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I. BBEAEHUE

B aHa’poOHBIX yCIOBUSX HEKOTOPBIE OAKTEPHH UCTIONB3YIOT MUHEPAIb-
HbIe (HepacTBOpHMBIE) (OPMBI COCIMHEHUH METaJJIOB IIEPeMEHHON
BaJICHTHOCTH B Kau€CTBE aKIENTOPOB AEKTPOHOB. BriepBhie criocobHOCTh
MHUKpPOOPTaHU3MOB K OOJIMTaTHON KeJae30peAyKIun («KeIe3HOMY
JIBIXaHHUIO») B aHadpPOOHBIX yCIOBHUSX OblLla mokazaHa bamamoBoit n
3aBap3usbiM B 1979 1 [1]. B aTux skcniepumenTax 6akrepus, HACHTHH-
IUpoBaHHast Kak Pseudomonas sp., BOCCTaHABIMBaJIa THAPOKCH JKele3a
1 GepPUTHIPUT MOJIEKYIISIPHBIM BogopoaoM. B koH1e 80-X royoB nosiBu-
nuch pabotel Jlanu u ap., teMoHCTprpoBasine uenonb3oBanue Fe(I1l)
n Mn(IV) B kauecTBe KOHEUHOTO aKIENTOPa AJIEKTPOHOB MPH POCTE
MHUKPOOPTaHU3MOB Ha HECOpPaKMBaeMbIX OPraHUYECKHX COCAMHEHHSIX

Tpunsmule coxpawenus: DBMR (Dissimilatory Bacterial Metal Reduction) —
JIUCCUMUIIITOpHAs OakTepuanbHas mertautopenykuus; OMC (outer membrane cyto-
chrome ¢) — MOBEpXHOCTHBIE IIUTOXPOMBI ¢; .m.S.d. (root-mean-square deviation) —
cpenHe-kBaapariuuHoe oTkioHeHue; DTL — anexTpoH-TpancnopTHas nemns; Fe-NTA —
HUTPHIOTPHALIETAT JKele3a.
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[2, 3] u mokazaBmIKe MIMPOKOE PACTIPOCTPAHEHUE TAKMX OPraHU3MOB
B mpupone [4-9]. bakrepun, BhIZICIEHHBIE B PE3YAbTaTe ITHX HCCIIEI0-
BaHUI U OTHeCEéHHBIC K pojaMm Geobacter u Shewanella, cranu B nainb-
HEeHIIeM MOJAETbHBIMU OOBEKTaMHU ISl U3yUeHUS] OMOXMMHUYECKHX U
(U3NONTOTNYECKHUX aCIEKTOB MUKPOOHOH MeTamnopeaykuun. Camo xe
ABJICHUE, TIOJyYUBIICEe Ha3BaHUE AUCCHUMMISTOPHONW OaKkTephanbHON
metamuopenykiun (DBMR), urpaer orpoMHyio pojib B MpeBpaIICHUH
TaKMX LIMPOKO PACTIPOCTPAHEHHBIX M )KU3HEHHO Ba)KHBIX 2JIEMEHTOB KakK
skente3o u Mapraser [10, 11]. B HekoTOpbIX MOPCKUX, TPECHOBOIHBIX U
MOYBEHHBIX HKOCUCTEMAaX TUCCHUMUISITOPHOE BOCCTAHOBIICHHUE JKEle3a
(IIT) MuKkpooOpraHr3MaMu — OCHOBHOM ITPOIIECC, 00ECTIEYMBAFOIIINI OKHC-
JIEHWEe OpraHn4YecKoro BemecTna [9, 12]. Emé 0ombIiryro posib MUKPOOHOE
BOCCTAHOBJICHHE TPEXBAJIEHTHOIO XkeJie3a MOIJIO UIpaTh B IpEBHEHIIEH
ouocdepe, rne Fe(Ill) BeposITHO SBISIICS MEPBBIM M HEKOTOPOE BPEMS
OCHOBHBIM OKHCIIMTENIEM OpraHmdeckoro yriepona [13]. BeigsunyTa
TUTIOTE3a O TOM, UTO AUCCHUMIIATOpHOE BoccTanosiaeHue Fe(Ill) morio
OBITH TIEPBBEIM BO3HHUKINUM THIIOM Metabonm3Mma [14]. B Hacrosmiee
BpeMs OaKkTepHabHAs METAIIIOPEAYKIMS PACCMaTPUBAETCS KaK IIPOLIECC,
MMEIOIITNI OTPOMHBIN OMOTexXHOIOoTHYecKuid morennman [11, 15] mus
CO3JIaHNA MUKPOOHBIX TOIUITMBHBIX 351eMeHTOB [16—19], MUKpOOHBIX
ANIEKTPOH-TIPOBOASIIHNX Tieneit [20], GnopeMeanauy mouB OT TOKCHYHBIX
METaJIJIOB, B TOM YHCJIE PaJHOAKTUBHBIX, TyTEM BOCCTAHOBJICHHUS U TIepe-
BOJIa HX B MeHee pacTBopumyto ¢hopmy [15] (Hanpumep, U(VI) B U(IV)
[21], Te(VII) B Te(V) [22]). HenaBHO Obliia okazana BO3MOKHOCTB JTHC-
CUMHJISITOPHOTO IKCTPAKJIETOYHOTO OaKTEPHaIbHOTO BOCCTAHOBICHHS
okcuzaa rpadeHa, KoTopas paccMaTpHBaeTCsl Kak OJUH U3 CIOCO0OB
nojyueHus rpagena [23].

OnuH 13 OCHOBHBIX BOIPOCOB, KOTOPBIN BO3HUK ITpH n3ydenunt DBMR
C HUCIOJIb30BaHMEM HEpPACTBOPUMBIX COEAMHEHUIH METAJJIOB B KauyeCTBE
TEPMUHAJIBHBIX AKIENTOPOB AIEKTPOHOB — KAKOB MEXaHU3M IEpeHoca
SIIEKTPOHOB OT LUTOIIa3MaTH4YECKO MeMOpaHbl, Ie UX UCTOYHHKOM
SIBJIIFOTCS. BOCCTAHOBJICHHBIE XMHOHBI, Uepe3 MEepUIIa3My M BHEIIHIOK
KJICTOYHYIO0 MEMOpaHy K pacliojOKEHHOMY CHApy>KH HEPacTBOPUMOMY
cyocrpary. OTaensHO ciaeqyeT OTMETUTh, YTO Bce OAKTEpHH, IS KOTO-
PBIX M3Yy4ajicsi 3TOT MEXaHU3M OTHOCATCS K I'PaM-OTPHLATEIbHBIM,
MO3TOMY HMEIOLIHUECS B HACTOSLIEE BPEMsI MEXaHU3Mbl SKCTPAKJICTOYHOTO
3NIEKTPOHHOTO TPAHCIIOPTa YUUTHIBAIOT OCOOCHHOCTH CTPOCHHUS KIETKH
1 KJICTOYHBIX MEMOpaH MIMEHHO IpaM-OTPULATEIbHBIX OPraHu3MoB. J{is
TPaM-TIOIOKHUTENBHEIX OakTepuii nccnenoBanne DBMR naxomuTcst Ha
HavapHOM cramuu [24-29].
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II. OCHOBHBIE MEXAHN3MbI DOKCTPAKJIETOYHOI'O
JIEKTPOHHOI'O TPAHCIIOPTA

Hawubonee uccnenoBaHHBIME MOJCTBHBIMHA OPTaHU3MaMU JIJIsl U3y UCHHS
MEXaHU3MOB HKCTPAKJIETOYHOI0 TPAHCIIOPTA 3JIEKTPOHOB Ha HEPACTBOPH-
MBI€ U paCTBOPUMBIE CYOCTpaThl cTanu OakTepun Shewanella oneidensis
MR-1 u Geobacter sulfurreducens (Hanbosee UCCICTOBAHHBIC IITAMMBI
DL-1 1 KN400 [15]). Pe3ynsraTsl, MOTy4YeHHBIE U1 3TUX JAByX OpraHHU3-
MOB U 3aT€M NPOBEPEHHBIC HA APYTHX IPaM-OTPULATEIbHBIX OAKTEPUIX
[30-35], ocymecteisrorux DBMR, nosBonwiu chopmynupoBaTs Hec-
KOJIBKO OCHOBHBIX MEXaHW3MOB SKCTPAKIIETOYHOTO TPAHCIIOPTA JICKTPOHOB
[4,11, 14, 15, 36—-38], KOTOpBIE B peabHbIX YCIOBUSIX MOTYT PEAJIN30BbI-
BaTbCsl OZIHOBPEMEHHO, B3aUMHO JIOOIHSAS APYT Apyra.

IepBbIii MEXaHU3M CBSI3aH C y4aCTHEM MYJIBTUT€MOBBIX IUTOXPOMOB
¢, pyHKIHOHANBbHBIE KOMIUIEKCHI KOTOPBIX 00pa3ylOT MPOTSKEHHBIE
3NIEKTPOH-TPAHCIIOPTHBIE LIEIH, OCYILECTBIISIOIINE IIEPEHOC 3JIEKTPOHOB
OT BOCCTAaHOBJICHHBIX XMHOHOB B LIUTOIJIA3MaTH4eCKOM MeMOpaHe
Ha pelloKC-OeNKH, CBA3aHHbIE C BHEUIHEH IOBEPXHOCTHIO HAPYKHOU
KJIETOYHOH MeMOpaHbl, U 3aT€M Ha 3KCTPAKJIETOYHBIE PACTBOPUMBIE
¥ HEpacTBOPUMBIE CyOCTpaThl, B TOM YHCIJIE HEPACTBOPUMBIE OKCHJIBI
METaJIIOB, BXOISIINE B cocTaB MuHepanoB [11, 15, 39-44 u ccpuiku B
Hux|. O4eBUAHO, YTO peau3alysi ITOT0 MEXaHW3Ma BO3MO)KHA TOJIBKO
MIPH YCIIOBUH OJTM3KOTO KOHTAKTa BHEIITHEH MMOBEPXHOCTH OaKTeprUaIbHOM
KJIETKHA C PacIlOIOKEHHBIMA HAa HEW TepMUHAIBHBIMU PEIyKTa3aMH C
HEPACTBOPUMEIM aknenTopoM (MeHee 15-20 A). B aToM cirydae BO3sMOXkeH
MIPSIMOM MEPEHOC IMEKTPOHOB MEKIY SKCIIOHUPOBAHHBIM B Cpely TeMOM
9KCTPAKIETOYHOTO ITUTOXPOMA ¢, BBIMOJIHSAIOLIETO POJIb TEPMUHAIBHOMN
penykrasbl, U akmentopoMm [45]. [ng peanuszanuu 3TOro mepeHoca
KJIeTKH OakTepuii, ocymecTpisiomnx DBMR, cHaGxkeHbl MexaHU3MaMu
oOHapykeHUsl cyOcTpara, TakCHca B HallpaBJICHHH CyOCTpaTa U B3aMO-
JEHCTBUS ¢ OBEPXHOCTBHIO HepacTBOpuMoro cybcrpara [46—48]. Tloc-
JIeTHSIS CTaHsl 3aBUCUT OT CIOCOOHOCTH KIIETKH CUHTE3HPOBATh IKCTPa-
KJIETOYHBIE MMOBEPXHOCTHBIE LUTOXPOMBI ¢. MyTaHThI S. oneidensis,
KOTOpbIE HE MPOAYLHUPYIOT OBEPXHOCTHBIE IIUTOXPOMBI, HE CIIOCOOHBI
B3aMMOJICHCTBOBATh C MMOBEPXHOCTHIO HEPACTBOPUMOTO cydcTpara [48].

Bropoii MmexaHu3M, JOMOMHIOUINN U PACIIUPSIIOUUN BO3MOKHOCTH
MIEPBOT0, CBS3aH C CUHTE30M PACTBOPUMBIX HU3KOMOJICKYJISIPHBIX PEJOKC-
MEPEHOCYNKOB — (IIaBUHOB, TIOCTABIISIEMbIX KJIETKOH BO BHEILIHIOIO CPeLy
[11, 15, 49-54]. Haubonee uccienoBaH 3TOT MEXaHU3M y OaKTepuu
S. oneidensis MR-1 [49, 51-56]. YpoBenb pubodrabuaa 1 ®MH, cexpe-
THpPYEeMBIX OakTepueit S. oneidensis MR-1, 3aBHCHT OT pUPOIBI aKIICTI-
TOpa U YBEIMYHUBAETCS IMPU POCTE KIETKH ¢ coequHeHusIMu xernesa (111)



352 T.B.Tuxonosa, B.O.Ilonos

[56]. IIpenmonaraeTcs, 9T0 BOCCTAHOBICHHE TIEPCHOCUYUKOB MMPOTEKACT
HAa TEX K€, PACIIOJI0KEHHBIX Ha BHELIHEN CTOPOHE HAPYKHOW KJIETOYHOM
MeMOpaHbl MYJIBTHTEMOBBIX ITUTOXpoMax ¢ (manee OMC—outer mem-
brane cytochrome ¢), KOTOpbie B MEPBOM MEXaHU3ME OCYIIECTBISIOT
MPSIMOM TIEPEHOC JIEKTPOHOB Ha HEPACTBOPUMBIE akIenTopsl [54, 55].
[MosTomy B oTcyTeTBrie OMC BOoCCTaHOBIEHHE HEPACTBOPUMBIX CyOCTpa-
TOB (pJIaBUHAMU [TPAKTUUECKU HE MpoTeKaeT. Bkiiaa ¢praBUHOB B 0010
CKOpOCTb IEpeHOCca NEKTPOHOB Ha HEPACTBOPUMBIN OKCHJI JKeje3a coc-
taBnseT 75-80 % [52, 53] win, 10 ApYrUM JaHHBIM, B IPUCYTCTBUY MUK-
POMOJIAPHBIX KOHLIEHTpAMK (pJIaBUHOB CKOPOCTD IIEPEHOCA IIEKTPOHOB
nutoxpomoM MtrC Ha anektpoa Bo3zpactana B 10 pa3 [54]. Ha ckopocTb
BOCCTaHOBJICHHS PACTBOPUMBIX IKCTPAKIIETOUHBIX CyOCTPAaTOB IPUCYTCT-
Bre ()IaBUHOB HE BIHsLUIO [52, 54].

