs, 4To B X0/
A’—P nepexoga Ha Mosekyay O, OJHOBPEMEHHO
MEePEeHOCITCSI YeThIpe 3JeKTPOHA W JBa MPOTOHA,
npuBoas K pa3pbiBy O—O c¢Bs3u ¢ o0pa3oBaHUEM
omHoii monekyiasl H,O. Ilpu s3TOM aBa 31eKTpoHa
MOCTYTIAIOT 3a CYET OKMCIeHust noHa Fe?* rema d o
okcodeppuibHoro cocrosguus Fe*'=0%". Oaun
2JIEKTPOH — B pe3yJsibraTe OKKMcaeHus noHa Fe?* re-
Ma bsgs 10 Fe’'. Eie ommH 21eKTpoH Gepercst u3
nop¢UpPUHOBOTO KOJIiblla TeMa d, IPpUBOIS K 0Opa-
30BaHUIO T-KaTMOH-paaukaia. [loxoxuil mHTEp-
mennaT (P,,) HaxomaT B KaTaJIMTUYECKOM ITHUKJIIS
O, onHako B HEM PErMCTPUPYIOT HEe KaTUOH-Pa-
IHUKal NOp(UPUHOBOIO KOJblla, a HEUTpaJIbHBIN
TUPO3UIBHBIN pamukan [2]. Cremyer, omHaKo, 3a-
MeTUTh, 4To B oTiauuyue oT Belevich et al. [59]
Paulus et al. [97] nmpoBoauIK 3KCIIEpUMEHTHI B yC-
JIOBUSIX, TAJIEKUX OT (PU3UOJIOTUIECKUX — IIPU TEM-
nepatype 1 °C. I1o 3Toif mpuumHe TTOJTHOM yBepeH-
HOCTU B TOUHOM OIPENEJCHUN CTPYKTYPhl COEAM-
HeHus P B KaTtaJIuTHUeCKOM LIMKJIe LUTOXpoMa bd
IIoKa HeT.

Hanee cnenyer P—F nepexon ¢ T ~47 MKC, B XO-
JIe KOTOPOro, IO-BUAMMOMY, IPOUCXOIMUT «Tallle-
HHE» T-KaTUOH-PaauKajia IopGUpUHOBOIO KOJIbla
remMa d 3a CYeT 3JCKTPOHA, IPUIIEAIIECT0 C MOHA
Fe?* rema bsss. CoorBeTcTBeHHO, coenvHeHue F
UMeEET CTPYKTYpPY bifbissd**=0%". OHo, cKopee Bce-
ro, aHAJIOTUYHO KATAJIMTUIECKOMY MHTEpMEINaTy
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F, omtucannomy y L1O. P—F nepexon conpsikeH ¢
IePEHOCOM 3apsiia MoIepeK MeMOpaHbl, T.¢. SIBJISI-
eTcd 2JIeKTPOreHHbIM [59—61]. B cirydae Tpexanek-
TpOHHOI (OopMbI pepMeHTa peakLvsi OCTaHABIIM-
BaeTcs Ha obpa3zoBaHuu coeauHeHus: F [57]. Eciu
Xe (epMEHT MMEET B CBOEM COCTaBE CBSI3aHHBII
XUHOJ, OKUCJIEHUe TocieaHero B npucyrcteuu O,
MO3BOJISIET OCYIIECTBUTh IpeBpalieHue F B coenu-
nenne A' ¢ T ~ 600—1100 mkc [58, 59]. Al, Beposr-
Hee BCEro, SIBJISIETCSI OKCUTEeHUPOBAHHOU (PopMoit
BOCCTAHOBJIEHHOTO rema d B ()epMEHTe C OIHUM
anekTpoHoM (h3hisd? —0,). DToT mepexom, Kak u
Npeablaylnit, 3eKTporeHeH [58, 59].

