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O0630p TOCBSIIEH aHAIM3Y MEXaHW3MOB TEMIIEPATYPHOI PETYJISILIMU 2JIEKTPOHHOTO TpaHCcIopTa u cuHte3a ATP B
XJIOPOIIACTaX BBICIIUX pacTeHMit. DYHKIIMOHAIbHOE 3HAYESHKE TEPMOPETYIISIIUN (DOTOCUHTE3a OIPEICIISIETCS TEM,
YTO paCTEHUS SIBIISIIOTCSI SKTOTEPMHBIMU OpPraHU3MaMHM, Y KOTOPBIX COOCTBEHHAs TeMIlepaTypa 3aBUCUT OT TEMIIe-
paTyphbl OKpyKalollei cpenbl. B 0630pe paccMOTpeHO BIMSIHUE TEMIEepaTyphl Ha CAEAYIOIIMe MPOLIeCChl, MpOTeKa-
[01lIMe B TUWJIAKOUIHBIX MeMOpaHax: 1) akTUBHOCTb (POTOCUCTEMBI 2 U BOCCTAHOBJIEHUE TJIACTOXUHOHA; 2) MePEHOC
3JIEKTPOHOB OT IJIACTOXMHOJIA (Yepe3 IUTOXPOMHBIN b f~KOMILIEKC U MIacTOLUaHuH) K ¢otocucteme 1; 3) TpaHc-
MeMOpaHHBII TIepeHOoC TPoTOHOB; 4) cuHTe3 ATP. [IpuBeneHbl faHHBIE O B3aUMOCBSI3U MeXIy (DYHKIIMOHATbHBI-
MU cBoMCTBaMU ((DOTOCMHTETUIECCKUI TIEPEHOC 3JIEKTPOHOB M MPOTOHOB, hyHKIMOHUpoBaHe ATP-cuHTa3el) 1
CTPYKTYPHBIMM XapaKTepHUCTUKAMM XJIOPOIJIACTOB (MUKPOBA3KOCTh JUIMUIHOTO OUCI0S TUJIAKOMAHON MeMOpa-
HBI), TIOJTYYCHHBIMU METOIOM 3JIEKTPOHHOTO MapaMarHUTHOTO pe30HaHCA.
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BBEJIEHUE

VY pacreHuii poTOCMHTE3 MPOUCXOIUT B XJIOPO-
TUTacTaXx — YHEPronpeoOpas3yIolX OpraHeIax pac-
TUTEIBHON KJIETKU, KOTOPhIE, MCMONb3YSl SHEPTUIO
CBeTa, MOMIOIIAEMOI0 CBETOCOOUPAIOIIIMU aHTEH-
Hamu ¢orocuctemsl 1 (®PCl) m doTocucre-
Mbl 2 (DPC2), ycBauBawoT yriekucibiii ra3 (CO,) u
BBIIEJISIIOT MOJIEKYJIIpHBINA Kuciaopon (O,). DHep-
I'Us MOIOIMIEHHBIX KBAHTOB CBETa MUTPUPYET K (Do-
TopeakiInoHHBIM LieHTpaM PC1 u @ C2, B KOTOPHIX
MPOUCXOIUT pa3feeHNUe 3apsiA0B U MHULIMUPYETCS
IIEPEHOC 3JEKTPOHOB II0 1IENM 3JIEKTPOHHOTO
tpaHcnopTa (LIDT) [1, 2]. OT MoseKya Boabl, pasia-
raeMbIx BOJOOKHUCHSOIMUM Komiuiekcom (BOK)
®C2 (2H,0 — O, + 4¢~ + 4H™), anexTpoHbI Nepe-

[Mpunsarteie cokpameHnus: @PC1 u ®PC2 — poTOCUCTEMBI
1 u 2; Py u Pggy — mepBuuHBIe 10HOPHI 3j1ekTpoHa B OCI u
®C2; UST — uenb 31eKTpoHHOTO TpaHcmopta;, DIIP —
3JIEKTPOHHBIN MapaMarHUTHBIN pe3oHaHc; Chl — xnopodwui;
DGDG - puranakrosunguauunriuuepud; Fd — deppen-
okcuH; ISP — xeneso-cepHblii 6enok; MGDG — MoHoO-
rajakroswigManunriuuepud; Pc — mnmacrouuvanuH; Phe —
dbeodputnn; PQ — mnacroxunon; PQH, — mnacroxuHot.

* Anpecat JJ1s1 KOPPECIIOHASHLIVH.

Hocatcss K NADP*, TepMUHaJIbHOMY aKILENTOPY
anekTpoHoB @DCI, BocCTaHaBIMBAeMOMY IO
NADPH (NADP* + 2e~ + H" — NADPH). Ilepe-
Hoc 3JieKTpoHOB 110 LIDT compsikeH ¢ co3maHuem
MpaHc-TUIAKOUIHONW Pa3sHOCTU 3JIEKTPOXUMUYEC-
KWX TIOTEHUUAJIOB MPOTOHOB Afiy+ (Ha3blBaeMOM
«IIPOTOH-JABWXKYILEH CUION»), SIBSIOIIEICS UCTOY-
HUKOM dHepruu misi padotel ATP-cunTassl [3, 4].
B xnopomiactax OCHOBHOM BKJaa B TIeHepa-
o  Afiyt BHOCUT mpaHC-TUIAKOWUJHAS pas-
Hocte pH, ApH = pH,, — pH;,, rne pH,, 1 pH;, —
3HaueHUsT pH cTpoMBl M BHYTPUTUIAKOUTHOTO
npoctpanctBa. NADPH u ATP — makpospruyec-
KH€ TIPOMYKTH CBETOMHIYLIMPOBAHHBIX cTamuii po-
TOCHMHTE3a — MCIOJB3YIOTCSI B peakuMusxX LMKJIa
KansBuna—beHncona (LKB) misa dukcauuu CO, [5].

DnekTpoH-TpaHCITOPTHRIE KoMmIuieKehl (DC1,
®C2) u ATP-cunrasn (CF,—CF,) HepaBHOMepHO
pacrpenesieHbl MeXIy TpaHaJbHBIMU U CTPOMAaJlb-
HBIMU TWJIaKougamu [6, 7]. Tunakouasl rpaH 060-
ramieHbl KoMmruiekcamu MC2; 6oapimmmHcTBO @PC1 1
CF,—CF, KOMIIJIEKCOB COCPEIOTOUYECHO B MEXTPaH-
HBIX TUJIAKOMIaX, Ha KpasiX U Topliax I'paH, 3KCII0-
HUPOBAaHHBIX B CTpoMy. LIMTOXpOMHBIE b f~KOMII-
JIEKCHI pacrpeaesieHbl paBHOMEPHO BIOJb TUJIAKO-
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UIHBIX MeMOpaH [8]. B pabore nenu mepeHoca
anekTpoHoB Mexxay PC2 m PC1 ygacTByIOT MO-
OUJIbHBIE TIEPEHOCYUKU — TIacToxvHOH (PQ) u
miactouuaHuH (Pc), KoTopbie 00ecneuynBaoT CBSI3b
MEXIy YIaJIeHHBIMU 3JIEKTPOH-TPaHCIOPTHBIMU
KoMIuIeKcaMu. Monekyinsl 1actroxuHoja (PQH,),
oopasytomuecss B PC2, mepeHOCAT JMEKTPOHBI K
be f~KOMILIEKCaM, KOTOPhIE, B CBOIO OYepelb, BOC-
CTaHABIMBAIOT MOJIEKYJIBI ILIacTonmuaHuHa. Boc-
CTaHOBJIEHHbIE MOJIeKyJbl MiacrouuaHuHa (Pc™)
IUOOYHIUPYIOT BO BHYTPEHHEM MPOCTPAHCTBE THU-
JIaKOMIOB, Ha3bIBA€MOM JIIOMEHOM, oOecIieunBas
IepeHoC 3IEKTPOHOB OT b f~KOMILIEKCAa K OKMC-
neHHbIM eHTpaM DC1 (Pyy).