Tpetuii MexaHH3M, KOTOPBI aKTUBHO OOCYKIAETCSl B TOCIEIHUE
TOJIBI, CBSI3aH C 00pa30BaHUEM Y HEKOTOPBIX OAKTEPHIL, HCITONB3YIOIINX
DBMR, snekrpomnpoBomsmux nwieil. Hanbonee mogpobHo 3Ta KOHIEN-
nusa paccmarpuBaercs st 6akrepun G. sulfureducens [15, 57-59].
CormacHo 3TO# KOHIIEMIINH, OCHOBHOW BKJIAJl B TPAHCIIOPT AJIEKTPOHOB
K HEpacTBOPUMBIM akuentopam y G. sulfureducens BHOCST 3IEKTPOI-
POBOJIAIINE BBIPOCTHI — MUK (IJTMHA OMHOHM IMIH 0Kojio 10-20 MKMm),
KOTOpBIE 00pa3yroTcs MpH pocTe OaKTepUH ¢ HEPACTBOPUMBIM OKCHIOM
Fe(III) [60, 61]. Jlenermonnbie MyTauTsl G. sulfureducens, KOTOpbie He
MIPOAYIHUPYIOT MM, HECTIOCOOHBI A (EKTUBHO BOCCTAHABIUBATH OKCH/T
xkene3a. CormacHo nanubeM J1. Jlasmu [15, 57-59], mwmm o61amaroT mpo-
BOJMMOCTBIO METATTNYECKOTO THIIA, KOTOPAast pacTeT P CHUKEHUH TEM-
nieparypbl. OCHOBHOM BKJIa]l B IPOBOIXUMOCTH ITHJIEH BHOCHUT OEJIOK — MHJTUH
(PilA) [57-59]. [Ipeamnonaraercs, 9TO MPOBOIUMOCTh METAITHYECKOTO
THTIa BO3MOXKHA 33 CUET MEePEeKpPBhIBAHUS T-OpOUTasIell apoMaTHYeCKHUX
OCTAaTKOB U JieJIoKau3aluy JieKTpoHoB B PilA [57, 59]. Tako#i Tur npoBo-
JTUMOCTH B Oentkax oOHapy»KeH BIepBbie. B OnorieHkax, Moimy4eHHbBIX Ha
AIIEKTPOAAX, MWK 00ECTICUNBAIOT TPAHCIIOPT IEKTPOHOB HAa PACCTOSHHE
1o 1 cm (Tak HazpiBaeMblit Long range electron transfer) [57, 58].

MynbTUTEMOBBIE IMTOXPOMEI ¢ HE BIUSIOT Ha MEPEHOC AIEKTPOHOB
BIOJB el [ 15, 58], Ho, MO-BUAUMOMY, BaXKHBI JJ1 IEPEHOCA DIICKTPO-
HOB ¢ nuiieil Ha akuentop [58], T.e. BHIIONHSIOT POJb TEPMUHAIBHBIX
penykras. OCHOBHAs POJb 3[€Ch IPUNHCHIBACTCS IECTUTEMOBOMY LIUTO-
xpomy OmcS, KOTopbIii ciennuuecku cBs3aH ¢ muisMu [58, 62, 63]. He
WCKJIFOU€HA BO3MOXKHOCTB TOTO, YTO MYJIBTUT€MOBBIE IITATOXPOMBI y4aCT-
BYIOT TaKX€ B TIEPEHOCE AIIEKTPOHOB OT IIUTOILIA3MaTHYECKOH MeMOpaHbI
Ha i [58].
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}IOHOHHI/ITCHBHO MYJIBTUT'EMOBBIC HUTOXPOMBI ¢ MOT'YT BBIIIOJIHATH
(GYHKIMIO HAKOTUICHHS U XPAHEHHUs JIEKTPOHOB (CBOETO pojia aKKyMy-
JSITOPBI), 00ecreYrBast BO3MOKHOCTh TIEPEHOCA IEKTPOHOB U3 BHYTPEH-
Hell MeMOpaHbl 1 (YOPMHPOBAHHS TPOTOHHOTO TPAJIMCHTA B OTCYTCTBHE
akmenTopa [58, 62, 64].

Jlaxke 13 TaKOTO MMOBEPXHOCTHOT'O aHAITM3a BCEX TPEX PACCMATPHBACMBIX
MEXaHU3MOB CJICAYCT, UYTO MYJIbTUTEMOBLIC TUTOXPOMBI UI'PAOT KIIFOYC-
BYIO POITb B IEPEHOCE 2JIEKTPOHOB OT LIUTOIJIa3MaTHUECKOM MeMOpaHbI Ha
BHCHIHIOIO MMOBECPXHOCTH KJIETOYHOM CTCHKHU, I'I€ OHU UCTIOJIb3YIOTCS JIs1
pasHbIx Henei. Llenpro HacTosmero 0030pa sSBiseTcs 00CyKIeHNE HMEIO-
HIMXCSl B HACTOSIILIEE BPEMs CBEJICHUH O COCTaBe, CTPOSHUH U (PyHKLIHUSIX
MYJIBTUTEMOBBIX UTOXPOMOB ¢ M UX (PyHKIHMOHAJIBHBIX KOMIUIEKCOB,
YYaCTBYIOIIUX B KCTPAKICTOYHOM TPAHCIIOPTE IEKTPOHOB.

I11. 3KCTPAKJETOUYHBIN MEPEHOC JIEKTPOHOB
Y BAKTEPUU SHEWANELLA ONEIDENSIS MR-1

Hawubosee ucciaeqoBaHHOM B HACTOSIIIIEE BPEMS SIBIISIETCS CXeMa IKCTpa-
KJIETOYHOTO TPaHCIOPTa 3IIEKTPOHOB, MPEAJIOKEHHAs Al TPaM-OTpH-
naresnbHOU (pakylIbTaTUBHO aHA’poOHOM OakTepun S. oneidensis MR-1.
S. oneidensis MR-1 criocoOHa cBA3bIBaTh OKMCICHUE PA3IMYHBIX OpraHu-
YEeCKHX CyOCTPaTOB C BOCCTAHOBJICHUEM LIIMPOKOT'O KPYTa TEPMHHAIBHBIX
aKIIeNTOPOB. AKIENTOPHI MOTYT OBITh KaK PacTBOPUMbBIC, OKHCIICHUE
KOTOPBIX IIPOTEKAET B NEpHILIa3Me, Takue Kak: O,, hymapar, HUTpar, HUT-
puT, THOCYIB(DAT, CyIb(PUT; TAK U HEPACTBOPUMBIE, OKHCIEHHE KOTOPHIX
MPOTEKAET BHE KIETKU U TPeOyeT TPAHCTIOPTa 3JIEKTPOHOB Ha BHEIIHIOKO
MMOBEPXHOCTh HAPYKHOH KIIETOYHON MeMOpaHKI 1 1ajee Ha akmenTtop. K
TaKUM aKIIeTITOpaM OTHOCSTCS Tpeske Beero okcuasl Fe(1ll) m Mn(1V), B
TOM YHCIIE B COCTaBe MUHEPaIoB. CaMbIMH pacipoCTpaHeHHBIMHU (pOpMaMu
MHUKPOOHOIIOTHIECKH BOCCTAHABIMBAEMOTO XKeJle3a SBISIOTCS aMOpHbBIE
rugpokcunsl Fe(Ill), crabokpucramindeckue OKCHIBI JKele3a, TaKue
kaK (eppuruapur (SFe,0x9H,0), u BHICOKOKPUCTATINYECKUE OKCHJIBI
xenesa: remarut (o-Fe,0,), marnetur (Fe,0,) u retut (a-FeOOH) [65].
DKCTPaKJIETOYHO MPOUCXOJUT M BOCCTAHOBJICHUE TAKHX PACTBOPUMBIX
aKIenTopoB Kak JuMeTmicynbhokcu (DMSO) u urpar sxenesa, a Takke
coenuHennii xpoma (VI), ypana (VI) u texunenus (VII) [42].

st mposiBnieHns pecnupaTopHoii Tuokoctu S. oneidensis MR-1 nveet
MHOTOKOMITOHEHTHYIO M pa3persieHHyto DTLl. DTa nens BKIOYAET B
KaueCcTBE OCHOBHBIX KOMITOHEHTOB IIUTOXPOMBI €, KOTOPBIE MTPE/ICTABICHBI
B reHoMe Oaktepuu 42 reHamu [66], okono 33 U3 HUX COAEpKaT /iBa U
Oosiee reMOB ¢. MIHaKTHBAIMsI LIEJIEBBIX TEHOB U MOCIIEAY IO (utore-
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HETHYECKUI aHAIU3 MYTaHTOB MO CIOCOOHOCTH BOCCTaHaBIMBATH
pacTBOpPUMEBIE M HEPACTBOPHUMBIE COCTUHEHHMS JKelle3a MO3BOJIMIN UACH-
THGUIPOBATh 4 MYIBTUTEMOBBIX IHTOXpoMa ¢ CymA, MtrA, MtrC,
OmcA u TpancMeMOpaHHBII Oenok MtrB kak MUHUMaJbHBIH Habop
0eJIKOB, HEOOXOJMMBIX JUIsl KCTPAKIICTOYHOTO TPAHCIIOPTA AJIEKTPOHOB Ha
HepacTBOpUMBIE akienTopsl (mtr: metal reducing, omc: outer membrane
cytochrome) [32, 67-70].

I'enbl uerbipex OemnkoB mtrC, mtrB, mtrA v omcA opraHn30BaHbI B FEHOME
S. oneidensis MR-1 B onun rensbiii knacrep mtrCAB—omcA—mitrDEEF,
KOTODBIH BKITIOUAeT Takxke Habop reHoB mirDEF, napaJoruyHbIX TeHaM
mtrCAB (reHbl epeyuciieHbl B TIOPSAIKE PACIONOKEHHs HX B KIacTepe)
[43]. Perynupyertcs sxcripeccust reHoB omcA, mtrCAB n mtrDEF pa3upiMu
MIPOMOTOPAMH, YTO TO3BOJSAET MPENIOJIOKNTh, YTO KOAUPYEMbIE UMU
OEeJIKH BBIMOJHSIOT HEOAMHAKOBBIE PyHKIMU B KieTke. [Ipennonaraercs,
4T0 KoMIuiekc MtrCBA cuHTe3npyeTcs B OTAENIBHO KUBYIIUX KIETKAX, a
komruieke MtrDEF — ipu pocte knetok B 6noruienkax [41]. Kpome Toro,
0bU10 TIOoKa3aHo, uTo MtrCBA 1 OmcA umenu NOBBIIICHHBIH YPOBEHb
AKCIPECCUH TIpU aHadpoOHOM pocTte, a MtrDEF — nipu aspoOHowMm [44].

Bwmecte st Genku 06pa3yroT 1enb, KOTopas 00ecrieyuBaeT MepeHoc
3JIEKTPOHOB 1) OT Iys1a BOCCTaHOBJIEHHBIX XUHOHOB B IUTOIJIa3MaTHYEC-
KO MeMOpaHe B TIEpUTIIa3My; 2) Yepe3 MepUIiIa3My Ha BHEITHIOIO TIOBEPX-
HOCTh Hapy>KHOW MeMOpaHbI; 3) ¢ Hapy>KHOM MeMOpaHbI Ha IIOBEPXHOCTh
HEpacTBOPUMOTO akIenTopa (Ha puc. 1 — okcu xemnesa).

IIEPEHOC JIEKTPOHOB 13 LIUTOIVIABMATUYECKOM MEMBPAHBI
B I[IEPUITTIAZMY

[lepBbIM OENKOM B IIETIH 3KCTPAKIETOYHOTO IEKTPOHHOTO TPAHCIIOPTa
sBrsieTcst CymA — 4eThIpEXIeMOBBI HUTOXPOM ¢, MPUHAAJICKANN K
cemetictBy NapC/NirT QH,-xunonnernaporenas [42, 71]. Metogom mar-
HUTHOTO KPYTOBOTO TUXPOHU3Ma OBIJIO ITOKa3aHo, uTo 3 rema ¢ CymA koop-
JTUHUPOBAHBI B IPOKCUMAIHHOM H JUCTATHFHOM TOJOKEHUSIX OCTaTKaMU
TUCTUANHA, @ YEeTBEPTHIH, BHICOKOCTTMHOBBIA, TeM KOOPAWHHUPOBAH B
JIACTAJILHOM TIOJIOKEHWU MOJICKYJIOU BOABI. [IpHcyTCTBHE B MOJEKyIe
CymA BBICOKOCTIMHOBOTO TéMa OBLIO MOATBEPXkKIAECHO MeToaoMm SIMP
[72]. CnexTponoTeHIIMOMETPHIECKOE TUTPOBAHUE ITOKA3AJI0, UTO PEIOKC
MOTeHIHabl HU3KocmnHOBBIX His/His-remoB paBHbl —110, —190 u —265
MB, a norenuuan Beicokocnuuosoro His/H,O rema pasen —240 mB [73].
JlaHHBIE CIIEKTPOIIOTEHIIMOMETPUYECKOTO TUTPOBAHUS ObLIN TOATBEPIK-
JICHBI IIUKIIMYECKOi BonbTamiiepoMerpueii CymA Ha 301m0toM U rpadu-
TOBOM DJIEKTpojaax [74].
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Puc. 1. Cxema 251eKTpoHHOT0 TpaHcnopra y 6akrepuu S. oneidensis MR-1: ot myna

BOCCTaHOBJICHHBIX XHHOHOB B IIUTOIIA3MATHYCCKOM MEMOpaHe K SKCTPAKICTOYHBIM
aKuenrtopam 3eKTpoHoB (okcua xenesa (I11)).

