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B o630pe mpoaHanM3MpOBaHBI MMEIOIIMECS B JUTepaType MaHHBIE O CKOPOCTSX, XapaKTepHCTHKax
M MexXaHM3Max BOCCTaHOBJEeHUs Mosiekya O 10 CynmepoKCHIHOIO aHMOH-paauKaga Ha ydyactkax ¢poTo-
CUHTETUYECKON DJIEKTPOH-TPAHCIOPTHOM 1IeMU, Ha KOTOPbIX 3TO BOCCTAHOBJIEHUE OBLIO YCTAHOBJIEHO.
C ucnob30BaHUEM TEPMOAMHAMWUYECKUX PACUETOB M PE3Y/IbTaTOB HEJaBHUX PaOOT KPUTHUUECKU PACCMOT-
DPEHbI UMEIOLIMeCs MPEANOJOXEHUs O POJIM KOMIIOHEHTOB 3THUX YYaCTKOB B TaHHOM Mpolecce. JeTaabHo
OIUcCaH Mpoliecc BOCCTAHOBIEHUST MoJiekyl O, Ha aKLENTOPHON cTopoHe oTOoCUCTEMBI |, cuMTaloLLeii-
€ OCHOBHBIM MECTOM 3TOTO TIpoliecca B (hDOTOCHMHTETHUECKO 1enn. PaccMOTpeHBI acrieKThl 3BOJIOINT
(boTocuHTETMUECKOTO anmnapaTa B KOHTEKCTE KOHTPOJISI YTEUKHU 2JEKTPOHOB K MoJiekysne Oz, O6cyxaeHbl
MPUYMHBI, OrpaHUYMBAIOLINE TMPUMEHEHWE pe3yJbTaTOB, TMOJYYEeHHBIX C HCIOJb30BaHWEM (parMeH-
TOB TWJIAKOMIHBIX MeMOpaH, CoaepXalluX OTAeNbHbIC YIaCTKN (hOTOCUHTETUUYECKON 1eTn, ISl OLIeHKHU
CKOPOCTHU BOCCTaHOBJIEHUsT MosieKya Oz Ha 9TUX yyacTKax B UHTAKTHOM TUJIAKOUAHON MeMOpaHe.

KJIIOUEBBIE CJIOBA: botocunTe3, hOTOCMHTETHYECKAS DJICKTPOH-TPAHCIIOPTHAS 1IETTh, BOCCTAHOBJICHHE KIC-

JIOpOfia, CyMepOKCUIHBIN paguKal.
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BBEJIEHHNE

MonekynsapHbiit O, — MOOOYHBIM MPOAYKT
OKUCJIeHUsI BOAbl B (hOTOCMHTE3UPYIOIIUX Opra-
HU3Max, WCMOJIb3YIOUIMX €€ B KayecTBE HCTOY-
HUMKa B3JIEKTPOHOB [JIs1 00pa3oBaHUs BOCCTAHO-
BUTEJIsI, HEOOXOAUMOTIO B peaklUsIX YIJIEPOIHOIO
MeTabonu3Ma. B To ke BpeMst KOMITOHEHTHI (hOTO-
CUMHTETUYECKOIo arrmapara a’poOHBIX OpraHu3-
MOB MOTYT BCTYIIaTh B peakiuu ¢ Mmojuekyaamu O,.
B 1951 rony Asnan Menep oOHapyxXui, 4To IIpU
OCBEIIIEHUU TUJIAKOUI0B oOpa3yeTcs IepOKCHUI
Bogopona, H,O,, u cienan BBIBOI, YTO MOJIEKY-
JIpHbld O; MOXET CIYKUTh HEIOCPEACTBEHHBIM
aKIIeTITOPOM DBJIEKTPOHOB OT BOCCTaHOBJIEHHBIX
KOMITOHEHTOB (DOTOCHMHTETUYECKOM 3JIEKTPOH-

TpaHcrioptHoii nenu (PDTLL) [1]. Tlepenoc
3JIEKTPOHOB OT KoMIloHeHTOoB MOTLI Kk Moie-
KyaaMm O,, CONpPOBOXIAaeMbIli BOCCTAaHOBJIEHUEM
9TUX MOJIEKYJ, MOJIYYMJl Ha3BaHUE peakiusi Me-
snepa. OcHoBHast pyukumnss @OTL — BoccraHas-
nquBatb NADP*, u ObU10 mnpoBeneHO TpoMaj-
HO€ KOJMUYECTBO HCCJIeI0BaHUM, YTOOBI OLIEHUTH
JIOJII0 «HETIPOU3BOAUTEIbHON» peakuuu Menepa
B 0011eM IepeHoce 351eKTpoHoB o MOTLI B pas-
JIMYHBIX YCIOBUSIX €€ (DYHKIIMOHUPOBaHUS [2].
OpHako BaXXHOCTb TOHMMAHUS TPOLECCOB
okucieHust KomnoHeHToB ®OTII monekynamu O,
COCTOMT HE TOJIBKO B BO3MOXHOCTU OLIEHKU BJIUSI-
HUs peaku Menepa Ha 3 PeKTUBHOCTb (PUKca-
1 CO,, HO U B yUeTe €€ POJU B OCYIIECTBICHUU
atoii ¢ukcauuu. CunHte3d ATP, ucnomnbzyemoro

Ilpunareie cokpamenus: ADK — aktuBHbIe (opmbl Kuciaopona; Pm — dheppenokcut; ®HP — deppenokcna:NADP* oken-
nopenykraza; ®C1 — dotocucrema 1; DC2 — dpotocucrema 2; ®OTL — dorocuHTETHYECKAS IEKTPOH-TPAHCIIOPTHAS 1IETTh;
DCPIP — 2,6-nuxiopbenonunnoderon; DMF — numermindopmamun; DNP-INT — nuautpodeHmioBblit acup 2-iton-4-HUTpo-
tumoda; En — cpenHeToueuHsbIit penokc-noreHuuan; PhQ — eounnoxunoH (phylloquinone); PQ — miacroxuHoH (plastoquinone);
Qa1 QB — NEPBUYHBIN U BTOPUYHBII XMHOHOBbIE aK1IENTOPbI POTOCUCTEMBI 2 COOTBETCTBEHHO; Qo U Qr — XMHOI-OKUCISIOIMI
(Qo-caiiT) 1 xuHOJ-BOCCTaHaBIMBaIOIINIA (Qr-CaliT) caliThl bgf-KOMILIEKCA COOTBETCTBEHHO.

* Anpecar JiJisi KOppeCITOHIeHLIVH.
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B peakuusix ¢pukcanuu CO,, ocyliecTBIsIeTCs 3a
CYeT NPOTOHHOTO TpaaWeHTa Ha TWIAKOWIHOM
MeMOpaHe, BO3HUKAIOIIEIO0 HE TOJIbKO MpPU Jv-
HEHHOM TpPaHCIIOPTE JEKTPOHOB K OKMCIEHHO-
My TMPUIMHHYKJIEOTUAY, HO W NPU TPaHCIIOPTE
3JIEKTPOHOB K KHCJIOPOAY KaK K akIenTopy (TaK
Ha3bIBAEMbIil TICEBIOLUKIIMYECKUIA TPaHCIIOPT
3JIEKTPOHOB), W MPU HUKINIECKOM JIEKTPOHHOM
TPaHCIOpTe, YCIOBHEM KOTOPOTO CIIYXUT HEKO-
TOPBIM HEOOXOIMMBII YpOBEHb OKWCIIEHMS ITyJia
iactoxuHoHa (PQ) (redox poising), KoTOpbIit
MOXeT OoOecIeynBaThbCcsl KaK TMEePEeHOCOM 3JIeK-
TPOHOB K akienropaM ¢ortocuctemol 1 (PC1), B
YaCcTHOCTH, peakuueil Meyepa, Tak U HEMOCpPe-
CTBEHHBIM oOKuclieHueM nyiaa PQ kwuciopomom
(cm. panee). BaxHeiilyio pojib UTpaeT Mpolecc
BoccrtaHoBieHuss O, B ®OTL B mommep:kaHuu
romeocTtaza (QOTOCUHTE3UPYIOLIEH KIeTKM U B
MPUCIOCOOJeHUN BCEero (POTOCUHTETUYECKOTO
opraHu3Ma K yCJIOBUSIM Cpelbl BCIAEACTBUE 00pa-
30BaHUs B 3TOM IIpoliecce aKTUBHBIX (POPM KHC-
nopona (ADK), cynnepoKCUaHOro aHMOH-paanKa-
na (O%) u nepoxkcuga sogopona (H,0,), koTopbie
CIy>XaT B 2TOM cCiyyae IEepBUYHBIMU CHUIHaJb-
HBIMM MOJIEKyJaMid B OCYILECTBJICHMHU aaanTa-
IIMOHHBIX TepecTpoek MeTabonausma. KMmMeHHO
reHepauusg ADK nossosnsger ®OTL BeicTyIaTh B
KayeCcTBE YYBCTBUTEJIBHOIO JAaTYMKA TaKUX U3Me-
HEHMI B OKpyXalolleil cpene, KaK MHTEHCHB-
HOCTb CBETa, TeMrepaTypa, JOCTYIMHOCTb BOJIbI,
3aCOJICHHOCTD MTOYBHI U T.]I.

HeynuBuTenbHO MO3TOMY, YTO MHOTO HCCJIe-
JIOBaHU1 OBIJIO TTOCBSIIEHO BBISCHEHUIO, C KAKHX
koMnoHeHTOB MOTL Bo3MOXEH M C KaKuX Ipe-
MMYIIECTBEHHO TPOUCXOAUT TMEPEHOC BJIEKTPO-
HOB K MojekynaMm O, [3—7]. K HacTosiieMy Bpe-
MEHU HaKOMUJIUCh HOBbIE JaHHbIE O MeXaHU3Max
BoccTtaHoBieHUsT MoJiekyn O, B ®DTLL u Bo3-
HUKJM HOBBIE WU 00 YCIOBUSAX IPOTEKaHUS
3TOrO Mpoliecca U 00 UBMEHEHUU B IIPOIIECCe IBO-
Jrounn Tex KommoHeHToB @D TII, koTopbie MOTYT
OKUCISAThCA KucjiopogoM. Hacrosmuit o0630p
IMOCBSIIIIEH PACCMOTPEHUIO 3TUX HOBBIX JTaHHBIX
C aHAJIM30M B KaxXJOM ciydyae 0oJjiee paHHMX pe-
3ysnbpTaToB. OCHOBHOE BHUMaHUE YIeJIeHO BOCCTa-
HoBJieHU10 O, B @C1, KOTOPYIO MPUHSATO CYUTATH
rmaBHbIM ydacTkoM DOTL, rme ocyiecTBisieTcst
3TOT Ipoliecc.

YCJIOBHUA 1 IIYTU
BOCCTAHOBJIEHUA O, B ®OTI]

Yepes 20 et nmocie oTKPHITHS ObLIO ITOKAa3aHO,
yTO peakuusi Menepa HaUMHAETCs KaK OIHO3JEeK-
TPOHHOE OKMcJIeHUe KoMIoHeHToB PIDTIL mo-
nexkynamu O, Ha cBeTy ¢ oopazoBanueM O°% [8, 9].

KO3VIJIEBA, UBAHOB

3nech U gajgee TepMUH ¢poToBoccTaHOBIeHUE O,
HCIIONIb3YeTCSI KaK CHUHOHUM oOpa3oBaHusi O°%
B XOle MepeHoca BJeKTpOHa OT KOMITOHEHTOB
®OITL k monekyne O,. I1pu oneHKe TepMOIMHA-
MMYECKOI BO3MOXHOCTU BOCCTaHOBIeHUs O, cie-
JIyeT YYUTBIBaTh, 4TO B ®DTILI ecTh KOMIIOHEHTHI,
pacTBOpeHHbIE B BOAHOU a3e, KOMIIOHEHTHI,
CBSI3aHHBIE C MeMOpaHOI, HO KOHTaKTUPYIOIIE
C BOOHOI (pa3oii, a TakKxKe KOMIIOHEHTBI, KOTO-
pble TOTPYXEHBI B TUAPO(GOOHBIE 30HBI OEJIKOB
n MeMmOpaHbl. CpegHEeTOYCUHBIN peIOKC-TTOTEH-
uuan (E,) nnsg maper O,/0°% pa3nuueH B pa3HbIX
cpenax: —160 MB (oTHOCHTEIBHO HOPMAaJbHOTO
BomopoaHoro snekTtpoaa, HBD) B Bome u mnpu-
omusurenbHo —550 + —600 MB — B aumeTwmi-
dopmaMmuae, MOICIBLHOM pacTBOpPUTENIE IS
MeMOpaHbl, MMEIOIIEM IUIJIECKTPUUECKYIO IIPO-
Huuaemoctb 36,7 [10]. To, yto O°; Ha CBETY MO-
JKeT BO3HMKATh B Ipenenax MeMOpaH TUJIaKOM-
JoB ObLIO mpearnojioxkeHo B pabore Takahashi
u Asada [11] u sKcnepuMeHTaJIbHO YCTaHOBJIEHO
B Hammx padoTax B mpucyTcTBUM O, KaK eInH-
CTBEHHOTO KOHEYHOro akiierntopa merogom DI1P
C UCHOJb30BaHUEM JIMITOMUIBHOIO LMKINYE-
ckoro ruapokcuinamuHa TMT-H (1-rugpoxcu-
4-n3obyTupaMuao-2,2,6,6-terpaMeTUINUIIE -
pununuit) [12, 13]. Tlo3:xe ObLIO MOKa3aHO, YTO
CBETOMHAyLUUpOBaHHOEe oOpa3zoBaHue O°, BHYT-
pM TWIAKOUAHON MeMOpaHbl IMPOUCXOOUT U B
npucyrcteun  peppenokcuHa (Pp) + NADP,
T.€. B YCJIOBUSX, KOrma BoccTaHoBiaeHUe O, mpo-
HUCXOIUT OIHOBPEMEHHO C (hOTOBOCCTAHOBJIEHU-
em NADP* [14].

Ha cBety B ®OTL, Bo3MOXHO, (PYHKIIMOHU-
pyeT 0Oosee yeM OOMH MyTh BoccTaHOBAeHUS O,.
B Tabnuiie nmpuBeneHbl MpeacTaBjieHHbIE B JIUTe-
paTtype ckopocTu obpazoBaHust O, Ha OCHOBHBIX
yuyactkax ®ITL: dortocucreme 2 (PC2), OCI,
B LIUTOXPOMHOM b f~KOMILJIEKCE, B CTPOMaJIbHOM
nyne ®n u memoOpanHoMm myne PQ. Jlanee pac-
CMOTpPEHBI CBOMCTBA U OCOOEHHOCTM KaxkKJAOTo U3
U3BECTHBIX MyTeil BoccTaHOBIeHUsT O, B O®IOTIL]
XJIOPOILJIACTOB.

