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[eM-MenHbIC NbIXaTeIbHBIE OKCUAA3bl SIBISIIOTCS BbICOKO3((HEKTUBHBIMU MOJICKYJISIPHBIMU MallliHAMMU.
DT MeMOpaHHbIe (PePMEHTHI KaTAIM3UPYIOT KOHEYHBIN 3TaIl KJIETOYHOTO IbIXaHUsI 9YKapuOT U MHOTHUX
MPOKAPHUOT: MEePEHOC NEKTPOHOB OT LIUTOXPOMOB WJIM XMHOJIOB K MOJIEKYJIPHOMY KMCJIOPOIY U BOCCTa-
HoBsienue Oz 10 Bonbl. BeicBoOOXIaeMasi B 3TOI OKUCIUTEIbHO-BOCCTAHOBUTENbHOM peakiuu cBoOOI-
Hasl SHEprusl MpeodpasyeTcsl TeM-MeIHbIMU JbIXaTeIbHBIMU OKCHIAa3aMU B TpaHCMEMOpaHHBIN Tpaau-
EHT 3JIEKTPOXMMUYECKOTO MOTeHLKania MoHOB Bogopona (AuH™). Iem-MmenHbie AbIXaTelbHbIC OKCUAA3BI
001a1a10T YHUKAJIBHBIM MeXaHU3MOM reHepaunu AuH® — pemokc-conpsikeHHO MPOTOHHOI MOMITOIA.
Hcrnonbp3oBaHre B UCCIETOBAHUY TeM-MEIHBIX OKCUIa3 KOMOWHAIMU TIPSIMOTO 3JIEKTPOMETPUIECKOTO
MeTola U3MEPEeHUsT KUHETUKU TeHepalluy MeMOPaHHOTO MOTeHIMala ¢ MOAXOAaMU U METOIaMU Tpea-
CTallMOHApHOW KWHETUKM M HAIpaBJICHHOTO MyTareHe3a IO3BOJISIET IMOJIyvaTh YHUKAJIbHYIO MH(pOpMa-
LIMIO O TepeMeIlleHNH TTPOTOHOB BHYTPH OeJika B peXHUMe peaJlbHOTO BpeMeHU. B 0630pe cyMMHUpOBaHbBI
pe3yabTaThl IPUMEHEHUs pa3pellieHHO BO BpeMEeHU 3JIEKTPOMETPUHU K paciindpoBKe MeXaHU3MOB pa-
OOTBI ATUX BaXKHEUIIINX OMOIHEPTeTUYECKUX (PEPMEHTOB.
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BBEJIEHHE.
OBIITAA XAPAKTEPUCTHUKA
TEM-MEJHBIX IBIXATEJIbHbIX OKCHUJIA3

TepMUHabHBIE ObIXaTebHbIE OKCUIA3bI TTPE-
CTaBJISIOT COOOI KJIIOUEBO KOMITOHEHT JIbIXa-
TEJbHON 1EeNW MUTOXOHAPUN U OOJIBIIMHCTBA
aspoOHbIX Oakrtepuii [1,2]. bymydu pacmpoctpa-
HEHBbl MOBCEMECTHO, 3TU (hepMEHTHI pacriojiara-
IOTCSI B KOHIIE IBIXaTeJIbHON LeNU U KaTaJIu3upy-
0T BOCCTAHOBJIEHME MOJIEKYISIPHOTO KHCI0pOIa
LIUTOXPOMOM ¢ WJIM YOUXMHOJIOM, COMPSIKEHHO C
00pa3oBaHKEM MPOTOH-ABVKYILEH CUTbI — TPaHC-
MEeMOpPaHHOIO TpaaueHTa 3JIEKTPOXUMUYECKOTO

MoTeHliMaia WOHOB Bomopoaa (AuH™) [3-7].
Oo6pasyromuiicas AuH® ucrnonb3yercss B KIieTKax
B JajJbHEMHIIEM B KayeCcTBE MCTOYHMUKA SHEPTUU
IJI. SHEPronoTpeOSIoNUX IPOLECCOB: OUOXU-
MMWYECKOro CHHTe3a, MEMOpPaHHOIO TpaHCIIOpTa,
MEXaHWYECKOTO ABMXEHUs OaKTepuaJbHbIX KJle-
TOK U T.1.

TepMuHaIbHBIE IbIXaTeJIbHbIE OKCHIA3bI MPU-
HSTO IEJUTh Ha JIBE OCHOBHBIE TOATPYIIIbI: HAM-
CEMECTBO TeM-MEIHbIX OKCMIa3 U HajceMeil-
CTBO 1LIUTOXpOMOB bd [7]. XapakTepHoli yepToit
reM-MeIHbIX OKCHUAa3 SIBJSETCS KUCIOPOA-BOC-
CTaHABJIMBAIOIINN KaTAIMTUYECKUI 1IEHTp, KO-
TOpbIli 00Opa3zoBaH OJM3KO pPacHOJOXKEHHBIMU

[punsareie cokpamenus: 1O — muroxpomokcunaza; BNC — ousnepubiii ueHtp; F, O, Ou, P, E, En, R — cocTosHus
LIUTOXPOM ¢ OKcUOasbl; P- 1 N-CTOpOHBI MeMOpaHbl — MOJOXUTEJIbHO U OTPULATEIbHO 3apsiKeHHbIE BOAHBbIE (ha3bl, pa3-
NleJieHHble conpsratoieit memopaHoii; PLS — caiiT 3arpy3ku nporoHoB; Rubpy — Tpuc-0unupuanibHbIil KOMIIJIEKC PYTEHUS;
AW — TpaHcMeMOpaHHasi pa3HOCTb MEKTPUUECKUX MOoTeHIManoB; AuH* — TpaHcMeMOpaHHBIN TpaaUeHT JIEKTPOXUMUYE-

CKOrI'o IIOT€HILIMaJla MOHOB BOAOpO/a.
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Puc. 1. O6mas cxema GYHKUMOHUPOBAHUS LIUTOXPOMOKCHUAA3bl. OTPULIATENIBHO U TMOJOXUTEIbHO 3apsKeHHBbIE CTOPOHBI
MeMOpaHBl 00palIieHbl B MATPUKC MUTOXOHIPUI U B MeXXMeMOpaHHOE ITPOCTPAHCTBO COOTBETCTBEHHO. B ciryyae rmpokapuo-
TUYECKOro hepMeHTa COOTBETCTBYIOIINE CTOPOHBI MEMOPaHbl 0OpalleHbl B LIUTOIIa3MY U B MepUTLIa3MaTHUYEeCKOe MPOCTPaH-
ctBO. KpacHBIMU ¥ CHHUMH CTpelIKaMu 0003HaYeHBI TIEPEHOC JIEKTPOHOB U IPOTOHOB COOTBETCTBEHHO

MOHOM 3XeJjie3a TeMOBOM IPyIIbl U MOHOM Meau
(Tak Ha3bIBaeMbIil OMSAEpHBI WIM OUHYKJeap-
b1l ueHTp, BNC). HHutoxpoMmokcunasa (L1O) uz
MUTOXOHIPUN CONEPXKUT 4YETHIPE PEIOKC-1IEH-
Tpa (puc. 1). Katanutuyeckuii eHTp B TUAPO-
¢obHOM gape IO cocTouT u3 ABYX peaoKc-1LeH-
TPOB: BHICOKOCIIMHOBOTO KeJjie3a TremMa a; U MOoHa
Menu Cug. Uepes 2 npyrux pegokc-ueHTpa (Cus u
HU3KoCIUHOBLIN reM a) B BNC nociienoBarenbHO
MOCTynamT 4 32JIEKTPpOHA OT YeThIpeX MOJEKYJ
LIUTOXpOMA €, YTO MPUBOAUT B UTOre K BOCCTa-
HOBJIEHUIO OAHOI MOJIEKYJIbl KUCJI0pOIa 10 IBYX
MoJieKyJs Bonbl. B 6akTepuanbHubix 1O HU3KOCHH-
HOBBII T€M @ MOXET 3aMEHSIThCSI TeMOM b-THUTIA,
a BMECTO BBICOKOCITMHOBOTO T'éMa d; MOTYT OBbITh
reMbl 03- Win bs-tumna. Hekotopwie OakTepuaib-
Hbl€ OKCHIa3bl MOTYTb WUMETbH JOIOJHUTEIbHbIE
reéMOBBIE LIEHTPHI Cc-TUIIA.

B HancemelicTBe reM-MemHbIX OKCHMAa3 MpHU-
HSITO BBIIEJSITH 3 OOMbIINME TPYMIIbI: CeMEecTBa A,
B u C [8]. [ToMrumMo HMX, CPaBHUTEJIbHBINA aHAIU3
T€HOMOB U CTPYKTYpPHOE MOJAEIUPOBaHNE TTO3BO-
JVIM uaeHTuduMpoBarh reHsl 5 HOBBIX (D, E,
F, G u H) cemelicTB TepMHMHaJIbHBIX OKCMJA3,
BCTpevawimuxcs B apxedbakrtepusix [5]. K cemeii-
CTBY A OTHOCUTCS HauOoJiee MpeAcTaBUTEIbHas
1 Haubojiee wu3ydaemasi rpyrnna @epMeHTOB,
BKJIIOYalolasi Takue MOIeIbHble OOBEKTBI, Kak
LIMTOXPOMOKCHUAA3bl W3 MUTOXOHAPUI cepaed-

HOI MBIIIBI ObIKa U APOXXKeit, OKCUIa3bl aas U3
Paracoccus denitrificans n Rhodobacter sphaeroides,
okcupasa caas u3 Thermus thermophiles, a Tak-
K€ XUHOJ-OKcuaasa bo-tuna us Escherichia coli
[9—17]. TuNUYHBIM OpeAcTaBUTEIEM 3HAYUTENIb-
HO Me€Hee Hu3yuyeHHoro cemeiictBa B sBisercs
LIUTOXpoMoKcunasa bas us 1. thermophilus, nmero-
1asi HU3KYI0 TOMOJIOTUI0O aMUHOKHUCJIOTHOM I10-
CJIeOBaTEIbHOCTU C TIPENCTaBUTEIISIMU CEMEN-
ctBa A [18, 19]. Haubonee ynajieHHoe, C 3BOJIO-
IIMOHHOI TOYKMW 3peHue, cemelictBo C cocraB-
JISTIOT TIPEACTaBUTENN OKCUAA3 cbb; U3 pa3IMUHbBIX
opranusMmos [20, 21].