KpacHbIMH TOYKaM# 0003HAYEHBI FEMbI B MOJIEKYJIaX LINTOXPOMOB ¢. B kauecTse
JIOHOpPa 3IEKTPOHOB n300paxkeH popmuar, Fdh — popmuarnerunporenasa. B nepenoce
91eKkTpoHOB 0T CymA k MtrA MOTyT y4acTBOBaTh paCTBOPHMBIC IIEPHILIa3MaTHIEC-
kue ruroxpombl FeccA, STC, NrfA, a takke pactBopumMast Gppaxiust MtrA.

[IpoctpancrBennas crpykrypa CymA HeusBectHa. Ha ocHOBaHUM
U3BECTHOUM CTPYKTYphl ToMOJOTHYHOM CymA 4eThIpexreMOBOM XMHOJ-
nerunporenasbl NrfH u3 6axrepuu Desulfovibrio vulgaris Opuia mocTpoeHa
Mozenb CymA, coracHO KOTOpOi OH COCTOMT U3 OHOU TpaHCMeMOpaH-
HOW (L-CITUPAITH, CBS3BIBAIOIICH €T0 ¢ IIUTOILIa3MaTHIeCKO MeMOpaHoi,
1 TIIOOYISIPHOTO TIEPUTITa3MaTHIECKOTO IOMEHA, COJIepIKaIero 4 reMa ¢
(puc. 2)[42,71,75]. llo ananoruu ¢ D. vulgaris NrfH [76] Obuto cienano
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Puc. 2. Mogens CymA [75], mocTpoeHHasi ¢ UCTIOIH30BaHUEM IPOCTPAHCTBEHHON
CTPYKTYpBI 4eThIpexreMoBoil xunomneruaporenassl NrfH u3 6axrepuu D. vulgaris
(PDB ID: 2VRO0) [76], romonornunoii CymA. Monenb Obliia TOCTpOeHa C HCIIOIb-
30BaHMEM nporpammbl Swiss Modeler.

IMokazano Haoxenue reMoB CymA (0003Ha49eHBI YEPHBIM [[BETOM) ¥ TeMOB D. vul-
garis NrfH (0003Ha4eHbI cepbIM 1IBETOM). [ €MbI IPOHYMEPOBAHbBI B COOTBETCTBUH C
MOJIOXKEHHEM TeM-KOOpAHHUPYIomnX MOTHBOB CxXxCH B aMHHOKHCIIOTHOM Mmocie-
noBarenbHOCTH. ['eM 1 — BO3MOXHBIN caliT cBsA3bIBaHUs KodakTopa/cydcTpaTa
MQ-7. OpaHXeBBIM IIBETOM MOKA3aHO IOJIOKCHHE PEJOKC HEAaKTHBHOIO aHajuora
cyocTpara — 2-renTuin-4-ruipoKCUXHHOMMH-N-0Kcuaa B cTpykrype D. vulgaris NrfH
[76]. Ykazan ocrarok Lys91, npennonoxuTenbHO BOBJICUCHHBIH B CBSI3bIBAHHE U
okuciieHue cyocrpara [75].

MPEINOI0KEHNE, YTO BRICOKOCITMHOBBIN TeM 1, pacrioioKeHHBIN Ha Tpa-
HUIIE MTEPUITIa3MBbI ¥ ITUTOILIa3MaTHIECKO MEMOpaHbI, BXOIUT B COCTAB
XUHOJI-OKHUCIISIONIETO TeHTpa [42] U SBISIETCS TOYKOH BXOAa JIEKTPO-
HOB B AJIEKTPOH-TPAaHCTIOPTHYIO 1erb CymA. JIOHOpOM 3JIeKTPOHOB ISt
CymA ciyxut menaxunon-7 (MQ-7, E  oxono —80 MB), KOTOpBI# sBISI-
€TCSl OCHOBHBIM XMHOHOM IIHTOIIIA3MaTHYEKOW MEMOpPaHBI TIPU POCTE
OpraHr3Ma B aHa3POOHBIX yCIoBUsX [ 74]. OmHako, Ha OCHOBaHWH JaHHBIX,
MTOJTyYEHHBIX METO/IOM BOJIETAMIIEPOMETPHH B OeTTKOBBIX TuteHkax (PFV),
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CAETaHo MpeAroioxkenne, uro MQ-7 sBisieTcs He TOIBKO CyOCTpaToM, HO
U JIOTIOTHHUTENILHBIM KodakropoM Jutist CymA, 6e3 KOTOPOro mpoTeKaHue
penoKc-mpoiecca HeBO3MOXKHO. ABTOpPHI [74] mpeamoaraimT, 4TO
CymA umMeer /iBa caiiTa cBA3bIBaHUS XHHOHOB: OJMH U3 HUX, C BBICOKOM
appuHHOCTBHIO K MQ-7, CBSI3BIBACT €T0 KaK KO(aKTop, a BTOPOi, C HU3KOU
adPUHHOCTHIO, CBSI3BIBACT BOCCTAHOBJICHHBIC XWHOHBI, B TOM YHCIE H
omnuHbie oT MQ-7, Kak cyOCcTpaThl — JOHOPHI AeKTpoHOB. KoHcep-
BatuBHbIA B cemeiictBe NapC/NirT QH,-xuHonaernaporenas ocTarox
Lys91, pacnionoxeHHBIN psOM ¢ TeMOM 1, y4acTBYeT B CBSI3bIBAHMU U
OKHCJICHUM MeHaxuHomna [75].

ConocrasneHue peJoKe NoTeHIHanoB reMoB CymA u mpexie BCero
BBICOKOCITMHOBOTO TeMa | — MpeArnonaraeMoro akienTopa 3JIeKTPOHOB
(240 MB) u menaxnHona MQ-7 (—80 MB) noka3bpIBaet, 4To HaOIIOaeMBblii in
Vivo TIpoLiecC IEPEHOCA AMEKTPOHOB OT BoccTaHOBIeHHOro MQ-7 Ha CymA
TEPMOIMHAMHUYECKH 3aTPYIHEH, YTO TOATBEPIKIAETCS IKCIIEPUMEHTAMHU
in vitro, TIEe TPOUCXOAUT OOpATHBIN MPOIECC TEePEeHOca AIEKTPOHOB
ot BocctaHoBiaeHHOro CymA na MQ-7 [74]. Bo3M0XHO, YTO B KIIETKE
HarpaBIieHHe Tiporiecca 3afaercs norenuanoM napst NAD/NADH (320
MB), okmcIIeHre KOTOpOii B kKadecTBe KodakTopa (hopMUATICTHIAPOTCHA3HI
COTIPOBOXKIAeTCst 00pa30BaHNEM BOCCTAHOBIIEHHBIX XMHOHOB. [IpoBee-
HUe in vitro peakuu Mexay CymA u MQ-7 B mpucyrcteun NADH
TaKKe IPUBOIMIIO K BoccTaHoBIeHNI0 CymA [74]. BrICKa3bIBaIOCH TAKOKe
MPEaNoIoKeHne, 9To cBsA3bBaHre MQ-7 B KadecTBe KO(hakTOpa MOKET
BIHSTH Ha noTeHIuan reMoB ¢ CymaA [77]. Tak mpu UCTIONB30BaHUH HE
OYHINEHHOTO, a HAXOASIIETOCs B COCTaBe MEMOpPaHHOH (PpaKIINU KIETOK
Shewanella sp. ANA-3 CymA, 0H BOCCTaHaBINBAJICS PEOKC aKTHBHBIM
aHaJIoroM MeHaxuHosa 2,3-1mumeTokct- 1,4-nadroxunonom (E_=-75 mB)
Ha 25 % OT CTEIEeHH BOCCTAHOBJICHHUS, JTOCTUraeMOM ¢ JUTUOHUTOM
(E_ =-660 MB) [75].

O0pa3oBaHKe TPAaHCMEMOPAHHOTO MPOTOHHOTO I'PAJMCHTA HA IUTO-
TuIa3MaTuieckoii MemOpane, cBsizanHoe ¢ cuHTe30M AT®, mo-BuanMomy
MIPOUCXOUT HA CTAIUU BXO/A 3JICKTPOHOB B Iyl XUHOHOB [41, 71]. Hanb-
Helmuii nepeHoc 31ekTpoHoB Ha CymA U 3aTeM Ha ApYyTUe aKLEnTOpPbl
9JIEKTPOHOB HE CBSI3aH C HAKOMJICHUEM YHEPIHHU B KIIETKE.

VYuukanpHast poab CymA B OKHCIHUTEIbHO-BOCCTAHOBUTEIBHBIX
npoleccax, MPOTeKAIOIUX B MEpHIIa3Me, CBs3aHa CO CIOCOOHOCTBIO
NEPEHOCUTh JIEKTPOHBI Ha LIMPOKHH CHEKTP AaKLUEHTOPOB, AKTUBUPYS
TakuM 00pa3oM (epMEHTHBIE PEIOKC-CUCTEMBI, UCIIOJIb3YIOIIHE Pa3HbIE
TepMUHAJBHBIE aKIenTopsl. [Ipenmonaraercs, 4To0 MOMUMO BOCCTaHOB-
JICHWsI PACTBOPUMBIX U HEPACTBOPUMBIX COENMHEHHH MeTauioB, CymA
yJactsyert B Bocctanosenun O,, DMSO, pymapara, HUTpUTa M HUTpara y
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Oakrepuu S. oneidensis MR-1 [49, 67, 78-81], a Taxyke B BOCCTAHOBJICHUN
apcenara Oakrepusmu Shewanella sp. ANA-3 [75] u S. putrefaciens
[82]. Axuentopamu snexkTpoHoB 0T CymA B 3THX MpoLeccax sBISIOTCS
JIeCATUTEMOBBIN IUTOXpoM ¢ MtrA u ero mapanor MtrF, yuactBytomme B
METaJUIOPEAYKIMH, IECATUTEMOBBIN LIMTOXpoM ¢ DmsSE, yuactByromuit
B 3KCTpaKiieTo4HOM BoccTtanoriiennu DMSO, dpymaparpeaykraza FccA
[83], mutpurpenykraza NrfA [42, 84].

TPAHCIIOPT DJIEKTPOHOB YEPE3 IIEPUITTIAZMY

B nporeccax sKkcTpakieTouHOM MeTaIopeIyKIIMY aKIIEITOPOM EKTPO-
HOB 0T CymA sBsieTcs JAeCATUIeMOBBIN MepUIlIa3MaTudecKuii 6emox
MtrA. Knerku S. oneidensis MR-1 ¢ nenenueii rena MtrA He BoccTaHaB-
ymuBasn rutpar xenesa (I11), Ho BoccTaHaBnUBaNU Apyrue akLENTOPHI,
TaKue Kak HUTpAT, HUTPUT U Ap. [85]. PekomOuHanTHBIH MtrA ObLI
MoJy4eH B OakTepusx S. oneidensis v E. coli, BbIIENEH, OYUIICH U OXapaK-
tepusosaH [70]. MtrA nmeer MonekymnsipHyto Maccy 32 kla, conepxut
10 HU3KOCTIMHOBBIX OMC-TUCTUANH-KOOPANHUPOBAHHBIX TEMOB ¢ C PEIOKC
noteHuuanamMu B untTepsane —100 +—400 mB [70]. In vitro BoccTaHoB-
nenHblid CymA cnocoOeH MOIHOCTBIO BOCCTaHABIMBAaTh MtrA, KOTOPBIi
3areM okucisieTcst pactBopuMbiMu komriekcamu Fe(I1l) [86].
IIpoctpancTBennas cTpykrypa MtrA He yctaHoBieHa. OnHako,
MOKa3aHo, YTO TMOJIMIENTUIHASA 1enb MtrA mMoxeT ObITh pa3zerneHa
Ha JBa MATUTEMOBBIX JIOMEHA, KaXXJbIH X KOTOPHIX TOMOJIOTHYCH
MATUTEMOBOMY ITUTOXpoMy ¢ NrfB, KOTOpBIN BBIMONTHSIET JIEKTPOH-
TPaHCTIOPTHBIE (YHKIIUH B HUTPUTPEAyKTa3HOM Komiiekce NrfAB
[42]. M3BecTHa mpocTpaHcTBeHHAs CTpykTypa NrfB u3 E. coli [87]. st
NrfB xapaktepHa TpaguIIMOHHASA I MYJITUT€MOBBIX ITUTOXPOMOB
c [88] nmuHeliHas ykiIagka reMOB, COCTOSIIAS W3 YEPEIyIONIUXCS Iap
napajuieIbHO U MEPIEHINKYIIPHO PACTIONOKEHHBIX TeMoB. PaccTosHus
MeXy COCeHMMH reMamu B Monekysie NtfB ue npessimaror 6 A, uto
obecrieunBaeT OBICTPHIN OOMEH IMEKTPOHAMHU MEX Ty TeMaMH, 00pa3yro-
mumu DTL. ABTopsl [42] mpenmonaraioT, 9To TeMbl B MOJIeKylie MtrA
TaKXKe PacrojoKeHbl KOMIIAKTHO, oOecrieunBasi 3G heKkTUBHBII mepeHoc
ANEKTPOHOB. DTOT BBIBOJ ITOATBEPKIAETCS OU€Hb HU3KUM COOTHOIIEHUEM
YHUCJIa aMITHOKHUCIIOTHBIX OCTATKOB Ha OJIMH I'eM ¢ B MOJIeKyie MtrA — 34,
B CpeITHEM B MYJIBTHI'€MOBBIX OEJIKax 3TO COOTHOLIeHHE cocTasisieT 60—70
aMuHOKHCIOT Ha TeM [77]. nuna S5-remoBoii OTL] B NrfB cocrasmnsiet 40
A [87], Takum 06pa3oM npu JTUHEHHOM pacTONOKEHUU TOMEHOB [THHA
10-remoBoif ey y MtrA MoskeT cocTaBuTh okono 80 A [89].
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B xietke MtrA siBisieTcs 4acThIO TPEXKOMIIOHEHTHOTO KOMILJIEKCA
MtrCAB, KOoTOpBIi BKITIOYAET TaKXKe TPAaHCMEMOPaHHBIN TOPHUHO-I0100-
HBI 6entok MtrB u gecsatureMoBblii ruroxpoM ¢ MtrC, pactionoKeHHBIH Ha
BHEIIHEN CTOPOHE HAPYKHOM KI1eToOYHON MeMOpaHbl. TpoifHO# KoMIieKe
HACTOJILKO MPOUYCH, YTO MOXKET OBITh BBIJCIICH U oxapakTepu3onad [90].
IIpeanonaraercs, uto MtrA u MtrC ¢ pa3HbIX CTOPOH BXOJST BHYTPb ITOPEI
MtrB Takum 00pa3om, 4TO CO3AaETCsl BOSMOXKHOCTD MPSIMOTO TepeHoca
AIIEKTPOHA C SKCIIOHUPOBAHHOTO B PACTBOPHUTEINb I'eMa OHOTro Oelika Ha
ommxaimmii rem apyroro (puc. 1) [89]. [ToMrMo 31€KTpOH-TPaHCTIOPTHOM
¢yHkuu MtrA ydactByeT B cTabminzanuu MtrB, 3amumas ero ot
HecnenuQuUecKoro MpoTeoIn3a nepuruiasmMaTnaeckum Oenkom DegP
[91]. Mexanu3m 3alIUTHI HEU3BECTEH, HO BOBMOXKHO OH CBSI3aH CO CIIO-
cobHocThI0O MtrA o6pa3oBbiBaTh ¢ MtrB npouHbIii ABOMHOM KOMIIIEKC B
pactBope (nepurmiasme). CyliecTByeT Takxe Bepcusi, 4To MirA MoxeT
BBITOJTHATH (PYHKLHMIO LIAlIEPOHA, CBS3BIBASICH C HECTPYKTYPUPOBAHHOM
¢dopmoii MtrB B nepuriazme n nannuupys gonauar MtrB B komruekce
¢ MtrA [91]. Dra Bepcusi MOATBEPKAAETCS TEM, UYTO MPHU HAPYLUECHUU
skcnpeccuu MtrA MtrB He BcTpamBaics B HapykHYyI0 MemOpany [40,
91]. MtrC nBoitHoro KOMILIIEKca ¢ MtrB He oOpa3yer.