Boccranosinenue O, B dorocucreme 2. boib-
IIO€ YMCIO PabOT IIOCBSIIEHO WCCIEIOBaHUIO
peakiiuu (OTOBOCCTAHOBJIEHUSI KHUCIOpOAa B
®dC2 — aHanmu3 3TUX pabOT IpHUBeIeH B 0030-
pax [2, 4]. OcHoBHasi Macca 3TuX paboT Oblia
nmposeneHa ¢ npenapatamu @ C2 pa3Hoii cTeleHN
LIEJIOCTHOCTHU: (pparMeHTaMU TUJIAKOUIHBIX MEM-
opaH, oborameHHbIMU PC2 (BBY-uactuiamn), u
koMIuiekcamu P C2, B KOTOPBIX OTCYTCTBYeT PQ.
K HacTosiieMy BpeMeHU TOSIBUJICS psii padoT, B
KOTOpBIX yaajloch Tpunucatrb O° -reHepupylo-
IIyI0 aKTUBHOCTb KOMIIOHEeHTaM HaTtuBHOi1 DC2
B U30JUPOBAHHBIX TWJIAKOUIAX U IaKE B JIUCTHSIX.
DTO OBLIO JOCTUTHYTO TIpexXae Bcero Oiaromaps
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Ckopoctu reHepaunu 0% Ha pa3HbIX y4acTKax POTOCUHTETUYECKOM SJIEKTPOH-TPAHCITOPTHOM LMW BBICIINX pacTeHUt

CtpyKTypa

CKopoCThb
reHepanuu O

Ckopoctb reHepanuu 0%
HOpMaJIM30BaHHas Ha conepxanue MC2e

®orocucrema 2
Iy miacToxuHOHA
LutoxpomHBIit bsf-KOMIUIEKC

®dotocucrema 1

DeppenokcuH

0,12°—0,75% ¢ (®C2 x ¢)!
2,3e (DC2 x¢)le
4,5¢ (bsf*xc)™d
3—10e (DPC1 x ¢)le

0,4—1,4e (PC1 x )

0,1-0,75¢e ¢!
2,3e ¢!
1,6e ¢!

1,75-5,8¢e ¢!

0,2—0,8¢e ¢!

[Tpumeuanue. * PaccuutaHo U3 CKOPOCTU BOCCTAHOBJIEHUS LIMTOXpoMma ¢ B padbote Fantuzzi et al. [15].
> Paccumrtano u3 ckopoctu nornouieHust O, B BBY-uyactuiax B pabore Khorobrykh u Ivanov [16] ¢ yuetom oTHoIIeHUST XJI0pO-

bun : Peso = 350 [17].

¢ PaccuuTaHo U3 CKOPOCTU IUYPOH-He3aBrucumoro noronieHus O, B Tuiaakouaax B pabote Khorobrykh u Ivanov [16] ¢ yueTom

oTHoleHus Xnopobut : Peo = 370 [18].
4 13 pa6otsl Baniulis et al. [19].

¢ 13 pabotsr Kozuleva et al. [20], nuama3oH cKopocTeil AT pa3HbIX MTHTEHCUBHOCTE cBeTa (OT HaMMeHbIIeil K HanOombIeit

I/IHTCHCI/IBHOCTI/I).

T PaccunTaHO ¢ MCIOJb30BAaHMEM BEJIMYMH KOHCTAHTHI okuciaeHust ®n kucropogom (0,08—0,28 ¢') [21, 22] 1 OTHOILIEHUST

®p : OCI B xymoporiacte, paBHoro 5 [23].

¢ PaccuuraHo ¢ ucnonb3oBanueM crexuometrpuu bsf: DC2 = 0,35 u ®C1 : ®C2 = 0,58 [24].

BU3yaJlnU3allMd OKHUCJIEHHBIX aMMWHOKUCIOTHBIX
octaTkoB BOMM3U Ko(pakropoB DC2 [25-27] —
9KCIIEPUMEHTAJIbHOM MOIXO0Je, OCHOBAaHHOM Ha
npenmnoioxenuu, yto ADK, nmpounsBoaumeie Ko-
(hakTOpaMu TepeHoca 2JIeKTPOHOB, MOTYT MOA-
¢uumrpoBaTh B MEepBYIO o4Yepeab MPOKCUMAaJIbHBIE
OCTaTK! B HEMOCPEICTBEHHON 0JIM30CTH OT MecTa
reHepaiun ADK [28]. OmHako 3TOT TOAXOA He
ITO3BOJISIET IIPOBOIUTH KaKne-I100 KOJIUUEeCTBEH-
HbI€ OLIEHKM CKOPOCTU obpazoBaHus O, Torma
Kak npu pabdote ¢ npemnapatamu OC2, BbIeIEH-
HBIMM M3 TUJAKOMIHBIX MeMOpaH, BO3MOXHO
U3MEPUTH CKOPOCTb CBETOMHIYLIUPYEMOM reHepa-
uuu O° — B TabJule NPUBEACHBI BEIUUYNHBI 9TOMH
ckopoctu B BBY-uacTunax.

Psan xommnonentoB MC2 paccMaTpuBaOT Kak
BoccTtaHoButeneit O,. O6paszoBanue O° ObLIO
3aperucTpupoBaHo B Komimiekce D1/D2/muro-
XpoMm 5559, B KOTOPOM OTCYTCTBOBaJIM XMHOHBI B
caiitax Qa 1 Qp, YTO MO3BOJMUJIO MPEANOJOXKUTD,
yTo (PeoUTUH, MEPBUYHBIA aKIENTOP JIEKTPO-
HoB B ®PC2, Moxer BoccraHaBiuBath O, [29].
®eodutuH obIagaeT Hamboiee HU3KOM BEJIMYM-
Hoit E,, cpenu xodakropoB MC2 (—610 mB), uto
JIOCTaTOYHO 17151 BoccTaHOBIeHUST O, B TMAPO(POO-
HOI yacTu Oenka, IJe pacHoyIoXeH 3TOT Kodak-
Top U e noteHuuan napel O,/0°% 6IM30K K 3TOM
BEJIMYMHE WJIM Jaxe HECKOJIbKO 0oJsiee MOJIOXKHU-
TeJbHBbI (CM. Bbllle). bojiee Toro, HegaBHO OBLIO
rokKa3aHo, YTO B MyTaHTe apabuaoricuca vtel ¢ ne-
¢uuuTOoM OMOCHHTE3a TOKO(deposa, B KOTOPOM
®C2 nuiieHa AByX XapaKTEPHBIX IS TUKOTO TUIIa
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MOJIEKYJl ToKOodepoia, pacroJoXeHHBIX BOJU3U
deoduTHA M HEreMOBOTO Keje3a, yBeJudeHa
reHepauus O% , a Takxke 0OHApYXKMBAIOTCSI OKMUC-
JIeHHbIE aMUHOKHUCJIOTHbIE OCTaTKU BOIM3U (eo-
¢utuHa [27]. ABTOPHI TMPEANOJOXUIU, YTO TIPU
BBICOKOM OCBEILIEHHOCTU (heO(PUTUH MPOIYLIUPYET
0O°,, Xoropslii B @C2 AUKOro TUIIa OKUCIISIET OJI13-
JIeXalllylo MOJIEKYJTY ToKo(depoJsa, a He OKpyxXaro-
1K€ aMUHOKUCIOTHBIE OCTaTKU. OOBIYHO IPEIIo-
JIaraloT, YTO B YCJIOBUSIX YMEPEHHOI'O OCBEILEHMS
BoccTtaHoBJeHUe O, heodUTUHOM Majio BEPOSITHO
BCJIEACTBUE €0 KOPOTKOTO BPEMEHM XKU3HU B BOC-
craHoBiieHHOU ¢opme (200—500 1c) mpu oxkuc-
JICHUM CJIEAYIOIIUM MEPEHOCUYUKOM 2JIEKTPOHOB B
DC2 — monexynoit PQ B caiite Qa [2].

Boccranosnenue O, mpoyHOCBsI3aHHBIM PQ°~
B caiite Qa ObUIO MPEAIOJ0XEeHO, B YaCTHOCTH,
Ha OCHOBaHWM TOIrO, YTO HU3KHME KOHIEHTpa-
LIMM TepOMLMAa TMypOHa, MHIMOUTOpa MepeHoca
9JIEKTPOHOB ¢ Qa Ha CJIEAyIOLIMIA KOMIOHEHT
OIOTL — monekyny PQ B caiite Qp, cTUMYJIMPO-
Bajiu oopaszoBaHue O B Tuiakouaax ropoxa [30].
B BBY-kommniekcax, IOMOJHUTEIbHO 00pabdo-
TaHHBIX VST yoajleHus: Mosekyal PQ, B KOTOpbIX
TakuM o0pa3zoM Qp-CailiT ocTaBajiCsl BAKAHTHBIM,
reHepauus O° ObLla 3aperucTprupoBaHa ¢ IIOMO-
IIbIO CEeU(UIECKUX CIIMHOBBIX JOBYIIIEK U BOC-
CTaHOBJIEHUsI B2K30TreHHOro uurToxpoma c [15].
MonudunmpoBaHHblE aMUHOKMCIOTHBIE OCTaT-
KM, pacmnojioXeHHbIe OJuxe K caiTy Qa, ObLIM
TakXe 0OOHApy>KEeHBI B JIMCThSIX IIMMHATA U MyTaH-
Ta apabugoncuca veel [25, 27].
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JIMCKYCCUOHHBIM OCTaeTCsI, OJHAKO, BOIPOC
0 TepMoaMHaMMKe peakuuu mexny O, u PQ°~
B caiite Q4. BbpuT0 MokazaHo, uTo E,, (Qa/Q47) 3a-
BUCUT OT HaJW4Msl OMKapOOHaT-MOHA BOJIM3U He-
remoBoro xkenesa: —70 MmB u —145 mB B oTcyTcTBUE
u B npucyrctBuu HCO73 cooTBeTcTBeHHO [31]. Be-
ymanHb E,, mapsl (Qa/Q %) B mpucyrcteuu HCO3
(—145 MB) u maper 0,/0°% (—160 MB — B Boze)
OJIM3KMU, YTO MPEAINOJaraeT, YTo TePMOAMHAMM-
yecku okuciaeHrue PQ°™ B caiite Qa KUCIOPOIOM,
XOTS U HE BBITOAHO, HO BEepOsITHO. Borpoc B ToM,
MOxXHO 1 paccMarpuBath E., (0,/0%) B BoIe,
MOCKOJIbKY QA pacIonoxkeH B JOCTATOYHO TUIAPO-
doobnoit yactu PC2? Takoe MpennogokKeHne He
HCKJIIOUEHO, TTOCKOIBKY Qs KOHTAKTUPYET C BOMI-
HBIMU KaHajlaMU, 110 KOTOPbIM, B YaCTHOCTH, T10-
crynaer HCO3 k HereMoBomy xenesy [15, 32], u
B 3TOI 00JJaCTM MHOTO TIOJISIPHBIX U MOHOTEHHBIX
AMUHOKMCJIOTHBIX OCTaTKOB. Takum o0Opasom,
BoccTaHoBieHUe O, mpoyHocBsI3aHHBIM PQ°™ B
caiite Qa BBIJISIAUT OoJsiee OJaronpusTHbIM, KOTaa
HCO3 mnpucyTcTByeT Ha akKLENTOPHOM CTOPO-
He MC2. OnHaKo B YCIOBUSIX, KOIIAa CTAOMIbHBII
PQ*™ B calite Qs MHAyUMpPYET BBICBOOOXIECHUE
HCO3, ckopoctb o6pazoBanust O yBeIU4MBaeT-
cs [15]. Ha ocHOBaHMM 3TOTO ObLI CAEIaH BHIBO/I,
yto npucytcrBue HCO3 orpannuyuBaet goctyn O,
K caiity Qa. Fantuzzi et al. [15] nmpennonaraor,
yTto 10 O BoccTaHaBauBaeTcs Mosiekyna O,, cBs-
3aHHasl C HEreMOBBIM KEJIe30M, UTO TOBBIIIAET
Beauuuny E,, (0,/0%).

Boccranosnenue O, B caiite Qp TepMoauHa-
MUUYecKM MajioBeposTHO, T.K. E, (PQ/PQ°") B
Qs-caiite paseH +90 MB [33]. 1 neiicTBUTENbHO,
Jaxe npu odbpadborke BBY-yacTuil cUIbHBIM CBe-
TOM, BBI3BIBAIOIIMM (DOTOMHTHUOMpPOBAHUE, HE
ObLIO 3aperucTpUpoOBaHO IIOSIBJIEHUE OKHCJIEH-
HBbIX aMUHOKMCJIOTHBIX OCTaTKOB B caiite Qg [26].
BeposiTHo, B 3TOM caiite reHepauuu O°; He Mpo-
HCXOMIUT.

B nutepaTtype Ha OCHOBAHMU CONPSDKEHUS
BOCCTaHOBJIEHUST MOJieKyad O, ¢ OKMCIEHUEM LIM-
ToxpoMma b559, Bxomsiero B koMruiekc PC2 u
YUYaCTBYIOILIETO B LIMKJINYECKOM TPAHCTIOPTE DJIeK-
TpoHoB Bokpyr ®C2, mpenmojaraeTcs BOCCTa-
HoBieHue O, aTuM HUTOoXpomom |34, 35], Haxo-
JOSIIMMCS B HU3KOToTeHUuuanbHoit ¢opme (E,, =
= —40 + +80 MB) [36] unu B 0o4eHb HU3KOIIOTEH-
uuansHoit dopme (E,, =—150 + —200 mB) [37].
OpHako BocctaHoBieHue O, maxe HU3KOMOTEH-
LMaJbHBIMU (popMaMM LuTOXpoMa h559 Tepmonu-
HAaMUUYECKU HEBBITOAHO BCJIEACTBUE €r0 PacIojo-
KEeHUs B TuapodoOHoit 30He OenKa, riue BeJuyrnHa
E.. mapst O,/0°% cylIecTBEHHO HUXE 3TUX BEJU-
YUH. bbBUIO Mpeamnogox)eHo, YTO BOCCTAaHOBUTE-
nem O, BoicTymaet aub6o PQ°~, KoTopklii 06pasy-
ercs npu okuciaeHun PQH, nuutoxpomom 5559 B
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IUIACTOXWMHOH-CBsI3bIBatoleM caiite Qc MC2 [38],
n1m1bo cBoboaHbIii PQ°”, Bo3HMKAaWOIIUI B peak-
LIMM KOHIIPOMOPLIMOHMpPOBaHUs (cM. HHuxke) PQ
¢ PQH,, obpasywoimumcs npu OKUCISHUN LIUTO-
xpoMa b559 cBsg3aHHBIM B caiiTe Q¢ miacroce-
MUXUHOHOM [2].

Takum o6pasom, reHepauus O°5; B DC2 Bo3-
MOXHAa Mpu okuciaeHuu ¢peodutuHa u PQ*~ B caii-
Te Qa (M, BO3MOXHO, B caiite Qc). OgHaKo uMero-
IIMeCs B JUTepaType KOJIMYECTBEHHBIE OLIEHKU
9TOro Tpollecca, nojydyeHHble mis BBY-uactun
(0,1 e (DPC2 x¢)'[15],0,25¢ (DPC2 x ¢c) '[39],
0,75 e (PC2 x ¢)7' [16]), yKa3pIBAIOT HA €0 HU3-
Ky10 3(pheKTUBHOCTh. HekoTOpbie OLIEHKU MOTYT
OBITh Jaxke 3aBbILIEeHBbI, ITOCKOJbKY ITOJyYeHbI
i1 BBY-KoMILIeKCOB, B KOTOPBIX COXpaHsSIETCS
oT 2 1o 3 cBoOOoaHBIX MoJsieKyl PQ Ha onuH peak-
HUOHHBIA 1IeHTp PC2, 1 3TU MOJIEKYJbI, OyIyun
BOCCTAaHOBJIEHHBIMH, MOTYT BOCCTaHaBIMUBaTh O°
(cMm. nanee). C npyroii CTOPOHBI, B HEKOTOPBIX pa-
oortax [15, 39] skcnepuMeHTabHbIE YCIOBUS Tpe-
MSATCTBOBAJIM HAJEKHOI KOJIMYECTBEHHON OLIEHKE
reHepanuu O, BCIEICTBUE MCIOJb30BaHUS Cpe-
Ibl C HU3KUMU BeaudrHamu pH, mpu KoTopbix
CKOpOCTb CITOHTaHHOM aucMyTtauuu O BbICOKA,
U TpaKTUYEeCKM HEBO3MOXHO OOECIeUYUThb MpH-
cyTcTBME JoByleK st O° B KOHILEHTpalluu,
obecneunBaloleit peructpauuio Bcex O°, reHe-
pupyeMbIX B ucciaenyemoii cucreme [40]. B 601b-
IIMHCTBE 3KCIepuMeHToB ¢ PC2-yactunamu O,
ObLT €MIMHCTBEHHBIM aKIIETITOPOM 3JEKTPOHOB OT
kodakTopoB ®C2, HO Jaxke IPU 3TOM CKOPOCTh
obpazoBaHusi O°; oKa3blBajJlaCh BeCbMa HM3KOIA.
Ha ocHoBaHNM 3TOro He MpeACTaBISIETCS BEPOSIT-
HBIM, 4TO peanbHbIil BKIag ®C2 B reHepaunio O°)
B XJIOPOTLJIACTaX MOXKET OBITb BHICOKUM.