LHutoxpoMokcumaza reHepupyeT IpPOTOH-
JNBVDXYIIYIO CUJTY BCIEACTBUE BEKTOPHOM (T.e. Ha-
MpaBJeHHOI TMomnepek MeMOpaHbl) OpraHU3aluu
JIOCTaBKU 3JIGKTPOHOB U TIPOTOHOB, HEOOXOMM-
MBIX JJISI POTeKAHMUST KaTaTUTUUECKON peakiuu
BOCCTaHOBJIEHUsI Kuciopoma no Boasl, B BNC.
[Tpu sTOM Tak Ha3bpIBaeMble «XUMUYECKUE» (WU
cyOocTpaTHBIe) MOpOTOHBI MepeHocsaTcss B BNC
U3 BHYTpEHHell BOmHOW a3kl (C OoTpuUlIATENb-
HO 3apsikeHHOW N-CTOpOHBI MeMOpaHBbI), B TO
BpeMs KaK DBJIEKTPOHbI IEPEHOCITCS Tyda XKe
OT LMTOXpOMAa ¢ C BHelIHeil (MOJOXUTEIbHOI)
CTOPOHBI MeMOpaHbl (P-cTtopoHa) (puc. 1; [22]).
Kpome storo, IO gonmomHUTENIbHO MEPEHOCUT C
N-CcTOpOHBI Ha P-CTOPOHY MeMOpaHbl B CpeTHEM
4 mpoToHa («ITOMITMpYyeMbIe» WJIK TepeKaylBae-
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Mble MPOTOHBI) Ha KaXAyl0 BOCCTAHOBJICHHYIO
MOJIEKYJIy KUCI0pOoaa, T.€. SABJSIETCSl MPOTOHHOM
nommoit [23, 24]. TakuM obpa3om, KaTaausupye-
Mas IO xumuueckast peakuusi CONpsKeHa ¢ pas-
JIeJICHUEM 3apsiioB, COOTBETCTBYIOIIMM HaIlpaB-
JIEHHOMY TpaHCMeMOpaHHOMY IepeHOoCy 8 3apsaoB
Ha KaX/Iyl0 BOCCTAHOBJICHHYIO MOJICKYJY KUCJIO-
pona. IlonHasa peakius, KaTaausupyemas LHUTO-
XPOMOKCHIa30i1, MOXET OBITh OMNMcaHa ypaBHe-
HueMm (1):

4 C2Jr + 02 + 8H+n - 4C3+ + 2H2O + 4H+p’ (1)

I1e N — BHYTPUMUTOXOHAPUAIbHOE MPOCTPAH-
CTBO; p — MEXMeMOpaHHOE IPOCTPAHCTBO.
T'enepanusi MeMOpaHHOIO MOTEHIMAa BCTPO-
eHHOIl B mpoteoaurnocombl IO MuUTOXOHAPUI B
CTallMOHApHOM pexXuMe (T.e. B PEXUME MHOTO-
KpaTHBIX 000pOTOB (hepMeHTa) OblIa MPOJEMOH-
cTpupoBaHa B 1abopatopuu JI.A. JIpaueBa Ha 3ape
pPa3BUTHUS TIPSIMOTO 3JIEKTPOMETPUYECKOTO Me-
tona [25]. OgHaKko 3TU IKCMEPUMEHTHI HE MOIJIU
PacKpbITh 2JIGKTPOTEHHBI MeXaHM3M TeHepa-
MY MeMOpaHHOro ToTeHIMana U (HopMUpPOBa-
Husi AuH"* B xome karaauTUueckoro 1ukiaa dep-
MeHTa. Pa3BuTre npsMoro 3JeKTpOMETPUYECKOTO
METOJIa C aleKBATHBIM BPEMEHHBIM pa3pelieHueM
IUI1 U3yYeHUsT COOBITUI BHYTPU KaTaIUTUYECKOTO
LIMKJIa (POTOAKTUBHBIX OEIKOB [26] OBLIO MO3MI-
Hee YCIEIIHO MPUMEHEHO K M3yYeHUI0 MeXaHU3-
MOB pPabOTBhl TeM-MeIHbIX oKcuaas. ITockoabky
reM-MelHble OKCUIa3bl HE OTHOCATCS K (POTO-
aKTUBUPYEMbBIM OelKam, IJId U3YYEHUST UX DJIeK-
TPOTEHHBIX MEXaHU3MOB C BBICOKUM BPEMEHHBIM
paspelieHUeM ObUIM pa3paboTaHbl U MCIOJb-
30BaHbl METOAMYECKME TMOAXombl (CM. 1anee),
OCHOBaHHbIE Ha KOMOWMHAIIMM TIPSIMOTO DJIeK-
TPOMETPUUECKOTO METOAa U CIlelMaJbHbIX (OTO-
AKTUBUPYEMbBIX XMMMWYECKUX PeaKIUil 151 3army-
cKa peakiiu TepeHoca 3JeKTPOHOB U TTPOTOHOB
B IO ¢ momoIiplo HAHOCEKYHAHBIX MMITYJIbCOB
JIa3epHOTO CBeTa. DTO MO3BOJISIET TOJIyYaTh YHU-
KaJIbHY10 MH(OopMaIMio 00 ycTpoiicTBe U paboTe
penoKc-3aBUCUMOTO MPOTOHHOTro Hacoca 11O, Me-
XaHU3ME COINpsIKeHUs, 00 dTamax nepeMelieHus
MPOTOHOB BHYTPM OelKa B PEXUME pPeajbHOro
BpeMeHM (TIpeacTauMoHapHoOM pexume) [27—31].

TPEXMEPHAA CTPYKTYPA
IOUTOXPOMOKCHJIA3DBI

C moMOIIbIO PEHTTeHOCTPYKTYPHOTO aHa-
JIu3a  yCTaHOBJIEHA TpexMepHas  KPUCTaJIU-
yeckasi ~ CTPYKTypa  HECKOJBbKUX  TUIHUYHBIX
npeacTaBuTeNeit ceMeiicTBa A reM-MeIHBIX Tep-
MUHaJIbHBIX okcuaas. Ato 11O u3 MuToXoHIpUit
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cepaeyHoil MbImbl Obika [32—35], Oakrepu-
anpHble 11O aas-tumna us P denitrificans [36—38]
u R. sphaeroides (39, 40], xuHon-oKcuaasa bo;
u3 E. coli [41] n O caa; w3 T. thermophiles [42].
Kpome Toro, aromHasi CTpykTypa Oblia IOJIY-
yeHa IS npeacTtaBuTeneit cemeiicts B u C, nuto-
xpoMma ba; uz T. thermophilus [19, 43] u cbb; u3
Pseudomonas shutzeri [21] COOTBETCTBEHHO.

J71s1 reM-MeIHBIX OKCHa3 XapaKTepHO HaJIu-
yue LEeHTpaJbHOM caMoOii KPYMHON cyObeauHU-
ubl I, mocTpoeHHoit u3 12 mepecekarommx Mem-
OpaHy Q-CrupaibHBIX CTOJ00B. B TO BpeMs1 kak
baktepuanbHbie LIO comepxat He Ooiee 4-X cyOb-
eNVHUL, LMTOXPOMOKCHUAA3a W3 MUTOXOHIPUIA
MJIEKOTIUTAIONIMX COCTOUT U3 13 cyObeauHuUll U
“MeeT MPUMEPHO BABOE OOJIBIITYIO MOJEKYISIPHYIO
maccy (~200 x/la). Tpu HamOojblIMe CyObeau-
Hulbl HO MUTOXOHAPUIT KOAUPYIOTCS MUTOXOH-
JIpUAIbHBIM TEHOMOM, 00pa3yIOT KaTAIMTUYECKOE
a1po hepMeHTa U TOMOJIOTUYHBI TPEM OCHOBHBIM
cyObenMHUIIAM, BCTPEYAIOIIMMCS B OOJBIIMH-
CTBE TUITMYHBIX TTpokapuotndyeckux 11O aa;s;-Tuna
ceMmeiicTBa A HaJaceMeicTBa reM-MeIHbIX TepMU-
HaJbHBIX OKCUIIA3.

B ctpykrypax Bcex IO cemeiicTBa A BhIsIBIE-
Hbl 2 MOTeHUUATIbHBIX MPOTOH-IPOBOMSAILIMX ITYTH
U3 BHYTpeHHeW BoOAHOI (pa3pl B Halpasiie-
Huum k BNC, Bkiwouawimue B ceds KOHCepBa-
TUBHBIE TPOTOH-OOMEHMBAIOIINE AMWUHOKHUCIIOT-
Hbl€ OCTAaTKW M MOJIEKYJbl CBSI3aHHOI BoabI |19,
32, 36, 39, 42]. IIpotoH-nipoBoAAIIMii NyTh D
(D-kanan [30—32]) Bemer ot ocratka D132 yepe3
LIETIOYKY CBSI3aHHBIX BOAOPOIHBIMU CBSI3SIMU MO-
JIEKYJT BOJbI 1 aMUHOKMUCIOTHBIX OCTATKOB K KOH-
CepBaTHUBHOMY aMUHOKHCIOTHOMY ocTaTtky E286,
pacriosaraomemycst Ha paccrosinun 10—12 A or
BNC u 24—26 A — ot ocrarka D132 [24—26]. Mo-
JIEKYJIbl BOJABI B KaHajle CTaOMJIM3UPOBAHBI I10-
CPEICTBOM BOJOPOIHBIX CBSI3€l C PSIIOM BBICOKO-
KOHCEPBAaTHUBHBIX TUAPOGUILHBIX aMUHOKHCIOT-
HbIX octaTtkoB: N139, N121, N207, S142, S200,
S201 u S197 [33]. [IpoTtoH-nipoBoAsgIIMii TyTh K
(K-xanan [44—46]) pacriosoxXeH HeIocpeacTBEeH-
Ho nox BNC u BeaeT oT MOBEpPXHOCTU Oenka C
N-cTopoHbl MeMmOpaHbl 4Yepe3d octatku 1352,
T359, K362 u cBs3aHHYIO0 BOAY K OCTaTKy Y288
BOom3u BNC. B dopmupoBanuu Bxoga B K-ka-
Han ydactByeT octatrok E101 BTopoii cyobemu-
Huubl I [38, 47]. Llemouka BOOOPOAHBIX CBsI3Ei
MpephiBaeTCs Ha MyTU Mexay octatkamu K362
u T359. Ilpennonaraercst, 4To U3MEHEHUE KOH-
dopmarmn ocratka K362 3aMbIkaeT LEMOYKU
BOJIOPOIHBIX CBSI3€M, oOecrieurBasi KOHTPOJIUpYe-
Moe MpoBeAeHue MpoToHa |38, 48].

Han remoBeimMu rpynmamu u Cup pacrio-
JlaraeTcsl TUAPOMUIbHBIA TOMEH, 4Yepe3 KOTO-
PBIi TEOPETUYECKM MOXET MPOUCXOIUTH BBIXOI
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repekaunMBacMoOro IpPOTOHA B BOAHYIO (a3y ¢
BHELIHE! CTOPOHBI MeMOpaHbl [49]. DTOT HOMeH
BKJIoYaeT B cebs KjacTep OTpULIATEIbHO 3apsi-
SKEHHBIX TPyMIl 6eKa (B TOM YKMClie KOHCePBAaTUB-
Hble ocTaTku D399 u D404), HecKoIbKO OCTaTKOB
apruHuHa, TPOMUOHATHBIE 3aMECTUTEIM TEeMOB,
MOJIEKYJIbI BOIbI U CBSI3aHHBIN pEIOKC-HEAKTHB-
HbBIM aToM MeTajia (MoH Mg?" — B 11O MUTOXOH-
IpUii, 4aCTUYHO 3aMellaeMblii MoHOM Mn?*

B O npokapuot) [38]. IIyTs mepeHoca moJe-
KyJnsipHoro kuciaopoaa B BNC opraHuzoBaH mo-
CPEICTBOM HECKOJIbKUX TUAPOGOOHBIX KaHaJIOB
B CPEIMHHON YacT MeMOpaHHOIo OUCIIOS TI0 Ha-
MpaBJIEeHUIO K aKTUBHOMY LIeHTpY [32, 39, 50, 51].
Boixon Ha P-cTopoHYy MeMOpaHbl MOJIEKYJT BOJbI,
o0Opasyluxcsl B OUAIAEpPHOM KaTaJlUTUUYECKOM
LIEHTpe, MPOUCXOAUT, MO-BUAUMOMY, Had IeMO-
BBIMU TpyIMnaMM B 00JIACTM KOHTaKTa CyObemnu-
nuu I u 11, BOm3u Mg?"/Mn?* caiita [52].