IMepenoc anekrponos no LUDT mexny ®C2 n
®DC1 un peakunu cuaTe3a ATP 4yBCTBUTENBHBEI K
CTPYKTYpPHBIM M3MEHEHHSIM B THJIAKOUIHBIX
MeMOpaHax XJIOPOIUIACTOB, BBI3BAHHBIX H3MEHE-
HUSIMHU TeMmIlepaTypbl. BaxHoe ¢GyHKIIMOHAIbHOE
3HAYCHUE TEPMOPETYIIUnn (POTOCHMHTETUICCKMX
MPOIECCOB B XJIOPOILIACTaX OIPEIENSIeTCS TEM,
YTO paCTEHUS SBJISIOTCS MOMKUIOTEPMHBIMU (3K-
TOTEPMHEIMH) OpTaHU3MaMH, y KOTOPBIX MX
coOCTBEeHHas TeMIlepaTypa 3aBUCUT OT TeMIepaTy-
Pl OKpyxXatollei cpeabl. TepMOMHAYLIMPOBaHHbIE
CTPYKTYPHBIE IIEPECTPONKN TUIAKOMIHBIX MeMO-
paH BJIMSIIOT Ha aKTUBHOCTb (DOTOCHUHTETUYECKUX
OEJIKOBBIX KOMILIEKCOB, IMOJABUXHOCThH MOOWJIb-
HBIX TMEPEHOCUYMKOB D3JIEKTPOHA U TI€Hepaluio
Afiy+. 1151 BBISICHEHUS B3aMMOCBSI3U MEXIY CTPYK-
TYPHBIMUY U3MEHEHUSIMY TUJIAKOUIHBIX MEMOpaH 1
(YHKIIMOHAJbHBIMIA CBOMCTBAMU XJIOPOILIACTOB
IIPEACTaBIsSIETCS] UHTEPECHBIM CPaBHUTH BIIMSHUE
TeMIiepaTypbl Ha (PU3NYECKOE COCTOSTHUE («TEKY-
YecTh») TWIAKOWIHBIX MeMOpaH M Ha IPOLIECCHI
3JIEKTPOHHOTO TpaHcIopTa u cuHTe3a ATP B xi1o-
porutactax. B 0030pe mpuBeneHsl JaHHBIE O POJIU
TUJIAKOUIHBIX MEMOpaH B TEPMOPETYJISLIMU (HOTO-
CHHTE3a U O B3aMMOCBSI3U MeXAYy (PYHKIIMOHAb-
HBIMH CBOMCTBA XJIOPOILIACTOB ((hOTOCMHTETUYEC-
KW TIepeHOoC 3JIEKTPOHOB M MPOTOHOB U paboTa
ATP-cuHTa3bpl) M CTPYKTYPHBIM COCTOSIHHUEM
MeMOpaHHBIX JIUITUIOB.

CTPYKTYPHO-®YHKIIMOHAJIBHAA
OPTAHM3ALINA POTOCUHTETUYECKOTI'O
AITTTAPATA XJIOPOILIACTOB

JIMnuaHeIA OMCIIO THIAKOMIHON MemOpanbl. B
XJIOPOTLJIACTAaX TMUTMEHT-0EJIKOBBIE KOMILIEKCHI
®C1 u ®C2 BCTpOCHBI B TUJIAKOUIHbIE MEMOPAHHI,
00pasylolle CUCTEMY 3aMKHYTbIX BE3UKYJ — THJIa-
KouaoB. Tuiakouasl OKpYyKeHbI ABYCJIONHHOI 000-
JIOUKOW, OTAEIISIIOMIEN XJTOPOIUIACT OT LIUTOTUIA3MBI
pactuTenbHON KieTKU. CTOMKU YIIOIMIEHHBIX TH-
JIAKOUI0B 00pa3yIoT rpaHbl, KOTOPbIE CBSI3aHbI APYT

BEPIIYBCKHWM, TUXOHOB

C IpDyTOM MOCPEACTBOM MEXIPAHHBIX TUJIAKOUOB,
BBICTYNAIOIINX U3 TUJIAKOMAOB I'paH. TuiakongHbie
MeMOpaHBI IJIOTHO HACHIIIEHB! OeJIKOBBIMU KOMII-
JIEKCaMU, KOTOpbie cocTaBisiioT ~70% oT obieit
Maccel MeMOpaH. PU3UKO-XMMUYECKUE CBOMCTBA
MeMOpPaHHOTO OMCJIOS OIIPEACIISIIOTCSI COCTABOM JIH-
nuaoB [9, 10]. B MemOpaHax XJIOPOIJIaCTOB MPUCYT-
cTBYeT 3-ToKoGhepoJ1, KOTOPbIii MOBBIIIAET CTPYKTY-
PHUPOBAaHHOCTb MEMOPaH 1 MX YCTOMYMBOCTH K CBO-
OomHOpPaTNKAIBHEIM IIpolieccaM. JIMIIMIbI THIIaKO-
WUJIOB IPEJCTaBJICHbI rajaKTOJIUITUIAMU (HeTpaib-
HBIMU JTUTTUAAMM), PocHOoMUnmaaMu U cynb@oam-
nmuaamMu. B Tumakomaax UMEIOTCS JTUMIMABI YeTHIPEX
OCHOBHBIX THITOB: MOHOTaJIAKTO3WIIUALIVIITIINIIC-
pun (MGDG), aguranakTo3wigdalyAITInLEepUH
(DGDG), cynpdDOXMHOBO3IUIINALVITINALIE PUH
(SQDG) u dpocharuaunrauuepud (PG). Iuuepo-
JIMITUIBI CoepKaT ABa XXKUPHOKMCIOTHBIX OCTaTKa,
cBs13aHHBIX ¢ TmiepuHoM. MGDG 1 DGDG — oc-
HOBHBIE «CTPOUTEIbHBIE OJIOKW» THJIAKOWTHON
MeMOpaHEBl, KOTOpEIe (OPMUPYIOT MATPUILY, B KOTO-
PYIO BCTPOEHBI OEJIKOBBIE KOMITIEKCHI. JIMITUAHBIN
OMCJION CIIYXKUT HE TOJBKO «M30JIITOPOM», OTIESI-
IOIIUM BHYTpPEHHEE IIPOCTPAHCTBO TUJIAKOMIOB
(JIIoMEH) OT CTPOMBI, HO TaKKe SIBJISIETCS CPEoi, B
KoTOpor AU GYHINPYIOT MOJICKYNIBI TIACTOXIHO-
Ha. Jlunuabl (npexne Bcero, MGDG u SQDG)
YYaCTBYIOT B ITOAJEPKAaHUU TUMEPHOIN CTPYKTYpHI
MUTMeHT-0eMKOBBIX KoMIuieKcoB DC1 u @C2. OHu
TakkKe 0OHAPYKEHBI B TIOJIOCTU LIMTOXPOMHOTO by f-
KOMILIEKCa, BHYTPYM KOTOPOM HAaXOOWUTCS XWHOH-
CBsI3BIBatOIIU LeHTp [11].