MeTomoM MaJIOYTJIOBOTO PEHTIEHOBCKOTO paccesams (SAXS) moka-
3aHO, 9TO MOJIeKyna MtrA uMmeeT BBRITIHYTYIO0 (GOpMy C pa3Mepamu
104x20x50 A [92], uTo coBmamaeT ¢ MPEAIOTOKEHHEM O JTHHEHHOI
10-reMoBOIi SIEKTPOH-TPAHCIIOPTHOH Henu IINHOH oxono 80 A [89].
Crenens norpyxenust MtrA B mopy MtrB nenssectna. AHanmn3 aMuHOKHC-
JIOTHOH nocnenoBareabHocT MtrB ¢ ucnons3oBanueM cepsepa PRED-
TMBB no3Bonui npejcka3arh MPpOCTPAHCTBEHHYIO opranu3anuio MtrB
[91]. Monekymna MtrB umeer 28 -Tspxelt, 00pa3yroniux TpaHCcMeMOpaHHbIH
B-6appens. JuameTp nopsl BHyTpH Gappens coctaseT 30—40 A. B-Tsaxu
coenuHeHb! 14 AMUHABIMU U 13 KOPOTKUMU NETISIME, SKCTIOHUPOBAHHBIMU
B PACcTBOPUTEIIb TI0 00€ CTOPOHBI JIUMHIHOW MeMOpaHbl. J[TMHHBIC 1Ienu
OPHUEHTHUPOBAHBI B IIEPUILIAZMY M YUaCTBYIOT BO B3auMozeicTeuu MtrB
¢ MtrA [93]. ConocTaBiss nonepeunsle pasMepsl MtrA u tuamMeTp rnopsl
MtrB MoxHO mpeanonoxuTsb, 4To MtrA MoOMXKeT OCTaTOYHO JaJeKo
NpOXOIUTh B mopy MtrB (puc. 1), 3ToMy MOXET COocOOCTBOBAThH yXkKe
YIOMHHABIIUHCS GakT, yTo honauHr MtrB MoxkeT NpoucXoauTh B KOMII-
nekce ¢ MtrA. Heo6xomumocTs IiTyOOKOro NpOHUKHOBEHUSI MIrA B opy
MtrB nnst xontakta ¢ MtrC cBsizana ¢ tem, yto MtrC ¢ nmonepeuHbIMu
pasmepamu 70x30 A (cM Huske) He MOXET MPOHMKHYTH BHYTPh HOPBI
MtrB, cBs3pIBasich Ha pacroNOKEHHON Ha BHEITHEW CTOPOHE MeMOpPaHbI
MOBEPXHOCTHU KoMIUIekca MtrAB 3a cueT B3auMoIeNCTBUS ¢ KOPOTKUMU
neTsiMu B-6appens MtrB [93].
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TomnmHa HApYKHOM KIICTOYHOU MEMOpaHbl y OakTepuu S. onedensis
cocrasnsger 70-80 A [42, 94]. Takum o6pasom, amunsl MtrA (104 A)
XBaTaeT, 4ToObI repecedb MeMOpany st koHTakTa ¢ MtrC, HO 3TOi
JUTMHBI IBHO HEJOCTAaTOYHO IS OJJHOBPEMEHHOTO MPSIMOTO KOHTAKTa C
CymA — TOHOPOM 3JEKTPOHOB i1 MtrA, TOCKONIBKY CPEAHSISI TONIINHA
MEePUIIIIa3Mbl COCTABJISIET MO pa3HeIM AaHHBIM OT 150 [94] mo 235 A
[42], a nnuua DTLI, o6pasosanHoii 4 remamu CymA, oxomno 40 A [75].
PactBopumble mepuruiazMaTnyeckue OeNKH, KOTOpble MOTIH Obl ydacT-
BOBAaTh B ITEPEHOCE MEKTPOHOB Mex 1y Cym u MtrA, TOUHO HE yCTaHOB-
JeHbl. B kauecTBe BO3MOXKHBIX KaHAMAATOB Npeanaranuch oenku STC
(small tetraheme cytochrome ¢) u ¢ymaparpenykraza FccA (flavocy-
tochrome c,). YpoBenb dkcrpeccur 000MX OENKOB yBEIUYMBAETCS NPH
pocte Gakrepuu S. oneidensis ¢ HepacTBopuMbIM okcuiom Fe(Ill) [86].
Bonee toro, MtrA u FccA —Hanbonee npeacraBieHHbIe HUTOXPOMBI € B
nepumasme S. oneidensis npu pocte ee ¢ Fe(Ill) okcumom.

Wzsecrtna crpykrypa FccA us Shewanella frigidimarina (PDBID 1QJD)
[95] (puc. 3). FccA mpencrapnser co0Ol pacTBOPUMBIN MOHOMEPHBIN
0€JI0K, COCTOALIMI U3 ABYX IOMEHOB: N-TepMHUHAJILHOI'O, COIEpKaliero 4
reMa THUIA C U BBIIOJHSIOLIETO AIEKTPOH-TPAHCIIOPTHBIE (PYHKLIUH, U KaTa-
nutryeckoro C-TepMHUHAIBHOTO, COAEPKALIETO HEKOBAJICHTHO CBSI3aHHBIN
DAL [96, 97]. DKCTIEpUMEHTHI in Vitro TIOATBEPAIIN, 4TO FCccA MokeT
OBICTPO OOMEHHMBATLCS AIIEKTPOHAMHU Kak ¢ MtrA [86], Tak u ¢ CymA [90],
U TaKUM 00Pa30M BBICTYINATh [IEPEHOCUUKOM 3JIEKTPOHOB MEXIY IBYMs
oenkamu. [Tokazano Takxe, 9To FCCA MOXKET CITyKUTH TPOMEKYTOTHBIM
XPAHWIUIIEM JICKTPOHOB B MEPUILTA3ME KIETOK S. oneidensis [86].

Hns STC u3 S. oneidensis Taxxe ycranoBieHna crpykrypa (PDB 1D
IMI1P [98]), U3 KOTOPOH ClieAyeT, 4TO yKJajJKa reMOB U oOuuil o
reM-cBsi3biBaromiero gomena FccA u STS moxoxu [44]. T'embr opranu-
30BaHbl B JINHEWHYIO 3JEKTPOH-TPAHCHIOPTHYIO IEMb, COCTOSIIYIO U3
HapaJljIeNIbHO pacnosiokeHHbIX remMoB 11 u 1 1 nepnenauKyIsspHO OpUeH-
TUPOBAHHBIX 10 OTHOLICHHIO K HUM remMoB [ u IV. B3anmuast opuenTanus
TeMOB U PAaCCTOSIHHS MEK1y HUMH o0ecrieunBaroT 2 heKTHBHBIN TepeHoc
anexTpoHoB 1o ITLL [88]. Oxnako, moxydyeHre opraHu3MOB, HOKAy THBIX 110
reHaM 000HX OEJIKOB, He MMPUBEIIO K CHUYKEHHIO CKOPOCTH METAJIOPEIy KUK
Y HE TIOATBEPNIIO TAKKM 00pa3oM ydacTHst 000MX OSJIKOB B 3TOM MpOLIEcce
[42, 86, 89]. O1HO 3 BO3MOXHBIX 00BSICHEHUH — MHOXKECTBEHHOCTh Iy TeH
MEepeHoca 3NEKTPOHOB M B3aMMO3aMEHSIEMOCTh OCJIKOB Ha HEKOTOPBIX
stanax [43, 89]. [IpoBeneHHbIN HEAAaBHO aHAIU3 B3aUMOIEUCTBUS TPEX
OCHOBHBIX KOMIIOHEHTOB (ppakLUK NEPUIIIa3MATHUECKUX LIUTOXPOMOB:
FccA, STS u ScyA (onHoremoBblii mutoxpoM c5) ¢ CymA u MtrA meto-
nom AMP noxkazan [99], uto FccA B3aumoneiictByer ¢ CymA u MtrA
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Puc. 3. TlpocTpaHCcTBeHHAs] OpraHU3allUsl YEThIpEX TeMOB ¢, oOpaszyrommx DT
B (A) — FccA (PDB ID 1D4C), nononHuTensHO yka3zaHa mosekyiaa @AJ], Bxoasimas
B cocraB Karanutuueckoro neHrpa; (b) — STC (PDB ID 1M1P).

CTpeJ’IKaMI/I YKa3aHbl paCCTOSTHUSA MCXKAY NOHAMU KeJI€3a I'EMOB.

¢ KOoHcTaHTaMu aucconuanuu 398 u 35 pM, coorBerctBenHo. STS
B3aMMOJICHCTBYET C TEMH K€ OeJIKaMH C KOHCTaHTaMH TUCCOLUALNH
250 u 572 uM. IlapannensHo aBTOpBI MOATBEpAMIH, 4TO U FeccA u STC
MOTYT IPUHUMATh JIE€KTPOHBI OT BOCCTaHOBIEHHBIX (hopM CymA u MtrA,
oOecrieunBas 3JIEKTPOHHBIN TPAaHCIOPT B 000MX HampasieHUsX. pyr
¢ npyroM FccA u STC He B3auMOAEHCTBYIOT, HECMOTPSI Ha BBICOKYIO
KOHLICHTPALMIO B MEPUILIA3ME U MEPEKPBIBAIOIINECS] 00JacTH PEAOKC-
noreHranoB (—102 + 238 MB y FccA u —125 +~ -215 mB y STC) [97,
100]. ObpazoBanue TaOMIBHBIX KOMIUIEKCOB 000omX OenmkoB ¢ CymA
COTITACYETCsl ¢ €0 MHMPOKOH CyOCTpaTHOM creruduaHocThio. [Ipume-
Henune Merona SIMP mo3Bonmio BIepBbIe WACHTH(PUIIUPOBATH TEMBI,
OTBETCTBEHHBIE 32 EPEHOC JIEKTPOHOB Ha MOJIEKYJTY PEOKC TapTHepa.
FccA B3aumopeiictByer ¢ CymA n ¢ MtrA uepe3 rem 2, STC — uepe3
HaunboJiee IKCIIOHNpoBaHHbIl TeM 4. B o6enx monekynax (FccA n STC)
MOBEPXHOCTH OCJIIKOBOHM TIIOOYNBI B MPEANOIIaraéMOM MECTe KOHTAaKTa
C PENOKC-MTapTHEPOM HMMEET BBICOKMN OTpUUATENbHBIN 3apsan. Takum
o0pasom, orcytcrBue B3aumoeicteus Mex iy STC u FccA moxer oObsic-
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HSTHCSl B3aMMHBIM OTTaiKkuBaHueM. OTCYTCTBHE MPOCTPAHCTBEHHBIX
ctpykryp CymA u MtrA He MO3BOJSICT UICHTHU(DUIINPOBATH EHTPHI
B3auMmozelictBus ¢ FccA nu STC. HecrabunbHOCTh 00pa3yrommxcs
KOMIUTeKcoB U B3aumozeincTBue FccA n STC ¢ 1oHOpOM U akIenTopom
3JIEKTPOHOB Y€pe3 OAMH U TOT K€ TeM CBHUJIETENIbCTBYIOT O TOM, YTO B
npoliecce SKCTPAKICTOYHOTO TPAHCIIOPTa IEKTPOHOB HE 00pa3yloTCs
cTaOMIIbHBIE MYJIETHKOMIIOHEHTHBIE AJIEKTPOH-TPAHCIIOPTHBIE OSITKOBbIC
LIETH, TIepeceKaloue nepurmiasmy [99].