NHTEPMEJIUATBI KATAJIUTUYECKOI'O
HOUKJIA INTOXPOMOKCHIA3bI

Kartanutnueckuit uuka I{O cemeiictBa A Mo-
KET OBITh OMMCcaH ABYMS (pazaMu peakiuu: OKUC-
JIUTEJIbHON U BOCCTAHOBUTEIBHOM MOJypeaKIusi-
MU (puc. 2), Kaxaasi U3 KOTOPbIX BKJIIOUYaeT B ce0s
Mo 2 OmHO2JEKTPOHHBIX Tepexona [53]. B xome
BOCCTaHOBUTENbHOU (a3bl (mepexonsl O - E u
E - R) nepsbie 2 anektpoHa nepeHocstcss B BNC,
B pe3yjbTaTe 4ero OH mpuodpeTaeT CrmocoOHOCTh
CBS3bIBATh MOJIEKYISIPHBIN Kuciopoa. OKHUCIU-
TenbHas (aza HauMHAETCS C B3aMMOJAEICTBUS
BoccTtaHoBiieHHOoro BNC (cocrosiHue R; puc. 2)
C MOJIEKYJIOi KHcaopoma ¢ oOpa3oBaHUEM Iiep-
BUYHOIO JIByXaTOMHOTO KHCJIOPOIHOTO aIayK-
Ta (cocTosiHMEe A; He ToKa3zaHoO Ha puc. 2) [54].
Monnekyna kuciaopoaa nepeHocutcs uyepe3 Cup K
LIEHTPAJIbHOMY aTOMy 3kKejie3a BBICOKOCIIMHOBOIO
reMa a; ¢ obpa3oBaHMEM OKCUKOMILIekca [55],
MPENCTaBISIONIEr0 CO00l CMeCh COCTOSIHUIA:
Fe?*—0, n Fe3*—0; [56]. Ha caenyromieit cranuu
MPOUCXOAUT pa3pbiB MexaToMHoil O—O cBs3u
u obpasoBaHue cocrossHuss Py (puc. 2). O6pa-
3oBaHue Py TpeOyer mepeHoca Ha O, 4yeThIpex
3JIEKTPOHOB M3 aKTMBHOIO LIEHTPa U IO KpaitHel
Mepe omHoro mpotoHa [57, 58]. JIBa anekTpoHa
MOCTYIAIOT MPU OKUCIeHuH noHa Fe?* rema a; no
okcodeppuabHoro cocrosHus Fe**=0?". Omun
9JIeKTpoH mnoctymaeT oT Cup*, oKMcsdIoleics
1o Cug". YeTBepThlil 3JIEKTPOH U IIPOTOH IOCTY-
MaroT OT OJM3KO PacIOJOXEHHOI0 KOHCepBAaTUB-
Horo octatka Y288 [59], oOpa3yloliiero KoBajeHT-
HYIO CBSI3b C TMCTUIMHOBBLIM Juranmom Cug [33,
60, 61]. OTmaBasg 2JeKTPOH U IPOTOH, OCTATOK
TUPO3MHA 00pasyeT paguKaibHyio hopmy [62].

CUJIELIKUI

ITocne obpa3zoBaHust nHtepmenuatra Py, on-
HO3JIGKTPOHHOE BOCCTaHOBJeHUe Py mepeBoaut
IO B cocrosinue F (mepeHoC TpeThero 3JeKTpo-
Ha B KaTaJJUTUYECKOM LIMKJe Ha TUPO3UH Y288).
OKuclIeHde YeTBEPTOl MOJIEKYJIbI LIMTOXpOMa ¢
U TepeHoc 4veTBepToro sjektpoHa B BNC 3a-
BeplIaeT KaTaJIMTUYECKUil 1MKI C oOpa3oBa-
HUEM TIOJHOCTBIO OKMCIEHHOTO cocTosiHust Oy
(puc. 2). IIpu OoTCyTCTBUM AOHOPOB 3JEKTPOHOB
OKHCJIEHHOE «HEOTPEJIaKCUPOBAHHOE» COCTOSI-
Hue Oy B TeYeHUE HECKOJIbKUX CEKYHH CITOH-
TaHHO IMPEeBpalllaeTCsl B OKUCIEHHOE CTaOUIbHOE
coctosiHue (O). CocrossHust O u Oy oTaUYaloTCs
MeXay co0oil CpOACTBOM K 3JEKTPOHY COOTBET-
CTBYIOLIMX DPEIOKC-LEHTPOB (pepMeHTa, a TaKxke
CIMOCOOHOCThIO K TpaHCMEMOpPAHHOI MepeKavyke
npotoHoB [11, 29, 63—66]. Ilyrem creuuduye-
CKOIt 00pabOTKM TMepeKrCchio BOAOPOIA WU OKHU-
ChIO yIyiepoaa MpakKTUIeCKU BCs MOIysauus gep-
MEHTa MOXET ObITh TMepeBeleHa B CTallMOHAPHOE
cocrossHue Py mnm F, KoTopble COOTBETCTBYIOT B
KataauTuiyeckom 1ukiae I[O yactmuHOMYy BOC-
CTaHOBJIEHUIO MOJIEKyIsipHOro Kuciopona B BNC
JBYMSI WJIU TpeMsl 2JIEKTPOHAMMU.

IMOAXOAbI K U3YYEHUIO ITIEPEHOCA
3APA1I0B B HIUTOXPOMOKCH/IA3E
C BPEMEHHbBIM PASPEHIEHUEM

B xonme uaMmepeHuit mpsIMbIM 37E€KTPOMETPH-
YEeCKUM METOJOM IMPOTEOJUIIOCOMBI C U3yYaeMbIM
0EJIKOM TIPUKPETUISIIOT K MCKYCCTBEHHOM MaKpo-
CKOIMMYecKoii MemOpaHe (KoJuloaueBasi IUICHKA,
MpoInuTaHHasl pacTBOpoM (HochOIUNUIOB B IeKa-
HE) U PETUCTPUPYIOT KMHETUKY TeHepaluy TpaHC-
MEeMOpaHHOIO TIOTEeHIMajJla C ITOMOUIbIO XJIOp-
CepeOpsIHBIX MaKpPOCKOIMMYECKUX DJEKTPOIOB C
CYOMMKPOCEKYHIHBIM BPEMEHHBIM pa3pellieHUeM.
TpaHncmeMOpaHHasi pa3HOCTb 3JEKTPUUYECKUX TT0-
TeHMasoB (AW) Ha M3MepseMoil MaKpOCKOTIIH-
yecKoil MmeMOpaHe HapacTaeT MpPONOPLUMOHATBLHO
reHepaluy pPa3HOCTU 32JIEKTPUUYECKUX TMOTEH-
1IMaJIOB Ha MeMOpaHe MPOTEOIUIIOCOM, UYTO MO3-
BOJISIET OTCJIEXMBAaTh KUHETUKY BJEKTPOTeHHOM
TpaHCJIOKAlMK 3apsiioB B M3y4aeMoOM OeJjike ¢
aJeKBaTHbIM BPEMEHHBIM pa3pellieHueM B Mpe-
cTalMoOHapHOM pexume [26, 67, 68].

Karanutnueckuit uwmkn IO mnpoucxoaut
B MWIJIMCEKYHIHOM BpPEMEHHOM [auamna3oHe U
BKJIIOUaeT B ce0sl IOCJIeq0BaTEIbHOCTh IMpOMe-
J)KYTOUHBIX COCTOSIHUM KUCIOPOI-PEayKTa3HOTO
OUSIIEPHOTO 1IeHTpa U HAOOPOB OTHENBHBIX CTa-
IUii mepeHoca 3JeKTPOHOB W MPOTOHOB BHYTPU
MEePEXON0B MEXIY MPOMEXYTOUHBIMU COCTOSTHUSI-
mu BNC. Bce 3T peakiiuum mpoucXomsiT ObicTpee
BPEMEHHOIO pa3pelieHuss MeTOd0B ObICTPOro
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Puc. 2. Cxema KaTaJJUTMYECKOTO IIUKJIA IIUTOXPOMOKCHAAa3bl ceMeiicTBa A. [lepexombl oT cocTossHUs R K On 06pa3yioT OKHUCIN-
TeJIbHYIO a3y, B TO BpeMsI Kak Irepexonbl oT On K R — BoccTaHOBUTENBHYIO (ha3y KaTaIMTUYECKOro LuKiIa. B mepexome R —~ Py
(KpacHasl cTpesika) MPOMCXOAUT CBsI3bIBaHME MoJieKyabl Oz ¢ remoM a; BNC B MOJHOCTbIO BOCCTAaHOBJAEHHOM COCTOSIHUU
Fe?* Cug'", paspsiB MexxatomHoii O—O cBs3u 1 o6pa3oBaHKe OKCoheppuIbHOTO KoMIniekca rema as Fe**=0%" u Cug!*™-OH~.
B nepexonax Py~ F, F = Oun, On = En, Exu » R (cuHuMe 1 cuHe-3eeHble CTPEIKN) MPOUCXOIUT MOCIeN0BATEIbHbIN MePEeHoC

4-x snektpoHoB B BNC IO u nepekaunBaHue MpoTOHOB

cMmemnBaHus. Ilpu uccienoBaHUM KaTaluTH4e-
ckoro nukiaa IO ¢ BpeMeHHBIM pa3pelieHueM
IJIS CUHXPOHU3ALMU BCEro aHcaMOJIs MOJIEKYT
(epMeHTa (OMHOBPEMEHHOIO 3allycKa peakluu
repeHoca 3JEKTPOHOB BHYTPU BCEil MOIYJISILMU
¢depMeHTa) HUCIOJIb3YIOTCS peakKUMU OKMCICHUS
60 BocctaHoBieHUs1 11O, MHAYIMpPOBaHHBIE C
IOMOILIbI0 HAHOCEKYHIHOM JIa3€pHOM BCIIBILIKM.
B mepBoM BapuaHTe (Tak Ha3bIBaeMblil METO.
«(aoy-daair») n3ydyaeTcss KMUHETHMKA OKUCIEHUS
MOJIEKYJISIPHBIM KHCJIOPOAOM TOJTHOCTBIO BOCCTA-
HOBJIEHHOTO (bepMeHTa (cocTossHUe R) B pexume
ogHoro obopora ¢epmeHTa. UTOoOBI Bpems cme-
IIMBAaHUS ¢ KHMCJIOPOAOM He ObLIO JUMUTHUPYIO-
el cTaguell peakuuu, MPoLECC B3aUMOIEHCTBUS
C KMCJOpOJIOM 3amyckaeTcsl (hOoTOIM30M IpeaBa-
putenbHO obpa3zoBaHHoro komiuiekca CO ¢ Boc-
CTAHOBJIEHHBIM OusAepHBIM LieHTpoM LIO [69].
Bo BTOpOM ciyyae — B hepMeEHT, MepeBeAcHHBII
HWCXOMHO B OJHO U3 COCTOSIHU BOCCTaHOBJICH-
Hoctu Kuciopoga B BNC (O, P unu F), nmpous-
BOJUTCS <«WHBEKLMSI» DJIEKTPOHA € TOMOIIBIO
(boToakTUBUpPYEMBIX KOMILIEKCOB Rubpy (Tpuc-
OUMUPUINIBHBIN KOMIUIEKC pyTeHus) [70].
HecMoTpss Ha TO 4YTO BTOpPOM MOAXOM OBLI
pa3paboTaH MO3IHee MepBOro, B KOMOMHALIMU C
MPSMBIM 3JIEKTPOMETPUYECKUM METOIOM OH OBbLI
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HCTIOb30BaH paHbliie. HyXXHO OTMETUTH BaxkHOE
MPEUMYIIECTBO «MHBEKLIUI» 32jieKTpoHa B 11O,
KOTOpO€ 3aKJI4yaeTcs B BO3MOXHOCTU pasfe-
JINTh HAaOOpBlI 2JIEMEHTAapHBIX CTaauii MepeHoca
3apsiioB, COMPSDKEHHBIE C OTACJbHBIMU OIHO-
SJIEKTPOHHBIMM TIEpEX0oJaMu B KaTaJUTUUYECKOM
nukiae. Kpome 3TOro, MeToaMyecku OKMCIICHUE
(bepMeHTa MoOJIeKYJION KHCI0pPOIa B TIEPBOM IO -
XOJi€ TIPOUCXOAUT U3 HEHADI0JaeMOTO B OOBIYHBIX
YCJIOBUSIX TTOJTHOCTBIO BOCCTAHOBJIEHHOTO COCTOSI-
Hus R (B KOTOpOM B (hepMEHTE BOCCTAHOBJIEHHI,
nomumo BNC, emie M BXOAHBIE pPEIOKC-LEH-
Tpbl). B aTOM 0030pe Gojee aeTaabHO OCBELIEHDI
pe3yabTaThl, TOJYYEHHBIE TPHU HCIIOJb30BAHUU
«UHBEKIMU» INEKTPOHA C MOMOIIbI0 (POTOAKTU-
BUpYyeMbIX KoMIuiekcoB Rubpy. ITonpobHoe omnu-
caHue pe3yJbTaToOB, MOJYYEHHBIX TPU MCIOJb-
30BaHUM MeTona «pyioy-(has1l», MOXHO HalTU B
onectsamux o63opax [71, 72].