Ilenb 3/1IEKTPOHHOTO TPAHCMOPTA B XJIOPOILIAC-
tax. Ha puc. 1 mokaszaHa cxema, WJUTIOCTpUPYIOIIAS
pPAaCIIOJIOXEHUE 3JEKTPOH-TPAHCIOPTHBIX KOMII-
JICKCOB B TWJIAKOMIHOI MeMOpaHe M MX B3aUMO-
JIeiCTBHE, 00eCIIeunBaoIIee IIepeHOC 3JIEKTPOHOB
or H,0 k NADP" (HeLMKINYECKUI 2IeKTPOHHBI
TpaHcIopT) win K O, (ICeBAOUMKINYECKUN 37EKT-
POHHBIN TpaHCIIOPT). TPaHCIIOPT 2JIEKTPOHOB MEX-
oy @C2 u ®C1 BKIIOYAET ClEeOyIOIINe CTaguw:
1) mepeHoc 31eKTpoHOB U3 DC2 K b f~KOMILIEKCY
3a cueT JUPPy3Um B MeMOpaHe MOJIEKYJT TIJIaCTOXM -
HOJIa U 2) IePEeHOC TEKTPOHOB OT b f~KOMILIeKca K
®C1 3a cuer macTouraHMHa, TUPOYHINPYIOIIETO
BHYTpHU JioMeHa. CKOpOCTh MepeHoca 3JIEKTPOHOB
MexXny (oTocucTeMaMM OIIPenessIeTCs BpeMeHeM
000poTa TJIACTOXMHOHA, B3aMMOJEICTBYIOIIETO C
®C2 u by f~xommuiekcoM [11—15]. TTnacToxuHOH-
3aBMCUMBbIC IPOIIECCHI BKITIOYAIOT B cebsI: 1) ¢oTo-
WHAayuupoBaHHOe BoccTaHoBIeHUe PQ no PQH, B
®C2, 2) nuddysuo PQH, B MeMOpaHe u ero mpo-
HUKHOBEHUE BHYTPb by f~KOMILIEKCa, 3) OKUCIEHNE
PQH, B «o»-11eHTpe 1 BoccTaHOBICHNE PQ B «i»-
LIEHTpE by f-KoMILIeKca. B mmpokoM nuana3oHe yc-
noBuii (pH, temmeparypa) obpazoBaHue PQH, u
ero nuddy3nsg B MeMOpaHe ITPOUCXOIIT OBICTpee,
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yem oxkuciaeHue PQH, BHyTpu b f-KoMmIuiekca
[16, 17].

Domocucmema 1 obecrieurBaeT MepeHOC DJIEKT-
POHOB OT BOCCTaHOBJIEHHOTO TiacTounanuHa (Pc)
K pacloJIOKEHHBIM B CTpOME€ MoJeKyslaM eppe-
mokcuHa (Fd) [1, 2, 13, 18, 19]. MaoyumpoBaHHOE
cBeToM BO30OyxneHue P,y (TTepBUYHBIA TOHOP
9JIEKTPOHA) MHULIMUPYET pasfesieHue 3apsiaoB: BO3-
OYXIEHHBINA 1eHTp Py, OBICTPO OTHAET JIEKTPOH
MEePBUYHOMY aKIIENTOpPY 3JEKTPOHA. AKIENTOPbI
3JIEKTPOHA PACIIOJIOXEHBI B BUAE IBYX KBa3MCUM-
METPUYHBIX BETBEH: HABE MOJIEKYJbl XJIOPO(UI-
na (Chl,, u Chl;,) 1 omHa MoJeKyna QUIIOXMHO-
Ha (A;,) IpUHAIIeXaT K BETBU A; 1BE APyryue MoJie-
kyJbl Chl (Chl,z u Chlsg) 1 BTOpas MojeKyna pui-
JIOXHOHA (A,5) IpuHamIexKar K BeTBu B. BetBu A
u B cxomarca BOmu3uM akuenrtopa Fy (kmac-
tep [FeS],). MHOylMpoBaHHBII CBETOM MEPEHOC
anekTpoHa B MC1 He TpebyeT MpOCTPaHCTBEHHOIO
nepeMelieHns] MepeHOCYMKOB U MOXET MPOWCXO-
INTh Jaxe TPU HU3KUX (KPUOTEHHBIX) TeMITepaTy-
pax Mo MeXaHU3My KBaHTOBO-MEXaHMYECKOIO TyH-
HemmpoBaHust [20, 21]. BoccTaHOBIEHHBINA aKIIeI-
Top Fy mepenaer aneKTpoH 4yepe3 aBa peaoKC-1eHT-

H,O + 1/20,
Ctpoma
(pHout = 8) c

PQ,—> PQ OO
R,

Phe, Pheg ?

LleHTp «0»

H,0 oH*

1/20, + 2H*

dotocucrema 2 bgf-komnnekc

LleHTp «i»
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pa F, u F K Monexyie heppenokcuHa, HaXoasIe-
cq B ctpome (Fx — F, —» Fyz — Fd). Boccranosnen-
Hble MoJiekyabl ¢eppenokcuHa (Fd™) mepeparor
91eKTpoHbI peppenokcuH-NADP-penykTase (FNR),
obecnieunBast BocctaHoBieHrne NADP* 1o NADPH.