ScyA okucisier CymA, HO He B3aUMOAEHCTBYET ¢ MtrA, BO3MOKHBIM
AKLENTOPOM DIIEKTPOHOB ISl HETO SBJISETCS IBYXTeMOBasi IUTOXPOM C
nepokcunasa [99, 101].

B kauecTBe elie 01HOTO MPETEHAEHTA Ha POJIb IEPEHOCUYHKA AIEKTPO-
HOB Mexay CymA n MtrA paccMmarpuBaeTcsi MATUTEMOBas HUTPUTpE-
nykraza NrfA, koTopasi TakkKe SKCIIPECCHPYETCs B 3TUX YCIOBUsX [42].
B ommune ot xopomo u3ydeHHbIX NrfA U3 Apyrux OpraHu3MOB, JUIS
KOTOPBIX TOHOPAMH 3JIEKTPOHOB ABJSIIOTCS IMTOXpoMbl NrfB nim NrfH,
reHbl KOTOPBIX OPraHW30BaHBI B €IMHBII KJI1aCTep C FEHOM nrfA, B TCHOME
S. oneidensis reHpl 3TUX OEJIKOB OTCYTCTBYIOT. bbIIO BRICKA3aHO Tpen-
MOJIOKEHHE, YTO AOHOPOM IeKTpOoHOB At NrfA B mpouecce HUTPUT-
peaykmuu BeIcTyaeT romosiorrmunbiii NrfH 6emmok CymA [84]. B cBoro
ouepens ObLI0 TOKazaHo, 4To NrfA u3 E. coli MOXET 0OMEHHUBATHCS
NEKTPOHAMH C TE€TEPOIIOTHUECKH 3KCIIPECCUPOBAHHBIM B E. coli MtrA
[70]. Takum obpazom, NrfA B OTCyTCTBHE HUTPHUTA MOXKET MEPECHOCHUTH
anekTpoHbl 0T CymA k MtrA.

B kagecTBe pacTBOPMMOTrO MEPHUILIA3MATHYECKOTO IIUTOXPOMA C,
MEPEHOCSIIETO IIEKTPOHBI HA MtrA, CBSI3aHHBIN ¢ MEMOPaHOH MTOCPEICT-
BOM 00pa3oBaHHs KOMIUIEKca ¢ MtrB, MoxeT BBICTYNaTh Takke BTOpas
Mostekyina MtrA. B pabote [86] mokazaHo, 4To, BOIPEKH CYIIIECTBOBABIIEMY
paHee MHEHHIO, TOJIBKO YacTh MOJIeKyln MtrA HaxoauTcs B MeMOpaHHOMN
¢bpakiyu, okosio 46 % ot 001ero komuecTsa MtrA B KJIETKE HAXOAUTCS
B MEpHUILIa3Me.

[TOBEPXHOCTHBIE MYJIbTUT'EMOBBIE HUTOXPOMBI C.
TPAHCIIOPT DJIEKTPOHOB HA DKCTPAKJIETOYHBIM AKLIEITTOP

KiroueBoil craaueii B npouecce DBMR sBiisieTcs cranus nepeHoca
3NIEKTPOHOB Ha IKCTPAKIIETOUHBIA TEPMUHABHBIN akIenTop (pacTBOpH-
MBIH WIIK HEPACTBOPUMEIH). Y OakTepuH S. oneidensis 3TOT mpolecc ocy-
mectrisiercs 10-reMoBBIME IMTOXPOMAaMH €, JIOKaJITM30BAaHHBIMHU Ha BHEIII-
HEH CTOpOHE Hapy)KHOM KieTouHor MemOpanbl: OmcA u MtrC, a Takxke
MtrF — nponyxrom rena mtrl” — napanora mtrC. MtrC nu MtrF, Bxonsmue
B COCTaB TPAHCMEMOPAHHBIX AIEKTPOH-TPAHCIOPTHBIX KOMILIEKCOB
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MtrCAB nmn MtrDEF, nonyuarot snextponst ot MtrA (MtrE). 3atem
MtrC nnmu MtrF MoryT niepenaBarh 37€KTPOHBI KaK HEITOCPEACTBEHHO Ha
BHEIIIHUI aKIENTOP, TAK U HA IPYTOM JECATUTEMOBBIN SKCTPAKIETOUHBIN
uToxpoM OmcA [55, 102, 103]. Kirouesast poss MtrC 1 OmcA B DBMR
MOJTBEPK/I€HA HECKOJIbKUMHU MAaCCUBAMHM SKCTIEPUMEHTAJIbHBIX JAHHBIX.
Bo-niepBrix, moka3zaHo, 4TO MYyTaHTHI ¢ nenerueii renoB mtrC u omcA
XapaKTepU30BAIUCH 3HAYUTEIHLHO CHM)KEHHONW CKOPOCTBIO BOCCTAHOB-
JICHUSI HEPACTBOPUMBIX COCIUHCHUN XxKene3a u Mapranna [ 104]. ABoitHoi
MYTaHT BOCCTaHaBIHMBaJl (EPPUTHIPHT CO CKOPOCTHIO, COCTABIISBILICH
14% OT aKTHUBHOCTH KJIETOK «JIUKOTO THMa» [105].

Bo-BTOpBIX, NOKAa3aHO, YTO MHAUBUAYAJIbHbIE [€HHO-UH)KEHEPHbIE
npenaparsl MtrC 1 OmcA BoCCTaHaBIUBAIOT PACTBOPUMBIE COETUHEHHS
JKelle3a Co CKOPOCTAMH, COTOCTaBUMBIMHU CO CKOPOCTBIO BOCCTAHOBJIEHHUS
WX TeNIbIMH KJIETKaMU WM MeMOpaHHOW (paknueit 3Tux kierok [102].
ITomuMO BoccTaHOBJIEHHS pacTBOPUMBIX cyocTparoB, MtrC u OmcA moryT
MEPEHOCUTH JJIEKTPOHBI Ha HEPACTBOPUMBIN CyOCTpaT — rpauTOBBIN
AIIEKTPOJI U BOCCTAHABIMBATh HEPACTBOPHUMBIE (DOPMBI OKCHJIA JKeie3a,
Takude Tak rematut u retut [82, 102, 105, 106], nocnennue ogHako co
3HAYHUTENHHO 00JIee HU3KUMH CKOPOCTSIMH, YTO MOXKET OOBSCHITHCS KaK
HEOTITUMAaJIbHOM OpHEHTAINEeH IIATOXPOMOB Ha TOBEPXHOCTH MUHEPAJIOB,
TaK ¥ YCIOBHSMH IPOBEACHUS SKCTICPUMEHTOB [89].

W HakoHel, METOJJOM aTOMHON CHJIOBOM MHMKPOCKOIHH IMOKa3aHo,
gTo pexomOuHaHTHRIE MtrC 1 OmcA CBS3BIBAIOTCS Ha IMOBEPXHOCTH
rematuta [107] ¢ oOpa3oBaHneM MOHOCJIOEB, CBS3BIBAHWE 3aBHCHUT OT
pH u nonnoi#t cuisl [108]. B3aumoneiictBue OmcA ¢ mMoBEpXHOCTHIO
remarurta ObUI0 B 2 pasa 6onee mpoursiM, ueM MtrC [107]. Csa3piBaHue
OmCcA ¢ MOBEpPXHOCThIO I'eMaTUTa OBLJIO TAKXKE MOATBEPIKICHO METO-
JlaMU JTUHAMHUYECKOTO cBeTopaccesiHust U ¢uryopecteniuu [109]. Dtu
JaHHBIE TIOATBEPKIAIOT CIIOCOOHOCTh 000MX IUTOXPOMOB HAMPIMYIO
B3aMMO/ICIICTBOBATH C MOBEPXHOCTHIO MUHepasna. Ha C-koHlle aMUHOKHC-
JOTHBIX nocienoBarenbHocTedl MtrC m OmcA Obl1 0OHApYKEH MOTHB
Ser/Thr—Pro—Ser/Thr, koTopsIii 0OTBeuaeT 3a CBSI3BIBAHHE OCJIKOB C
nosepxHocThio remaruta (Fe,0,) [110], o6ecnieunsas o6pasoBanue BOI0-
POIHBIX CBA3EH Yepe3 IMIPOKCUIIBI CEpUHA UM TPEOHUHA.

CBOMCTBA U CTPYKTYPA MTRC Y OMCA

MtrC u OmcA umeroT 110 10 HU3KOCITMHOBBIX OMC-TUCTHIIMH-KOOPTUHUPO-
BaHHBIX Tema Tumna ¢ [82, 106], oopasyromux DTLI. dis MtrC metomgom
MOTEHIIUOMETPUYESCKOTO TUTPOBAHHMsSI B pacTBope U MerogoM PFV Obuio
MOKa3aHO, YTO OCIIOK 00paTHUMO THUTPYETCS MEXKIY TMOJIHOCTHIO OKHC-
JICHHBIM U MOJHOCTBIO BOCCTAHOBJICHHBIM COCTOSIHUSMH B MHTEpBaJe
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norenanoB +100 — (—400) mB [106]. Cnextpsr SI1P MtrC BirouatoT
CUTHAJIBI KaK M30JMPOBAHHBIX, TAK ¥ MAarHUTHO B3aUMOACHCTBYIOIINX
remoB ¢ [106]. B cmygae OmcA reMbl pefoKC-aKTUBHBI B MHTEpBaJe
notennuanos —180 — (—400) mMB, xpuBasg MOTEHIIMOMETPHUECKOTO
TUTPOBAaHHMS ONMCHIBAETCS 3Ha4YeHUAMM E_, paBubivMu —243 n —324 MB
U IByX HaOOpOB MPUOIU3UTENFHO M30MOTEHIMAIBHBIX TeMoB [82].
[upokuii nHTEpBaa peAoKC MepexoJoB reMoB ¢ B Mosekyitax MtrC u
OmcA (+100 ~ —400 mMB) noaTBepxaaeT TepMOJUHAMUYECKYIO BO3-
MOYKHOCTH BOCCTAHOBJICHHsSI UMH OonbiinHCTBa coenuHenuit Fe(I1l),
BKJIIOYasi TAKME HU3KONOTEHIMAIbHbIC MUHEpaIbl, Kak remarurt (Fe,O,,
E = -230 mB) [89]. Onpenenurs moTeHUMaNbl OTAEIBHBIX TEMOB C
MTOMOIIBIO UCTIOJIB30BaHHBIX METO/IOB 0Ka3aJ10Ch HEBO3MOYKHBIM BCIIE/ICT-
BHE TIOXOKETO CTPOEHUS TEMOB U NEPEKPBIBAHUSA PEAOKC OTEHIINAIIOB.

MeTonoM CKaHUPYIOIIEH 3JIEKTPOHHON MUKPOCKOIIMHU ITOKa3aHO, YTO
MtrC n OmcA pa3nuyaroTcs 1o CocoOHOCTH NEPEHOCHUTH 3IEKTPOHBIL, Ha
OCHOBAHHH Yero ObUI CAeJIaH BBIBOJ O PA3HBIX (PU3HONOrHUECKUX (QyHKIMAX
stux OenkoB [ 111]. [Tpu Bergenennn MtrC n OmcA coodnIatoTcs BMecTe,
00pazys KOMIUIEKC cocTaBa 1 : 2, coorBeTcTBeHHO. KoHCTaHTa Aucconma-
uuu 175 komiuiekea pasHa 0.5—1 pM B 3aBUCHMOCTH OT HOHHOM CHUIIBI
pacteopa. s kommiaekca MtrC—(OmcA), nokazana Gosiee BbICOKast
akTUBHOCTH B BoccTaHoBieHUH Fe(I1I)-NTA, ueM uts kaskmoro u3 6e1KoB
0 OTJEJIBHOCTH, YTO YKa3bIBAaeT Ha 3HAYMMOCTh UMEHHO KOMILJIEKCA JUIs
ANIEKTPOHHOTO TpaHcmopTa y S. oneidensis MR-1 [112].

Hns MtrF — Genka romonorngroro MtrC (30% MAICHTHYHOCTH IO
aMHHOKHCJIOTHOH IocenoBarenbHOCTH) 1 OmcA Oblla yCTaHOBJICHA
MPOCTPAHCTBEHHAS CTPYKTypa METOJIOM PEHTTEHOCTPYKTYpHOTO aHa-
nm3a ¢ paspemennem 3.2 A [105] u 2.7 A [113], cootBeTcTBeHHO. O6€
CTPYKTYpbI O4€Hb TOX0KH. Ha 0CHOBaHNM KOHCEPBAaTHBHOCTH CTPYKTYPBI
IKCTPAKIICTOUHBIX MYJIBTUT€MOBBIX ITUTOXPOMOB cemeiicTBa MtrC/OmcA
Obla mocTpoeHa npoctpancTeennas moaens MtrC [114]. CornacHo
CTPYKTYpHBIM JIaHHbIM, MtrF nipeacraBnsier co0oii 3/IMICOns ¢ pazme-
pamu 85x70%30 A, uto, KaK yiKe yIOMHHAIOCH, UCKIIOYAeT BO3SMOKHOCTH
m1y6okoro nmponukHoBeHus:s MtrF nnum ero romonora MtrC BrimyOb opbt
TpancMeMOpanHoro 6enkxa MtrD/MtrB.