KNUHETUKA TEHEPALIUN
MEMBPAHHOT'O ITOTEHIIHUAJIA
MUTOXOHAPHUAJIBHOU 1O

BriepBble cTaguu TpaHCJIOKalMW 3apsiioB B
nepexoge F - O wLuUTOXpOMOKCUIAA3bl MUTOXOH-
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JIpHii cepAeYHOIl MBIIINIBI ObIKa OBIIM 3aperu-
CTPUPOBAHbI COBMECTHBIMU YCWIMSIMHU COTPYII-
HuKoB Jlabopatopuit A.Jl. Kaynena u A.A. KoH-
cranTuHoBa [73, 74]. TlepeHoc snektpoHa B IO
3aIlycKajcs C TOMOIIbI0 WMHAYLIMPOBAHHOM Ja-
3€pHOM BCHBIIIKON OMHO3JEKTPOHHON <«UHbB-
eKuuu» oT Komriuiekca Rubpy. TloznHee mpume-
HEHME JAHHOTO TEeXHUUYECKOro Ioaxofa ObLIo
pacnpoctpaHeHo Ha IO, 3adukcupoBaHHYIO B
cocTosiHUM Py (TpeTuii aJeKTpOH B KaTaJauTUYe-
CKOM ILIMKJIE; pUC. 2), a TaKXKe IMOJHOCTbIO OKHC-
neHHoe coctogHue O [63, 75, 76]. Uepes HecKoJIb-
KO JIET MOcJe MOJy4YeHHUsl pa3pelleHHON BO Bpe-
MEHM KWHETUKU TeHepaluuud MeMOpaHHOIo II0-
tenuuaia 11O B8 HUN®XBb nmenn beno3epcko-
ro B XeJlbCMHKCKOI BuosHepreTnyeckoii rpyrre
(Verkhovsky et al. [77]) Obl1 pa3paboTaH MOAXO,
B KOTOPOM MUCIMOJIb30BaHa KOMOWHALIMSI pa3pe-
IIEHHOM BO BPEMEHU DJIEKTPOMETPUUYECKON TeX-
HUKU U MeToaa «(hJoy-(Iaslin».

Ipu «MHBEKIUN» BJIEKTPOHA B cocTOosTHUE F
(mepexon F - Oy) uMTOXpOMOKCHIA3BI CeMei-
CcTBa A ObLIM pa3pelieHbl 3 OCHOBHBIX KOMIIOHEH-
ThI TeHepaluy MeMOpaHHOTO MoTeHIMana [73, 74].
«bpicTpass» MukpocekyHaHast ¢daza (~40 MKc)
oTpaxajia mepeHoc ajekTpoHa oT Cus K remy 4.
[Be apyrue KOMIIOHEHTHI («cpemHss» (~1 Mc) u
«MemieHHas» (~4 Mc)) oTpaxaloT CTaAuU BEKTOP-
HOTO IepeHoca MPOTOHOB B (DEPMEHTE, BHI3BAH-
HbIe MEepeHOCOM 3JeKTpoHa oT remMa a B BNC.
CaM no cebe nmepeHocC NEKTPOHA MEXIY TEMOM a
1 OUSAIEpHBIM LIEHTPOM ITPOUCXOAUT BIOJIb MEM-
OpaHbl, T.e. HeaJieKTporeHHo [22]. «MHbBekus»
ayiekTpoHa oT Rubpy B coctosiHue P MuTOXOH-
apuanbHoii IO (nepexon P - F) conpoBoxnaercs
CXOIHBIM TIO aMIUIUTYAe, HO HECKOJbKO Oosee
OBICTPBIM HAOOPOM TIPOTOHHBLIX KOMITOHEHT Te-
Hepauu AW [63], B To BpeMst Kak (poToBoCCTa-
HoByieHue okuciieHHoit IO («uHBEeKLUsI» B CO-
crogsHun O) OrpaHUYMBACTCS BOCCTAHOBJEHUEM
rema a ot Cuy [63, 70, 76].

CyMmMapHas aMIUIMTyAda MWUIMCEKYHIHBIX
3JIEKTPOT€HHBIX KOMIIOHEHT B KMHETHUKaxX IeHe-
pauuu noteHuuana aia craguii P~ F u F- O
nmena 6onmskoe 3HaueHue (~80%), yTo TpuUBENO
K TIepBOHAYAJIbHOI OLIEHKE CYyMMapHOTro Tmepe-
KauyrBaHUS yepe3 MeMOpaHy ~3-X MPOTOHOB (WU
mo ~1,5 «mepexkaumBaeMbIX» IIPOTOHA Ha KaxKHooM
M3 OJHOBJEKTPOHHBIX CTaIMil OKMCIUTEIbHOM
(aszwpl kaTanuTuyeckoro nukaa [63, 73]). Jlannas
OlIEHKa aMIUIUTY/ B TIPeICTallMOHAPHBIX U3Mepe-
HUSX ObLJa TOJlydeHa, MCIoJb3ysd 3¢hdekT MeM-
OpaHHOTO TMOTEHIMAaJla HAa CTallMOHAPHOE PElOKC-
paBHOBECHE MEXIY LIMTOXPOMOM ¢ 1 TeMOoM a [78].
W3 Hero crnenoBajio, 4To MEPEeHOC BJIEKTPOHA OT
Cua k Temy a (20% ¢oTO3J1eKTPUYECKOrO OTBETA;
«OBICTpasi» KOMIIOHEHTa) MOXKET ObITb 3KBUBa-

CUJIELIKUI

JICHTEH TpaHCJOKalluu 3JIEMEHTapHOIo 3apsaa
Ha %2 BEJIMYUHBI AUIJIEKTPUIECKOTO Oapbepa MeM-
Opanbl. OTclona, cyMMapHasl aMILIATyAa MUJIIA-
CEKYHIIHBIX MPOTOHHBIX a3 (80%) sKBUBaJIeHTHA
TpaHCMeMOpaHHOM TpaHCIOKAlIMU ABYX MOJHBIX
3apsiIoB, UTO COOTBETCTBOBAJO OBl MEPEHOCY M3
BHYTpeHHel BoaHoil da3el B BNC onHoro mpo-
TOHA Ha TIOJIOBUMHY TOJIIMHBI MeMOpaHbl s
MPOTOHUPOBAHUSI BOCCTAHOBJIIEHHOTO KHWCIOPOI-
HOTO aToMma («CyOCTpaTHBI» MPOTOH) M CONPSI-
SKEHHOI TpaHCIOKAlUKU JIBYX «IepeKaurMBaeMbIX»
MPOTOHOB: OJTHOTO — Yepe3 BCIO MeMOpaHy U ellle
OIIHOTO — Ha TOJIOBUHY €€ TOJIIMHBI [63, 73].
DTa OlleHKa COIJIacoBBIBAJIACh CO ClETaHHBIMU
paHee BBIBOJAMM, MOJYYEHHBIMU TIPU U3YUYEHUU
CTallMOHAPHOTO KBAa3MPaBHOBECHOIO OOpallleHUs
LIMTOXPOMOKCHIA3HON peakIMM B COIPSIKEHHBIX
MUTOXOHIpUsX. [Ipennonarasoch, YTO B OKUCIH-
TeJbHOI (baze kKatanuTuuyeckoro nukiaa O mo-
KET TIPOUCXOAUTh MEPEHOC Yepe3 MeMOpaHy Bcex
YyeThIipex IMepekayrMBaeMbIX MPoToHOB [79]. bruio
MPUHSATO CYUTATh, YTO BOCCTAHOBMUTEIbHASI YacTh
(oTomkia He 006JagaeT AOCTATOYHBIM 3aIracoM
CBOOOMHOI DHEPTMM M HE CONpsDKeHa ¢ Tepe-
KauMBaHMEM TPOTOHOB, YTO CJEIOBAIIO TaKXkKe U3
OTHOCHUTEJbHO HU3KUX 3HAYEHUI PEIOKC-TIOTeH-
uuanoB BNC B cTalMoHapHBIX YCJIOBUSIX (B CO-
crosHuu O) [80].

KNUHETUKA TEHEPALIUN
MEMBPAHHOT'O ITOTEHIIUAJIA
BAKTEPUAJIBHBIX IO CEMENCTBA A

[IpumMeHeHne NPSIMOI 3JIEKTPOMETPUU K M3-
yuyeHU1o MexaHu3Ma padboTsl 1O nmonyyuno naib-
Helilllee pa3BUTUE OJyiarogapsi BO3MOXHOCTU Ha-
MpaBJIeHHOro MyTareHe3a OaktepuaiabHbXx [[O
cemeiictBa A, roMmonorunyHbeix 11O MUTOXOHIpPUIA.
OCHOBHBIMU O00BEKTaAaMHU OOJBLIMHCTBA UCCIEA0-
BaHUi1 s1BsI0TCS 2 OakTepuanbHbie 1O aas-tuna:
IO u3 R. sphaeroides [15, 28, 30, 31, 45, 81, 82] u
us P. denitrificans [76, 83—86].

HMccnenosanue nepexona F — O B MmyTaHTHOI
IO aas;-tuna u3s R. sphaeroides ¢ HecOMNpPsIKEH-
HbIM (eHoTunoM (¢ 3ameHoit N139D [30, 87,
88]) mpuBeno K TepeoleHKe 3JEKTPOreHHOCTU
OTHODJIEKTPOHHBIX MEPEXOA0B B OKUCIUTEIbHOM
daze HO. Okcupaza ¢ mytanuein N139D B D-ka-
HaJle TOJHOCTBIO COXpaHsSIeT KUCIOPOA-PEeayKTas3-
HYI0O aKTUBHOCTb B CTAallMOHAPHBIX M3MEPEHUSIX,
YTPaTUB CIIOCOOHOCTh K 3aKUCJIEHWIO BHEIIHETO
MPOCTPAHCTBA MPOTEOJUNOCOM (T.e. K TepeKad-
Ke TMPOTOHOB 4epe3 MeMOpaHy B CTAallMOHApPHBIX
usMepeHusix). ['eHepauus mMeMOpaHHOTO IMOTEH-
uuana Ha ctaguu F - O B OTBET Ha «MHBEKIIUIO»
5JIEKTPOHA B 3TOM MYTaHTE OTpakaeT TpaHCI0Ka-

BUOXUMMUSA tom 88 BRII. 10 2023



NCCIIEAOBAHUE MEXAHU3MA '’EHEPALIUN MEMBPAHHOTI'O ITOTEHLIAJIA

1110 Yepe3 MeMOpaHy OJHOTO 3JIEMEHTApHOTIO 3a-
psiia, a UMEHHO:; MEePeHOC 3JIEKTPOHA U MPOTOHA
C TIPOTUBOITIOJOXHBIX CTOPOH MEMOpPaHBI K OKCO-
depuiIbHOMY KOMILJIeKCY reMa a; [30].