OxkuciieHHbIN LeHTp Py, MpUHUMAET 3JIeKTPOH
oT Pc™, BocCTaHOBJIEHHOTO b f~KoMILUTIeKCOM. -
¢byHIUpPYS BO BHYTPUTUIAKOMIHOM MPOCTPAHCTBE,
Pc™ obGecrnieurBaeT mepeHOC 3JEKTPOHOB MEXIY
yaajieHHbIMU KoMIutekcaMu bg fu @Cl. [1pu omnpe-
NeJIEHHBIX YCJIOBUSAX (HAIlpuMep, B XJIOpoIiacTax,
agalTUPOBAaHHBIX K TEMHOTE) CTEPUYECKHME Orpa-
HUYEHUS MOTYT IIPEISITCTBOBATh IIEPEMEIICHUIO
MoJieKysT Pc™ BHyTpH y3Koro (~ 4—5 HM) ITpocTpaH-
ctBa moMeHa [22]. ToamumHa JoMeHa yBeIU4YUBa-
eTCsl MPHU OCBEIIEHUM XJIOPOIUIACTOB, Oyaromaps
yemy naTtepajbHas nugdy3usa Pc™ mepectaet 1uMu-
THPOBATh MTEPEHOC 3TEKTPOHOB OT by f~KOMILIEKCOB
K ®C1 [22]. JatepanbHas nuddysus Pc™ u ero
okucienne 3a cdet ®CI1 mpomcxomsar OwICTpee
(712 < 200 MKc mpy KOMHaTHOM Temnieparype [13]),
yeM TepeHoc 37eKTPOoHOB 0T P C2 K MIaCTOXMHOHY
M €ero B3aumMoOIelcTBHUE C b /~KOMILUIEKCOM
(112 2 4-20 mc) [23, 24].
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lMnacrounaHuH dotocuctema 1

Puc. 1. Cxema pacnonoxenust ®C1, ®C2 u b f~KoMILieKca B THJIAKOUIHOI MeMOpaHe. KpacHbIMM M CHHUMU CTpeJIKaMy MOKa-
3aHBI ITyTH TIepeHoca 3JIeKTPOHOB U poToHOB. Fy, F, u Fy — xxene3o-cepnsie nieHTphl B DC1; Phe, u Phey — monexymnsl dheodu-
tiHa; PQ u PQH, — oKucieHHas 1 TOJIHOCThIO BOCCTaHOBJIEHHAs (hOpMBI T1acToxuHoHa; PQ, n PQy — MosieKysIbl MEpBUYHOTO
M BTOPUYHOTO TUIACTOXWHOHA, cBsi3aHHOTO ¢ PC2 (CM. TakKKe CITMCOK COKpAIlleHUI 1 TosicHeHUsI B TekcTe). LIeHTp cBsI3bIBaHUS
PQH, «o0» pacnionoxen Mexay remom bt u (Fe-S),-knactepom Genka Pucke. LleHTp cBasbiBanus PQ «i» paciiooxeH MeXIy re-
MoM b 1 reMoM ¢;. U306paskeHNs MOJIEKYIAPHBIX CTPYKTYD by f~kKomiuiekca (PDB kox 1Q90, [70]) u @C1 (PDB kox 1JBO0, [88])
TIOCTPOEHBI C TTIOMOIIBIO TTakeTa Tiporpamm Accelrys DV (http://www.accelrys.com). (C 1iBeTHbIMU BapriaHTaMu puc. 1, 2, 4 MoX-
HO 03HAKOMMThLCS B BJIEKTPOHHOM BepCHU CTaThM Ha caiite: http://sciencejournals.ru/journal/biokhsm/.)

BUOXMNUMMHUA tom 86 BEIM. 1 2021



112

Domocucmema 2 paboTaeT Kak Bojaa,/TLIACTOXM-
HOH-OKCHUIOpPEIyKTa3a: IBa 2JIEKTPOHA IIePEHOCAT-
ca ot H,O x PQ, BocctaHaBnuBaecMomy 1o PQH,,
MpM 3TOM JIBa MOHAa BOJAOPOAA IOIJIOMIAIOTCS M3
CTPOMBI U JIBa MOHA BOIOPOMAA BBIAEJSIOTCS B JIIO-
MEH B pesyabrate pasjoxeHus Boabl (H,O —
— SO, + 2H}, + 2¢7) [25—27]. CneunanbHas mapa
mosiekynl Chl a, BcTpoeHHast B s1Ipo OEIKOBOTO
kommiekca PC2, obOpasdyeT MepBUYHBIN TOHOD
anekTpoHa, Py Ha akuentopHoii cropoHe @C2
UMEIOTCSI BE BETBU KOGAKTOPOB 3JIEKTPOHHOIO
nepeHoca, BeTBu A 1 B. Bo30OyxxneHHbIi LieHTp Pg,
repesaeT 3JICKTPOH IIepBUYHOMY aKIIEIITOPY 3JIEKT-
poHa A-BetBu (Chlyy,;), KOTOpBIII BOCCTaHABIMBAET
BTOPUYHBIA aKIENTOp 3JeKTpoHa — deodu-
tuH (Phe): P%, — Chlp; > Phe,. BoccraHoBneH-
Hblii Phe, mepengaer a1eKTpOH MEPBUYHOMY Ijac-
ToxrHOHY PQ,, pouHo cBaszanHomy ¢ ®C2; PQj
BOCCTaHABJIMBAeT BTOPMYHBINA IIACTOXMHOH PQg
(PQLPQs; — PQ,PQg). Cneayommii 31eKTPOH, A0-
HUpPYEMBI BO3OYXKIEHHBIM LIeHTpoM Pg,, mepexo-
muT K PQg, obecrnieunBasi MOJHOE BOCCTAHOBJIE-
nue PQg 1o PQ3 . IMocne nporonuposanus PQ3 3a
CYET MOHOB BOAOPOAA, MOCTYMAIOIIUX U3 CTPOMBI
(PQ} + 2H},, — PQgH,), Moneky:a miacroxuHoa
IUCCOLIMUPYET B JUIMAHYIO a3y TUIAKOWTHON
MeMOpaHbl, a €¢ MECTO 3aHMMaeT OKHUCJIEHHass MO-
nekyna PQ (PQgH, + PQ — PQg; + PQH,).

Iumoxpommuuwiii bg f~-komnaexc (I1aCTOXUHOJI-
IUIACTOLMAaHNH-OKCHUpeayKTa3a) — CBSI3YIOIIEee 3Be-
HO, obecreunBaloliee MepeHoc IEKTPOHOB MEXITy
DOC2 u ©CI1 [11, 17]. AuddyHoupysd B MeMOpaHe,
monekyiaa PQH, nocturaer b f~KOMILIEKC U CBSI3BI-
BaeTcs ¢ KaTAIUTUYECKUMM ydJacTKoM Q,, pacroio-
>KEHHBIM BHYTPM 3TOr0o KoMIiuiekca. IIuToxpoMHbIi
bg f~KOMILIEKC OpraHM30BaH KaK (DyHKIIMOHAIbHBII
numep. Katamntnaeckue GyHKIIMN KaXIOro U3 MO-
HOMEPOB OCYIIECTBIISIOTCS 32 CUET YEThIPEX OKMC-
JINTEJIbHO-BOCCTAHOBUTEIbHBIX IIEHTPOB: XKeJe30-
cepHoro kinacrepa (Fe-S), 6enka Pucke (ISP), nByx
TreMOB IIMTOXpoMa by (HU3KO- M BBICOKOTIOTEHIIM-
anbHble reMbl bg- 1 beH), a Takke nmuToxpoma f. Mo-
nekyna PQH, nmpoHukaeTr B XWHOJI-CBS3bIBAIOIINIA
MmopTajl KaraauTuyeckoro caiita Q,, pacroysioxeH-
HBII MeXy CyObeAMHMIIAMU LIUTOXpOMA b 1 XKeJle-
30-cepHoro Oenka. LleHTp Q, opMeHTUpPOBaH B Ha-
MIPaBJICHUM JIIOMEHAJIBHOI CTOPOHBI TWJIAKOMIHOM
MmeMOpaHbl. Mosiekyna PQH, oTnaet aBa ajiekTpoHa
bg f~KOMILIEKCY, TIPYM 3TOM JBa IPOTOHA IMCCOLU-
HUPYIOT BO BHYTPUTWIAKOMIHOE IIPOCTPAHCTBO.