Monexkyna MtrF coctout u3 4 nomenos (puc. 4). Jlomenst I u 11l umeror
CTPYKTYPY PacIICIUIEHHOTO 3-0apperst ¢ TOMOIOTUEH «TPEUECKHIH KITFOU»
(Greek key split B-barrel), momenst I u IV coctosT mpenmMyiieCTBEHHO U3
o-crimpaeit u cogepskar 1o S remosB c¢. Jlomensl [ u 11 Hak1aipIBatoTCS HA
nomens! 1T u IV ¢ rm.s.d. 2,8 A, 4to 1an0 0cHOBaHME MPENTIOTOKHTD,
4TO yeTblpexAoMeHHas 10-remMoBasi CTPYKTypa BO3HHUKIA B Pe3yJbTaTe
YIBOEHHUS MATUIEMOBOTO MpoTomepa. Jlecsats remoB B Mojekyine MtrF
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OpraHu3oBaHbl B (purypy, koropyio aBropsl [105] Ha3zBamm «staggered
Cross», 9TO MOXKHO MEPEBECTH KaK CMEIICHHBIN WA CTyIeHYaThIi KPECT
(puc. 4). InnHHas cTyneHyaras nepekiajnHa KpecTa BKIIUaeT TeMBbI 5,
4,3,1,6,8,9, 10 u umeer nnuny 65 A. KopoTkas nepeknannna BKIOYaeT
remsl 2, 1, 6 u 7 u umeet auuny 45 A. O6HapykeHHas y TOBEPXHOCTHBIX
MYJIBTUTEMOBBIX ITATOXPOMOB ¢ KPECTOOOpa3Has yKJIaKa FTeMOB HE HMEET
AHAJIOTOB CPENU APYTUX KIACCOB MYJIETUTEMOBBIX ITUTOXPOMOB U MO-BUIH-
MOMY CBsI3aHa ¢ YHUKaJbHOU (DyHKI[MEH 3THX OCJIKOB IO TPaHCIOPTY
AIIEKTPOHOB HA HEPACTBOPUMBIH aKIENTop. YKIIaJIKa FeMOB COCTOUT W3
TPEX CTPYKTYPHBIX MOTUBOB [ 118]: mepBhIii — Tak HA3BIBACMBIH «CTEKHHTY
(stacking), mpy KOTOPOM TIOCKOCTH T€MOB PACTIONIOKEHBI MTapaIeTLHO
IIPYT IPYTY, TP 3TOM OOECTIeYMBAETCS MaKCHMAIbHOE TEePEeKpPhIBAHNE
T-opOUTaNIe TeMOB U MaKCUMAaJIbHAs CKOPOCTh MEPEHOCA AIIEKTPOHOB
Mexay aumi [118]. Tak pacnonoxenst remsr 5, 4,3 u 8,9, 10, y KoTOpBIX
paccTosiHEe MeXK Ly KpasiMu TeMoB He TipeBbimaeT 4 A. Bropoii reMoBblit
MOTHB, 0OHAPYKEHHBIH Y TTOBEPXHOCTHBIX IIATOXPOMOB ¢ — T-00pa3HbIii
(T-shaped), mpu KOTOPOM TUIOCKOCTH T€MOB TEPHEHAUKYISPHBI APYT
npyry. Tak pacronokeHbl TeMbl 3 1 1 (pacCTOSHUS MEXITY KpasMH TeMOB
4 A)uremsl 8 1 6 (5 A). Tperuii MOTUB — I1eTI0YKA TEMOB, PACIIOTIOKEH-
HBIX MPAKTUYECKH B OJHOM IuiockocTu. Tak pacmnonokeHsl remsl 2, 1,
6, 7, paccTOsIHUS MekKIy KpasMU FeMOB He MpeBbaioT 6 A, uto Takxke
Mpe/IoIaracT BO3MOXHOCTh 3(h(EeKTUBHOTO IIPSIMOTO MEpeHoca (TyHHe-
JTUPOBAHMUS) AIEKTPOHOB C KaXKIOTo reMa Ha cocenuuii [115]. Tpsimoii
MEPEeHOC DJIEKTPOHOB BO3MOXKEH TaKXkKe M MEXIy reMamu 2-3 u 7-8,
KOTOpbIE paconoxkeHsl Ha paccTosauu 11 A [105].

Bce rembl 3KCIIOHMPOBAHbI B PACTBOPUTENb, CPEIHSAS TUIOIIAIb KOH-
TaKTa TeMa ¢ pacTBoputeneM cocTapnser 173+90 A’ Haubonee sxcronu-
poBaHHbIe (IIOIIA1bL KOHTaKTa 0koso 300 A%) TepMuHaNbLHBIE TeMbI 5 U
10 pacrosoxeHbl Ha IPOTHBOMOIOKHBIX KOHLIAX JITTMHHOM NepeKyIaiiHbl
KpecTooOpa3HOH CTPYKTYPbI U MOTYT CIY’KHTh MECTOM BXOZa U BBIXOJA
anextpona B/u3 DTL] untoxpoma. [lonqpoOHbIit ananus cTpykTypsl MtrF,
BKJIFOYABLIMI MOMCK CAlTOB, OTBETCTBEHHBIX 3a OEJIOK — OENKOBBIC
B3aUMOJICHCTBHS U aHAJIN3 KOHCEPBATUBHBIX OCTAaTKOB B 00JaCTH BO3MOXK-
HBIX MEXOEIKOBBIX HHTep(delicoB, mokaszai, yto qomensl | u IV moryt
OBITH BOBJICUYCHBI B OEIOK-0EIKOBBIE KOHTAKTHI, a B oOnactu rema 10 Ha
MOBEPXHOCTH JoMeHe [V HaxomuTces Kiactep BBICOKOKOHCEPBAaTUBHBIX
OCTaTKOB, KOTOpPbIE MOT'YT OTBeUaTh 3a cBsizbiBaHue ¢ MtrDE. Ha ocHo-
BaHUM IOJYYECHHBIX NAHHBIX ObUI cHesiaH BbIBOJ, 4TO reM 10 Moxer
CIYXUTh MeCTOM BXoza 3ekTpoHoB B OTL[ MtrF [105]. B atom ciyuae,
reM 5 sBIsSIETCS TEPMUHAJIBHBIM I'€MOM, OTBETCTBEHHBIM 3a Iepeaady
3JIEKTPOHOB Ha akuenTop: OmcA uim coOeAMHEHUs METAJUIOB IEPEMEHHOM
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BaJICHTHOCTH. BBICOKast CTeNeHbh IKCIIOHMPOBAHHOCTH TEMOB CO3JAET
Ha noBepxHocTH MtrF oTpunarensHblil 3apsan 3a cueT 20 mponnoHaToB
reMOBBIX Tpynil. J[jsi KOMIEHCAIIMU ATOrO 3apAjia ¢ KaKJI0i MOJIEKYI0i
MtrF cBszano oxono 18 nonos Ca*'.

CrpyKTypa pacilelUICHHOTO [-0appelis ¢ TOMOJIOIHeH «IpedecKHit
KITI0u», oOHapyxeHHast y fomenos I u 111, xapakrepHa st GpraBUH-CBSI-
3BIBAIOIINX JIOMEHOB. B CBSI3U ¢ WeMm ObLIO chenaHo MPeAroiokKeHue,
yto goMeHbl I u III MoryT orBeuars 3a CBA3BIBAHME DKCTPAKIETOYHBIX
(1aBUHOB, KOTOPBIE 3aT€M BOCCTAHABIMBAIOTCS C YYACTHEM OJHOTO WIIN
JBYX coceIHMX reMoB. ['eMbl 2 1 7, pacronoeHHble Ha paccTosauu 14 A
OT LIEHTPOB JOMEHOB 1 1 3, MOT'YT OCYLIECTBIISATH EPEHOC AIEKTPOHOB
Ha CBs3aHHbBIC ¢ 3TUMU foMeHamu (urasusbl [105]. Ecnm ato Tak, To
OmcA u MtrC/MtrF MoryT BBIIONHATE B PECIIUPATOPHOM MPOLIECCE ABE
(GYHKIMH — IPSIMOM MIEPEHOC HIIEKTPOHOB Ha aKLENTOp U LUKINYECKOEe
BOCCTAHOBJICHHUE HU3KOMOJICKYJISIPHBIX MeUaTopoB ((1aBUHBI B ciiydae
S. oneidensis MR-1), Takxe MepeHOCSIINX IEKTPOHBI HA TEPMUHATBHBIN
akuenrtop [89].

Kak y>xe 0b110 3ameueHo, cTpykTypa OmcA oueHb OX0Xka Ha CTPYK-
Typy MtrF. Takas xe opranuzammst Monekyinsl u ctpykrypa OTLl Obiia
0oOHapy»KeHa y eI11e OHOTO SKCTPAKJICTOYHOI'0 LIUTOXpOoMa ¢ — 1 1-remoBoro
UndA [116], KOTOpBIi BO3MOXHO BBITIONHSACT (DYHKIINW, aHAJOTHIHBIC
OmcA, y 6akrepun Shewanella sp. mramm HRCR-6 [117]. Jlmsa Bcex
Tpex CTPYKTYp XapaKTepHA YEeTBIPEXJTOMEHHAsl OpPraHHU3alds C yHHU-
KaJIbHOHM YKJIAIKOW TeMOB B (pOpMe CMEIIEHHOTO KpecTa. V30bITOUHbIIH
onuHHAAUATHI reM UndA (rem 7) pacronioxkeH B KOPOTKOMH IepeKiiainHe
KpecToo0pa3Hoii CTPYKTYPbI, cpa3y 3a reMoM 8 (rem 7 y OmcA u MtfA)
Y TIepIeHANKYIsApeH emy (puc. 5). [Tonoxenne n opueHTaIus reMoB 5 B
TpexX CTPYKTypax HauMeHee KOHCepBaTUBHBI, UTO MOATBEPKAAET TUTIOTE3Y
0 TOM, YTO UMEHHO OHHU OTBEYAIOT 32 B3aMMO/ICHCTBHE pACCMaTPHUBAEMBIX
LIUTOXPOMOB € C aKIENTOpaMH JIEKTPOHOB pa3Hoil nmpupossl [113, 116].

HecMotps Ha moxokecTh IPOCTPAHCTBEHHBIX CTPYKTYP, KAKIBIN U3
HKCTPAKIJIETOUHBIX MYJIBTUTEMOBBIX IIUTOXPOMOB UMEET Psii 0COOCHHOC-
TeH, MO-BUAMMOMY, CBS3aHHBIX C Pa3HBIMH (QYHKIMSIMHU OCIKOB B KJIETKE.
OcHOBaHHOE Ha CTPYKTYpE BEIpAaBHUBaHHE aMUHOKHCIIOTHBIX TIOCJIE0Ba-
tenpHOcTel MtrF, UndA 1 OmcA oGHapyXuBaeT HaJIMUUE Y KayKI0TO U3
0EJIKOB BCTABOK M JICJICLIHi, KOTOPBIE B CTPYKTYpE SKPaHUPYIOT OOKOBBIE
MIPOMUOHATHI TEMOB, BIUSSA Ha JIEKTPOOTPULIATETBLHOCTE TOBEPXHOCTH
U B pe3ysibTaTe Ha B3aMMOJEHCTBUE LIUTOXPOMA C C MOBEPXHOCTHIO
cyoctpara [113]. FI3meHeHne OmmKkaiinero OKpy>KeHusl TeMOB TIPUBOTUT
TaK)Ke K M3MEHEHHIO MX PEJOKC CBOHCTB, YTO IO3BOJSET OOBSICHUTH
Pa3IUYHYIO JIEKTPONPOBOAHOCTh 10-reMoBbIX HUTOXpOoMOB MtrC u
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Puc. 5. Pacionoxenue remoB B Mosiekyne UndA [116].

I'embl UndA nokazaHbl 4epHBIM I[BETOM, IIAPHKAMH IOKa3aHbl aTOMBI JKele3a.
I'embl IpOHYMEPOBaHBI B MOPSJIKE PACIOIOKEHHS T'€M-CBA3BIBAIOIINX MOTHBOB
CxxCH B aMHHOKHCIIOTHOM TTOCIIEAOBAaTeNbHOCTH. JIJIsl CpaBHEHHS TOKAa3aHO HaJo-
xenue reMoB UndA 1 remoB MtrF (o603Ha4eHbI cepbiM 11BeToM). Hymeparus remoB
MtrF npuBesieHa B CKOOKax.

OmcA, ormeuennyto panee [111]. Kpome toro, mis OmcA mokasaHo,
YTO OH HaXOIUTCS B KpUCTaJUie B BUae numMepa (puc. 6). HecMoTpst Ha TO,
4TO TUIOIIAL UHTEpQeiica Mexk Ty MOHOMepaMu B tumepe OmcA Hese-
nuka (oxoso 500 A%) u o6pasyromuiicss auMep HENpoueH, 06pa30BaHKE
JUMepa MOXET UTpaTh CYNIECTBEHHYIO polib B (hopmupoBarmnu DTLI.
O6pazoBanue aumepa OmcA TPUBOJUT K BO3HUKHOBEHHIO KOHTAKTa
MEX]ly TEPMUHAIBHBIME TeMaMU 5 U3 Pa3HbIX MOHOMEPOB, B Pe3yJIbTaTe
BozHukaeT 20 remMoBas nemnb muHoi 113 A. Bo3MokKHOCTE CYILIECTBO-
BaHUS TAKOTO IMMEPa Ha TTIOBEPXHOCTH KIIETKU MOATBEPIKIAETCS BBITIEIIE-
HUEM M3 KJIETOK S. oneidensis komiuekca coctasa MtrC-(OmcA), [112].
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lem 10 Fem 10

113 A

Puc. 6. Pacnonoxenue remoB B qumepe OmcA.