CooTHOIIEHUE aMILIUTYI JEKTPOreHHBIX CO-
CTaBJISIONIMX TMEepeHoca 3JeKTPOHA C BHEIIHEH
ctopoHbl MeMmOpanbl [30,31] u cybGcTpaTHOro
MpOTOHA U3 BHYTpeHHel BomgHoit da3pl B BNC
11O ¢ 3amenoit N139D no3Bojiujio oLleHUTh 3J1eK-
TPOreHHOE pPAacCTOsIHUE TreMaa W OMSIAEPHOrO
LIEHTpa OT BHelIHel BomHO# ¢a3bl (~0,4 Tommum-
Hbl MEMOPaHHOTO AMBJIEKTPUKA), YTO HAXOAUT-
cd B OJM3KOM COOTBETCTBMU CO CTPYKTYPHBIMU
naHHbIMU [32, 36]. COOTBETCTBEHHO, OTHOCUTEITb-
Hasl aMIUTMTylda 93JeKTpOTreHHOU ¢a3bl, oTpa-
Kallleil TMepeHoc CcyOCTpaTHOro TIPpOTOHA B
MmyTaHTe N139D u3 BHyTpeHHell BOmAHOU (ha3bl
B BNC cocraBuio ~0,6 ToMLMHB MEMOPAHHOTO
nussekTprka. CyMMapHasi aMIUIMTyAa «CpeaHei»
1 «MEIJIEHHOI» 3JIEKTPOTeHHBIX (ha3 B Mepexoaax
P-F u F- O 1O agukoro tuna u IO MutoxoH-
Ipuit B ~4 pa3za OoJjblle aMIUTUTYIbl 3JEKTPO-
reHHO# ha3bl MepeHoca 3JEKTPOHA C BHEIIHEMH
CTOPOHBI MeMOpaHbl K Temy a [31, 63, 73], 4TO
SKBMBAJICHTHO TepeHocy ~1,6 MOJOXUTETbHOIO
3apsiia 4yepe3 BCIO TOJIIMHY MeMOpaHHOTO M-
afekTpuka. To ecTh, TOMMMO TepeHOoca OIHOTO
CcyOCTpaTHOro TNPOTOHA M3 BHYTPEHHEN BOAHON
¢assr B BNC (~0,6 TOIIMHBEI MEMOPaHHOTO IU-
BJIEKTPUKA), JOMOJHUTEIbHBIN 3JIEKTPOTEHHBIM
BKJIaJ B OfHO3JeKTpoHHOM mepexone 11O auko-
ro tTuna, B cpaBHeHuu ¢ N139D, cooTBeTcTBYyET
nepeHocy yepe3 MeMOpaHy NpUOIU3UTETbHO Ofl-
Horo npotoHa. MHBIMU clloBaMM, 00a OTHOBJIEK-
TPOHHBIX TEepexoaa OKMUCIUTENbHON ha3bl Kara-
JuTtndyeckoro 1ukiaa O conpsikeHbl ¢ mepeHOCOM
onHoro cyoctpatHoro npotoHa B BNC u nepe-
KauuMBaHMEM 4yepe3 MeMOpaHy He Oojiee OOTHOTro
npotoHa. biauskue olleHKU ObUIM MOJYYEHBI IS
nepexonoB P~ F u F~ O B peakiiuu MojJHOCTbIO
BoccTaHoBieHHo# 11O ¢ xuciopoaom mpu nuame-
pEeHMU BJEKTPOMETPpUYECKUM MeTomoM [89] u ¢
MOMOIIIbIO U3MEPEHUSI KMHETUKU MPOTOHUPOBaA-
Husg pH-ungukaropa [90].

HezaBucumo, Verkhovsky et al. [53] B Xenb-
CUHKCKOI1 OMOZHEpPreTHYecKoi rpyrire ObUIU T0-
JIy4eHbI OKCIIEPMMEHTAJIbHbIE YKa3aHUs Ha TO, YTO
reHepamus CyMMapHOTO MeMOpaHHOTO IIOTEH-
1Majga BOCCTAHOBUTEJIbHON TONypeaklMy Ka-
tanuTnyeckoro nukiaa L[O MoxeT BKiIwouarh B
cebs1 He ToabKo mepeHoc nmpoToHoB B BNC, Ho
M TpaHCMEeMOpaHHYI0 TMepeKayky MpPOTOHOB.
ITo3nHee B 3TOI NabopaTopuu ObLIa MCIOJIb30-
BaHa KOMOMHaIus MeToma «(paoy-dusiny s
OKHCJIEHUs TIOJHOCTbIO BoccTaHoBieHHOUW 11O
MoJjiekysnoit O, B pexXuMme OgHOro odoporta ¢ Io-
caenyoonieil «MHbeKIMe» 31eKTpoHa oT Rubpy.
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TakuM obOpa3om, OblIa McclaenoBaHa KUHETUKA
reHepanuyu MeMOpaHHOIO IOTeHIIMajaa, COMpsi-
J)KeHHasi ¢ OJHO3JIEKTPOHHBIM BOCCTaHOBJIEHUEM
METacTaOMJIBbHOIO OKHUCIEHHOIro cocTosiHus Oy
HUTOoXpoMokcuaasbl. C BpeMEeHHBIM pa3pelieHn-
eM ObLI0 Moka3aHo [85, 86], yTo HemocpenacTBEH-
HO T0CJIe OBICTPOTO OKMCJIEHMST MOJTHOCTBIO BOC-
craHoByeHHO# 1O oOpa3yeTcsi KOpOTKOXUBYILEE
okuciieHHoe coctosiHue Oy, B KOTOPOM PEIOKC-
noteHMan BNC 3HauMTeNbHO IOJIOXUTEJbHEE,
yeM B O. B ominuue ot O, «<MHBEKIMS» JIEKTPOHA
B 1O B cocTtosiHuu Oy conpoBoXkaaeTcs ObICTPbIM
nepeHocoM aekTpoHa B BNC u conpskeHHbIMU
CTaIUSMM BJIEKTPOTeHHOI TpaHCIOKAlIMU IIPOTO-
HOB [65, 85, 86, 91, 92]. XapakTepUCTUKH BJICK-
TPOTeHHBIX a3 B OIHOBJIEKTPOHHOM IIepexole
On — Ey [85, 86], B L1eJT0M, HAIIOMUHAIOT TAKOBbLIE
IUJII TIEPEXON0B B OKUCIMUTENbHON (ha3e U corsa-
CYIOTCS ¢ TPAaHCMEMOpaHHOI TTepeKauyKoii OMHOTO
npotoHa. Ilepekauka mpoToHa B Xoie mepexoia
On— En Obla TMoOATBEpXIEeHAa W B cllydyae ecTe-
CTBEHHOTO (a He MKYCCTBeHHOTO, Kak Rubpy) mo-
HOpa 3JeKTPOHA IPU UCCAENOBAaHUN TeM-MeIHOMI
okcuaasbl cemeiictBa A (moucemeiictBa A2) caas
u3 T thermophilus, nMmerolieil TOMOJHUTEIbHbBIN
pEIOKC-LIEHTP (LIMTOXPOM €) M COOTBETCTBEH-
HO, 5 3J€KTPOHOB B ITOJHOCTbIO BOCCTaHOBJIEH-
HoM coctossHuu [11]. TIpu okuciaeHUU MoIeKynoit
KUCJIOpOAa ITOJTHOCTBIO BOCCTAHOBJIEHHOM OKCHU-
naswl caa; w3 T. thermophilus B pexume OIHOIO
000poTa KOHEYHBIM IIE€PEXOJAO0M €CTECTBEHHBIM
obpaszom sBasercs nepexon Oy~ Ey [92]. KoHeu-
HBIM aKIIENTOPOM 3JeKTpoHa B nepexone Oy > Ey
O caa; vz T thermophiles, xak 1 B ciaydae C
HUCKYCTBEHHBIM JOHOPOM 3JjieKTpoHa Rubpy, sB-
Jsics Cus.

Ilepexon Ey— R, mo-BuaumMomy, Takxke CO-
NpsKeH ¢ IMepeKaykoil omHoro mpoToHa. OgHaKo
cTanusl mepeHoca BTOPOIo 2JIEKTpPOHA B KaTalu-
tnyeckoM 1ukiae 1O go cux mop ocraeTcs Hau-
MeHee M3YYEHHOM, ITOCKOJIbKY He yHaaeTcsl I10-
JIYIUTh TOMOTEHHYIO TONyJIauuio ¢GepMeHTa B
OIHO3JeKTpOoHHOM cocTossHuu (Ey). B mepyio
ouepenb 3TO CBSA3aHO C TPYAHOCThIO 3a(UKCHU-
poBaTth (hepMEHT B OJHO3JIEKTPOHHOM COCTOSI-
HUM Ey 1 ¢ MHOXECTBEHHOCTbIO BO3MOXHBIX CO-
CTOSIHUI KaK ogHoanekTpoHHoro (E u Ey), Tak u
okucaeHHoro pepMeHrTa (O u Oy), OTIIMYAIOLINXCS
(YHKIMOHAILHBIMU CBOiicTBaMu. Tak, obpaboTKa
cocTosiHUST F oKMChIO yriiepoja B CTallMOHAPHBIX
ycnoBusx nepeBoaut IO B coctosinue E, nmero-
mee Ha 1 2JEKTPOHHBINA 3KBUBAJEHT OOJIblIIE,
yeM OKMCJIeHHOoe cocTossHue O. DieKTpoHHas
UHBEKIMSI B 3TO COCTOsTHME OoT Rubpy mpuBomu-
Jla K (POTORJEKTPUYECKOMY OTBETY, CXOXKEMY IO
xapakTepuctukaMm ¢ mepexogoM F - O [84]. Oxn-
HAaKO pacnpeeieHue 2JIEKTPOHA MEXIY PEeloKC-
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LIEHTpaMM B IIOJIyYeHHOM TaKUM O0Opa3oM CO-
ctossHUM E cyliecTBeHHO OTJIMYaeTCsl OT TAKOBOTO
st coctosiHus Ey, oOpasymolerocss npu «UHb-
ekuuu» syekTpoHa oT Rubpy B LHO B cocrtos-
Huu Oy [65, 86, 92].