BoccranoBienne O; B my/ie mIACTOXWHOHA TH-
JaKOWAHOiT MeMOpaHbl. O,-3aBMCUMOE OKMCIICHUE
nyi1a PQ, nHabnogaemMoe B TEMHOTE ITOCJIE OCBe-
LIeHus TuJakouaoB [41], mpenmosarajio BO3MOX-
HOCTb MepeHoca 3JEKTPOHOB OT KOMITOHEHTOB
aToro myja K MoijekyiraM O,. CBEeTOMHAYLIMPO-
BaHHag reHepauus O° ObLia MPOAEMOHCTPUPO-
BaHa B M30JIMPOBAHHBIX TUJaKOMaaX ropoxa B
MPUCYTCTBUU AUHUTPOGEHUT-2-1i0a-4-HUTPOTU-
mona (DNP-INT), BbicoKo3(h(HEKTUBHOTO KOH-
KypeHTHOro wuHruburtopa oxkucieHus PQH, B
XUHOJ-oKkucasgweM caiite (Qo-caiite) bsf-KoM-
miekca [16, 30], T.e. B yCJlIOBUsX, IpeAIonaram-
KX, 94To ToJabKo @C2 u KOMITOHEHTHI nyina PQ
MoOryT BocctaHaBiauBaTh O,. B pabore Khorobrykh
u Ivanov [16] ObL10 MOKa3aHo, yTo BBY-uacTuiisr
reHepupoBaiu O°, ¢ ropasno MeHbIIE CKOpo-
CTbIO, YeM Tuiaakouabl B ipucytctBur DNP-INT
(cM. TabauIly). DTO yKa3blBajo Ha TO, YTO HA CBETY
reHepaTopamu O° B TWUJIaKOMAAX ObLIM MOJIEKYJIbI
nyna PQ. Ha ocHoBaHUM cXOICTBa 3aBUCUMOCTEM
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yBenuueHus redepauuu O°5 B nyne PQ mpu yBe-
anyeHuu pH ot 5,0 1o 6,5 [16] u yMeHblIeHUs B
5TOM Arala3oHe pa3HOCTU PEelOKC-MOTEHIIMAIOB
napel PQ/PQ°*™ u mapet O,/0°% (B Boae) BILIOTH
0 OTpMLATENIbHBIX 3HAUCHUIA OBLIO MpPEeAIoso-
KeHo [3, 16], uto O°% o6pasyercst B peakuuu O,
¢ MoJjieKyJdamMu cBobomHoro PQ°” Ha rpaHuuax
MeMOpaHbI ¢ BOAHOI (ha30ii.

WUctounukom cBobogHoro PQ°™ B Tunakou-
JlaXx Ha CBETY MOXET ObITb, BO-TIEPBBIX, peak-
uus  KoHmponopuuoHuposanusi PQH, + PQ-
-2PQ° +2H*. B pabore Mubarakshina u Iva-
nov [3] OblJ1a paccuMTaHa cTallMOHApHAast KOHIEH-
Tpauus PQ°~, obpasyrollerocs B 3Toi peakliu B
nysne PQ, 1 oHa XOpolllo coBIagaga ¢ pacyeTHOM
KoHUeHTpauueil PQ®~, HeoOxoanumoii njist obecrie-
yeHUs cKopocTeil oopazoBaHus O°% , HabIOIaB-
muxcs B pabore Khorobrykh u Ivanov [16]. Cie-
JIyeT 3aMeTUThb, YTO B clydyae mosBiaeHus PQ°™ B
peakluyi KOHIPOIMOPIUMOHUPOBAHUSI MAaKCUMaJTb-
Hble ckopocTu reHepanuu O°% B nyje PQ gomkHBI
HaOJI0AaThCS B YCIOBUSX, KOTra MyJl HAITOJOBUHY
BOCCTAHOBJIEH, a MpPU BBICOKOW OCBEIIEHHOCTH,
koraa myn1 PQ mpakTuyecky MOJTHOCThIO BOCCTa-
HOBJIeH, coaepxxaHue PQ°™ B pe3ynbraTe 3TOM pe-
aKIMU CYIIECTBEHHO YMeHbIaeTcsi. Bo-BTOpBHIX,
cBOOOIHBIN PQ°™ MoxXeT 00pa30BBIBAThCS TaKXKe
B pesyabrate okuciaeHusi PQH, nepoxcumom Bo-
JIopoaa U CyepOKCUIHBIM paauKaaioM, 00pa3yto-
LIMMHUCS Kak B camoM nyie PQ [16], Tak u Ha apy-
rux yyactkax ®IOTLI, B nepsyo ouepens B OCl
Mpyu CUJIBHOM ocBelleHuu [42]. B-TpeTbux, mo-
TeHUMAJbHBIM UCTOUHUKOM cBoOogHoro PQ°™ B
myJe MOXeT ObITh HemoJHoe okuciaeHue PQH, B
xuHoJ-okucasgwoueM (Qo) caiite bsf~KoMrekca ¢
MoCJeAyIoLIMM BeIcBOOOXIeHueM PQ°™ 13 atoro
KoMIuiekca. Bo3MOXHOCTh BbIXOJa CEMMXMHOHA
M3 caiiTa OKUCJEeHMSI XMHOJIa B bc;-KOMILIEKCe U
BOCCTaHOBJIEHUsI UM MoJjekya O, Oblia mpearo-
JoxxeHa B pabote Forquer et al. [43].

YuuTeiBass OMMCaHHOE BbIIIE, MOXHO I10-
JlaraTh, YTO KOJMYECTBEHHBIC OIIEHKMU BKJIaaa
nynra PQ, monyyaemble ¢ NMPUMEHEHUEM WHTHU-
outopoB depMmeHTaTUBHOro okucieHus PQH,,
He oTpaxaloT BoccTtaHoBleHue O, B myne PQ B
xJloporiactax. Bo-TepBbIX, NMPaKTUYECKU I1OJ-
HOEe BOCCTaHOBJeHUE myra PQ B IpHUCYTCTBUU
DNP-INT nabarogaeTcs rpu cyliecTBEHHO OoJiee
HU3KUX MHTEHCUBHOCTSIX CBETa, YeM IIpU (PYHK-
nroHupoBaHum nojHoit ®OTILI [44]. Bo-BTOphIX,
npuMmeHeHue DNP-INT uiu npyroro uHruouTo-
pa okucnenuss PQH, B b f~KoMmIuiekce 0J10KUpPYeT
MOTOK 2JIEKTPOHOB IO LIETTM U MUHUMU3UPYET 00-
pazoBanue O°% B MCI1, a TakxKe B bs f~KOMILIEKCE.
B-TpeTbux, MHTMOUTOPHI B HaChIIIAIOIIEH KOH-
LIEHTpauMu MpeaoTBpaiiaoT okucieHue PQH,
B Qo-caiiTe M WCKIIOYAIOT TPETUHl OMUCAHHBIN
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BBIIIIE BO3MOXHBII MCTOYHUK cBOOOgHOro PQ°.
ITosToMy mpencTaBisieTcsi BEpOSITHBIM, YTO MakK-
cuMaJibHble CKOpOCTU obpa3oBaHus O°, HaOII0-
nJaeMmble B oopadotaHHbix DNP-INT Ttunakounmax
(Tabauiia), MOTYT OBITh 3aHUKEHbI M3-3a UCIIOJIb-
30BaHUSl UHTUOUTOPOB (hePMEHTATUBHOTO OKMC-
nenus PQH,. He uckiioueHo, 4TO CKOPOCTH T'eHe-
pauuu O°% B nyje PQ MHTAKTHBIX XJIOPOIIACTOB
BbIlIe, 4yeM u3MepeHHble B padore Khorobrykh
u Ivanov [16].

Boccranosienue O, B UTOXPOMHOM b f~KOM-
miaekce. O6pazoBaHue O° ObLIO MOKa3aHO B U30-
JIupoBaHHBIX bsf~-kommaekcax (PQH,-mnacto-
LIMAHUH OKCHUIOpeNyKTaza), K KOTOPHIM ObLIN
M00aBJIEHbl BOCCTAHOBJEHHBINM AELMITLIACTOXM -
HOH Y IUIACTOLIMAHWH B Ka4eCTBE JOHOPA U aK1IeT -
TOpa 2JIEKTPOHOB COOTBETCTBEHHO [19], mpuyem
napajieJbHO PErucTpUpOBad BOCCTAHOBJICHUE
IUIACTOLIMAHWHA. ABTOPBI NPEAITOJOXUIN, YTO
HauboJjiee BEpOSITHBIM McTOYHUMKOM O° B 2TOl
cucteMe MOXeT ObITh PQ°™, KOTOpBIit 0Opa3yeTcst
B Qo-caiiTe mocie OAHOJIEKTPOHHOIO OKHCIE-
Hus PQH, [19]. B nanHoi#1 paGoTe ObL10 HaiiaeHO,
YTO B M30JMPOBAHHOM bsf-KOMILIEKCE CKOPOCTh
00pa3oBaHMs CYNEPOKCUIHOTO aHWOH-paauKaia
B MPOLEHTaX OT CKOPOCTHU 3JIEKTPOHHOIO TpaHC-
rnopra Obla MOYTU Ha IOPSANOK BBIIIE, YEM B
M30JIMPOBAHHOM MUTOXOHAPUATIBLHOM bC;-KOM-
miekce. B padore Tikhonov [45] OGbL10 olLileHEHO,
yto B Qo-caiite bsf-komiuiekca E, (PQ/PQ°")
JoctatouHo Hu3kuii (—280 MB) u ero peakuus c
O, TepMOIMHAMUYECKM BO3MOXHa.

IlepBblii KOaKTOp BBICOKOMOTEHLIMATBLHOMN
BeTBU KO(aKTOpOB b f~KoMIiekca, Fe,-S,-kmac-
Tep Pucke, mpuHMMAalOIIMIA MEPBBIA 3JIEKTPOH
npu okucienun PQH, B Qo-caiiTe, obGnamaer
BoicokuM E,, (+330 mMB), BcreacTtBue yero ero
okucieHue O, TepMoOAMHAMUYECKN HeOJIarompu-
sTHO. bruto nmpeamnonoxeHo [19] yyactue B reHe-
paiuu O°) HM3KOIOTEHUMAJIbHOIO TemMa IIUTO-
xpoMma bs (bs"), mepBoro Kodakropa HU3KOIOTEH-
1IMaJIbHOM BETBU KO(aKTOPOB by f~KOMILIEKCca, KO-
TOPBLI MPUHUMAET BTOPOM 3JEKTPOH IPU OKUC-
nenuun PQH, B Qo-caiiTe u obiiagaeT ODOBOJbLHO
orpuuareabHbiM E, (—150 MB) [46]. OkucieH-
HbI€ OCTAaTKM aMUHOKUCIOT OBLIM OOHApYy>KEHBI
B Qo-caiite [28], uTo MOIIO yKa3biBaTb Ha BO3-
MOXHOCTb oOpa3zoBaHus TaM O% . OmHaKO ToYHas
MHTEpIIpeTalys peakuuil, TPpUBOASIIIUX K OKKC-
JIUTENIbHBIM  MoOIUGUKALMAM, 3aTpydHEHa, II0-
CKOJIBKY bg f~KOMILIEKC COAEPKUT MOJIEKYJIY XJIO-
poduiia a, CriocooHylo npoayuuposats 'O, [47],
u Fe,-S,-knacrep 6enka Pucke, KoTophlii, mogo0-
Ho apyruM Fe-S-knacrepam [48], moTeHLIMATbHO
MOXET KaTaiau3upoBaThb obOpazoBaHue HO® wu3s
moiiekyn H,0,. 'O, u HO® oGnagator Gojblieit
peakMOHHOI crmocodHoCThIO, YeM O°, U MOTYT



1288

MOIU(MULIMPOBATh AaMHUHOKHUCIIOTHBIE OCTAaTKU C
Oonbleit 3PeKTUBHOCTHIO, yeM O .

Poab deppenokcuna B BoccraHoBjeHun O,.
CrpomanbHblii 6e10K D conepkKUT OAUH KiacTep
Fe,-S, u o6nanaer Huszkum E,, (—420 mB), uto no-
3BOJISIIO ObI €My B BOCCTAHOBJIEHHOI (hopMe OBbITh
s dexTuBHBIM BoccTaHoBUTENEM O, 10 O°; B BOI-
Hoi#i ¢aze. OgHako obpazoBaHue O° ¢ yyacTuem
®n NpoucXomUT C MaJbIMU CKOPOCTSIMU: KOH-
CTaHTa CKOPOCTU IEPBOIrO MOPSAKA OKUCICHUS
BoccTaHoBieHHOTO Dn MosekyaapHbiM O, HU3-
ka — 0,08—0,28 ¢! [21, 22, 49]. DTO, OYEBUIHO,
SIBJISIETCSI CJIEACTBUEM CTPYKTYPHI KEJI€30CePHOro
aKTMBHOIO ILIEHTpa OejiKa; XWUHOHBI ¢ OJM3KUMU
BeanunHamu E,, mapel Q/Q°” uMMEIOT KOHCTaH-
Thl CKOpPOCTHM BoOccTaHOBJeHUs1 O, MNPUMEPHO
Ha 6 nopsnkoB Boiile [10]. YuuTbiBas BETMYMHEI
KOHCTAHT CKOpPOCTE peakuud U COOTHOIIEe-
Hue @n: OCI1 B xJ0poIIacTax BBICIIMX pacTe-
Huii [23], ckopocTh ®a-3aBUCUMOTO (POTOBOCCTA-
HoBiieHus1 O, B XJIoporiacte He npesbiaet 10%
OT MaKCHUMaJIbHOM CKOpOCTU (HOTOBOCCTAHOBJIE-
Hus O, B @C1 (Tabiauua).

Opnako ponroe Bpemsa ®dn paccMarpuBaiu
B KayecTBE OCHOBHOIO YyyaCTHHUKa (POTOBOCCTA-
HoBieHus O, B xyoporiactax [50] Ha ocHoBa-
HUM MHOTOKPATHO HAOIIONABIIUXCS 3HAYUTENIbHOM
cTUMYyJISILIMK TtomtoleHus: O, u oopazoBanus O°
Mpu ero 100aBKe K M30JIMPOBAHHBIM TUJIAKOUIAM
LIMMHAaTa/Topoxa/apabumoricruca, JUIIEHHBIM B
MpOILeCCe BBIACIEHUS CTPOMAJbHBIX KOMIOHEH-
ToB [14, 51, 52]. IIpu 3TOM B TaKMX 3KCIIEPUMEH-
tax otHomreHne Pn k MC1 6bIO Ha 3 MOpsAKa
BBILIE, YEM [ Vivo, 4TO TIPU MEQJIEHHOM OKMCJIe-
HUM BOCCTaHOBJIEHHOTO D MPUBOIMIIO K €r0 Ha-
KOITJICHUIO B 3HAYMTEIbHBIX KOJIMYECTBAX, 00ec-
MeYMBAIOIINX HaOJIIOIaeMyl0 BBICOKYIO CKOPOCTH
BoccTtaHoBaeHus O,. Jo6aska NADP", ocHOBHO-
ro akliernTopa 3JeKTPOHOB OT BOCCTaHOBJIEHHO-
ro @, cylecTBEeHHO CHUXKaJIa BKJIA/ MOCJIEIHEro
B reHepauuio O tunakounamu |14, 53]. OueBun-
HO, 3¢ deKkTuBHOCTh pereHepauuu NADP* B u-
kine KanbBuHa—beHcoHa—baccema omnpenensiet
Bxian ®n B nponykuuio O in vivo BCIeACTBUE
U3MEHEHUS KOJIMYECTBA MOJIEKYJ BOCCTaHOBJICH-
Horo D1, TOCTYNMHBIX OKUCICHUIO KUCTOPOIOM.