Ienepauusg memopanHoro notreHuuaia B P->F u
F—A' nepexonax, mo-BUIMMOMY, 00yCJIOBJIEHA TI€-
peHocom H* 1Mo mOpoTOH-TIPOBOASIIEMY ITyTH
(CydA- mmu/u CydB-kanHany) m3 IUTOILIa3MbI B
aKTUBHBIA LEHTp IS BoccTaHOBAeHUST O,. DTOT
neperoc 3apsana (H') momepex MeMOGpaHBbI, CONpsI-
>KEHHBIN ¢ IEPEeHOCOM 3JIEKTPOHA C TeMa bssg Ha BbI-
COKOCITMHOBBIE TeMbl bsgs U d, BEPOSITHO, BHOCUT
OCHOBHOI BKJIaJl B TeHepaluio MOTeHIIMAJa, OMK-
caHHYyIO B paboTax Jasaitis et al. [57], Belevich et al.
[59, 59] u Borisov et al. [60, 61]. Kpome Toro, mpu
OKUCJICHUM XMHOJIA POTOHBI BEICBOOOXKIAIOTCS BO
BHEKJIETOYHOE (MM TIepUIIIa3MaTUYecKoe) IIpo-
CTPaHCTBO, YTO TaKxKe BHOCUT BKJIaa B 0Opa3oBa-
HUE LIMTOXPOMOM bd TIPOTOH-ABMXKYIICH CUIIBI.

[MokazaHO, 4TO B CTALIMOHAPHBIX YCJIOBUSX,
noamepxkuBaeMbix O, 1 BOCCTAHOBJICHHBIM JUTUO-
TPEUTOJIOM YOMXUHOHOM, B Ka4eCTBE OCHOBHBIX Ka-
TAJIMTUYECKUX MHTEPMEINATOB LIMTOXpoMa hd Tipe-
obmanaror A' u F (mpumepHo o 40% kaxaplii) [98].

: 2H*

A3 | _HoO

A’ P

H,0 \L\
p

0, + 1H*

01

\—]"/ :

2¢ + 1H*
Puc. 5. IpennonaraeMplii KaTAIUTAYECKUN LUK OKCHUIA3bI
Ttuna bd. CoenrHeHUs B KBaapaTax, HApUCOBAHHbBIX CITJIOIIHbI-
mu sunusamu (A3, P, F, O', A'), — xaTanutudeckne uHTEpME-
nuatbl pepmenTa. CoeMHEHUST B KBaapaTaX, HApUCOBAaHHBIX
nyHKTUpHbIMK JuHUAMU (R, ), ckopee Bcero, He ABIAIOTCH

YacThIO KATaJTUTUYECKOro IMKIa mnutoxpoma bd. Ctpykrypa
COEIMHEHMIT 00CyXIaeTcsl B TeKCcTe 0630pa

BOPUCOB, CUJIELUKUI

OcraBasics yacth depmerTta (~20%) B crammo-
HapHBIX YCJIOBMSIX, II0-BUAMMOMY, HaXOIUTCS B
cocrostnnn Q! — ogHOBJIEKTPOHHOI (hopme dep-
MEHTa ¢ OKUCJIEHHBIM reMoM d (bibisd**—OH).
OTU JaHHBIE BIOJHE COIJIACYIOTCS C TaBHO U3BECT-
HBIM (haKTOM, YTO KaK B LIMTOXPOM bd-CoepKalImx
MeMOpaHaX, TaK ¥ B M30JUPOBAaHHOM (epMeHTe
reM d B OCHOBHOM HaXOIMTCSI B CTAOMJIbHBIX OKCH-
TeHUPOBAHHOM M OKCO(MEpPPHIHLHOM COCTOSIHUSIX.
Hamnpotus, B ciyuae 11O, B cTalluOHApHBIX YCJIOBU-
SIX KUCJIOPOIHbIE MHTepMeIUraThl (B YyaCTHOCTH, P u
F) B cKonbKMX-HUOYIb 3HAYMUTEIbHBIX KOJTUYECTBAX
He npucyTcTBYIOT (<10%) (cchutku B cTaThe Borisov
et al. [98]). Xora coenuuenne O' B pexXrMe 0OIHOTO
obopoTa uuTOXpoMa bd B OTIBITAX C 3a1eHiICTBOBAH-
eM MeToa «(oy-(QIIaiI» pa3perieHo He ObLIo [57,
59, 60], BeposITHO, OHO TaKXKeE SBJISIETCS YACTBIO Ka-
TalIuThdeckoro uukia (puc. 5). CiaeayeT Takke OT-
METUTh, 4TO B omimuyue ot 11O mosHOCThIO OKuC-
nennas (0, biihiisd®* —OH) u moaHOCTHIO BOccTa-
HossieHHas (R?) ¢opmbl nmroxpoma bd, 1mo-puam-
MOMY, HE BXOMST B UMCJIO €r0 KaTaJUTUYEKUX MH-
tepMmennaToB [98, 99], omHAKO MX MOXHO I'e€HEpH-
pOBaTh NCKYCCTBEHHBIM ITyTEM.