OYHKIIMOHAJIBHAA POJIb
ITPOTOH-ITPOBOAAIIUX ITYTEN
B KATAJIMTUYECKOM HUKIJIE
HOUTOXPOMOKCHUJIA3 CEMEUCTBA A

WzydeHue BAMSIHUS MyTalMii TPOTOH-0OMe-
HUBAIOIIMX IPYMI Ha (PYHKIIMOHAIbHbIC XapaKTe-
PUCTUKU COMPSIKEHHOTO TepeHoca nmpoToHoB 11O
CBUJIETELCTBYET O TOM, UTO 3JIEKTPOTeHHAsT TPaHC-
JIOKalMs TIPOTOHOB IIUMTOXPOMOKCHUIA3aMM Ce-
MeicTBa A TIPOMCXOAUT Yepe3 MPOTOH-TPOBOISI-
mue cTpyKTyphl («kaHaibl» D u K), conepxaiiue
KPUTUUYECKU BaxKHbIe KOHCEPBATUBHBIE MPOTOH-
obmeHuBatomme octatku [30, 31, 45, 81]. OnHako
yyacTue KaHaJOB B IPOBEIEHUM MPOTOHOB pas-
HBIX THMIIOB Ha OTHEJbHBIX CTAaAUSIX KaTaJluTH-
YEeCKOro 1MKJa OpraHM30BaHO HETPUBUAJBHO.
Hcxons u3 BAMSIHUS MyTallMii MO PSITY aMUHOKHUC-
JIOTHBIX ocTaTKoB [93, 94], a Takke pa3pelleHHO
TpexmepHoii cTpyktypel IO [32, 36], npenro-
Jlarajioch, 4YTO 3TH JIBa KaHajla CelMaIn3upoOBaHbl
W CJYXaT s MPOBEACHUSI, COOTBETCTBEHHO, Cy0-
CTpaTHbIX MPoTOHOB (K-KaHa1) 1 TPOTOHOB, Mepe-
KauuBaeMbIX yepe3 Mmemopany (D-kaHan).

Myrtamuu, Ojgokupylomme kak D-, Ttak u
K-xaHan, B ToM ciydae, eciu Obl OHU OTBeYau
3a TMepeHOC MPOTOHOB Pa3HbIX TUIOB, MOJIKHBI
ObuTM MHrMOMpoBaTh nepexon F - O. OxHako ecnu
3aMeHbl B D-kaHajie NPUBOAAT K TOJABICHUIO
MWJIJTMUCEKYHIHBIX KOMITOHEHT FeHepaluu MOTeH-
1Maja u, COOTBETCTBEHHO, 2JIEKTPOTEHHOTO Tepe-
HOCa MPOTOHOB Ha ctaguu F » O, To 61okupoBa-
Hue K-kaHayia He MHTMOMPOBAJIO 2JIEKTPOTeHHBIM
repeHoc NpoToHOB Ha 3toii ctaguu [30, 31, 45, 81].
[Tpu 3TOM B yC/IOBUSIX U30BITKA CyOCTPATOB AbIXa-
HUS, T.€. KOIJIa TIPUTOK 3JIEKTPOHOB HE SIBJISIETCS
JUMUTHUPYIOIIEH cTanueit peakiiuu, B MyTaHTax 1o
K-xaHany 3aTpynHeHO BOCCTaHOBJIEHUE Ousimep-
Horo 1ieHTpa (nepexon O — R) BciencTsue 0710KuU-
poBaHUs 3axBaTa MPOTOHOB U3 MaTtpukca B BNC
B BOCCTAHOBUTEJbHOW YacTW KaTaJIUTUYECKOTO
uukia. beut caenan BeiBoa, yTo D- n K-kaHanbl
OTJIMYAIOTCS HE MO TUITy MPOBOAMMBIX MPOTOHOB
(cyOCcTpaTHBIM WJIM NOMMOMPYEMBbIid), a IO TUITY
00CTy:XKMBaeMOM MoJlypeaklMyd KaTaJIUuTUYECKOTo
uukna [45, 81, 85].

bosee mno3gHMe 3KClepUMEHTalbHBIE pe-
3yJIBTAThl CBUAETEIbCTBOBAIM O ToM, 4To K-ka-
HaJl, TTIO-BUAMMOMY, HE y4acTBYET B NPOBEACHUU
repeKkaunMBaeMbIX MPOTOHOB BOBCE, B TO BpeMs

CUJIELIKUI

Kak D-kaHan obecrneuuBaeT MepeHoC cyocTpat-
HBIX MPOTOHOB B OKMCJIMTEIbHOW 4YacTW LMKJIA
M BCeX MepeKayuMBaeMbIX MPOTOHOB B KaTalUTH-
YecKOM LIMKJIe (KaK B OKMCIUTENbHON (pa3e, Tak
U B BOCCTAaHOBUTEJIbHOI). [efCcTBUTEIbHO, eClu
Oob1 uepe3 K-kaHan mpoucxoausa mepeHoc Iepe-
KauyMBaeMbIX MPOTOHOB, To MyTamusi N139D B
D-kanane (coxpaHsiomiass KHUCJIOPOA-PEAyKTa3-
HYI0 (YHKIIMIO, HO TIOJTHOCTbIO MHIUMOMpYOIIas
rnepekauyrBaHue MpoToHa yepe3 MemopaHy [30, 87])
He JI0JIXKHA Oblj1a Obl BJIIMSITH Ha TIEPEHOC MepeKa-
YBAaeMbIX IPOTOHOB B BOCCTAHOBUTEbHON (hase
KaTaJuTUYeCKOro 1uKJa. B cooTBeTCTBUM ¢ 3TUM
He ObLIO BBISBIECHO MyTaluii o KaHainy K, cre-
U (UIECKU UHTUOUPYIIMX CITOCOOHOCTD K Mepe-
KauMBaHUIO MPOTOHOB 4epe3 MeMOpaHy. B Ha-
cTosIIee BpeMsl MPUHSTO CUMTATh, uTo K-KaHai
MepEeHOCUT OAMH Win oba (puc. 2) cydbCcTpaTHBIX
MMPOTOHA B BOCCTAHOBUTEIBHOM YyacTu Lukiaa [12,
85, 95]. bbulo oOHapyxXeHO, UYTO TPUCYTCTBYIO-
1as B cTpykTypax okucieHHoi 11O BomopomgHas
CBSI3b TMAPOKCWIBHOM Trpynnbl (apHE3UIBLHOTO
3aMECTUTENSI TeEMa a3 C PENOKC-aKTUBHBIM OCTaT-
KoM Tupo3uHa (Y288) oTCyTCTBYeT B KpUCTalJlaxX
BoccTaHoBieHHOI ¢opMmbl 11O [40] u 3ameniaeTcs
MoJieKyJIaMM Boabl. To €CTb MOXET CIYKUTh CBO-
€ro poja «3allleJIKoii» B BepxHeit yactu K-kaHarna.

CurHanoM K BbIKJIIoueHUI0 K-KaHajma MoxeT
CIYXUTh o0Opa3oBaHuE OKCO(EppUIbHOTO CO-
CTOSIHUS TeMa a; Ipu oOpa3oBaHUM MHTEepMeara-
ta P B nepexone A - P. OGpa3syloliieecsi oKCeHo-
BOE COCTOSIHME aroMa Kwuciopoda (B KayecTBe
CWJIBHOTO aKCHaJbHOIO JMraHaa TeéMOBOTO Xe-
Jie3a) MOXET BbI3bIBaThb M3MEHEHHE KOHGopma-
1 depmeHTta, aHajoruyHo mnepexoxy R - T B
reMorioouHe [45]. He3HauuTenbHOE cMmelleHUe
3apsaoB BHyTpu K-KkaHana, mepekpbhITOro B BEPX-
HEell 4acTh, MOXET IMPOMCXOAUTh M Ha CTaausIX
OKUCJIUTEIbHON TONypeakliud KaTaJuTU4YeCKOTO
uukiaa [31, 82]. Ponb Takux cMelleHUl 3apsiioB
BHYTPU KaHaja He siCHa, HO MOXET MPUBOIUTH K
YMEHBIIIEHUIO DHEPTeTUYECKOro OGapbepa sl pe-
aKlUMii MepeHoca 3JeKTpOHA BHYTPb TMAPOdOO-
Horo 6enkoBoro gapa LO.

B MuTOXOHApHMANTBHOM ITUTOXPOMOKCHIA3€ B
noroiaHeHue k D- m K-kaHamam paccmarpuBa-
eTcs BO3MOXHOE€ Y4acThUe TPEThero MPOTOHHOTO
nytu — H-kaHana, pojib KOTOPOro B MPOBEAEeHUU
MPOTOHOB OCTAeTCs MPeAMEeTOM IUCKyccuil [34,
96]. CormacHo MHEHHIO aBTOPOB PEHTIEHOCTPYK-
TypHoro aHanu3a 1O muexkonuratromux [34, 35,
96|, MAEHTU(PUIIMPOBABIIUX 3TOT TUMOTETUYE-
CKMI1 TIPOTOH-TIPOBOASIIMI MyTh, H-kaHan ciy-
SKUT JIJISI TPOBEACHMS ITepeKaurMBaeMbIX IPOTOHOB
B IO ¢ N-cTopoHbl MeMOpaHBI Yyepe3 OKpecT-
HOCTb IreMa a K octatky D51, pacnosiaramoiiemMycst
BOJMM3KM P-cTOpoHbl MeMOpaHbl. DYHKIIMSA 3TOTO
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KaHajla ¥ peryJisilus MpOBeIeHUsI MPOTOHOB IO
HeMy, BKJo4asi (hM3MOJIOTMYECKUE aCIeKThl 3TOM
peryasauuu, usydeHa majo [14]. CormnacHo omHoOit
U3 runote3, H-kaHan yyacTByeT B MpPOBEICHUU
MepeKayruBaeMoro MpoToHa Yepe3 BClo MeMmOpa-
Hy [97]; comacHO Ipyroil — MCIONb3YeTCs TOJIbKO
BEpXHsS yacTh 3Toro mytu [98]. Hakoneu, co-
IJJaCHO TpeThell rumnotese, H-KaHasl He BBIITOIHSI-
eT (YHKIUIO TIepeKauyrBaHUsI IIPOTOHOB BOOOIIIE,
a SABJSIETCSl TaK Ha3bIBa€MbIM TUIJIEKTPUYECKUM
«KOJIOALIEM», POJIb KOTOPOTO MOXET 3aKJII0YaThCs
B MOAYJISILIMU PEIOKC-TIOTEHIMAaa OJIM3JIeKallero
IepeHoCcYnKa 3JIeKTpoHOB rema a [99, 100].

Ectb ykazanus, yro mytaiuu B H-kaHane mo-
I'YT MHTMOMPOBATh MPOTOH-TPAHCIOIUPYIOIIYIO
dynkumnio B MutoxoHapuanbHoit 11O [34, 96].
OpHako HampaBfieHHBII MyTareHe3 B (hepMeH-
T€ BBICIIMX 3YKApUOT CJIOXKEH TEXHMYECKHU, 4TO
3aTPYIHSIET MHTEPNpPETALMIO TOJy4yaeMbIX pe-
3yasTatoB [101]. B To Xe BpeMs BbIXOmHAasl 4acThb
npoToHHoro H-kaHana, KoH(GOpPMalMOHHBbIC W3-
MEHEHUsI B KOTOPOM SIBJSIOTCS KJIOYEBBIM MO-
MEHTOM aJbTepPHATUBHOIO TUIOTETUYECKOTO Me-
XaHU3Ma TlepeKauyuBaHUsI ITIPOTOHOB MMWTOXOH-
npuanbHoii 11O, He coxpaHsieTcsi B TOMOJIOTHUY-
HbIX OakTepuanbHbix okcupasax [102, 103]. bonee
TOro, MyTallUM I10 TOMOJIOTUYHBIM OCTaTKaM
kaHana H He mHrudbupyror GakrepuanbHbie 1O
aas-tuna [103, 104]. MccaenoBaHus LUTOXPOM-
OKCHJIa3bl HUBIIMX 3yKapuoT (ApoXoKeit) He mom-
JNepXKUBaIOT KoHLenuoo o poau H-kaHana B mne-
pexaynBaHUU IPOTOHOB [16].