B nutepaTtype ObUIM MOIBITKU OLIEHUTh y4ya-
ctue @ B BoccraHoBiIeHUM O, B XJIOpOILIacTax
(T.e. mpu HaTUBHOM OoTHolIeHUU @ : DC1) myrem
cpaBHeHHUS KOHCTaHT Muxasnuca K,(O,), usme-
PEHHBIX IJI peakluy Menepa B U30J1MPOBaHHBIX
TWJIAKOUJAX U B MUHTAKTHBIX XJIOpOILIacTax,/KIeT-
Kax/JIUCThsIX. DTOT MOAXOA MOAPOOHO OMucaH B
pabore Asada [54] u ocHOBBIBAeTCS Ha IIpearo-
JIOXKeHUU, 4TOo Oojee Bbicokasd BenuunHa Ki,(O,)
B 0OoJiee CIOXHBIX CTPYKTypax oOTpaxaeT pabo-
Ty HECKOJIbKMX cailToB oToBOoccTaHOBIEeHUS O,.
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3Hauenus K,(O,) oas XJIOpOIUIAaCTOB U LEJbIX
kiaeTok (50—95 MKM) ObUIM Ha MOPSIAOK BHIIIIE,
yeMm Kin(O,) mnsa tunakouaos (3—10 MxM). Oue-
BUIHBIM BBIBOJOM W3 TaKOTO CpaBHEHUS ObLIO
TO, 4TO P — TOT caMblil 1OOABOYHBIN CaiiT Boc-
craHoBieHuss O, B Oosiee CIOXHBIX CTPYKTypax.
OnHako cuTyauus 6ojiee ClI0XHa, YeM KaxeTcs Ha
MHepBbIii B3MJISII.

Bo-niepBbIX, €CTh BOIPOCHl OTHOCUTEIBHO UC-
MOJIb3YEMBIX MIPU CPaBHEHUM BETUYUH K,(O,) mist
pa3HbIX cTPYKTYyp. IIpexne Bcero, paccMaTpuBaTh
®CI1 Kak eqMHCTBEHHBIN cailT ¢GOTOBOCCTAHOB-
JeHus1 O, B NMPOBOAMBIIMXCS IKCIEPUMEHTAX C
U30JIMPOBAHHBIMU THUJIAKOUIAMU, BEPOSITHO, HE
coBceM KoppekTHo. 3HaueHue K,(O,) aisa dporto-
BocctaHoBieHus O, B ®C1 (3 MkM), rtojiydeHHOE
B pabore Asada u Nakano [55], ObLJ1O OUeBUIHO
3aHUKEHO BCJIECACTBUE HMCIOJb30BaHUS 2,6-11-
xnopdpeHonungoperona (DCPIP) B kauecTBe
HMCKYCCTBEHHOTO JOHOpPa 251IeKTpoHOB K DC1 [56]
(monpodnee cM. Hrxe). C Apyroit CTOPOHbI, COMHMU-
TebHA W HAAEXKHOCTb pa3TpaHUYEHUS] PeaKLnu
Menepa u apyrux peakuuit, morpebastommux O, B
0osiee CIOXHBIX CTPYKTypax: MUTOXOHIpUaJb-
HOE NbIXaHWe, OKCUIeHa3Has peakuusi Pyoucko
(dboronpixanue), okucieHue nyia PQ ruractun-
HOI TepMUHAJbHOI OKCUAA30i (XJIOpoAbIXaHUE),
MOmIoIEHNEe KUCIOopoaa BCIeACTBUME 0Opa3oBa-
Husg 'O, M MEepeKHCHOrO OKMUCJICHUS JUIMUAOB,
BoccTaHoBeHUe O, 10 BOAKI C yyacTueM OeJIKOB,
colepXalluX B KOHTaKTe C (DIaBMHOBOM TIpyIl-
noii aBa atoma xeinesa (flavodiiron proteins, Flvs
win FDPs), KoTopble OTCYTCTBYIOT Y TMOKPBITO-
CEMEHHBIX, HO MPUCYTCTBYIOT B IMAHOOAKTEPUSIX,
3€JIEHBIX BOAOPOCIISIX M OCTAJIbHBIX BBICIINX pacTe-
HusX. TakuM o0pa3oM, B 3aBUCUMOCTU OT MCCIIe-
JIOBAaHHOT'O OpraHM3Ma 1 YCJIOBUii, B KOTOPBIX ITPO-
BOIWIMCH U3MepeHus, nonyyeHHble K,(O,) MoryT
oTpaxaThb 1aJIeKo He TOJIbKO peakiinio Menepa.

Bo-BTOphIX, ITOMMMO pacMOJIO(KEHHOTO B
ctpome xJjoporuiactoB @, apyrve cTpomaib-
Hble KOMITOHEHThl MOTYT y4yacTBOBaTb B HEIIO-
cpenctBeHHOM doTroBoccTaHoBiaeHuu O, in vivo.
B nutepartype BO3HMKAIM IIPEAIOJOXEHUS O
pPOJIM HUTPUTPEAYKTa3bl, BOCCTaHaBIMBaeMoil D
mIyTamMaTcuHTasbl [57] u MoHomeruapoackopoat-
penykTasbl [58]. Bkiag aTux 0eJ1KOB B BOCCTAHOB-
JeHue O, Ha CBETY MOXET IMOBJIUSATh Ha U3MeEpsie-
My10 BeauuuHy K,(O,) A1 MHTAKTHBIX CUCTEM,
HO 3TOT BKJIaJ B JaHHBIN Mpoliecc MoKa He oIpe-
NeJIeH, TIOCKOJIbKY YKa3aHHbIE MCCAeI0BaHMS
HE TIOJNYyYWJIM AajibHelimero pasButus. Ckopee
BCEro, 3T (pepMEHTHI MOTYT y4acTBOBaTb B BOC-
craHoBieHUU O, TOJIBKO B YCIOBMSIX Ie(DULIUTA UX
crnenuduieckux cyocrparon [57].

Taxum o6pazom, cpaBHeHue K.,(O,) mis pas-
HBIX CTPYKTYp C LIeJIbIO BBISIBJIeHUST BKiaga Dn
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B BoccTaHoByieHHe O, B XJIOpOILJIacTax MpeacTaB-
JISIET cO0O0M MOaXO0M, C IIOMOILBIO KOTOPOIO CIOKHO
clenaTh HaJexXHble BbIBOABI. K TOMy Xe Koiauue-
CTBEHHas olleHKa IyTeit (poToBOoccTaHoBIeHUS O,
B CYCIIEH3MM TWJIAKOMIOB TOpoXa B IIPUCYT-
ctBur P nokasana, 4To yBeIUYeHUE KOHIIEHTpa-
uuu ®n cTUMYIMPOBAIO HE TOJBKO BOCCTAHOB-
nenue O, ¢ yyacTueM BoccTaHoBlieHHOro ®m, HO
U BoccTaHoBjieHue O, MeMOpaHHBIMU KOMIIO-
HeHTaMu [49, 53]. 11 oObsICHEHUS IOCJIEIHEro
a(pdekTa ObLIO MPEAINOJOKEHO, YTO YBEIUYEHUE
oTrToKa 31eKTpoHOB 13 ®C1 Kk O npu yBenauye-
HUM €ro KOHLEHTpPalUMWN MOXET MU3MEHSTh COOT-
HOILIEHKUE TIyTeil MPSIMOTO TepeHoca BJIEKTPOHOB
n pekoMbuHanuu 3apsaoB B ®C1 takum obpa-
30M, YTO KOHIIEHTpAaLKsI BOCCTAHOBJICHHBIX (DOPM
IMPOMEXYTOUHBIX aKILENTOPOB 3TOM (oTocucre-
Mbl — QUITIOXUHOHA B caliTe A| U XKeJIe30CEPHOT0
1ieHTpa Fx — Bo3pacTraeT, U OTOK 3JIEKTPOHOB OT
Hux Kk O, yBeauuupaetcs [53]. AnbrepHaTUBHBIM
MPEAIoJI0KEHUEM MOXET ObITh TO, 4yTOo D1 3amy-
CKaeT Wu CTUMYJIMpPYET HEKUil ITyTh (POTOBOCCTA-
HoBJieHUs1 O, B TUJIaKOU1aX, KOTOPBII HE aKTUBEH
WX Majo akTUBeH B orcyrcrBue Pn. Hampu-
Mep, TaKMM MYTeM MOXET OBbITb BOCCTaHOBJIE-
Hue O, ¢ yuactueM MeMOpaHOCBSI3aHHON (eppe-
nokcuH:NADP* okcunopenykrassl (PHP), koto-
past mostydaet 2eKTpoHbl 0T PC1 TONIbKO B Mpu-
cyrctBuu @n. M3BecTHO, 4TO 3K30TeHHas 10OaBKa
®OHP k TMiakonmaMm CTUMYJIMPYET BOCCTAHOBJIE-
Hue O, [14, 58]; omHaKo HegaBHUE BKCIIEPUMEH-
TaJIbHbI€ PE3YyJbTaThbl CBUIETEIbCTBYIOT IIPOTUB
toro, uto @HP MoxkeT 3aMeTHBIM 00pa30M y4yacT-
BOBaTh B BoccTaHOBJIeHUU O, B TUJakougax [14].
B »t10i1 pabote obOpazoBaHue memoOpaHHoro O°%
U3MEPSUIM B TUJIAaKOWAAX apaOuIorcKuca, BbIIe-
JICHHBIX W3 pacTeHWI OUKOTO TUMA W MyTaHTa,
nedunutHoro no uzodopme ®HP1 [59], nns Ko-
Toporo xapaktepHo orcyrctBue ®HP B usonupo-
BaHHBIX THIakouaax [60]. Oka3anock, 4TO CKOPO-
ctu obpaszoBaHust O°% B MeMOpaHe B MPUCYTCTBUU
u B otcyrcTBUe D ObUIM OAMHAKOBBIMU Y 000OUX
T€HOTUIIOB, UYTO MCKJIIOYaeT HENOCpPeICTBEHHOE
yuactue @HP B o6pazoBanuu O°, B THIIaKOUAAX
JIMKOTO THUIIA.

Hpyrum caiitom BocctaHoBiIeHUs O,, KOTOPBI
MOJIyJ4aeT MOIOJHUTEIbHbIE BJEKTPOHBI B MpHU-
cyrctBU DO, MOXET OBbITh LIUTOXPOMHBIN b f-
KOMIUIEKC. Psnm aBTOpOB paccMaTpuUBalOT 3TOT
komiuieke kKak ®Pn-PQ okcumopemykrasy, KOTO-
past GYHKUMOHUPYET B LUKIMYECKOM TPaHCIOP-
Te anekTpoHoB Bokpyr MCI1 [61, 62]. B pamkax
aroii Mofenu P TOHUPYET OAUH JIEKTPOH IS
BoccTaHOBNeHUs1 PQ B XMHOH-BOCCTaHABIMBAIO-
meMm (Qgr) caiiTe, Torma Kak BTOPOH BJEKTPOH
noctynaet u3 Qo-caiita. Eciu Takoit myTh pyHK-
LIMOHUPYET, TO HE MCKIIIOYEHO, YTO HAJIMYME MpHU-
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TOKa 3JeKTPOHOB OT P K bs f~-KOMILIEKCY MOXKET
BIUATH Ha BpeMs ku3Hu PQ°™ B Qo-caiiTe u Ha
BEPOSITHOCTD ero peakiuuu ¢ O, (cM. BhIlIE).

Boccranosienue O, B dotocucreme 1. Dta
(oTocucrema naBHO ObLIa MPU3HAHA OCHOBHBIM
yuyactkoM @DTL B mpouecce reHepaunu O°5 B pe-
akuuu Menepa (cM. [63] 1 ccbUIKM B Heil), U neii-
CTBUTEIBbHO, U3 Bcex KoMitoHeHToB MDOTII oHna
XapakTepusyeTcsl Haubojiee BBICOKMMU CKOpO-
ctaMmu (potoBoccTaHoBIeHUs O, (Tabnuua). B au-
TepaType, OJHAKO, IPUBOIATCS POTUBOPEUYUBLIE
OLIEHKU ee akTuBHOCTU. HanboJee sipko 3To mpo-
SIBJISICTCS TIPU CPaBHEHMU KOHCTAHT CKOPOCTHU pe-
akiuu BocctaHoBlieHus1 kuciaopona B PCI1 (ky),
onyOJMKOBAHHBIX B pa3HbIX padoTax. JlnamaszoH
MMEIOIIUXCS B JIMTepaType BEJIMYMH Kk aHOMAaJb-
HO mupokuii: ot 7 X 102M™"'- ¢ 'mo 107 M- ¢\,

XpoHoJioruuecku  IepBas  OLieHKa Kk,
(107 M~'-¢™") Obl1a mosydeHa IJIs1 TUJIAKOUIOB
mnuHata, B Kotopblx @C1 (GyHKUIMOHUpPOBaja
U30JMPOBAHHO (T.€. MUYPOH ObLI J0OaBIEH IJIsI
nHruOMpoBaHusa aktuBHocTu PC2, a 1151 BoccTa-
HoBJIeHUsT P}y 100aBIsiIM UCKYCCTBEHHBIE JOHO-
pblI 2J1EKTPpOHOB) [55]. OnHakKo 3Ta olieHKa 0Ju3Ka
K KOHCTaHTEe CKOPOCTM BOCCTAHOBJICHUS METUJI-
BUOJIOTeHa TepMUHaIbHBIMU KodakTopamu PCl
(1,5 x 10” M~" - ¢7'; [64]), uTO mpearionaraeT CXoi-
Hy10 3¢ dekTuBHOCT, O, U METUJIBUOJOTeHAa KakK
HETOCPEACTBEHHBIX  aKIIENITOPOB  3JIEKTPOHOB
ot @CI1, 9yTO MaJIO BEPOSITHO, TTOCKOJIBKY METHUJI-
BUOJIOTEH OYEHb CYIIECTBEHHO YBEIMYMBAET CKO-
pOCTh mepeHoca 3JIeKTPOHOB «uepe3» DCI1 [42,
56]. Bennuuna 10’ M™' - ¢!, BepoSTHO, 3aBbllle-
Ha, U IPUYMHA TIEPEOLIEHKN MOXET ObITh CBSI3aHA
¢ ucnosab3oBaHueM B padbote Asada u Nakano [55]
BocctaHoBieHHoro DCPIP B kauecTBe moHopa
97eKTPOHOB ms1 P7p. C umcrmonb3oBaHUEM WU30-
JpoBaHHBIX KoMmIuiekcoB DC1 u3 Synechocystis
U TUJAKOUIAOB Tropoxa IokazaHo, uto DCPIP
(byHKIIMOHUpYET KaK pPemoKC-MEIuaTop MeXIy
®C1 u O, aHAJIOTUYHO METUJIBUOJIOTEHY, T.€. BOC-
craHoBineHHasa ¢opma DCPIP Ha akuentopHoit
cropoHe PC1 >pPpeKTUBHO OKMUCIIETCS KUCIO-
ponoMm [56, 65]. [ToaToMy OoLIeHKM k, U IPYTUX Xa-
pakTepuctuk peakuun PCl1 ¢ O, (Hampumep,
K.(0y)) ¢ ucnonbzoBanueM DCPIP comepxar
OIIMOKY, TTOCKOJIBKY OTpaXaloT CYMMY peakIuii
doroBoccranoBiaeHus O, kopakropamu PCIl u
BoccTtaHoBieHHbIM DCPIP.