CemelicTBO oKkcMaa3 TUMa bd MPUHATO NEJIUTh
Ha nBa TmoacemeiicTBa: «L» m «S» [53, 80] (puc. 1).
Krnaccudukauusa ocHoBaHa Ha pasMepe «Q-mer-
Jm». @epMeHTHI TToAceMeiicTBa «L» comepxkaT mpo-
TSDKEHHYIO BCTaBKy Ha C-KOHIIE «Q-TIeT/In», MO3TO-
My TaKylo METII0 Ha3Baau «iMHHOI» (Long Q-loop).
K aTOMY ceMeiicTBYy OTHOCSITCS, K IIpUMEPY, O€JIKO-
Bble KoMIIeKChl bd-1 u bd-11 u3 E. coli. ®epMeHTHI
noaceMeiicTBa «S» He 001aJaroT 3TOIM BCTaBKOM, U
MO3TOMY UX NeTsl «KopoTkas» (Short Q-loop). Hau-
OoJsiee M3YyYEHHBI IpPeACTaBUTENb IMOACEMENCTBA
«S» — bd okcunaza us G. thermodenitrificans |54].
HaHHble, monyyeHHble Arutyunyan et al. [80] ¢ uc-
MOJIb30BAaHUEM METOMOB aOCOPOIIMOHHON CIEKT-
pockornuu, KJI 1 MKJI, yka3biBaloT Ha TO, 4TO bd-
(epMeHThl M3 IBYX pa3HBIX IMOACEMENCTB, «L» u
«S», MOTYT CyIlIeCTBEHHO pa3jnyaThbCsl MO OpraHU-
3auuu akTuBHoro ueHTpa [80]. HexkoTopnle u3
IpeAcTaBUTENIell ITOACEeMelCTBa «S» CIIOCOOHBI
MMOJIe P>KUBATh NbIXaHKE JaXKe B IpUCYTCTBUM 1 MM
KCN [53]. B cuny 3Toit mpuMedaTesibHOI 0COOEH-
HOCTU HX HEPENKO BBIACISIOT B OCOOYIO TPYIIITY
«IMAaHUI-PE3UCTEHTHBIX OKcuaas3». CocTaB IeMOB
51X (hepMEHTOB HE BIIOJIHE SICEH; OMHAKO YCTAHOB-
JIEHO, YTO 1O KpaliHell Mepe Y HEKOTOPBIX M3 HUX
reM d 3amenieH Ha rem b [100].

®unancuposanue. Pabora BeinosHeHa npu Gu-
HaHCOBOW TmomaaepxKe Poccuiickoro HaydHOTO
donpma (mpoekt Ne 19-14-00063).

bnarogapHocTd.  ABTOpPBI  TPU3HATEJbHBI
B.I1. CkynaueBy, A.A. Koncrautunosy u A./l. Bu-
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HOT'paIoBY 3a MHTEpecC K paboTe, Mojae3HOe 00CyXK-
JIeHUE U KPUTUYECKHE 3aMeYaHMUSL.

HUX HET KOH(I)J'II/IKTB, MHTEPECOB.
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CoOJlonenne 3THYECKMX HopM. Hacrtosiias

CTaTbsl HE COOCPXKUT KaKUX-I1100 ucceIoBaHUN ¢
KOH(l)JII/[KT HHTEPECOB. ABTOpBI 3a4BJIAIOT, YTO Y  y4aCTUEM JIIONEH I UCHOJIb30BAaHUEM KMBOTHBIX
B Ka4eCTBE 0ObEKTOB UCCJICIOBAHU.
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Terminal oxidases of aerobic respiratory chains of organisms catalyze transfer of electrons from the respiratory substrate,
cytochrome ¢ or quinol, to O, to form 2H,0. There are two known families of these membrane-integrated oxidoreduc-
tases: heme-copper oxidases and bd-type oxidases (cytochromes bd), the latter being found only in prokaryotes. The
redox reaction catalyzed by these enzymes is coupled to the generation of a proton-motive force which is used by the cell
to synthesize ATP and perform other useful work. Due to the presence of proton pump, heme-copper oxidases generate
membrane potential with greater energy efficiency than cytochromes bd. The latter, however, play an important physio-
logical role enabling bacteria, including pathogens, to survive and multiply in unfavorable environment. The recent data
on the organization and molecular mechanisms of functioning of the two families’ terminal oxidases are reviewed.

Keywords: respiratory chain, terminal oxidase, cytochrome oxidase, cytochrome bd, heme, catalytic cycle, oxygen

intermediates, membrane potential, proton pump
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