MEXAHUN3M I'EHEPALINN
MEMBPAHHOI'O IIOTEHIIJIA
1O B XOJAE OJHODJIEKTPOHHOTI'O
IIEPEXOJAF - O

Jns1 uneHTUGUKAIMU 3JEKTPOTeHHBIX TTPO-
1IeCCOB, JIeXalllUX B OCHOBE «CpEIHEH» U «Me-
JIEHHOI» (a3 KWUHETUKU TeHepaluu MeMOpaHHO-
ro noteHuuan IO B nepexone F —» O, okazanock
MOJIE3HBIM HcclieqoBaHuEeM 3(PGhEeKTOB BIUSHUS
Ha HUX M30TOITHOTO 3aMElIeHUs U MOHOB LIMHKA.
DnexrporeHHble (asbl 3HAYUTEIBHO OTJIMYAIOT-
¢ MexXay co0oii a(p(peKToM H30TOMHOro 3ame-
IIEHUsI, YTO TO3BOJUJIO MIACHTU(DUIIUPOBATH UX
aHaJIOTH MPU UCCAeNOBAaHUU MYTAHTHBIX (OPM U
COOTHECTU MX C TEPEHOCOM MPOTOHOB Pa3HOro
tuna [30]. «CpenHsiss» daza oTcyTCTBOBaja B He-
CONpSIKEHHOM MYTaHTe ¢ 3aMeHoil B D-kaHaie
(N139D), coxpaHsolleM KUJIOPOA-PeAyKTa3HYIO
aKTUBHOCTb 0€3 TepeKaurMBaHUs MPOTOHOB uyepe3
MeMOpaHy. DTO yKa3blBaeT Ha CBSI3b «CpemIHeil»
(azpl ¢ mepeHOcOM TepeKayMBaeMoOro IMpPOTOHA
M Ha TO, YTO TIepeKauMBaeMblii MPOTOH Mepeme-
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1maercs paHblie cyoctpatHoro. CoOoTBETCTBEHHO,
«MeJJIeHHasl» (a3a coxpaHsigach B MyTaHTe U
OblJIa MHTEPIPETUPOBaHA KaK MepeHoc cyocTpaT-
Horo npoToHa B BNC.

B mpucyTrcTBUM MOHOB LIMHKA (MHIUOUTOpa
MPOTOHHOTO TpaHCIoOpTa), N00aBJEHHBIX CHapYy-
X1 K TipoTeoaunocomMam ¢ LIO muroxonapuit niu
IO aa; nuxkoro tuna u3 R. sphaeroides 15, 105],
«ME€JIJIEHHAasI» DJIEKTpPOreHHasi NMpOTOHHas ¢ha3a
3ameisiack. Takoro ke apdekra Ha «CpeIHIo»
BJIEKTPOTeHHYyI0 a3y He HabOmoganoch. Takxke
OTCYTCTBOBaJ 3(P(EKT MOHOB IIMHKA HA MPOTOH-
HYIO 2JIEKTPOTeHHYIO (ha3y B HECOIPSDKEHHOM MY-
tanTe N139D. B cOBOKYMHOCTU 3TO CBUAETEIb-
CTBYET O TOM, UTO «MeEIJIEHHas» 2JIEKTpOreHHas
(aza B AUKOM THUIE COACPXKMUT B CBOEM COCTaBe
CTaaNI0 BHICBOOOXKICHUS TepeKaunBaeMoro mpo-
TOHA Ha BHEIIHIO CTOPOHY MeMOpaHbl U 4YTO
MMEHHO 3TOT IMPOILIECC, MO BCeit BEPOSITHOCTH, SIB-
JISIETCSI CKOPOCTh-JTMMUTUPYIOIIEH peakuueit ast
Bceil «MemIeHHOIi» 3JeKTporeHHoi ¢a3bl [15].
B ominune oT BXOAHBIX TPOTOHHBIX IyTEl, TpacK-
TOPUM BBIXO/A MPOTOHOB HAa BHEIIHIOW CTOPOHY
MeMOpaHbl B I1O mano usydeHsl. EcTh yKazaHus
Ha TO, YTO MYTh BHIXOAA MOJIEKYJl BOIBI OpraHU-
30BaH B BUJIC JUCKPETHOI TPAaeKTOPHUU Uepe3 1B
KaHaJIO-MOA00HbIE CTPYKTYPbI, KOTOpDBIE MOTYT
MPUHUMATh Yy4acTUe TaKXKe B MPOBEACHUU TMepe-
KayMBaeMoOro IpPOTOHA Ha BHEIIHIOI CTOPOHY
MemOpaHbl [52, 106]. B xone M3yyeHus: BAUSHUS
pa3HBIX KOHIEHTpalUMi IIMHKA Ha KMHETUKY Te-
Hepalnu MEMOPaHHOTO MOTEeHIIMAala BCTPOEHHOM
B MeMOpaHy MpPOTEOJUIIOCOMbI IIMTOXPOMOKCH-
naswl aa; u3 R. sphaeroides ObIIA MOJyYeHbI DKC-
MepuMeHTaJIbHbIe PE3yJIbTaThl, YKa3blBaloIIle Ha
HaJW4yMe He MeHee NIBYX OTAEIbHBIX 3(D(MEeKTUB-
HBIX CATOB CcBA3bIBaHUs MOHOB Zn>" 11O ¢ P-cro-
pOHBI MeMOpaHbl. Takke OHM CBUAETEILCTBOBAIN
0 TOM, YTO BBIXOJ I€peKauyMBaeMOro MpoOTOHa U3
caiita 3arpy3ku mnpotoHoB (PLS) ILIO Bo BHewl-
HIOIO BOIHYIO (ha3y MOXKET OCYIIECTBISTHCS IO
HECKOJBKUM TpaekTopusm [15].

B cnyuyae aHanusa «cpegHeii» U «MeIJIeHHO»
MPOTOHHBIX (a3, COrmacHO MOJENM TOCenoBa-
TEJIbHBIX peaklMil, 3HAaUeHUsS] UX OTHOCUTETbHBIX
aMIUTUTYA UMeloT O0au3Kyto Benuuuny [107, 108].
IIpy HOpMUpPOBaHMM K aMIUIATYAE <«OBICTPOM»
5JIEKTPOT€HHO  KOMIIOHEHTbl ~OTHOCUTEJbHAas
aMIUIMTYAA «CPeIHEel» U «MEIJIEHHOMW» BJIEKTPO-
reHHbeix ¢a3 masg nepexoma F— O B MUTOXOH-
npuajibHOM (epmeHTe cocrtasiser ~1,9—2,1 ot
BEJIMUMHBI «OBICTPOI» DJIEKTPOTeHHON (hashl,
T.. COOTBETCTBYET IIEPEHOCY CYMMAapHO JBYX
MPOTOHOB 4Yepe3 OOJIbIIYI 4YacTb MeMOpaHHO-
ro nuanektpuka [108]. Kak yxe ObLIO cKa3zaHO,
D-kaHan obecneyuMBaeT MepeHOC W MepeKayu-
BaeMoOro, M CyOCTpaTHOIO MPOTOHOB B Mepexonax
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OKUCIUTEIbHON (pa3bl KaTaIUTUYECKOTO I1IM-
kna O [45, 81]. IToaTomy «CpeaHssi» U «MeaJIeH-
Has» TMPOTOHHBIC B3JIEKTPOreHHBbIE (ha3bl MOTYT
OBITh MHTEPIIPETUPOBAHBI KaK 2 MOCJenoBaTeNb-
HBIX MIEHTUYHBIX Tpollecca PernpoOTOHUPOBAHUS
HEKOTOPOro KJIIYeBOro ocrarka B D-kanaie,
pacroyiarajonierocsi B OKpeCTHOCTU OMSIAEPHOTO
LIEHTpa, C MUHOPHBIM BKJIAJOM JPYTUX COIIPSI-
JKEHHBIX BHYTPHMOEJIKOBBIX TE€pEeMEIeHUIl 3apsi-
na [107, 109, 110].

B kayecTBe MpOMEXYTOYHOIO AOHOpa IpO-
TOHA, 00eCIeYrBalOIIeTO MPOBEACHUE MepPeKavm-
BaeMOT0O M CyOCTPAaTHOTO MTPOTOHOB, CIIYXKUT KOH-
cepBaTuBHBIN ocTaTok E286, pacrionaramommiics
B BepxHeil yactu D-kanana (puc. 3). E286 asnsa-
€TCsl TOUKOI OudypKaluy B TpaHCIOKALIMKU TTPO-
TOHOB uepe3 D-kaHan nubo Mo myTd TMepeHoca
cyOCTpaTHOro MpPOTOHA K LEHTpy rema as/Cus,
JIM0O Ha BHEIIHIOI CTOPOHY MeMOpaHBbI. 3ame-
Ha E286 na HemporoHupyeMmbliii aHanor (E286Q)
WHIUOMPYET MEPEHOC U MepeKaunuBaeMoro, u cyo-
CTPATHOTO TPOTOHOB B OJHOBJEKTPOHHOM Iepe-
xone F—- O [45, 81]. Ilpu uccienoBaHUM MyTa-
uun NI139L, nepexpsiBatoieit Bxon B D-kaHai,
OblIa BBISIBJIEHA BJIEKTPOT€HHAs CTaaus Iepe-
HOCa MPOTOHA OT MPEANojaraeMoro MepBUYHOTO
noHopa npotoHa it BNC (ocratka E286) B ka-
tanutudeckuit neHTp BNC 1 ycTaHOBJIEHO 2J1eK-
TpOreHHoe paccTosiHue Mexay Humu (~0,15 Ton-
IIMHBI MeMOpaHHOro auajekTpuka) [31]. DTo
HAXOIUTCS B OJIM3KOM COOTBETCTBUU CO CTPYKTYP-
HBIMU JAHHBIMU, COTIACHO KOTOPHIM PAacCTOSTHUE
no ocratka E286 or BHyTpeHHeil BOmHOI ¢a3bl
cocrasisteT ~ 0,56 reoMeTpUYECKOI TOJIIIMHBI MEM-
opannl [107]. B ycnoBusix aeduumnra npoToHOB B
D-kanane (c menporoHupoBaHHbIM E286) poiib
JoHopa mipotoHa ais1 BNC MOXeT BBINOJHSITH
octaToK Y35 B cpenHeil yactu KaHana [27].

OnHoanekTpoHHbI nepexonq F—- O B rem-
MEIHBIX OKCHIa3aX CeMelcTBa A MpU <«UHDBEK-
Huu» 2JekTpoHa oT Rubpy HaumHaeTcsl ¢ Boc-
craHoBieHuss Cu, M 3JEKTPOTeHHOTO IlepeHoca
asiekTpoHa oT Cu, Ha reM a («ObICcTpasi» KOMITO-
HeHTa KuHeTuku reHepauuu AW) (puc. 3; [17]).
Bo3MoxxHOe cMellleHre TOJ0XUTEIbHOIO 3apsaa
BHYTPU 3aKkpbiToro K-kaHana B OTBET Ha BOoccCTa-
HOBJICHHME TeMa @ MOXET O0JIETYUTh STOT MPOLIeCC
(ctamus 2' Ha puc. 3; [31]). ITlepeHoc 3neKTpoHa
OT remMaa K remy a;*"=0> NpouCXOIUT BAOJb
IUIOCKOCTA MeMOpaHbl IMpPaKTUYECKU DJIEKTPO-
HeliTpasbHO. TpaHclIoKallus MPOTOHOB HayMHa-
eTcs ¢ IepeHoca MnepeKkauMBaeMoro IMpoTOHa OT
ocratka E286 B «oBywiky» rporoHos (PLS), pac-
noJjioxkeHHy1o Bbillie BNC. B pa3HbIX reM-MeaHbIX
okcumaszax cemeiictBa A B kauectBe PLS moryr
paccMarpuBaTbcsl A-TpPOTNMOHAT Tema a; U/Wiu
OIWH U3 TUCTUAMHOBBIX nuraHnoB Cup [111, 112].