Cample HU3KHME 3HaYeHus 11 ks (7,2 X 10>
6,1 X 103M™"-¢") nmpencrasiensl B padore Kho-
robrykh u Tyystjarvi [66] U ObUIM pacCUMTAHBI
Ha OCHOBE OJKCIEPUMEHTAJbHBIX JaHHBIX, IOJIY-
YEHHBIX B 3KCIIEpUMEHTaX ¢ TWJIAKOUIAMU IOpo-
xa [42]. OgHako ckopocTu BoccTaHoBieHUs O,
B pabote Khorobrykh et al. [42] ObuIM M3MepEHBI
npu atMocepHoM coaepxkaHuu O, UTO SIBJISIETCA
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HAChIIIAIOIIE KOHLEHTpaUKWeil IS peakuuu
BoccTaHoBieHUsT O, B ®CI, Torma Kak Ijst KOp-
PEKTHOI OLIEHKM KOHCTaHTBbl CKOPOCTHM DPeaKIuu
HEeoOXOIMMO MCIIOJIb30BaHME cyOcTpaTa B JIUMM-
TUPYIOLIUX CKOPOCTb KOHILICHTPAIUIX, T.€. B I1aH-
HOM cJlydyae, KOIJa CKOpPOCTh BOCCTaHOBJE-
Husa O, 3aBUCUT OT ero KoHlleHTpauuu. MiMeHHO
TaKk OBLIM MpPOBEACHBI M3MEpeHus B pabdoTrax
Asada u Nakano [55], Takahashi u Asada [67] u
Kozuleva et al. [20].

Camble HegaBHME BeaWUYUHBI ky (0,6 X 10°—
3,7 x 10> M- ¢!; guama3soH 1Mo MHTEHCHUBHOCTU
CBETa; CM. HIKe) ObLIM TOJIydeHbl C MCIOIb30Ba-
HMEM TPUPOTHOIO JAoHOpa 3eKTpoHOoB Wit DCl,
miacrounanuta [20]. Bojee Toro, 3TM BeaUYU-
Hbl moiydeHbl W B mnpucyrctBuu @n, ®HP un
NADP*, xorna tepmuHaibHble akuentopbl @Cl
BoccTaHaBiuBanu O, ogHOBpeMeHHO ¢ (OTOo-
BoccTaHOBieHUeM Pn ¢ TOCIASOYIOUIUM Iepe-
HocoMm ayekTpoHOB K NADP*, 1.e. B ycnoBu-
SIX, OMM3KMX K (DU3MOJOrMYecKUM. B oTcyTcTBUE
@ BeIMYMHBI k; HE U3MEHSUIUCH CYIIECTBEHHO.
Takum oO6pa3oM, BEIUUYMHBI k» U CKOPOCTb BOC-
craHoBieHuss O,, uU3MepeHHasi Npu arMmocdep-
HoM conepxkaHuu O,, TIpencTaBieHHbIE B paboTe
Kozuleva et al. [20], aBasiorca Haubosnee OJuU3-
KMMU XapaKTepuCTUKaMu BoccTaHoBIeHUs O,
B DC1 in vivo.

Kaxkue kodakTopst @C1 MoOryt BoccTaHaBIM-
BaTh O,? [lojaroe BpeMsl CUUTAIU, YTO DJEKTPOHDI
nepeHocsaTcss Ha O, OT TepMUHAJIbHBIX KOoak-
topoB DCI1, Fe,-Ss-knmacrepoB Fa/Fg, pacno-
JIOXXEeHHBIX B cyobennHuie PsaC Ha cTpoMaibHOM
cropoHe komruiekca PCI1 [9, 64]. Tlozxe crajno
SICHO, YTO TIPOMEXYTOYHBIE KO(AKTOpHI TMepe-
Hoca 31eKTpoHOB P C1 TakKe BHOCAT CBOM BKJIA
B mponykuuio O%. bbulo, B 4yacTHOCTHU, IOKa-
3aHO TIPU U3YYEHUU HMHIAYLUPOBAHHOIO CBETOM
H,0,-3aBucumoro togupoBaHusi 0€JIKOB TUJIAKO-
WIHOI MeMOpaHBbI, UTO B TeYEHUE MEPBIX CEKYHI
ocBellleHus: BoccTaHoBIeHUEe O, OCYIIECTBIISIETCS
kodakTopamu 6enkoB PsaA u PsaB, B To Bpems
Kak OoJjiee MJIMUTESbHOE OCBEIIEHUE MPUBOAUT K
nosieieHnto H,O, B Ipyrux 4yactsax TUIAKOUAOB,
BKII04Yasi 6enkoByto obnactb BOMM3u Fa/Fp [11].
ABTOpPBI TIpeanoyoxuan, uro O, BoccTaHaBIMBA-
eTcs npeninecTBytomum kinacrepam Fa/Fp B uenu
nepeHoca 3JeKTpoHOB KjactepoMm Fx, pacmoso-
JKEHHBIM MexXay cyobenuHuuaMu PsaA u PsaB.

B0 BHIIBMHYTO MpeArojoxeHue o0 yya-
ctuM B BoccTaHoBiaeHuu O, Mojekya (GUILIo-
xuHoHa (PhQ) [68] — BropuuHoro xodakropa
repeHoca 3JIGKTPOHOB, KOTOPBIM pacIoiloXeH
B Aj-caiiTax IBYyX IICEBIOCUMMETPUYHBIX BET-
Beli kodakTopoB B @PCI1, A u B, u npenuiecTsyer
knactepy Fx. B aToit paboTe TuiakouaHble MeM-
OpaHbl 0OpabaTbiBajd IeKCaHOM, YTO TPUBOAM-

KO3VIJIEBA, UBAHOB

JIO K DKCTpaKILMU Bcex MoiieKyn myida PQ u on-
Hoii monekyiabl PhQ u3 ®CI1, pacrojoxXeHHO B
A-BetBu (PhQ,4). B Takux MeMOpaHax OTCYyTCTBO-
BaJio ToroieHue O, B OTBET Ha BCIBIIIKY CBETA.
Hob6aska PhQ B Buge ButamuHa K mpuBoamuna K
nosiieHuo momioineHuss O,, OMHaKO TOJbKO B
OTBET Ha IMEPBYIO BCIIBIIIKY CBeTa. ABTOPHI MpPeE-
MOJIOXUIIU, 4TO 00paboTKa rekcaHoM Moaudpu-
1MpoBaja A;-caiiT TakuM 00pa3oM, UTO €ro Cpoj-
c¢TtBO K PhQ ymeHnbmmiocs [68].

Boccranosnenue O, ¢ yyactuem PhQ B Ha-
TuBHBIX KoMmIiuiekcax DPCIl mpu craloHapHOM
OCBEILEHUU BIIE€PBbIC M3YYUIU HA MPUMEPE KOM-
IUIEKCOB, BBIAEIECHHBIX U3 IIMaHOOAKTEepUu Syne-
chocystis sp. PCC 6803 [69], mpennojarasi, 4To
coctaB KodakTopoB mnepeHoca ayiekTpoHoB D Cl
M aMUHOKMCIIOTHOE OKpYyXXeHue B Aj-caiiTe oT-
HOCUTEJIbHO KOHCEPBAaTUBHO Yy ILIMAHOOAKTEpPUIA,
BOJIOpOCIIell M BBICIIMX pacTeHuii. B pabore uc-
MOJIb30BAJIM TUKUI IITaMM M IITaMM C 3a0J0KHU-
poBaHHBIM OuocuHTe3oM PhQ (mytaumust menB).
PaHee Obl10 TIOKa3aHO, YTO B Aj-CaiiThl MyTaHTa
BCTpauBajaucCh MoJyieKyldbl PQ, BcieacTtBue 4vero
BeauumnHa E,, (Q/Q°7) yBenuuuBanach Ha ~100 MB
OTHOCHUTEJIbHO BEJIMYMHBI B JUKOM IITaMMeE, UTO
npuBoauio K 1000-KkpaTHOMY yBEIMUYEHUIO Bpe-
MEHHU XU3HU CEeMUXMHOHa B o0eux BeTBsx [70].
Kommnekcer @C1 13 MyTaHTa IMOKa3bIBaJIM 3a-
MeTHO 0oJiee HU3KHME CKOpPOCTH (hOTOBOCCTA-
HoBjieHUs1 O, MO CpaBHEHUIO C KOMILJIEKCAMU M3
IUKOTO ImTaMma [69], 4To ObII0 0OBSICHEHO 00JIb-
meil crmocooHocTbio PhQ°™ B Aj-caiiTax JMKOTro
Tuna BocctaHaBiauBath O, Mo cpaBHeHUto ¢ PQ*~
B caliTax MyTaHTa U, COOTBETCTBEHHO, CBUIETEb-
CTBOBaJIO 00 WX Bemyllell poJiM B BOCCTAHOBJIE-
Huu O, B OCI.

BrisiBneHre BKIama OTAENbHBIX KO(aKTOPOB
nepeHoca ayekTpoHoB PC1 cTajo BO3MOXKHBIM
Onaromapsi MCCIeNIOBAaHUIO BIMSHUS WHTEHCUB-
HOCTM CBE€Ta Ha BEIWYMHY Kk, IS KOMILIEK-
ca ®CI, BbIAEICHHOTO U3 OJHOKJIETOYHON BOIO-
pocau Chlamydomonas reinhardtii [20]. Bblio
MOKa3aHO YBEJMYEHUE KaxXyIlIeHcs BeJIUYUHBI k,
C YBEJIMYEHUEM MHTEHCUBHOCTHU CBETa, YTO ObLIO
WHTEePIPETUPOBAHO KaK CBUIETEIbCTBO (DYHK-
LIMOHUPOBAHMUSI HECKOJBbKUX YYaCTKOB (hOTOBOC-
craHoBieHusa O, B ®CI1, kaxablii U3 KOTOPBIX
XapaKTepu3yeTcsl CBOE KOHCTAHTOW CKOPOCTHU
9TOTO Mpollecca U JOCTUraeT MaKCUMaIbHOM 2-
(beXTUBHOCTU MpU XapaKTePHOM IJIsT HErO MHTEH-
CUBHOCTM CBeTa. DKCIEPUMEHTAJbHBIM aHaN3
C WCIIOJIb30BAHUEM METUJIBMOJIOI€HA, BBICOKO-
9(p(eKTUBHOTO akKlernTopa 3JIEKTPOHOB OT Tep-
MUHaJIBHBIX KodakTopoB PCI, mokaszan, 4TO
ydyacTue TepMUHaIbHBIX KoakTopoB Fa/Fp B Boc-
craHoBieHUU O, HachIIIaeTCs Py HU3KOM MHTEH-
CUBHOCTU CBeTa, T.€. NPU 3TO MHTEHCUBHOCTHU
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3aMOJIHAIOTCST  2JIEKTpoHaMM  Kiactepbl Fa/Fp.
VYBenuueHue Kaxyiuehcss k, Npu yBeIUYCHUU
MHTEHCUBHOCTU CBeTa CBSI3aHO C YBEJIWYEHUEM
BKJIaZa B BoccTaHOBJIeHUE O, IMpenliecTBYIOIINX
KodakTopoB mnepeHoca ajekTpoHoB B PCI1 npu
UX 3aIl0JIHEHUM dJjieKTpoHaMu. Borpoc o ponn Fx
u PhQ ObL1 pellleH ¢ MOMOIIBIO TMOCAeI0BaTeIb-
Horo ynaneHus Fes-Ss-KiactepoB myTeM crenu-
aJibHBIX 00paboTok: ynanenue F,/Fg npuBonnno K
HEOOJIBIIOMY CHUXXKEHUIO CKOPOCTU BOCCTAHOBJIE-
Hus O, B IIMPOKOM Mana30He WHTEHCUBHOCTEMH
CBeTa, TOrIa Kak MOMOJHUTeNIbHOE ynajeHue F,
B pe3yabraTe yero PhQ B A;-caiiTax oka3biBajics
TePMUHAJbHBIM KO()aKTOPOM, MPUBOIUIO K Cy-
IIECTBEHHON CTUMYJSILIMM BoccTaHOBIeHUsT O.
ITocnenHee COOTBETCTBOBAIO IIPEAIOJIOXKEHUIO
o kmwoueBoii ponu PhQ B BoccraHoBieHuun O,.
Kommiekest @CI1, BblIeleHHbIE M3 MyTaHTa
PsaA-F689N C. reinhardtii, B koTopbix Phe B mo-
3unuu 689 Oenka PsaA 3ameHeH Ha Asn, Beien-
CTBYE€ YETO yBeIMYMBaAIOCh BpeMs Xu3HU PhQ%
¢ 0,25 mkc go 17 mxc [71], xapakTepu3oBajuCh
ropasno 6oJjiee BBICOKUMU CKOPOCTSIMU (POTOBOC-
craHoBieHus O, B IIMPOKOM TMANa3oHe MHTEH-
cuBHocTelt cBeTa [20]. DTH JaHHBIE TaKXKe YKa3bl-
BalOT Ha yBeauueHue BKiaaga PhQ°®™ B reHepauuio
0% B ®CI npu yBeIMYEHUU OCBEIIEHHOCTH.

TakuM o0Opa3oM, B H30JUPOBAHHBIX KOM-
mwiekcax OC1 akTUBHBI IBa y4acTKa BOCCTAHOB-
neHus O,: TepmuHaibHble Kiactepbl Fa/Fp u PhQ
B ¢bopMe CeMUXMHOHOB B A -caiiTax. Bknan kax-
JIOTO y4yacTKa 3aBUCHUT OT ycjaoBuil. [1lpu Hu3KOI
MHTEHCUBHOCTU cBeTa mnpucyrctBue Pa, O®HP
u NADP* cHUXano cKOpocTb (POTOBOCCTAHOB-
sneHnst O,, MOCKOJIBKY OTTOK 31eKTpoHOB 0T P C1
yYMEHbIIIaJl HaKOIJIEHWE 3JIEKTPOHOB Ha KJjacTe-
pax Fa/Fg [20]. B To Xe BpeMs nipucytrcTBre D,
®HP u NADP" He nonasisijio ¢pOoTOBOCCTAaHOBIIE-
Hue O,, HaOMogaeMoe MPU BBICOKOI MHTEHCHUB-
HOCTU CBeTa, YTO yKa3blBaJIO Ha TO, YTO UMEHHO
PhQ oTtBeTcTBEeHHHI 32 BoccTaHOBIeHUE O; B yCIIO-
BUSIX TapaJlJIEIbHOTO TPaHCIOpTa 3JIEKTPOHOB
K NADP® B 3TuX ycloBUSsIX.