CormacHo MexaHusMy Q-mukna MwuTuen-
na [28—30], okucnenue PQH, npeacrasnseT coboii
«OUpypKaMOHHYIO» peakinio. B XnHOH-CBsI3bIBa-
IOIIEM IICHTPE «O», PACIOJIOKEHHOM OJIKe K JII0-
MEeHaJIbLHOI CTOPOHE MeMOpaHbl, OIUH BJIEKTPOH OT
moJiekyssl PQH, nepenocutcs Ha (Fe-S),-knactep
6enaka Pucke. 3aTeM 3TOT 2JIEKTPOH TOCTYIIaeT K
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IUIacTolIMaHuHY (4epe3 nurtoxpom f): PQH, —
— ISP — Cyt f— Pc. dpyroii 3J1eKTpOH IIOCTyHaeT
or PQH, K HM3KOMOTEeHIIMAIBLHOMY TeMy bt, a 3a-
TeM TIEPEHOCUTCSI Ha BBICOKOITOTEHIMATbHBIN
rem bf', KOTOpBIiA, B CBOIO 0Y€EPEIb, BOCCTAHABIMBA-
eT MoJiekyny PQ B XMHOH-CBS3BIBAIOIIEM IICHT-
pe «i», pacrojoXeHHOM Ha CTpOMaJibHOW CTOPOHE
be f~xomrnekca (b — bf' — PQ) [29, 30]. ABykpar-
HOe BoccTaHOBJIeHMe MoJIeKyabl PQ no PQH, B Q;-
LIEHTPE COMPOBOXIAETCS TPUCOECAUHEHUEM ABYX
MPOTOHOB U3 cTpoMbl (PQ + 2¢~ + 2HY , —» PQH,).
O6pazoBaBiasicss Mojiekyia PQH, yxomut usz Q;-
LIEHTpa 1 IIepeMelaeTcsl K BAKaHTHOMY Q,-LIEHTPY,
IJe TTPOMCXOUT €€ OKUCIEHHUE, COMPOBOXKIAIOIIE-
ecsl BbIACJIEHUEM JIBYX IPOTOHOB B JIOMEH. TakuMm
o0pa3oM, b f~KoMIUIeKC (GYHKIIMOHMPYET KaK IIpo-
TOHHBI HACOC, OCYIIECTBIISIIOIINYI MepeHOC ITPOTO-
HOB U3 CTPOMBI B JItoMeH. biarogapst atoMy B Jito-
MEH 3aKayMBaeTCs IBa IIPOTOHA B pacyeTe Ha OOUH
2JIEKTpOH, mepeHeceHHbIn Kk PCl, H" /e~ = 2
[28—31]. NMeroTcsa Beckue OCHOBAHMSI CUMTATh,
410 cKopocTh okuciaeHusi PQH, ompenensercs
nmepBoit cragueit okuciaenus PQH, [32—35]. B
YaCTHOCTM, KBAHTOBO-XMMMYECKHME PacyeThl MOKa-
3bIBAIOT [36], 4TO SHEpreTUYecKuii Gapbep 3Toit pe-
akunu E, ~ 60 xI>k/MoJb 6,1130K K 3(D(HEeKTUBHOMI
SHEPTUMU aKTUBALMM JUISI TIepeHOoca JeKTpOHa OT
PQH, Ha P3,. [lenpoToHNpOBaHUE BOCCTAHOBJICH-
Horo kene3o-cepHoro 6enka (ISP H* — ISP, +
+ H7)) u nepeHoc anekrpona ot ISP, K LIMTOXpO-
My f oOecrneuuBaloOT YCIOBUS IS LMKJINYECKOTO
(byHKIIMOHMPOBaHUS b f~KOMILIEKCa.