CUJIELIKUI

Ecth ykazanus Ha To, 4yTOo posib PLS MoXeT BbI-
MOJIHATBCS KJIACTepPOM IMPOTOH-OOMEHMBAIOIIMX
IPYIIN, BKJIOYAIOMUM nporuoHaTel A u D rema a;
U pacnoioxeHHbie BOau3u octatku (D52 n K171,
Kak B ciaydae 1O mutoxonapwuii) [113], niubo rum-
podUIbHBIM TOMEHOM Haja reMoM a [98].

B mnepexone F—- O cyOGcTpaTHBIE NpPOTOH
IeEpEHOCHUTCS Takke oT ocTaTtka E286 Hermocpen-
ctBeHHo B BNC, a cam ocratok E286 B xome Bcero
repexoaa ABaXKIbl PerpoOTOHUpYyeTcs yepe3 D-ka-
Hall. «CpeaHsisi» 3JeKTporeHHas (a3a BKIOYAeT
B ce0s1 2JIEKTPOreHHbI nmepeHoc mpoToHa H oT
ocrarka E286 K mepBUYHOMY aklENToOpy IIpoO-
toHa (PLS), a Ttakxke ogHO U3 TociemoBaTelb-
HBIX 2JIEKTPOre€HHBIX PENPOTOHMPOBAHMUIA OCTaT-
ka E286 u3 BHyTpeHHeil BogHOi N-dasbl yepes
D-xanan (puc. 3). «MemjieHHas» 2JIeKTpOTreHHast
(aza BkyIO4YaeT B ceOs1 BTOpoe PENnpoOTOHUPOBaA-
Hue ocrtatka E286, criemyioiiee 3a MepeHOCOM
IIPOTOHA, YYaCTBYIOILIET0 B XMMUYECKOM IIpeBpa-
meHun kucnopoxaa, ot E286—COOH x BNC.

Ecth ykazaHus Ha TO, 4YTO COOCTBEHHO Iepe-
Hoc nipotoHa oT E286 B BNC (cragust 5) Bxoaut
B COCTaB «MEIJIEHHO» B3JIeKTPOTeHHOI (a3bl B
cayyae IO u3 R. sphaeroides n B cocTtaB «cpel-
Hel» aJiekTporeHHoi ¢das3bsl B caydae O wu3s
mutoxoHapuit [28]. B xome mepeHoca cyOcTpat-
Horo npotoHa B BNC mpoucxonut HelTpanusa-
LMSI TMEPEHECEHHOTo TyAa 2JIEKTPOHA, OTpHIla-
TEJIbHBIN 3apsii KOTOPOrO MOT CTaOMJIU3UPOBATh
Haxoasmuiics B PLS mepekaunBaeMblii TIPOTOH.
IlepeHoc HOBOroO MpPOTOHA BIJIyOb MEMOPaHHOTO
IUBJIEKTpUKA IIPU PENpPOTOHUPOBAHUU OCTAT-
ka E286 moikeH MpUBOAUTH K 3JIEKTPOCTATUYE-
CKOMY BBITAJIKMBAHUIO TIEPEKAYMBAEMOI0O IIPO-
toHa u3 PLS [112, 114, 115]. CooTBeTCTBEHHO,
«MeJJICHHAasI» 3JIeKTpOreHHas a3a BKIIIOYAET B
cebs Takke BbICBOOOXIeHUEe mpoToHa u3 PLS Ha
BHEIIIHIOIO CTOPOHY MeMOpaHblI, KOTOPOE MOXET
ObITh 3aMemJieHO J00aBjieHMeM MOHOB IIMHKa
¢ P-ctopoHbl MeMOpaHbl (puc. 3).

ITPUMEHEHUE
INPAMOUN DJIEKTPOMETPUUN
K UCCIENOBAHUIO TEM-ME/THBIX
OKCHJA3 CEMENCTBA B

Mg TToHMMaHWsT MeXaHu3Ma COIIPSIKEHHOTO
MPOTOHHOTO HAacoca IUMTOXPOMOKCHUIA3bl 0O0Jb-
1oe 3HaYeHUe MMEeT U3y4yeHUe BCEro MHOT000-
pasus HajaceMelcTBa reM-MeIHbBIX TEPMUHAJIBbHBIX
okcuaas [8], Bkoyasi ropasgo MeHee M3ydeH-
Hble M 3BOJIIOLMOHHO OTHAJleHHbIe cemelicTBa B
u C [19, 116, 117]. N3yuyenune okcuaas cemeiicts B
n C HayaToO OTHOCHUTEJIbHO HEIABHO, AaKTUBHO
pa3BuBaeTcs B rociaeaHue roabl [29, 95, 118, 119].
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Puc. 3. Ha cxeMe npuBeneHbl 3JIEKTPOreHHbIE CTaAWM, pa3peliacMblie MPU OJHOIEKTPOHHOM (POTOMHBEKLIUU C ITOMOIIbIO
Rubpy B nepexone F - O (nmepeHoC 4eTBEpTOro 3/71eKTPOHA B KAaTAIMTUYECKOM LIMKJE [UTOXpoMoKcuaasbl). [lepen Hauamom
peakiuy TeM a3 HaXOOMTCS B OKCO(MEppUIBHOM COCTOSIHMU (He IMoKa3aHo). KpacHble CTpelKM yKasbIBalOT HallpaBJIeHUE
nepeHoca 3JeKTPOHA, B TO BpeMsl KaK CMHUE — CTaJuM TpaHCJOKaluu npoToHoB. [Toka3zaHbl 2 MPOTOH-MPOBOMSIIMX MyTH
(D- n K-xaHaubl), IpuBeNeHbI psii KOHCEPBATUBHBIX aMUHOKMCIOTHBIX OCTaTKOB B HUX. Ctaguu 1 u 3 oTpaxaior rnepeHoc
anekTpoHa oT Cua K remy a u oT rema a B BNC cooTtBetcTBeHHO. B x0ne nepexona F » O 06a npoTtoHa (cydcTpaTHBI U Tiepe-
KayuBaeMblii) TepeHocsiTeda yepe3 D-kanai. Ilpenmonaraercs, uyto usomepusanus E286 (mepexon Mexay KOH(MOpPMaLIMSIMU
E286: u E286,) mpemiiecTByeT nepeHocy rnporoHa ot E286 Kk caiity 3arpy3ku nepekaunBaemoro nporoHa (PLS). YacTtHbie
CTaJuu IepeHoca IIPOTOHOB (2, 4) BXOAST B COCTaB «CPeIHEi» JIeKTPOTreHHOM (ha3bl, B TO BpeMsl KakK cTaauu 6 1 7 — B COCTaB
«MeJIeHHOI». [Toka3aH MOMOoIHUTENbHBIN MyTh BbIXOAA NepeKkaynBaeMoro npotoHa u3 PLS (8), BbIsBIsIeMblil B IPUCYTCTBUU
noHoB uuHka [15]. Ilepenoc nmporona or E286 B BNC (cTamus 5) mpeamnosoXnUTeIbHO BXOMUT B COCTAB «CpemHe» (B clydae
O u3 mutoxonapuii) u «menjaeHHoi» (11O u3 R. sphaeroides) snexTporeHHbIX a3 coorBeTcTBeHHO. CTaaus 2' — BO3MOXHOE
cMmelleHue 3apsna B K-kaHasie B OTBET Ha BOCCTaHOBJIeHUE rema a [31]

He B mocnenHeii creneHu 3To CBS3aHO C MX IIUPO-
KO# pacrpocTpaHEHHOCTbIO B MAaTOI€HHBIX MUK-
poopraHu3Max, Hapsay ¢ He coaepXalluMu Melb
oKcuaazaMu bd-Ttuna, M, COOTBETCTBEHHO, BaX-
HBIM OMOMeAUUMHCKUM 3HaueHueM [120].

B cnyuae IO bas uz T. thermophilus, Tunud-
HOTO TIpeACTaBUTENs ceMmelicTBa B, ¢ momolibio
MPSIMOTO 3JIEKTPOMETPUUECKOTO MeToa Obljia 00-
HapyXeHa MHTepecHasi 0COOEHHOCTh aKTHBHOTO
neHtpa BNC storo ¢pepmenTa [121]. LIO ba;-tuna
u3 1. thermophilus B UICXOMHOM OKHUCJIEHHOM CO-
CTOSTHUM HE pearupyeT ¢ SK30T€HHBIMM JIUTaH-
JaMU U IO3TOMY €€ He yJaeTcs NepeBecTH U CTa-
OouM3upoBath B coctossHuM P wiu F ¢ momolbio
00paboTku nepekuchbio Bomopona wiu CO [121]
TakK, KaK 3TO AeJaj0Ch IJisI TUITUYHBIX ad;-OKCH-
na3 [63]. OgHako Npu «UHBEKLMUU» 3JIEKTPOHA
oT Rubpy B Haxopsilyiocs B IMOJTHOCTbIO OKMC-
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JieHHOM cocTosiHur O LuToXpomokcuaasy ba; us
T. thermophilus B IpUCYTCTBUU TePEKUCU BOOOPO-
J1a HaOI0AaeTCs TOMOJHUTENbHAS JIEKTPOTreHHas
peaxiiysi, CKOpOCTb KOTOPOil MPsIMO MPOMNOPIINO-
HaJlbHA KOHLIEHTpaLUU A00aBICHHON IMEepeKMUCH.
NHbIMM cioBamMu, (GakKTUYECKM HEAKTHBHBINA B
OKHCJIEHHOM COCTOSTHUH IO OTHOLIEHMIO K BHEIII-
Hum jgurangam BNC O ba; uz T. thermophilus
MproOpeTaeT CIOCOOHOCTb CBSI3BIBAThH JIMTAHIBI
(TIepexonuT B aKTUBHOE/OTKPBITOE COCTOSIHUE) B
OTBET Ha OJHOJIEKTPOHHYIO «MHbEKIIUIO» U BOC-
craHoByieHue rema b [121].

BaxHBIM  OOCTOSITEILCTBOM B KOHTEKCTE
YHUKAJIbHOCTU M TOJIb3bl NPUMEHEHUS ITPSIMOTO
3JIEKTPOMETPUYECKOTO METoAa K M3YyYEHUIO 1IMTO-
XpoMoKkcuaasbl bas-tuna us 1. thermophilus aBnsi-
€TCsl TO, YTO OLIEHMBAaeMble 1O CTEIIEHU 3aKUCIIe-
HMSI BHEIITHETO OTceKa MPOTEOJIMIIOCOM B YCIOBUSX
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CTAllMOHAPHON KHMCJIOPOA-PEAYKTAa3HON peaklu
yCpeIHEHHBIE MapaMeTpbl KaTaIUTUYECKOTo LIMKIIA
aTOoro (hepMeHTa CBUIETEIbCTBYIOT O Bapuadeib-
HOCTU CTEXMOMETPUU TIepeKauyuBaHUSI IIPOTO-
HOB. B ormamume oT okcupas cemeiicTBa A, cTe-
XMOMETpHUS TIepeKauuBaHus npoToHoB B 11O
cemeiictB B 1 C B cTallMOHApHBIX M3MEPEHUSIX
MOXET BapbHMpOBaTh B 3HAUMTEIBHBLIX Ipeaeliax:
B cpeaHeM ot 0,5 mpoToHa Ha anekTpoH (H"/e7),
no