YiuBuTENbHO, HO MOIXOH, OCHOBAHHBIA Ha
OOHapy>XeHUU OKMUCJIEHHBIX MOIUMUIIUPOBAH-
HBbIX aMUHOKMCJIOTHBIX OCTaTKOB, KOTODPBIH ObLI
YCIIeIIHO TIpUMeHeH IJjis onpeneneHust O°) -reHe-
pupylolieil akTuBHOCTH KodakTopoB PC2 u by f-
KOMILUIeKca (CM. BBIIIE), oKa3ajcs MaJIOIpPUIo-
HBIM IS BU3yayim3auuu odpasobanus O B OCI.
OKMCIEHHbIE OCTaTKM He OBbLIM OOHapy>KEeHBI
B HEMNOCPEICTBEHHON OJIM30CTU OT KJIacTepoB
F./Fg B komimiekcax ®C1 mmmmHarta, BeIpallleHHOTO
B moJjeBbIX ycaoBusix [72]. Takxke He oOHapyxke-
HO MOAUMUIIMPOBAHHBIX OCTATKOB B HEITOCpPEN-
ctBeHHO# 61m3octu oT Fx u PhQ, [72]. Hampo-
TUB, ObLIM OOHAPYKEHbBI 1BA MOAU(DULIMPOBAHHBIX
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ocTaTKa B HeIoCpeACcTBeHHo# Onu3octu or PhQ
B B-setBu (PhQg). OnpHako wuHTeprpeTauus
STHUX Pe3yJIbTAaTOB 3aTpydHEHA M3-3a PacIooxXKe-
HUS XJIOPMHOBOTO KOJIblla MOJIEKYJIBl XJOPO-
¢unna a mexay PhQp u aTuMu octatkamu [72].
MoXHO MpearnosioXuTh, uro 0%, mpoayLupye-
MbIii kiaactepamMu Fa/Fp, nerko nuddyHaupyet
u3 6enka PsaC B ctpomy (knactep Fp Haxomutcs
Ha pacctostHuu 3—4 A ot nosepxuoctu PsaC) u
He MoAu@UIMPYeT aMUHOKHUCIOTHBIE OCTATKU.
Bo3moxHo, uyTo O° u3 A -caiiToB Takxke 3 dek-
TUBHO AUGGYHAUPYET HA CTPOMAJIbBHYIO CTOPOHY
MeMOpaHbl, He BCTYIas B peakluu ¢ Oam3exa-
UM aMUHOKUCIOTHBIMU OCTAaTKaMH, — HaJlu-
Yyye BOJHBIX MOJIOCTEH, BeaylIux U3 A,;-caliToB,
obuto TokaszaHo mig PC1l u3 nuaHoOakTepuu
Synechocystis sp. PCC 6803 [73].

HeobxonumMo OTMETUTh, UTO CKOPOCTh I'eHe-
paunu O°% B M30JMpOBaHHBIX KoMmIniekcax P Cl
(Tabauiia) MOXET He BIIOJIHE OTpaxKaTh peajbHYlo
O°, -reHepupytonyo akrupHocte PC1 B TujIa-
Kougax u xJjoporacrtax. BoccraHoBiaeHue O,
B M30JMpoBaHHBIX KoMIuiekcax DPC1 usz Syne-
chocystis [69] n C. reinhardtii [20] He mocTuraio
HACBIIIEHUsI C YBEJIWYEHUEM OCBEIIEHHOCTU B
IIMPOKOM JAuana3oHe WHTEHCUBHOCTEM cBeTa
(mo 2000 mkMoab (oTOHOB/(M?:C), TOorma Kak
BoccTaHoBieHHe O, U30JMPOBAHHO (DYHKIIMOHU-
pytoueit @C1 B TMIaKOUIaX BBICIINX pacTeHUI (B
MPUCYTCTBUM AUYPOHA M MCKYCCTBEHHBIX JOHO-
POB 3JICKTPOHOB) MMEJO TEHASHILMIO K HachIlle-
Huto npu 500—600 MKMoab GoTOHOB/(M? - ¢) [42,
65]. C omHOIf CTOPOHBI, 3TO IIPOTUBOPEYME MOXKET
OBITh CBSI3aHO C BHECEHMEM TaKMX PEIOKC-MeIra-
topoB, Kak N,N,N' N'-trerpaMmeTui-1-¢peHuicH
mrnaMuH (TM®]) u ackopbOaT HaTpus IS MOMI-
nepxanust aktuBHocTi @DOC1 B THIaKoMIax.
OkuciaeHHble (OPMBI 3TUX COECIMHEHW MOTYT
aKIENTUPOBaTh BJIEKTPOHBI OT TEPMUHAJBHBIX
kodaktopoB PC1 [74—76], 4TO MOIKHO YMEHb-
1IaTh HaAKOIUIEHWE OJJEKTPOHOB Ha Ko(dakTo-
pax @CI1. C apyroii CTOpOHbBI, B U30JIUPOBAHHBIX
koMIuiekcax MC1 Moryr oTcyTCTBOBaTh KaKue-TO
pPETYJISITOPHbIE KOMIIOHEHTBI, OIPEIeIsIoNe
O°, -reHepupytonyo akrupHocte PC1 B THjIa-
kKouaax. B yactHocTH, cyliecTBOBaHue OeyKa, pe-
ryiavpyioiero BoccraHosieHue O, B ®CI1, 0bLIO
MPEIOJI0XEHO Ha OCHOBE CPaBHEHUS BIUSHUS
YCJIOBUIT KOPOTKOIO U JUIMHHOTIO JHS Ha Peakinio
Menepa B pacTeHusx Tabaka [77]. Oka3aioch, 4To
YCJIOBUSI KOPOTKOTO JTHSI CIIOCOOCTBYIOT 00Jiee Bbl-
cokoit ckopoctu dCl-3aBucMOro ¢GhoToBOCCTA-
HoBjieHMs1 O, B TWJIAKOUIAX U JUCThSIX. ABTODHI
MPEANOI0XWIN, YTO HEKMI OeOK CBSI3bIBAETCS
¢ ®C1 B ycnoBUSIX KOPOTKOIO AHS U oOJieryaer
mudoysuto O, K MecTy ero (poToBOCCTaHOBIIE-
HUS, cTUuMyaupys reHepauuio O°% . Takxke ObLIO
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MokasaHo, uTo cyobeauHuiia PsaE, koTopas Bme-
cre ¢ cyobenuHuniamu PsaC u PsaD oGpasyer
JOKMHT-caiiT mist Dm, MOXET OINpenesaTh YTeUKy
aJIeKTpoHOB K O, [78].

B pa6ore Michelet u Krieger-Liszkay [77]
ObLIO TPEAION0XKEHO, YTO TUIIOTETUYECKUM Oell-
KOM, peryaupylomum @oroBocctaHoBieHue O,
B ®CI1, moxer 6bITh Takke @HP. Bouio moka-
3aHo, yto ®HP u ®CI, Beigenennsle u3 C. rein-
hardtii, B3auMOIEiCTBYIOT IPYT C OPYIOM B CTe-
XuoMeTpuu 1/1, B Y4aCTHOCTM C BOBJIEUEHHEM
cyobenuuuiibl PsaE [79], u aBTOpHI Tpeamnosio-
xuiu, uto @HP MoxeT yHKIIMOHMPOBaTH Kak
cyobennuuia MC1. CaaseiBanne @HP ¢ OCI
yepe3 cyobenuHully PsaE Obl1o Takke mokazaHo
st s;ameHs [80]. YV BbIcIux pacTeHUIT OCHOBHbI-
Mu Oenkamu, cBg3biBatomimmu @HP, sasisiorcs
TROL u Tic62 [81, 82]. OngHako B ciyyae Hapy-
meHus B3aumoneiictsus ¢ Tic62 u TROL ®HP
MOXET B3aMMOACHCTBOBATh C aJIbTePHATUBHBIMU
0ojiee cnabbIMM caiiTaMu CBSI3bIBAHUSI Ha TUJIa-
KOUIHOI MeMOpaHe, B ToM uuciie u ¢ @C1 [60].
BosmoxHo, uro npucoenuHenne ®HP k @®C1 mo-
KeT BIUATh Ha tuddysuio O, Kk Kopakropam OC1
1/WJIM UHULIMKMPOBATH MepepacipeaeieHue myTei
BoccraHoBieHus O, BHyTpu O CI.

SBOJIOINMOHHBIE ACITIEKTBI

D@ heKTUBHBIN TTEPEHOC JIEKTPOHOB OT KOM-
nmoHeHToB ®OTILL k O, IpUBOIUT K U30BITOUYHOMY
obpasoBanuio takux ADK, kak 0%, H,0,, -HO®,
a TaKKe YMEHbIIaeT KBAHTOBBII BBIXOJ CBETOBBIX
peakuuii potocuHTe3a. ®IOTL okcureHHBIX HO-
TOTPpO(dOB B COBPEMEHHOM BU € C(hOPMUPOBAIACH
B YCJIOBMSIX IMTOCTOSTHHOM MpoayKiuu O, Ha CBETY.
JlornuHo mpenmnonaraTh, YTO MUHUMU3ALUST pe-
akumii kKomrmoHeHToB M@OTILI ¢ O, 6bl1a OTHUM U3
HaIlpaBJIeHUIA 3BOJIOLUU (POTOCUHTETUYECKOTO
anrapara. DBOJIOLUS Pa3IUYHBIX (POTOCUHTETH-
YEeCKUX KOMILIEKCOB B KOHTEKCTE BO3HUKHOBE-
HUSI KMCJIOPOMHOM aTMocdepbl OblIa MIpeaMeTOM
HECKOJIbKMX HemaBHUX 0030poB [6, 83—86], B
KOTOPBIX MHOTO BHUMAaHMUs yIEISIETCS YMEHbIIIE-
HUIO BEPOSITHOCTM 0O0pa30BaHUSI CUHIJICTHOTO
kuciopona (!0,), 4To, HECOMHEHHO, OBIJIO OIHUM
U3 HaIlpaBJieHUH B 3BOTIOLUUU (POTOCUHTETHUYE-
ckoro amnrmapata. B aTom 0630pe Mbl pacCMOTpUM
U3MEHEHUSI, KOTOPble MOIJIM MPOUCXOAUTH B (hO-
TOCMHTETUYECKOM amiapare i MUHUMU3ALUU
HETIPOAYKTUBHOM YyTEYKU JIEKTPOHOB K O, U U3-
JuiIHero obpasoBaHus O .

Ha namr B3misia, 9BOJIOLMOHHBIE U3MEHEHUS
JOJKHBI ObLIY 3aTPOHYTh B IEPBYIO OUEpPElb ITYJIbI
MOOUJIbHBIX MEPEHOCUYMKOB, MOCKOJbKY MX BOC-
CTAHOBJIEHHOE COCTOSTHME HEOOXOIMMO IJisl TIPO-

KO3VIJIEBA, UBAHOB

NYKTUBHOTO TPaHCIIOpPTa 2JIEKTPOHOB. BeanuunHbI
E. mnacrolaHuHa W LIUMTOXpOMa Cs JAOHOPOB
aJ1eKTpoHOB K P C1, 10CcTaTOYHO BBICOKH, YTOOBI
He paccMmaTpuBaTh ux peakiuio ¢ O,, onHako Pn
U KOMMOHEHTHI IyJa PQ maxe B COBpeMEHHBIX
®OOTLI obnagarOT TOCTATOYHO HU3KUMU ITOTEH-
uajgamMu sl reHepanuu O, 4To HaOaOHaeTCs
9KCIMEPUMEHTAbHO (CM. BBIIIIE).

KoHeuHbIit MpOoAYKT CBETOBBIX CTaauil (hoTO-
CHHTEe3a, BOCCTAaHOBJIEHHBII D, CIYyXUT JOHO-
pOM D3JIEKTPOHOB HE TOJBKO [Jis BOCCTaHOBJIE-
Husg NADP', HO u 11 Ipyrux MeTaboIuMyecKux
nyTteit B xjpopormiacte [87]. s peaauzaldm 3TUX
MmyTeil BoccTaHOBAeHHBIN P noymkeH audbyHau-
poBaTh B CTpoMe XJioporuiacta. O4eBUIHO, 3TO Tpe-
oyer HU3KOM addekTruBHOCTU peakiuu Pa ¢ O,.
Y coBpeMeHHBIX POTOTPOGOB C OKCUTEHHBIM TH-
oM (OTOCUHTE3a MpocTeTudeckoi rpynmnoit dn
ciyxut kiactep Fe,-S,, KoTopblii mocTaToyHO
IyOOKO morpyxkeH B 0Oenok. B coBpeMeHHBIX
doToTpodax ¢ aHOKCUIEHHBIM (POTOCUHTE30M,
UMEIINX peaKIIMOHHbIE LIEHTPHI [-ro Tuna, pojb
aKIeNnTopa 3JeKTPOHOB BHITIOJHSAET PO ¢ IBYyMS
knactepamu Fes-S;, omuH M3 KOTOpBIX pacmo-
JIOXKEH MpaKTUYECKU Ha MOBEepXHOCTHU Oenka [83],
BCJIENCTBME YEero OH MOCTymeH mis Mojekyn O,.
IIpennonaraetcs [83, 84], yTo morpyxeHue Kjac-
Tepa BIJIyOb Oejika orpaHMYMBaeT JOCTYIl K HEMY
Mojiekyn O, UM yMeHbIIaeT BEpPOSITHOCTb Mepe-
Hoca ayekTpoHa Ha O,. Takum obpa3om, 3aMeHa
nukiactepHoro Fes-Sy dn Ha MOHOKJIACTEPHBII
Fe,-S, ®n ¢ oTHOCUTENBbHO TIIyOOKO TOIPYKEH-
HBbIM B O€JIOK KJacTepoM MpHu 3BOJIOLMU (HOTO-
TpocoB Momia OBITh BbI3BaHA afanTalMerl K
(PyHKIIMOHMPOBAHMIO B MPUCYTCTBUU O,.

B coBpemenHoit ®OTL] auknacrepHbiit On
coxpaHuJics B Buie cyobenuHuubl PsaC, Kotopas
HeceT 2 Fes-S4-xnacrepa, SBASIOIIMXCST KOPAKTO-
pamu @®C1 — npomexkyTouHblii Fo 1 TepMuHaIb-
HbIli Fg, KOTOpBI BOocCTaHABAMBAET MOOUIbHBIN
MOHoKJIacTepHblii ®a. BHICTPBII OTTOK 3JIEKTPO-
HoB oT Fy kK O, HexenaTeleH, MOCKOJbKY MOXET
CHUXaTb 3((EKTUBHOCTb BoccTaHOBIeHUsT Dn,
KOTOpasi 3aBUCUT OT Iu¢@PY3MOHHOIO OOMeHa
BoccTaHOBAeHHOTro D1 Ha OKUCICHHbIN Ha aKkleT-
topHoii cropoHe DC1. bonee Boicokuii E,, (Fa/Fx)
10 CpaBHEHMIO C TakKoBbIM Wil Fp obecreunBa-
eT Oosiee moJroe Bpems IpeObIBaHUS 2JIEKTPOHA
Ha F,, yeM Ha Fj; [88, 89]. Takum oO6pa3om, UHBEp-
cust penokc-noteHuuanoB Fa u Fg MoxXeT OBITH
9BOJIIOLIMOHHON amanTtanueil I MUHUMU3ALUU
BocctaHoBleHUusa O, kogakTopom Fp B oTCyT-
crBue ®n [83, 84]. Kodakrop F4 morpyxeH B 0e-
JIOK M HaXOOUTCS B 00JIACTU C TOCTaTOYHOI HU3-
KOl IMAJIEKTpUUYECKON mpoHuiiaeMocTthio [90].
IToBbiieHue ero E,, Takxke yMEHBIIWIO TEPMOIM -
HAMMYECKYI0 BEPOSITHOCTD ero peakiuu ¢ O,.
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B sHepronpeobOpasyommux MmeMmopaHax caMbIX
MEPBBIX OPraHM3MOB B KayeCTBE JIMIIOPACTBO-
pUMOro MOOWJIBHOTO NMEPEHOCUYMKA IPOTOHOB U
BJIEKTPOHOB, MO BCEU BUIMMOCTU, (PYHKIIMOHU-
poBaJl MEHAXMHOH, KOTOPHII U IO ceil JeHb MpU-
CYTCTBYET y psia aHadpoOHBIX poToTpodoB [91].
IMorenumansl pemokc-nap (Q/Q°7) u (Q/QH,)
MeHaxnHoHa npumepHo Ha 100 u 180 MB Huxe,
yeM cooTBeTcTBywIIMX map PQ, T.e. BoccTaHOB-
JIeHHbIe (DOPMBbI MEHAXWHOHA 3HAYUTEJIbHO JIerye
okuchasgoTes O,, Hexenu ¢dopMmbl PQ. TToaTtomy B
npucytcTBun O, MeHaXMHOHBI HUXe IO 3 deK-
TUBHOCTU B KaU€CTBE MEPEHOCUYMKOB 3JIEKTPOHOB
OT peakIMOHHBIX LeHTpoB II-ro Tuma K muUTO-
XpPOMHBIM KOMILJIEKCaM bc-Tuma, 4YeM TaKue BbI-
COKOMOTEeHIMabHbIe XMHOHBI, Kak PQ uiu you-
XnHOH. Takum oOpa3zom, 2BOJIOLIMOHHAS 3aMeHa
B MeMOpaHaxX OpraHM3MOB C OKCUT€HHBIM TUIIOM
(orocuHTe3a MeHaxuHOHa Ha PQ, xMHOH ¢ OoJsee
MOJIOKUTENIbHON BeJIMUMHOM E,,, NpeacTaBiseTcs
BaxKHBIM 2TAIlOM ONTUMM3AlMU (POTOCUHTETHUYE-
CKOro arrapara K YCJIOBUSIM KHUCJIOPOIHOI aTMO-
cephl.