JIunuaopl TUIaKOMOHOM MeMOpaHBI WIPalOT
BaXXHYIO POJib B (DYHKIMOHUPOBAHUU b f~-KOMII-
Jekca. B Tuiakoumax OOJBIIMHCTBO JUIIUAOB
MPEeICTaBICHO TaIaKTOJIUIIAMM, KOTOPhIE COlep-
2KaT ITOJIMHEHACHIIIeHHBIE XXIUPHBIE KUCIOTHI [9, 10,
37, 38]. U3MeHeHUsT B coAepKaHUM HEHACHIIIECH-
HBIX KUPHBIX KUCJIOT SIBJITIOTCS. OJHUM U3 KJIIoue-
BBIX (DAKTOPOB, KOHTPOJIMPYIOIINX (POTOCUHTETH-
YECKYIO aKTUBHOCTD XJI0pOTIacToB [39—41]. Bayr-
pH by f~xoMrIuieKca uMeeTcs moaocThb (30 A x 15 A x
x 25 A), B KOTOPYIO TPOHKUKAET MOJICKYJIA TIIACTO-
xyuHona [11]. BHyTpu 3TOI MOJOCTU HMEIOTCS
23 NIUNUO-CBSA3BIBAIOLIMX ydacTKa B pacueTe Ha
OIUH MOHOMEpP AUMEPHOTro bg/-KOMILIeKca U3
Noctos PCC 7120 [42]. IlpenrionaraeTcsi, 4To 3TU
JIMTIUALI MOTYT OIPENeIsATh MOBBIIMIEHHYIO KOH-
¢opMaLIMOHHYI0 TUOKOCTb MOOUJBHOIO JIOME-
Ha ISP, necymero (Fe-S),-xmactep. Kak ObLI1O
npeamnojoxeHo paHee [17, 30], BAUsIHWE AUMUIOB
Ha CKOpPOCTh OKHCJIEHMS ITIJIACTOXMHOJA MOXET
OBITH OITOCPEIOBAHO T€M, UTO CKOPOCTh AMCCOIIMA-
LIMH TIPOTOHOB M MUX BBIXOI B JIIOMEH KOHTPOJIUPY-
€TCSI COCTOSTHUEM JIMTTUIHOTO CJIOS, MPUMBbIKAIOIIIE-
ro K by f~KOMILIEKCY. «3aTBepAeBaHUE» WIM «pa3-
KVDKEHHUE» JIMITMAHOIO OMCIIOS, 3aBHUCSIIEE OT CO-
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cTaBa JIMIIMIOB U TeMIIepaTypbl, MOXET BIUSTH Ha
CKOPOCTb TMCCOLIMALIMKA IIPOTOHOB B JIIOMEH, OJjia-
rojapsi yemy OyneT U3MEHSIThCSI CKOPOCTh OKHMCIe-
Husg PQH,. YMeHbIileHHe Gapbepa, MpensiTCTBYIO-
IIEr0 AUCCOLMALMU IIPOTOHOB, JOJ/IKHO CIIOCO0-
cTBOBaTh okuciaeHuo PQH, 1 TeM caMbIM yCKOPSITh
nepeHoc 3yekTpoHoB K PCl.
Jnddy3noHHO-KOHTPOJIHPYEMbIE CTAINH IIEPEHO-
ca ajekTpoHoB. g dy3us miacToxuHoma B MeM0-
paHe W mepemMelleHre MaacTollMaHuHa BO BHYTPU-
TWJIAKOUIHOM TIPOCTPAHCTBE — KJIIOUEBbIE CTaaAUU
IepeHoca 3JIeKTPOHOB MEXIY yaaJeHHBIMU OEIKO-
BoiMU Komriekcamu: PC2 — PQH, — b f —
— Pc —» ®CI. Okucnenue PQH, UTOXpOMHBIM
bg f~KOMILIEKCOM — caMasl MeJIeHHasl CTaaus B 1ie-
1 TrepeHoca 35eKTpoHoB oT PC2 k OCI1 [12, 13].
B mumpokoMm nmuamazoHe 3KCIEepUMEHTaJIbHBIX YC-
nosuit (pH, noHHas cuia, TeMreparypa) IpoLecChl
BoccraHoBineHus PQ no PQH, B ®C2 u nudopy-
3us PQH, x bs f~xoMruiekcy mpoucxonsiT obicTpee,
yeMm okuciaeHnue PQH,, mporekatoiee mocie mpo-
HukHoBeHUs:T PQH, BHYTpb LIUTOXPOMHOIO KOMII-
JIeKCa U €T0 CBS3BIBAHUS C XMHOH-CBSI3BIBAIOIIUM
LIEHTpOM «0» [16, 17, 23, 24]. HecMmoTpst Ha TO, 4TO
MEePEHOC 2JIEKTPOHOB K b f~KOMILIEKCY MOXET 3a-
TPYOHATBCS M3-3a CTEPUUECKUX OIPaHMIYCHUIN B
MeMOpaHe, mpensTcTBymux audoysun PQH,
[14], uMmeroTcs BeCKUE OCHOBaHMSI CUMTATh, UTO Jia-
tepanbHasa auddysus PQH, He numutupyer 00-
IIYI0 CKOPOCTh IIepeHOoCca JJIEKTPOHOB MeXIy (do-
TocucreMamMu. HecMoTpst Ha TO, YTO KOMILIEKCHI
DC2 n ®C1 MoryT OBITh YAaJeHbl APYT OT ApPyra,
OOJIBIIMHCTBO U3 HUX HAXOOUTCS BOIU3U OT b f-
KOMILJIEKCOB, PABHOMEPHO pacripeaeeHHbIX BIOJIb
TUJIaKouaHOM MeMOpaHhl [8]. binskoe pacrosoxe-
Hue ®C2 u b f~KOMILIEKCOB, JIOKAJIN30BAaHHBIX B
TWIAKOUTHBIX MeMOpaHaX IpaH, MHHUMHU3UPYET
cpedHee paccTosiHWe, IMPOMIEHHOe MOJIeKyJaamMu
MJIaCTOXWUHOHA, obecreuyuBasi OBICTPBIM OOMEH
PQH, un PQ mexay ®C2 u by f~komruiekcamu [14].
Huddys3us Pc™ BHYTpH J1oMeHa, KaK U3BECTHO,
B OOJIBIIMHCTBE CJIydyaeB TaKKe HE TUMUTHUPYET 00-
ILIIYI0 CKOPOCTh IIEPEHOCa 3JIEKTPOHOB MeXIy (hOTO-
CHUCTEMaMU: TIEPEHOC BIEKTPOHOB OT by f~KOMILIEK-
coB K Pc™ u muddysusa Pc™ k ®CI npoucxonsr 3a-
METHO ObICTpee II0 CpaBHEHUIO C OKHUCJIEHU-
em PQH, umroxpoMHbIM b, f~KoMmImiekcoM [12, 13,
43, 44]. Kak 0Owsuto nokasaHo B pabotre Kirchhoff
et al. [22], npu ompeAaeaeHHBIX YCIOBUAX (Hampu-
Mep, B XJIOpOILIacTaX, afalTHUPOBaHHBIX K TEMHOTE)
cTepuYecKre OrpaHuveHUs, 3aTpyaHsonme aud-
¢ysuro Pc B y3KOM IIpocBeTe JIIoMeHa, MOTYT 3aMe/l -
JISITh IEPEHOC JIEKTPOHOB MEXXAY yAaJAeHHBIMU by f-
komiiekcoM u PC1. IInoTHO pacmooXeHHBIS
koMIuteKchl @ C2 ¢ BogopacieIIsTIOIIMMI JOMEHA-
MM, BBICTYIIAIOIIMMU B IIPOCBET JIIOMEHA, OrpaHu-
YUBAIOT IIPOCTPAHCTBO IS MUTPAIIUM MOJIeKya Pc,

8 BUOXUMMUSY tom 86 BBIm. 1 2021

113

pa3Mepbl KOTOPBIX COCTaBISIOT ~ 4 x 3 x
x 3 M. g adpdextnBHON muddysum Pc 3a3op
MEXIy IPOTUBOIIOJIOXKHBIMU KpassMH BBICTYIAIO-
IIMUX U3 MeMOpaH BOAOPACIIETIISIONIMX KOMILIEK-
COB JOJKEeH OBITh He MeHee 3 HM. [Toce HaOyxaHust
TIJIAKOUIOB, IIPOMCXOISIIETO IIPY OCBEIICHUH XJI0-
pOILIACTOB, TTPOCBET JIIOMEHA MOXET YBEJIMYMBATHCS
BIBOE, MPU 3TOM HaOIIOZAeTCsl 3aMETHOE YCKOpe-
HHE OKMCJICHUSI LIUTOXPOMa f, 00yCIOBICHHOE YCKO-
penueM auddy3un Pc BHyTpu atomeHa [22].