PaccTosHIe MeKTy TeMaMH 5 U3 Pa3sHBIX MOHOMEPOB — 9 A, mHa BO3MOMKHO#H
NIEKTPOH-TPAHCIIOPTHO Hemy — 113 A (paccTosHue MLy aTOMaMH XKelle3a TeMOB
10) [113].

[Tpu o6pa3zoBannu qumepa OmcA Tonbko reMbr 10 ocTaroTcs CBOOOTHBIMHU
¥ MOTYT KOHTaKTHPOBaTh Kak ¢ MtrC, mpuHHMAas AJIEKTPOHBI, TaK U C
MTOBEPXHOCTHIO aKIIETITOpPA AJIEKTPOHOB (HAIpUMep, TeMaTHTa). YIIOMH-
HaBmmics panee MOTHUB Thr—Pro—Ser, oTBewaromuii 3a cBSI3bIBaHUE C
MTOBEPXHOCTHIO TEMATHUTA, PACIIONOKEH B CTPYKType OmcA Kak pa3 Mex Iy
9 u 10 remamu [113], obecrieunBast 61M3KHI KOHTAKT rema 10 U HOHOB
Fe(IlI) akmenrropa.

Crenyer oTMeTHTh, 9T0 UndA, IPEeAITONIOKATETHEHO BBITTOTHSFOIITII
B KJIETKe T€ ke (QyHKIUH, 9To 1 OmCA, CyIIIECTBYET B KPUCTAIIIC B BUJIE
MoHomepa [116]. JIns UndA ObuTH MOTYYEHBI CTPYKTYPBI KOMILICKCOB C
pacTBOprMbIMHU cyOcTparamu — rurpartom xkesiesa (111) u Fe-NTA metomom
BbIMa4YMBaHUs KPUCTAILIIOB cBOOOIHOM (hopmbl UndA B pacTBOpE Turania
[116]. B oboux ciayuyasx MOJEKYJbl aKIENTOPOB CBSI3bIBATIUCH OKOJIO
9KCIIOHMPOBAHHOTO B PACTBOPHUTEIIL TeMa 7. PaccrosiHre Mex 1y nophupu-
HOBBIM KoJiblIoM rema 7 u nonamu Fe(111) B oOpazoBaBImxcst KOMIIEKCAX
He npeBbImao 8.5 A, 4To mpeanonaraer BO3MOKHOCTD TIPSIMOTO TIepe-
HOCAa DJICKTPOHA C TeMa Ha aKILENTOp. YUUTHIBAs TOCTYIMHOCTh TeMa U3
pacTBopuTes (IO SKCIIOHUPOBAHHOMN B PACTBOPUTEIH IOBEPXHOCTHU
rema coctasiser 123 A2), MmoxHO MPEANOJIOKUTh, YTO B3aUMOJEHCTBUE
sBIsieTcs Hecrienupuaeckum [116].

[TonbITKN MONMYyYEHUsT KPUCTALIOB OWHApHBIX KoMmIuiekcoB UndA
u MtrF ¢ pacTBopuMBIMU MEPEHOCUMKAMU 3IEKTPOHOB, TAKUMU KaK
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O®MH u pubodaBuH, MeToIaM1 BEIMAUUBAHUS U COKPUCTAIUIA3AIIH HE
MIPHUBEJIH K MOTy4eHu 0 Komiuiekcos [ 105, 116]. IIpu stom UndA, MtrF u
MtrC BoccTaHaBIMBAIOT (PIIaBHHBI CO CKOPOCTSIMH, COMTOCTABUMBIMH HITH
MIPEBHIIIAIONTIMH CKOPOCTH BOCCTAHOBIIEHHUS PACTBOPUMBIX COETUHEHHH
Fe(Ill) [102, 105, 116], a naceimenne MtrF ®MH nocturanocs yxe npu
10 uM xonnentpanuu nocuaeanero [105].

OHEPI'ETHUKA DJIEKTPOHHOI'O TPAHCIIOPTA B MOJIEKVYJIE MTRF

Jns onucanus mepeHoca 3JIeKTPOHOB 10 TeM-CoJepKalliei eKTPOoH-
TpancnoptHoi e OMC meTtogamMy MOJIEKYISIPHOH TUHAMUKH OBLTH
paccuuTaHbl PeIOKC MOTEHUIHMANBI OTASAbHBIX reMoB MtrF (puc. 4b)
[118—120]. UnTepBan pacyeTHBIX peloKc NOTeHIMan0B reMoB MtrF coc-
tasmsaeT 350 MB (70 + —280 MB), 4TO KOppenupyeT ¢ NaHHBIMU MTOTCH-
nuoMeTpuueckoro Turposanus MtrF B pacteope (0 + —260 mB) [105].
Paznocts notennuanos remMoB 10 1 5 (caifThl BX0J1a ¥ BBIXO/IA JJIEKTPOHA)
He npespimaer 50 MB, 4TO yka3bpIBaeT Ha BO3MOXXHOCTh 3JIEKTPOHHOTO
TpaHCIopTa B 000uX HamnpaBieHUsX. CaMbIMU HU3KOTIOTECHIIMATLHBIMU
oKa3anuch reMel 4 1 9, moTeHnMansl KOTopbIX paBHbl —270 MB 1 —280
MB [120]. CyuiecTBeHHbIN BKJIaJ B CHI)KEHUE MOTEHIMAIA ITUX TEMOB
BHOCSIT HECKOMITEHCUPOBaHHBIE OTPULIATEITBHBIE 3aPsi/Ibl PACTIONIOKEHHBIX
PAIOM OPONHUOHATOB coceqHux remMoB 3 u 8 [118]. Ans noHumanus
POIM HU3KOTOTEHITMAIBHBIX TEMOB M OIICHKH BIHMSHHS MX Ha OOIIYIO
CKOPOCTH AJIEKTPOHHOTO TPaHCTIOPTa OBLI TOCTPOEH IYHEPTeTHUECKHUI
pohrITh MepeHoca IEKTPoHa 10 1 0-THTeMOBOM AITEKTPOH-TPAHCIIOPTHON
menu MtrF [118-120]. XapakTtepHoit 0COOCHHOCTBIO dHEPTETHIEC-
xoro mpoduiis ocaoBHO# DTI] (10—59—8—6—1—-3—4—5) aBuagercs
HaJIM4YUe JABYX CHMMETPHUYHO PACIIOIOKEHHBIX MaKCHMyMOB — TE€PMO-
JTUHAMHYECKUX OapbepoB BbICOTON okoio 0,2 eB, moKanmn30BaHHBIX Ha
HU3KOTIOTCHINATBHBIX TeMax 4 1 9. [IepeHoC AIIeKTPOHOB B ATOM CIIydae
BKJIIOYAET JBE CTAIUH, COMPOBOKIAIOUINECS IOBBIIIEHUEM CBOOOIHOI
sHeprun cuctemsl (uphill steps 10—9 u 3—4), 4TO JTOHKHO TPUBOIUTH
K CYIIECTBEHHOMY CHM)KE€HHIO CKOPOCTH 3JIEKTPOHHOIO TPaHCIOPTA.
[MpoBenennsii B padote [118] ananu3 ckopocTeii mepeHoca 31eKTPOHOB
MEX/Ty COCETHUMH T'eMaMH 10Ka3aJl, YTO HU3KOIOTEHIINAIbHbIE TeMbl 4 1
9 pacroIoKeHBI B CTCKUHI-YKJIIAJIKaX,, 00€CIICUUBAIOIINX MAKCUMAJIbHYIO
CKOpPOCTh TepeHoca AEKTPOHOB. [IpucyTcTBHE HU3KOMOTEHIIMAIbHBIX
TeMOB B 3THX YKJIaJIKaX IPHUBOJIUT K CHHIKEHHIO CKOPOCTH JIEKTPOHHOTO
TPaHCIIOPTa, B PE3YyNbTaTe KOTOPOTO OHA MPHOIMKACTCS K CKOPOCTH Mepe-
HOCa 3JIEKTPOHOB 10 Apyrum snementam D TLI. B pesynsrare Makcumarns-
Hasi CKOPOCTB ITEPEHOCA HIIEKTPOHOB 10 OCHOBHOM 3JIEKTPOH-TPaHCIIOPT-
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woi e 10—-9—8—6—1—3—4—5 npubmmxaercs k 10°-10° ¢!, uro
MIPEBBIIIAET MAKCUMAJIbHYIO HN3MEPEHHYIO CKOPOCTh IIEPEHOCA AIEKTPOHOB
komruiekcoMm MtrCBA ma HepactBopuMbIiii akmenTop — 8500 ¢! [93].
Takum 00pa3oM, CKOPOCTb-IMMUTUPYOIIEH CTaAUEH SBIACTCS TOCISTHSIS
CTaJIUs1 SKCTPAKIIETOYHOTO AIIEKTPOHHOIO TPAHCIIOPTA — IEPEHOC NIEKTPO-
HOB Ha aKIeNTop, CHIMKEHUE CKOPOCTH MepeHoca 3JIEKTPOHOB 3a CUeT
uphill cranuii He BiusieT 0OIIYI0 CKOPOCTh TIpoIiecca.

C npyroii ctopoHsl, mpucyTcTBUE B 0cHOBHOM DT MtrF remoB 4 u 9
¢ norennanamMu —270-280 MB co3/1aeT BO3MOKHOCTH BOCCTAHOBJIEHHS Ha
ATHUX I[CHTPaX HU3KOMOTCHIIUAIBHBIX aKIIENTOPOB, HAITPUMED, (PJIaBUHOB
(E,, oxomo—200 MB) [19]. Bo3MOXHOCTB Takoro npouecca noaBepkaaeTcs
BBICOKOI I0CTYMHOCTBIO reMoB 4 1 9 u3 pactBoputens (226 A” s rema
41231 A* nna rema 9 [116]).

PacnonoskeHHbIE PsiIOM C TOTEHIIMAILHBIMU (MJIAaBHH-CBSI3bIBAIOIIIIMHU
nmomerami I u 11 remsr 2 (E =—60 MB) u ocobenno 7 (E =70 mB) [120],
OKa3aJIMCh CIIHIIKOM BBICOKOIIOTEHIIMAIBHBIME ISl Y4acTHs B BOCCTa-
HOBJIeHUH (IIaBUHOB, Kak 3TO npenmnosaranock B [105]. OxgHako, B
pabote [121] 6pu10 TIOKa3aHO, uTO cBsi3biBaHKe DMH ¢ MtrC mpuBoaut
K NOJ0XKUTeNbHOMY ciBury Ha 100 MB nmotreHumana o1HO3IEKTPOHHOTO
BocctaHoBieHuss ®MH 10 cemuxmuoHa, nenas BocctanoBiienne ®MH
Ha TeMax 2 U 7 TepMOIUHAMUICCKA 00JICe BEPOSTHBIM.

Taxkum 00pa3om, pa3BeTBIEHHAS JJEKTPOH-TPAHCIIOPTHAS I[EIb,
MIPHUCYTCTBUE B HEW HU3KOTIOTEHIINAIEHBIX TEMOB SIBJISICTCS CTPYKTYPHBIM
6azucoM MO YHKIIMOHATRHOCTH OekoB cemeiictBa MtrC/OmcA,
KoTOpas paHee ObliIa MOKa3aHa B OMOXUMHYECKHUX IKCTIEPIMEHTaX.

‘YcranosneHne npocTpaHcTBEHHBIX CTPYKTYp OMC mo3BonmIio Taxkke
OIICHUTH BO3MOXKHYIO MPOTSKEHHOCTH IKCTPAKICTOUHOM YaCTH AIEKTPOH-
TPaHCIIOPTHOI 1ienu, BKitouatomeit 6emok MtrC (65 A) u cpsazannblit ¢
HuM uepes rembl 10 gumep OmcA (113 A). Jlimuna Takoit 31eKTpoH-TpaHC-
MOPTHOM IeH MOXKET cOCTaBUTH 110 200 A.
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IV. PACTIPOCTPAHEHHOCTDB U YHUBEPCAJIBHOCTDb
MEXAHHM3MA BHEKJIETOYHOI'O
JIEKTPOHHOI'O TPAHCIIOPTA,
INIOKA3AHHOTI'O AJ1s1 BAKTEPUMU S. ONEIDENSIS

AHanu3 noyHeIX reHOMOB 19 BuI0B OakTepuii pona Shewanella nan Bo3-
MOKHOCTb IPOAHAJIU3UPOBATh FEHHBIE KJIACTEPbI, OTBEYAIOIIUE 32 METAaI-
Jopenykuuio y 6akrepuid atoro poaa [117, 122]. beuto nokaszaHo, 4To:
1) xnactep reHoB mtrCAB—omcA npuUCyTCTBYET BO BCEX OMYOJIMKOBAH-
HBIX TeHoMax pona Shewanella;, 2) y HEKOTOPBIX BUIOB, TAKUX KaK
S. putrefaciens n S. baltica, ren omcA 3ameHeH Ha undA B cocrase
knacrepa mtrCAB—undA; 3) rennsit knacrep mtrCAB—omcA—mitrDEF
MIPUCYTCTBYET TOJIBKO Y OJIM3KOPOJICTBEHHBIX IITAMMOB S. oneidensis;
4) y HexoTopbIxX Oaktepuit (S. halifaxensis) ximacTtep BKIIIOYAaeT TEHBI 9
oenxoB: mtrD—mtrF—mtrE— omcA—undA—omcA—mtrC—mtrB—mtrA.