Onnako PQ°~ oOnagaer E,, mo3Boasgoliym
BOCCTaHaBIMBaTh MOJieKyJbl O, ¢ 0Opa3oBaHUEM
O°, B BoAHOIi cpene (CM. BBIIIE), XOTS U C He-
oonbIMMU cKOopocTsIMU. CeMUXUHOHBI BOOOIIE
KUHeTu4YeCcKn 3(hOEKTUBHO pearupyrorT ¢ MoJjie-
kynamu O, [10]. B ®ITL ecTh HeCKOJBKO y4acT-
kKoB, rne PQ mociemoBaTelbHO BOCCTaHaBIMBa-
ercsa 1o PQH, u rme PQH, oxkucnsgercsa no PQ ¢
0o0pa3zoBaHUEM IPOMEXYTOUHOM CEMUXUHOHHOM
¢opmbl. [Tomumo PQ°", cemuxuHoHHas ¢dopMma
M30aJIJIOKCAa3MHOBOM YyacTu Mojiekyiabl PAJ] po-
MexXyTouHo obpasyercas B @HP mpu nocienosa-
TeJIbHOM OKUCIEHUU ABYX MoJieKya D u rmpu Boc-
craHoBlieHUU Mosekynabl NADP*. DddexkTuBHoe
OKHCJIEHUE KMCIOPOAOM CEMUXUWHOHHBIX (opM
3TUX KO(AKTOPOB B MOMEHT, KOIJa OHU JOJIKHBI
MOJIyYUTh WM OTIATh BTOPOI 3JEKTPOH, MOIJIO
Obl HapylllaTb HOPMaJIbHBIM MEPEHOC JIEKTPOHA.
IToaToMy craemyomiasi mioOajgbHasg TEHIEHLMS
Ipy agantaunuu GOTOCUHTETUYESCKOIO arapara K
(yHKLMOHUPpOBaHUIO B IpucyTcTBuu O,, Ha Hall
B3NS, 3aKjiodajach B MPENOTBpallleHUU peak-
it ¢ O, MIPOMEXYTOUYHBIX CEMUXMHOHHBIX (hOpPM
koMnioHeHTOB PO TLI B mpolecce X AByKPAaTHOTO
BOCCTaHOBJICHUS U OKMCJIEHUS.

CemuxuHoHHas popma DAJI pearupyet ¢ O,
¢ BBICOKOI addekTuBHOCTBIO [92]. Bo3MOXHBINH
MEXaHU3M IS MIPeNoTBpallleHUs] OKUCICHUS ce-
MMXUHOHHOU (popmbl DAl KMCIIOPOIOM paccMOT-
peH B o63ope Pierella Karlusich u Carrillo [85].
OtMmeueHo, uro ®HP ¢oroTtpodoB ¢ okcureH-
HBIM TUTIOM (DOTOCHHTE3a 00JIamaeT Ha 2 MopsiaKa
OosbllIeil KaTaIMTUYECKON AKTUBHOCTBIO, 4YeM
®HP anaspoOHBIX opraHn3moB [93], xoTs cpon-
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crBo ®HP x ®n moxeT ObITh Onmu3kuMm [94].
Bricokast KaraiuThuecKash aKTUBHOCTb JOCTH-
raeTcsd 3a cYeT KOH(GOPMALMOHHBIX U3MEHEHU,
BbI3BaHHBIX cBsI3biBaHMEeM NADP*, koTophie 3Ha-
YUTEJIbHO 00JierdyatoT Kak okucieHue dm [95],
TaK Y JMCCOLMALMIO OKMCICHHBIX MoJieKya Dp
n3 komruiekca ¢ @HP [96]. Takoe moBblllieHUE
Katajutnaeckoir aktuBHoctu MOHP, mo-Bumau-
MOMY, ITIOHMXXAeT BEPOSITHOCTb KaK OKMUCJICHUS
ceMuxuHoHHOU dopmbl DAl KMCIOpPOIOM, TaK
n obpasoBaHust Komruiekca @u/PHP~ B oTcyT-
ctBue NADP*.

PQ*~ oOpasyercda mnpu OZHOKpPAaTHOM BOC-
craHoBiieHun PQ B Qg-caiite ®C2 u Qg-caiite
bsf~xommnekca. Ilo Bceit BupumocTu, B caiite Qp
®OC2 npobiieMa YMEHBIICHUST YTEUKH 3JICKTPOHOB
Ha Mmosiekyabl O, pelraeTcsd Ha TepMOAMHaAMUYe-
cKoM ypoBHe 3a cueT Bbicokoro E, (Qp/Q%) —
+90 MB [33], BcaeacTBue yero peakius Q% ¢ O,
TepMOIMHAMUYECKM HEBBITOJHA ake B BOIHOI
daze. B Qg-caiite bsf-KoMmIuiekca He MOKa3aHO
obOpazoBaHue PQ°", XoTd mnosIBIeHUWE CEMUXU-
HOHa OBbUIO 3aperucTpMpoBaHO B aHaJOTMYHOM
caiite bc;-KOMIUIEKCOB MypHYPHBIX OaKkTepuii [97,
98]. OnHUM U3 KJIIOYEBBIX OTAUYMUA bc;- M bgf-
KOMILJIEKCOB SIBJISIETCSI HaJU4Yue B LIUTOXpPOME bg
MOCJIEIHETO eIlle OMHOIO reMa — KOBAJIEHTHO CBSI-
3aHHOTO rema c,. I[Ipenmoiaraercsi, 4To B paMKax
¢yHkunoHupoBanusa Q-uukia, B Qg-caiite bsf-
KOMILJIEKCa MEePBbIA U3 IBYX 3JIEKTPOHOB, HEOOX0-
IUMBIX U151 BOcCTaHOBIeHUs PQ, mepeHocuTcs oT
BBICOKOITOTEHIIMAILHOIO reMa LIuToxpoma b (bst)
Ha reMm ¢, [99], a ¢ rema ¢, 2JIEKTPOH MEPEHOCUTCS
K MoJjieKkysne PQ TOJbKO OTHOBpPEMEHHO C Mepe-
HOCOM BTOPOTO 3JIeKTpoHa oT reMa b [7]. Takoii
MeXaHU3M MUHUMU3UPYET Bpems Xu3Hu PQ°™ B
Qr-caiiTe M, COOTBETCTBEHHO, YMEHbIIIAET BEPO-
SITHOCTb ero peakiuu ¢ O,.

B Qo-caiite bsf-kommiaekca MNPOUCXOOUT
nociaegoBarenbHoe okucienue PQH, go PQ,
KaK CYMTaeTcsl, MO0 KOHIIEPTHOMY MEXaHU3MY,
T.€. CIEOYIOLIUMU IPYT 3a OPYroM aKTaMU Iepe-
Hoca »3JeKTpoHa K Fe)-S,-nienTpy Pucke u x
HU3KOMOTEHLIMAAbHOMY TeMy bst. DddexTus-
Hoe (pyHKUMOHUpPOBaHMEe Q-LiMKiIa obecreuyn-
BaeT 3¢ (DEKTUBHBINA OTTOK 3JIeKTPOHOB OoT PQ°~
B Qo-caiiTe 10 HU3KOIOTEHIIMAJIbHOU BETBU
KoakTopoB bgsf-Komruiekca. OgHako eciu B
nyne PQ Majo okuciaeHHbIX Mojekyal PQ wim
B bsf-KOMIUIEKCE TeM bs" yXke BOCCTaHOBJIEH,
TO MOXET IPOMCXOAUTh OOpaTHBI MepeHocC
anektpoHa ¢ rema bst (En (bs"/bs'™) = —150 MB)
Ha PQ°" (E. (PQ* /PQH,) =+ 480 mB) [7], uTO
YMEHBIIIAeT BEpOSITHOCTh peakuuu ¢ O, u rema bgt,
u PQ*" B Qo-caitite. HapymieHue KOHLIEpTHOTO
OKUCJIEHUST MOXET IMPOUCXOIUTh U B YCIOBUSIX (DO-
TOCUHTETUYECKOTO KOHTPOJISI, KOILAa 3aMeISIeTcs
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BBIXOA MPOTOHOB U3 Qo-caiiTa B momeH, u PQH*
HE MOXEeT JeNpPOTOHMPOBATHCS AMWHOKHUCIOT-
HbIM octaTkoM Glu78 cyobeauuulibl 1V, KoTophlit
ocTaeTcsl B IMPOTOHUPOBAHHOM COCTOSIHMHU, KakK
9T0 ObLIO mpenmnonoxeHo HemaBHo [100]. Ilo-
ckoibky E, (PQ/PQH*) BeilIe, yeM (PQ/PQ°7),
yTeuKa 3JIeKTPOHOB OT MPOTOHUPOBAHHOTO TIjac-
ToceMuxuHoHa K O, MeHee BeposTHAa. MBI mpen-
rnoJjilaraeM, 4To 3aMeljieHHe OTBOIa IPOTOHOB U3
Qo-caiiTa u yBenuueHue BpemeHu xu3Hu PQH®
nytem TniogaepxaHus Glu78 B NMpPOTOHUPOBAH-
HOM COCTOSIHUM TIPEACTaBJsIeT COOO BaXKHBIM
MexaHu3M TpenoTBpalleHus peakuuu PQ°™ ¢ O,
B Qo-caiite.

CreactBueM 3aMeHbl CBOOOIHOTO MEHAXWHO-
Ha MeMOpaHHOTO IyJa Ha 0oJjiee BBICOKOIIOTEH-
LIIMaJbHBIM XMHOH CTajo MOBbIIeHUE (TIpUMeEp-
Ho Ha 110—150 MB) E,, Bcex mpoyHOCBSI3aHHbBIX
KO(aKTOpoB B OeJiKax-mapTHepax MOOMJIbHOTIO
MeMOpaHHOTO MyJja MepeHOCUYUKOB — T.€. B peak-
HMOHHOM I1ieHTpe II-ro TMma M UMTOXpOMHOM
bc;-xommnekce [101, 102]. DTo, B cBOIO ouepelb,
MPUBEJIO K YMEHBIICHUIO BEPOSATHOCTU OKMUCIE-
HUS 3TUX KodakTopoB mojekynamu O,. ITo Bceit
BUAMMOCTH, moBbilieHus E,, okasamoch mocta-
TOYHO [IJI pelIeHUs] MPOOJeMbl YTEUKU 3JIEK-
TpoHOB K O, B LIUTOXPOMHOM b4 f~-KOMILJIEKCE.
Cpenu Bcex ero MpOYHOCBSA3aHHBIX KO(PAKTOPOB
reM b’ obGmagaeT caMbIM HU3KUM 3HaYeHHEM
E.. (=150 mB) [103], uTo HemocTaTOuHO AJIs BOC-
craHoByieHUus: O, B ruipoGoOHBIX 30HaX MeMOpa-
Hbl. HaxoxaeHue ajieKTpoHa Ha reme ¢, JOJIKHO
noaepkuBaTh 3(PPEKTUBHBIN OTTOK 3JEKTPOHOB
oT rema bs" (cM. BbIlIE), MUHUMU3UPYS €ro peak-
uu ¢ O,.

Opnnako a5t @C2 nossiieHus E,, Mmorio oka-
3aThCS HEAOCTATOYHO IJISI MUMHUMM3AlMU OKMC-
JeHus: ee KodakTopoB KuciopogaoMm. I[IpoyHo-
cBsi3aHHbI PQ B caiite Qs B OOBIYHBIX YCIOBUSIX
(byHKIIMOHMpPOBaHUsI BOCCTAHABIMBAETCS TOJBKO
OMHOKpPATHO. D(P(PEeKTUBHOCTb MPOAYKTUBHOTO
nepeHoca sjekTpoHa ¢ PQ°™ B Q-caiite Ha PQ B
Qg-caiite onpenensiercd Hanuuuem HCO3 BOIu3Mn
HETeMOBOI'0 XeJjie3a, MPUCYTCTBUE KOTOPOTO IO-
HmkaeT E, (Qa/Qa7) ¢ —70 MB mo —145 mB [31].
OpHako mokaszaHo, ytro HCOj3 Ha akuenTopHoit
cropoHe MC2 OJOKMPYET BO3MOXHBINM KaHal, 110
KOoTopoMy MoJjieKyabl O, nudyHaupyoT K caii-
Ty Qa, ¥ TEM CAMBIM OIPAaHUYMBAETCSI JOCTYI MO-
nekynam O, K caiity [15], yTo yMeHbIlIaeT 0opa3o-
BaHue O°% .

®coputrH 0067aAACT MOCTATOYHO HUBKUM
E. (—600 MB), 4TOOBI BOCCTaHOBUTH MOJIEKYITY
O, gaxe B ruapodoOHbIX yacTsax O0eiaka. OmHako
YMEHbIIIEHUE HEMPOAYKTUBHON YTEUKU 2JIEKTPO-
HOB K O, peain30BaHO Ha KUHETUYECKOM YPOBHE:
Majloe BpeMsl XKM3HU BOCCTaHOBJIEHHOro ¢deo-
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(uTHHA BCleACTBUE IepeHOCca 3JIEKTPOHOB K Qa
(200—500 1c) m peKoMOMHALIUM BOCCTAaHOBJIEH-
Horo eodutuHa ¢ P680* (4—30 Hc), mo Bceil BU-
IUMOCTHU, 3HAUUTEIbHO YMEHbIIAeT BEPOSITHOCTh
peakumu 3Toro Kogakropa ¢ O,.