pH-3aBucumas peryiasanus 3J1eKTPOHHOTO TPAHC-
nopta. Cxopoctb okuciaeHus: PQH, nmuroxpoMHbIM
KOMIUIEKCOM KOHTpPOJIMpYyeTcs 3HaueHueM pH mio-
MmeHa (pH;,). CBeTomHayuupyemMoe 3aKHUCIeHUE
JIIOMEHa, KaK U3BecTHO [16, 45, 46], 3ameniisieT mo-
TOK 351eKTpoHOB Mexxny DC2 n @C1. Xopoi1io n3y-
YyeHBl ABa MexaHu3Ma pH-3aBucuMoOl peryisiuuu
3JIEKTPOHHOT'O TpaHCHOpPTa B XJoporuiacTax: 1) 3a-
MmemieHue okuciaeHus PQH, b, f~-xommiaekcom,
BbI3BaHHOE MoHMXeHueM pH,, [16, 45—47], u 2) oc-
JnabneHre akTuBHocTH PC2 3a cyeT yCUJIEHUS TeTl-
JIOBOTO pacCesiHus SHEPIUU B CBETOCOOMpAIOIIEei
anaTedHe DC2, m3BecTHOrO Kak He(OTOXMMMUYEC-
KOe TylleHHe Bo30yxaeHUs1 xiaopoduiia [48—50].
C MexaHu3mMoM pH-3aBucuUMOIi peryasiuuu 371eKT-
POHHOIO TPAaHCIOPTa CBSI3aHO SIBJICHHE <«MeTabo-
JIMYECKOTO» KOHTPOJIS, 3aKJTI0YAIOIIEecsd B TOM, YTO
MOTOK 3JIEKTPOHOB MeXIy (hOTOCMCTEMAaMU 3aBU-
cuT oT «pocdarHoro mnoreHuuama», P = [ATP]/
/(IADP] x [P]]), tne [ATP], [ADP] u [P;] — koHLeH-
tpauuu ATP, ADP u P,. B 3aBucumMoct ot pocat-
Horo noteHuuana ATP-cuHTa3a GyHKIMOHUpPYET B
pexuMme cuHTe3a ATP nubo B pexume ATPasbl
(ruaponus ATP). B cocTossHuM «pOTOCUHTETHYEC-
KOro KOHTpoJsa» («coctosHue 4» mo Chance u
Williams [51]), Korga mcueprnaHbl MyJbl MOJEKYIT
ADP u/unu P;, ckopocts cuHTe3a ATP u morok
npotoHoB yepe3d CF,—CF, ocimabeBalot, a moTomy
MMPOMCXOAUT T0CTAaTOYHO CHJILHOE 3aKUCICHUE JII0-
MeHa (pH,, < 6), BeI3BIBaOIIce 3aMeIICHUE DJIEKT-
poHHoro TpaHcropTa Mexny PC2 u OC1 [16, 47].
B «coctrositHum 3» (MHTeHCUBHBIN cuHTe3 ATP) cko-
POCTh IepeHOCa 3JEKTPOHOB TPAHCIIOPTA BBHICOKA.
B stom cayuae ¢pyHkumMoHupoBaHue ATP-cuHTa3kl
COIPOBOXIAETCST BBIXOJAOM ITPOTOHOB U3 JIIOMEHA B
CTPOMY, a TIOTOMY HE€ IPOMCXOAUT CTOJb CUJIBHOIO
3akucieHus momena (pH,, > 6), koTopoe MOIIO Obl
BBI3EIBATh TOPMOKEHIE SJIEKTPOHHOTO TPaHCITOPTa
Mexny gortocrcremamu [16, 47].

BJINAHUE TEMIIEPATYPbI
HA ®OTOCUHTETUYECKUE
ITPOLIECCBHI B XJIOPOILIACTAX

DOTOCUHTETUYECKUI  aIlmapaT  pacTeHMit
YYyBCTBUTEJICH K UBMEHEHUSIM OKPYXAIOIIEH Cpebl.
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Baxnyo ponab B agantauuu (OTOCUHTETUYECKOTO
armapaTra pacTeHUM K U3MEHECHMSIM YCIIOBUA OKpPY-
JKaoIel Cpeabl WIPAlOT SIBJICHUsI, CBSI3aHHBIE C
«KPaTKOCPOYHBIMU» U «IOJITOCPOYHBIMU» MU3MEHE-
HUSIMU CBOMCTB XJIOPOIUIACTOB B OTBET Ha M3MEHE-
HUg Temriepatyphl [50, 52, 53]. CtpyKTypHBIE TIepe-
CTPOVKM JIUMUAHBIX 00JIaCTei THIIAKOMIHBIX MEMO-
paH — OIMH U3 KJIIOUEBBIX (DaKTOPOB, OIPENesIsIio-
IIMX aganTanuio (GOTOCHMHTETAYECKOIrO almapaTa
npyu U3MEHeHUsIX Temmeparypbl. OcoOyio poib B
TEPMOPETYISILIMN SHEPTeTUYECKUX IIPOLIECCOB B XJIO-
poIuiacTax UrparT M3MEHEHUs CBOMCTB THJIAKOWI-
HBIX MEMOpaH (COOTHOIIICHNE HACHIIIIEHHBIX 1 HeHA-
CBHIIIIEHHBIX JIMITMIOB), KOTOPhIE ONPEAEIISIOT MUK~
POBSI3KOCTb JIMIMIAHBIX JTOMEHOB TUJIAKOMIHBIX
MmeMmb6paH [54, 55]. MGDG nu DGDG — ocHOBHEBIE
JIMIUAIL TWIAKOUIHBIX MEMOpaH — comepkaT 00JIb-
1I0€ KOJMYECTBO MOJMHEHACHIIIEHHBIX XXUPHBIX
KHCJIOT, YTO OIpeAeJiIeT IMOHMKEHHYI0O MMKPOBSI3-
KOCTb (BBICOKYIO «T€KYYeCTh») JTUMUIHOTO OUCIOS.
AnmanTanyst GOTOCUHTETMYECKOTO aImapara K HU3-
KM (WM BBICOKMM) TeMIlepaTypaM MOXET ITpOMcC-
XOIUTBH 3a CUET YBeJTMUeHMS (MJIM YMEHBIIICHUS) CTe-
TeHU IecaTypalliy XKUPHBIX KUCJIOT B TaJIAKTOIUITH -
nax [39—41, 54, 55]. U3MmeHeHus1 cocTaBa JIUMIIUIOB
MIPOSIBIISIIOTCS. B TEMIIEPATYPHBIX 3aBUCUMOCTSIX (b1~
3MYECKMX XapaKTePUCTHUK JTUITUIHBIX MEMOpaH [56].

CooTHoOLIEHUE MeXAYy JUMUIAMU Pa3HOrO CO-
cTaBa — OJMH U3 KJIIOUEBBIX (haKTOPOB, OIpeaesi-
IOIIMX MUKPOBSI3KOCTh MEMOPaHHBIX JIMITMIOB U MX
MOABWXKHOCTD [57]. MeMOpaHbl ¢ 60Jiee BBICOKOIA
IoJieli JUIUAOB, COAepXKAallUX HEHAaCHIIIeHHbIE
KMPHBIE KUCIIOTHI, UMEIOT 00JIee HU3KYIO TeMIIepa-
TYpY «IUIaBJAECHUS» MO CPABHEHMIO C MEMOpaHaMMU,
colepXKallUMU HACBIIIEHHBIE XUPHbIE KHCIIOTHI.
CoOTHOIIIEHNE HACBHIIIEHHBIX M HEHACHIIIEHHBIX
KVPHBIX KACJIOT U3MEHSIETCS B 3aBUCUMOCTH OT YC-
JIOBUI KYJIbTMBMpPOBaHUS pacTeHuid [58]. Mukpo-
BSI3KOCTb MEMOpPaHHBIX JIUITUIOB SIBJIIETCSI CBOE00-
Pa3HBIM <«IaTYNMKOM», KOTOPBIA 3aIlyCKaeT peTpo-
IpagHble CUTHAJIBI, KOHTPOJUPYIOIINE, HAIIPUMED,
9KCIIPECCUIO JAecaTypa3, TeM CaMbIM alanTUpys
MeMOpaHy K TeMIepaType OKpYyxXarllel Cpeabl 1
ONTUMM3UPYS Mpeodpa3oBaHUe SHEPIUU B (POTO-
CUHTE3UPYIOIINX opraHusmax [39—41].