ITomumo Gakrepwii pona Shewanella, mtrCAB romonoru 6butH 00HApY-
keHsl B reHoMax Fe(I1l)-oxucnstomux 6akrepnii Aeromonas hydrophila,
Ferrimonas balearica u Rhodoferax ferrireducens [122]. Kak u B ciydae
Oaxrepuit Shewanella, reast mtrCAB B 3THX opraHU3Max 0ObEIMHCHBI B
o01muit Kactep, B KOTOPOM PaCTIONOKEHBI B TOH MKe MOCIIeI0BATEIbHOCTH
mtrC—mtrA—mtrB. Y 6axrepun A. hydrophila kxnactep BKIIOUAET TOIBKO
reasl mtrCAB, rensl omcA wnu undA v ©X TOMOJIOTOB OTCYTCTBYIOT, YTO
YKa3bIBaCT Ha TO, YTO OCIIKU, KOTUPYEMbIE STUMH F'eHAMH HE00s13aTeIIbHBI
st DBMR. Y 6akrepuii F. balearica u R. ferrireducens B OMH TeHHBIN
knactep ¢ mirCAB BXOAAT ABE KOTINU TeHa cymA — IEpBUYHOTO aKIenTopa
AIIEKTPOHOB OT ITyJIa BOCCTAHOBJICHHBIX XUHOHOB. Y S. oneidensis cymA
HE BXOIUT B mir-KjacTep.

Knactep mtrCAB Obl1 00HapyXeH Takke y 6 MOPCKUX OakTepuii poja
Vibrio, nist KOTOPBIX paHee He Oblla MoKa3aHa METaNIOPEAYKIHs. ABTOPBI
[122] mpennonaratot, uto npucyrcreue mirCAB yka3bIBaeT Ha TO, UTO
9T OakTepuu MoryT ucnonb3oBark Fe(lll) B mpixarensHOM mporecce B
OTCYTCTBHE APYTHX aKLEITOPOB.

I'ennt mtrCAB Obinu Takxke uaeHtuduupoBansl B reomax Fe(Il)-
okHcIsIomuX Oaktepuit Rhodopseudomonas palustris n Sideroxydans
lithotrophicus ES-1, xoropbie ucnonbsytor FeCO, unu FeS B kauectse
JIOHOPOB 3JIEKTPOHOB, YTO YKa3bIBae€T HA OOPATHMOCTH AIIEKTPOHHOTO
TpaHcnopTa, npoBoaumMoro komruiekcom MtrCAB [89, 122].

Hecmotps Ha TO, uTO /U1 OakTepuii poga Geobacter o0CyXmaeTcst
OTIUYHBIN OT Shewanella MeXaHU3M 3KCTPAKJIECTOUHOTO IIEKTPOHHOTO
TpaHcmopra [15, 16], romonoru kimactepa reHOB mirAB oOHapyKeHBI B
reHomax Geobacter [40, 123]. Ognako B padote [122] oTmMeuaeTcs, 94To
y 6axtepun Geobacter sp. M21, koTopasi CONEpKUT TeHBI, TOMOJIOTHY-
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HBIE MmirAB, B 9TOM B Kactepe oTcyTcTByeT reH mirC, 9To He TI03BOJISIeT
OHO3HAYHO CBS3aTh OENKM — MPOAYKTHI ATOTO KJIacTepa C MeTajuiope-
JYKIUEH.

Taxum 06paszom, TeHHbIH KnacTtep mtrCAB MIpOKo pacipoCTpaHeH y
OakTepuii, OCYIIECTRISIONINX PECITUPATOPHYIO METATIIOPEIYKIHIO, OTBE-
Yasi 32 00paTuMbIi OOMEH AIIEKTPOHAMH MEKAY OaKTEepUaTbHON KIIETKOM
W 3KCTPAKIETOYHBIM aKIENTOPOM/JJOHOPOM 3JIEKTPOHOB. OHAKO, ITOT
MYyTh TO-BHIUMOMY HE SBJISIETCS YHUBEPCAIBHBIM, H BO3MOXKHBI JIPyTHe
MEXaHHU3MBbI HKCTPAKIETOUHOTO AJIEKTPOHHOTO TPAHCIIOPTAa.

YacTp 3TOrO0 Kiacrepa, a UMEHHO T'eHbl, TOMOJIOTHYHBIC mtrAB, UMeroT
emie Oosee MIMPOKOE PacpOCTPaHEHHE B TE€HOMax IpaM-OTpHLATEIb-
HBIX MHKpooprannzMoB. Kogupyemblit umMu komriekc OesnkoB MtrAB,
npeacTaBIsOmMd cob0il TpancMeMOpaHHbIi Oenok — nmopuH MtrB ¢
BCTaBJICHHBIM B HET'O PACTBOPHMBIM MEPUILIA3MaTHUECKUM 3JIEKTPOH-TIPO-
BOAAIIMM OestkoM MIrA, paccmarpuBaeTcst Kak IIPOTOTHIT YHUBEPCAIBEHOTO
0EJIKOBOr0 MO JUIsl TIEPEHOCa JIEKTPOHOB Yepe3 OaKTepHaAIbHYIO
KIIeTouHyI0 MeMOpany [40, 89]. DTOT mepeHoc MOXKeT ObITh HE CBsI3aH
HAIIPSMYIO C METAJUIOPEAYKIMEH, 3JIEKTPOHBI C BHELIHEH CTOPOHBI HAPY K-
HOW KJIETOYHOW MEMOpaHbl MOT'YT IIEPEHOCHUTHCS MPH YYaCTHU CIICLH-
¢duueckux penyKras Ha Ipyrue SKCTPaKIETOUHbIE aKLIENTOphl. Tak Obl10
MOKa3aHo, YTO AKCTpakKieTodHoe BoccranoBienne DMSO y Gakrepwuii
Shewanella o6ecnieunBaeTCs AIEKTPOH-TPAHCTIOPTHEIM MoyiteM DmsEF,
roMoJiorudHbEIM MtrAB [124].

T'omomoru kommiekca MtrAB oOHapyXKeHBI B TeHOMax OakTepuit
Geobacter [123], tae oHM BO3MOXHO YY4aCTBYIOT B TIEpEHOCE 3JIEKTPOHOB
Ha TMHJTH.

V. 3AKJIIOYEHHME

DKCTPaKICTOIHBIHN JICKTPOHHBIN TPAHCTIOPT SIBIISIETCS KITFOUEBOU CTanei
B TIpOIlecCe TUCCHUMIISTOPHONW OaKTepHaIbHON MeTaiopeayKIHH.
Hawnbomnee riccmenoBan 3TOT mporiecc s 0akrepuu S. oneidensis MR-1.
Pemaromyto ponb B 3TOM mporiecce y S. oneidensis UTparoT MyJbTH-
T€MOBBIE ITUTOXPOMBI €. MOXHO BBIZIEIUTH TPH OCHOBHBIX dTara IKCTpa-
KJIETOYHOTO 3JIEKTPOHHOTO TPAHCIIOPTA: 1) OKUCIIEHHE BOCCTAHOBIEHHBIX
XMHOHOB B IIUTOIJIA3MaTHUECKON MEeMOpaHe M MEPEeHOC JNEKTPOHOB B
nepuIiasMy; 2) MepeHoc MEKTPOHOB U3 MEPUILIa3Mbl Ue€pe3 BHEIIHION0
KJIETOYHYIO MEMOpaHy Ha MOBEPXHOCTHBIE LIUTOXPOMEBI C; 3) MepeHocC
3NIEKTPOHOB C IOBEPXHOCTH OAKTEPUATBbHOM KIIETKH Ha SKCTPAKIETOYHBIH
akuentop. IlepBelii aTan ocylecTBIsIeTCs IPU y4aCTHH YHUBEPCAIBHON
xuHomaeruaporeHassl CymA u psiga Hecnenu(uuecKux NepuIliazma-
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TUYECKUX LUTOXPOMOB C. BTOpOii 3Tam ocymiecTBiIseTcs Mpu y4acTun
TpancMeMOpanHoro komiuiekca MtrCAB, Bkmrogaromero nepuriiasma-
TUYECKUH ACCATUTEMOBBIN TUTOXPOM ¢ MtrA, BCTaBJICHHBIN B TIOPUHO-
noJo0HBIH TpaHcMeMOpaHHBIH Oenok MtrB ¢ oOpa3oBanuem mMomyis
MtrAB, KOTOpBIi OCYIIECTBISET IEPEHOC SIEKTPOHOB Uepe3 KIETOUHYIO
MeMOpaHy Ha TOBEPXHOCTHBIHN uToxpoM ¢ MtrC. CTpyKkTypa KOMIIeKca
MtrAB u Bxonmamux B Hero OelKOB He ycTaHOBIeHA. PacmpocTpaHen-
HOCTH O€JIKOB, TOMOJIOTHUHBIX MtrA u MtrB, B reHomax OakTepuii,
OCYIIECTBIISIOUINX IKCTPAKIETOUHBIM TPAHCTIOPT AIEKTPOHOB Ha pa3HbIe
9KCTPAKJIETOUHbIE aKIENTOPHI, B TOM YHCJIE€ OTIUYHBIE OT OKCHJIOB
METAJIJIOB, M03BOJISIET paccMaTpyUBaTh TOT KOMIUIEKC KaK IMPOTOTHII
YHHUBEPCAIBHOTO MOAYJS ISl IEPEHOCA DIEKTPOHOB Yepe3 KIETOUHYIO
MeMOpany. [IoBepXHOCTHBIH AecATUTeMOBBIN IMTOXpoM ¢ MtrC, npuHuMast
3NIEKTPOHBI OT MtrAB, BBIIOJIHSET KJIIOUEBYIO POJIb B IEPEHOCE AIEKTPO-
HOB Ha SKCTPAKJICTOYHbIN akienTop. B reHome S. oneidensis npucyTcTByer
KaK MHHAMYM €1Il€ OJIH Ha0Oop TeHOB, mapanorndHbix mtrCAB, mtrDEF.
MtrC/MtrF MoryT mepeHOCHTh AIIEKTPOHBI KaK HETOCPEJCTBEHHO Ha
TEepPMHMHAJIBHBIH aKLENTOP, TaK U Ha IPYTOH JeCITUIeMOBBII LINTOXPOM C —
OmcA wnm ero ananor — 11-remoBsIif uToxpom ¢ UndA. YcTaHnoBiieHne
CTPYKTYPbI TPEX HOBEPXHOCTHBIX MYJIBTHI€MOBBIX T€MOBBIX LIUTOXPOMOB C
n3 Oakrepuii pona Shewanella cTamo KIIFOYEBEIM MOMEHTOM B ITOHIMAHUH
MEXaHHM3Ma IKCTPAKIECTOTHOTO IEKTPOHHOTO TpaHcnopTa. MtrF, UndA
1 OmcA UMEIOT TTOXOXKYI0 TIPOCTPAHCTBEHHYIO CTPYKTYPY, COCTOSIIIYIO
M3 YeTHIpEX JOMEHOB. /[Ba TOMeHa NMEIOT CTPOSHHE, XapaKTepHOe IS
(raBUH-CBS3BIBAIONINX [IEHTPOB, HA JIBYX JPYTruX pacronokeHsl 10(11)
TeMOB, OPTaHM30BAHHBIX B YHUKAIBHYIO KPECTOOOPA3HYIO YKIIAJKy, HE
MMEIOIIYI0 aHaJIOTOB y JPYTHUX MYJIBTUTEMOBBIX ITUTOXPOMOB C. YHH-
KaJbHas CTPYKTypa 00pa3oBaHHOI U3 reMoB pazBeTBieHHON I T obec-
MEYMBACT BO3MOXKHOCTh OJJHOBPEMEHHOI0 ydactus S. oneidensis OMC
B HECKOJIBKHX Tpolleccax, BKIIoUas MepeHoC AEKTPOHOB OT HaPYKHOM
KJIETOYHOI MeMOpaHbl Ha HEpaCTBOPUMBIH aKIENTOP TI0 OCHOBHOH LEH
Y BOCCTAHOBJICHHE PACTBOPUMBIX IIEPEHOCUYHUKOB, TAKUX KaK (JIaBHHBI, C
Y4acTHEM I'eMOB JIOTIOJIHUTEIBHOM 1IN, PACTIOIIOKECHHBIX PAJIOM ¢ (hia-
BHH-CBSI3bIBAIOIUMH IOMEHAMHU.

AHanM3 reHOMOB rPpaM-OTPHULIATENIFHBIX OAKTEepHUii TOKa3all, YTo OCJIKH,
romosioruunsie MtrC, MtrA u MtrB, mupoxko npeacrasieHsl Kak y Oak-
Tepuil poxa Shewanella, Tak n 'y APYruX rpaM-OTpULATENbHBIX OakTe-
puil, ocymectsisitomux DBMR. D10 ykasbiBaeT Ha TO, UTO MEXaHU3M
HKCTPAKIETOYHOTO IEKTPOHHOTO TPAHCIOPTA, CHOPMYITUPOBAHHBIN
i1 OakTepuu S. oneidensis, mMpoko pacrpocTpaHeH. Ho BO3MOXHBI 1
AJIbTEPHATUBHbBIC MEXaHNU3MBbI, OIH U3 HUX, [10-BUIUMOMY, PEAIU3YeTCs y
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Gaxrepuii poga Geobacter. Pacimpenue Kpyra ncciielyeMbIX OpraHI3MOB,
BKJIFOYCHHE B UX YHUCJIO apxeﬁ U IrpaM-T10JIOKHUTECIIbHBIX 6aKTepPII>i, HCITIOJIb-
3YIOIIUX JIUCCUMUIISITOPHYIO METAJUIOPEAYKIUIO, TIO3BOJIUT MOJTYYHTh
Ooree ITyOOKKE 3HAHUSI O MEXaHU3MaX OaKTePHATLHOMN TUCCUMIIISITOPHOM
MeTaJJI0peLyKINH.

ABTOpHI BBIPAKAIOT OJIATOMAPHOCTH COTPYAHUKY TabOpaTOPHH HMH)KEHEPHOI
suzumonoruu MTHBU PAH E.M. OcumnoBy 3a nomo1us B 0poOpMIEHUH PUCYHKOB.
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