B peakiumonHbix 1neHTpax I-ro tuma coBpe-
MEHHBIX aHa’pPOOHBIX OPraHU3MOB HET MPOYHO-
CBSI3aHHBIX XMHOHOB [104—106] 1, B 4acCTHOCTH,
y Trenmo0akTepuii MEeHAaXMHOHBI (PYHKLIMOHUPY-
0T KaK MOOWJIBHBIN JIMTTIOPACTBOPUMBIN aKIIeI-
TOp 3JIEKTPOHOB, ajbrepHaTuBHBIM DPn [107].
Hanuuue aByX IyJIOB aKLIENITOPOB MOXKET OBITh
BBITOIHBIM C TOYKU 3peHUs 3OPEeKTUBHOCTU
(GOTOCMHTETUYECKUX peaKUMii W 3alIuThl (HOTO-
CUMHTETUYECKOTO arrnapara oT U30bITOYHOI OCBe-
meHHoctu. B OCI1, peakiimoHHOM LieHTpe I-ro
TUIMAa, TIPUCYLIEM UCKIIOUYUTEIbHO (OTOTpodam
C OKCUTEHHBIM (OTOCUHTE30M, MEHaxXMHOH (a
TOYHee Yy OOJBIIMHCTBA OPraHM3MOB €r0 IIPO-
usBogHoe, PhQ) ocraeTcs NpPOYHOCBSI3aHHBIM
KO(paKTOPOM, KOTOPBIN CIIYXKUT KaK OIHODJIEK-
TPOHHBIN TEPEHOCUMK, T.€. HE BOCCTaHaBJIM-
BaeTcd g0 rugpoxuHoHa [108]. B orauuume ot
nepeHoca 3jekTpoHa mexnay Qs m Qp B DC2,
CTeXMOMEeTpHUs KOTophiX cocTaBisger 1/1, B @ClI
XUHOHBI IBYX CAMTOB A, MEePEHOCST JIEKTPOH K
onHomy Fes-Ss-xnmacrepy kodakropa Fx. B ycio-
BUSIX TIOBBIIIEHHON OCBEHNIEHHOCTHM W OTPaHU-
YEHHOTO OTTOKa DJIEKTPOHOB OT CTPOMAaJbHBIX
akiuentopoB ®C1 MoOXeT BO3HMKAaThb CUTYyallus,
Koraa keynezocepHble kiaacrepsl @CI1 OynyT mpe-
MMYIIECTBEHHO BOCCTAaHOBJICHBI, a JBa caiita A,
OyayT KOHKYypUpOBaTh 3a oAuH Kodaktop Fix.
B 3TOM Ccyyae MOXeT BOZHMKATh PUCK PEKOMOU-
HallMU 3apsiioB XUHOHOB ¢ P%y, B TOM 4ucie 1o
MeXaHU3My, MPUBOIAIIEMY K 00pa3oBaHUIO *Pr,
BCJIENCTBME Yero OyneT yBeIMYMBaTbCS PUCK Te-
Hepauuu 'O, [84]. Okucnenne PhQ°~ mMomiekyna-
Mu O, B 3TOM ciydyae OyneT IMOTeHIIMaIbHO MEHee
OITAaCHBIM IPOLECCOM, YMEHBIIAIOIIUM MePeBOC-
CTaHOBJIEHME I1IeMM IePEHOCYMKOB U CHMXKAlO-
UM pUcKU reHepauuu 'O,. AHaAJIOTUYHBIC TIPO-
1IECChI MOIJIU ObI OBITh BO3MOXHBI 1 1151 Q-caiiTa
B ®C2, onnako E,, (PhQ/PhQ°*") ropasmo Gonee
oTpuuarenbHblit, yeMm E,, (PQ/PQ°7), u MuHuUMU-
3UPOBaTh yTeUKy 271eKTpoHOB ¢ PhQ*™ k O, ropas-
no cioxHee, yeM ¢ PQ*". IIpu sToM coxpaHeHue
Hu3knx BeanuuH E, kodakTopoB MCI1 Heobxo-
IMMO, YTOObI BOCCTaHaBJIMBAaTh TaKOl HU3KOIIO-
TeHUMAIbHBINM MEPEHOCUMK JIEKTPOHOB, Kak D,

Kunetunyeckuit KOHTpoab (T.e. OBICTPLIN TIe-
pPEHOC 3JEKTPOHA K CenyloleMy B Lienu Kodak-
TOpY), BEpPOSITHO, TaKXKe HE MOXET OBIThb I10JI-
HocTbio peanu3oBaH B PCI, rme MpUCyTCTBYIOT
nBa PhQ, oriuuaromiuecs mo BenuuuHe E, Ha
170 MB [90] u Mo BpeMeHM XU3HU CEMUXMHOH-
Hoit ¢opmbl Ha 1 mopsamoxk [109]. JIBa PhQ B

BUOXUMMUSA tom 88 BBII. 8 2023



BOCCTAHOBJEHUE KMCJIOPOJIA B ®OTOCUHTETUYECKON LIEITU

CTallMOHAPHBIX YCJIOBMSIX OCBEIIEHUS MOTYT
KOHKYpHUPOBaTh 3a OoNuMH Kodaktop Fx, 4To mo-
BBIIIAET BEPOSITHOCTb YTEUKU dJIeKTpoHa K O, ¢
b6onee ponroxusyuiero PhQ°~ B A-BetBu. Orpa-
HuueHue goctynHoctu O, Kk PhQ B A-caiiTax
MpeNCcTaBIsIeTCsl Majlo peaaru3yeMoil B 2BOJIOLM-
OHHOM IuIaHe crtparerueii. B otnmmume ot ®C2,
B ®C1 OTCYTCTBYIOT KaHaJIbl, 110 KOTOPHIM MOCTY-
MMaloT cyOCTpaThl/OTBOASITCS MPOAYKTHI peakluid,
a Takxe OukapOoHaT-uoH. B cTpykType muaHo-
bakTepuanbHoit ®C1 nmpomoneapoBaHbl BOIHBIC
MOJIOCTH, COENMHSIONME A -CaiiThl ¢ aKIEeNTop-
HOIi CTOPOHOI1 [73], IO KOTOPBLIM TpeamnoaraeTcs
g ys3us He Toabko Mosekyl O,, HO U Topasno
OosblIeit MOJIEKYJIbl — METUJIBUOJIOTEHA.

TakuM o0Opa3zoMm, MBI IIpedanojaraeM, 4TO
nporekaHue peakuuu O, ¢ PhQ B A -caiitax He
MOIJIO OBbITh MUHHUMM3UPOBAHO B JOCTAaTOYHON
CTeNeHu, U J0 CUX ITOp CPeau BCeX KOMIIOHEHTOB
®OTL Hanboyiee BBICOKME CKOPOCTM TIeHepa-
uun O°, xapakrtepHbl 1ist @C1 nMeHHO 3a cyer
npucytcTBus B Heit PhQ. B ycnoBusix nmepeBoc-
CTaHOBJIEHUS 1I€IM, KOrma MHTEHCUBHOCTh CBETa
MPEBBIIIAET BO3MOXHOCTU METa0OJIMYECKOMN yTH-
JIM3alluM CBeTOBOI »Hepruu, O, oKa3bIBaeTcs
JOCTYITHBIM TOMOJHUTENbHBIM aKIIEIITOPOM 3JIeK-
TPOHOB, CIOCOOHBIM MOAAEPXKUBATH JIEKTPOH-
HBII TPaHCIIOPT, YMEHbIIIasl IIePEBOCCTaHOBICHUE
koMnoHeHToB MOTL, npoBoumpylomice ¢GoOTO-
uHruouposaHue. [ToaToMy, BEpOSTHO, SBOTIOLUS
(boTocuHTETMYECKOTO almnapara Ijia B HarpasJjie-
HUM HE MPOCTO MMHMMHU3ALUU TepeHoca BJIeK-
TpoHOB K O, a B HampaBJeHUU PEryIupOBaHUS
3TOro mpoliecca.

3AKJIIOYEHUE

Bbliire ObITM paccMOTPEHBI BO3MOXKHBIE MeXa-
HU3MBI BoccTaHoBIeHUs O, 1o O° pa3auuyHbIMU
koMmrioneHtamMmu DOOTILI, a Takke >BOJIIOIIMOH-
Hble TIpeoOpasoBaHusi, Kotopbie MITL mora
MpeTeprneTh I YMEHbIIEHUS HENPOAYKTUBHOM
YTE€UKMU 3JeKTpoHOB K O,. Tabnuua cymmupyer
HMMEIOIIMECS B INTepaType OLeHKNU CKOPOCTEN re-
Hepanuu O°, Ha pa3Hbix yyactkax ®IOTL. B tad-
JUIe TakKXe MpPeaCcTaBlIeHbl CKOPOCTH, HOPMU-
poBaHHbIe Ha comepxxaHue DC2, 9To MO3BOJIET
CPaBHUTD MOTEHIIMAJbHBIN BKJIaJ pa3HbIX KOMIIO-
HEHTOB B 00pa3zoBaHue O B XJ0poILIaCTe.

Takoe cpaBHeHMEe TpeOyeT, OAHAKO, ydyeTa
YCJIOBUIA U3MEPEHHUsI YyKa3aHHBIX CKOPOCTEH.
Bo-nepBbIX, CKOPOCTU, MpEaCcTaBlIeHHbIE B Ta0-
JINLIE, TIOJIyYeHbl C WCIIOJb30BAHUEM pPa3HbIX
SKCIIEPUMEHTAIbHBIX MOIXOA0B B Pa3HBIX YCJIO-
BUSIX WM IS pa3HBIX OpPraHU3MOB. BoO-BTOpBHIX,
MHOTHE CKOPOCTU OBbUIM ITOJYYEHBI WU IJIST U30-
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JUpoBaHHBIX CTPYKTYp (miass dC2, DCI, bsf-
KOMIIJIEKCa), WJIM B MPUCYTCTBUM WHIUOUTOPOB
(mns myna PQ), BciaeacTBUE 4YEro MOINIM OBITh
U3MEHEHbl B3aMMOCBSI3M MEXIy KOMITOHEHTaMu
®ITL, a KaKre-TO KOMITOHEHTHI, ITPUCYTCTBYIO-
IIKMe B LEJIbIX MeMOpaHax, MOIJIM OTCYTCTBOBATD.
B-TtpeTtbux, B page caydyaeB (PC2, nyn PQ) O,
BBICTYHAJ €IWHCTBEHHBIM TOCTYITHBIM aKIIENTO-
poM 3J1eKTpoHOB. OMHO3HAYHO CYIUTh O TOM, KakK
9TO MOBJIMSIO Ha BEPOSITHOCTH reHepaluu O°5 B
9TUX CJyyasx, cJoxHo. Hampumep, mnpucyt-
crBue NADP* ymeHnsbinaetr renepanuio O°% Boc-
craHoBieHHBIM D1 [53], Torma Kak NMpUCYyTCTBUE
®np u NADP* He BImMseT CyllleCTBEHHO Ha TeHepa-
o 0% B @C1 [20]. CnenyeT Takke YYUTHIBAT,
YTO 11 HOPMUPOBKU B TaOJUIE MCHOJIb30BAHO
OTHOCHUTEJIbHOE COJepKaHUE OTHEIbHBIX ITUI-
MEHT-0€eJIKOBBIX KOMILIEKCOB JJISI KOHKPETHOIO
opranusma (Arabidopsis thaliana) B KOHKPETHBIX
yenoBusix [24]. Coaepxanue MC2, b4 f~KOMIUIEK-
ca, ®CIl ¥ OTHOCUTENBbHBIN pa3mep (POTOAKTUB-
Horo nyaa PQ M MXx cooTHollleHUE BapbUpPYIOT B
pacTeHUsIX B 3aBUCUMOCTH OT YCJIOBUIA OKpYyXkKato-
wei cpeanbr [110, 111], 1 OTHOCUTEAbHBIN BKIaL
9THUX KOMITOHEHTOB B oOpa3zoBaHue O°% , oUeBUI-
HO, TaKXXK€ MOXET BapbUpPOBaTh.

HecMmoTpst Ha 2T orpaHuYeHMsI, CONOCTaB-
JIEHHE CKOPOCTEeH, MpencTaBJeHHbIX B TabJulE,
SIBJISIETCSl TIOJIE3HBIM MPUOJIMKEHUEM, TOMOrao-
MM KOMIUIEKCHO OIucaTh BoccTaHoBieHUe O,
B ®OTL. Xopomo BuaHO, uyto BKjiIag MC2 Hau-
MeHbIIMit, HO U P, paccMaTpUBaBIIUIiCSI paHee
KaK OCHOBHOI BoccTaHoBUTedb O, (CM. BbIIIE),
reHepupyetr O° MPUMEPHO C TaKUMU XK€ CKOPO-
ctsmu. CliieqyeT OTMETUTh, YTO pacyeT CKOpoCTeit
151 O cnenaH, UCXo/sl U3 TIPEAIIOI0XKEHMs, UTO B
XJIOPOILJIACTe BOCCTaHOBJEeHHbIM P HaKarIMBa-
€TCsl, U TIO3TOMY CKOPOCTH OJIM3KM K MaKCUMaJlb-
HbIM. [lyn PQ W 1MTOXPOMHBIN b f~-KOMILIEKC
obecrnieuynBaloT OJIM3KUI BKjaag B obOuiee (oro-
BoccTaHoBieHue O, B xjaoporutactax. Bxiag @Cl1
3aBUCUT OT MHTEHCUBHOCTU CB€Ta, W MPU BBICO-
koii mHTeHcuBHOCTH DC1 006pasyeT IpUMepHO
nojioBuHy Bcex O°, reHepupyeMbIX B HaHHOM
mopaeabHoit ®OTLI.

®C1 npuHITO CYUTATh OCHOBHBIM Y4aCTKOM
BocctaHoBieHus O, B ®OTL. Ha 3To ykasbiBaet
psii KOCBEHHBIX CBUIETENbCTB, KOTOPBIE, OMHAKO,
MOTYT ObITh UHTEPIPETUPOBAHBI U B MOJb3Y IPY-
rux ydactkop ®IOTL, u psga sKcnepuMEHTab-
HBIX Pe3yJIbTaTOB, OCHOBAHHBIX Ha IPUMEHEHUU
MYTAaHTOB WJIM MHTUOUTOPOB, YTO TaKXKe IOITy-
CKaeT MX HEOTHO3HAUHYI0 MHTepIpeTannio. Hamr
aHaJU3 TI0Ka3bIBA€T, YTO HU OAWH KOMIIOHEHT
®OITL He moxeT reHepupoBath 0% Tak ke 3d-
dextuBHO, Kak @C1 npu BEICOKOM MHTEHCUBHO-
¢t cBeTa. Ho M3 9TUX HJaHHBIX TaKXe OYEBUIHO,
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y10 KOMIOHEeHTBI PDTL 6e3 PC1 cymmMapHO MO-
ryT reHepupoBath O° cO CKOPOCTBIO, COIMMOCTaBU-
Moii ¢ TakoBoit B DC1. [ToaToMy, XOTs TpeacTaB-
JsieTcst 1ejiecoodpasHeiM cuutath OC1 MecToM,
roe Ha cBery O°% oOpasyercss ¢ HaMOOJbIIUMU
CKOPOCTSIMU, BEPOSITHO, HE CIEAyeT paccMaTpu-
BaTh @C1 KaKk OCHOBHOIi CAiiT €ro reHepaluu Ipu
BCEX 00CTOSITEILCTBAX.

Bkaan aBropoB. M.A. Ko3yieBa — HanucaHue
tekcta; b.H. UBaHOB — pegakTupoBaHue TeKCTa
CTaTbHU.

KO3VIJIEBA, UBAHOB

®unancuposanne. Pabora BbIMosHEHA NpU
noaaepxke Poccuiickoro HaydHoro poHaa (rpaHT
Ne 22-24-01074).

BaarogapHoctu. ABTOpBI OnaromapsT
n.0.H. M.M. bopucoBy 3a moie3Hble AUCKYCCUU
MpU TOATOTOBKe 0030pa.

KondaukT uHTepecoB. ABTOpHI 3asBISIOT 00
OTCYTCTBUY KOH(IMKTA UHTEPECOB.

CooOmonenne sTuyeckux Hopm. Hactosinas
CTaThsl HE CONEPXKUT OMUCAHUS KaKUX-JIMOO MC-
CJIeMOBaHMIA C yyacTUEM JIIOIe MJIM KMBOTHBIX B
Ka4yecTBe 0OBEKTOB.
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SUPEROXIDE ANION RADICAL GENERATION
IN PHOTOSYNTHETIC ELECTRON TRANSPORT CHAIN

Review

M. A. Kozuleva* and B. N. Ivanov

Institute of Basic Biological Problems,
Pushchino Scientific Center for Biological Research of the Russian Academy of Sciences,
142290 Pushchino, Moscow Region, Russia; e-mail: kozuleva@gmail.com

The review analyzes the data available in the literature on the rates, characteristics and mechanisms of oxy-
gen reduction to a superoxide anion radical at the sites of the photosynthetic electron transport chain where
this reduction can occur. The existing assumptions about the role of the components of these sites in this
process are critically examined, with use of thermodynamic approaches and the results of recent studies.
The process of O, reduction at the acceptor side of PSI, which is considered the main place of this process in
the photosynthetic chain, is described in detail. The evolution of the photosynthetic apparatus in the con-
text of controlling the leakage of electrons to O, is considered. The reasons limiting the application of the
results obtained with isolated segments of the photosynthetic chain to estimate the rates of O, reduction at
the corresponding sites in the intact thylakoid membrane are discussed.
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