IIpu aHamu3e TemIlepaTypHBIX 3aBUCHUMOCTEM
Pa3IUYIHBIX (POTOCUHTETUYECKMX IIPOIIECCOB YacTO
CPaBHMBAIOT JAaHHBIC KMHETHMYECKUX U CTPYKTYp-
HBIX MCCJIEOBAaHUI B KOOpAWHaTax AppeHuyca (3a-
BUCHMOCTb JiorapudMa U3MepsieMOil BETUIMHBI OT
obGparHoii TeMIieparypsl, 7-'), Ha OCHOBaHWY KOTO-
pBIX ompenensioT 3¢ GeKTUBHBIE 3HAYEHUsI dHEP-
ruv aktuBauumu. IlprmeuaresbHO, 4TO OOJBIIMH-
CcTBO TpauKoB AppeHUYyCa, XapaKTePHU3YIOIINX
pa3auyHbIe peakiy (POTOCHHTE3a, UMEIOT XapaK-
TepHbIE U3JOMBl WM Pa3pbiBbl, KOTOPbIE MHTEP-
MIPEeTUPYIOTCS KaK IT0Ka3aTeId CTPYKTYPHBIX IIepe-
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cTpoek B MeMOpaHax [59—61]. HeomHo3HauyHbIe
OLIEHKU SHEPIUil aKTUBAIIUK IIPOIIECCOB BJIEKTPOH-
HOTO TpaHCIIOPTa, BCTpeyalolyecsl B JIUTepaType,
MOTYT OBITb O0YCJIOBJIEHBI HEOMHOPOJHOCThIO OUO-
JIOTHYECKOro MaTepuaja (HalpuMep, pa3Hble BUIbI
pacTeHU1 WM HEOOAWHAKOBBIC YCIIOBUS UX KYJIBTH-
BUPOBaHUS).

Biusanue TeMmepaTypbl Ha 3JIEKTPOHHBIA TpaHC-
nopt Mexay ¢orocucTreMaMu 1 CTPYKTYPHOE COCTOSI-
HHe TWIAKOUAHOI MemOpanbl. Ha puc. 2, a n3o6pa-
JKeHa cxeMa Lienu IepeHoca 37eKTpoHoB oT PC2 k
®C1 u mokaszaHbl TeMIIEpPaTypHbIE 3aBUCUMOCTU
KJIIOUEBBIX IIPOLIECCOB, OIPEISITIOINX (PYHKIINO-
HupoBaHue LIDT Mexny poTocucteMaMu — cpaba-
teiBanne ®C2 u mepeHoc ajekTpoHoB oT PQH,
K P7y,. Ha puc. 2, 6—e n3o6paxeHbl TeMITepaTypHbIE
3aBUCUMOCTHU TIPOIIECCOB, OTpaxkalolux (hOTOXU-
MUYeCcKyIo akTUBHOCTh PC2 (6), mepeHoC 31eKTPO-
HoB oT PC2 k PQ (8) 1 nmepeHOC 3JIEKTPOHOB OT
PQH, x ®Cl1 (uepe3 LIHUTOXPOMHBII KOMILIEKC
u Pc) (e). DTu 3aBUCUMOCTH OBLIIY TTOTYYEHBI Ha OC-
HOBaHUM MCCAEAOBAaHUNM KMHETUKU (POTOMHIYIIV-
POBaHHBIX pedoKC-TIpeBpalieHuii P,y B n30mmpo-
BaHHBIX XJIOpoIuiacTax 6000B kiacca b, ¢pyHKLMO-
HUPYIOIIMX B YCJIOBUSX TICEBAOLUKINYECKOTO
TpaHcropTa 3j1ekTpoHos: H,O - ®C2 - PQH, —»
— bsf > Pc > ®C1 —» O, »> H,0. Pesynbrarsl
3TUX MCCJIeNOBaHUI TTOAPOOHO OMKUCaHbI paHee [24,
47, 62—65].

Hcnonp3oBaHne MeToda 3JICKTPOHHOTO IIapa-
MarHutHoro pe3oHaHca (DIIP) mmg wusydeHus
3JIEKTPOHHOI'O TPaHCIIOpTa B XJIOPOILIaCTaX OCHO-
BaHO Ha TOM, YTO OKMCJEHHBIC LEHTPhI P7y, maioT
xapakTepHblii curdan OI1P, mo MHTEHCUBHOCTHU KO-
TOPOrO MOXHO CJIEAUTh 3a KUHETUKOU OKUCIIM-
TeJIbHO-BOCCTAHOBUTEJbHBIX IMpeBpalieHuin Pgy.
HanpHnil KpacHBI cBeT (A > 700 HM), BO30yXIaro-
muit mpeumyniectseHHO MC1, MHIYIIUPYET OKMC-
nenue P;y,. O padore @C2 MOXKHO CyIUTh, U3MEPSIS
KOJIMYECTBO 3JIEKTPOHOB, mocTymaomux B LIOT B
OTBET Ha JIEMICTBME MMIIYJIbCOB CBETa Pa3TMYHON
anutenbHOCTH [24, 47, 62—66]. OTHOCHUTEIBLHOE
YHCJI0 3JeKTPOHOB, noctymnatomux B LIDT B orBer
Ha BCIBIIIKKM OEJIOro cBeTa, BO30yXKAalllero ooe
doTocucTeMbl, XapakTepusyeT aKTUBHOCTH PDC2.
Kopotkuii umiyibc cBeta (7g = 7 MKC) obecredu-
BaeT omHOKpaTtHoe cpadaTteiBanne MC2. Tak Mox-
HO OLICHUTH BJIMSIHUE TeMITepaTyphbl Ha 3PdeKTrB-
HocTb ¢yHKUMoHMpoBaHusg MC2. Kak BumHO u3
puc. 2, 6, aktuBHocTbh MC2 c1abo 3aBUCHUT OT TEM-
nepaTypsl B obsactu 0—25 °C, HO mmagaeT 10 HyJs C
MOBBbILLIEHHEM TeMImepatypsl 10 45 °C.

AnuTenbHBIA  MMIYJAbC  O€JIOro  cBeTa
(73 = 750 MKC) BBI3BIBa€T MHOTOKPATHOE CpabaThI-
BaHre ®C2, 4yTO MMO3BOJISIET OLIEHUTH CKOPOCTh ITe-
peHoca s5ekTpoHoB oT @C2 Kk PQ. B kauecTBe ma-
paMeTpa, XapaKTepU3YIOIIETro IIepeHOC JIEKTPOHOB

BUOXMMUA tom 86 BHIm. 1 2021
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Puc. 2. CxeMa GOTOCMHTETUYECKUX MPOLIECCOB MEPEHOCA SJIEKTPOHOB M ITPOTOHOB M PACIIOIOXEHUS YEThIPEX OCHOBHBIX OCJIKO-
BBIX KOMILIEKCOB ((hoTtocucteMsbl 1, porocuctemsl 2, nuroxpoma bg f 1 ATP-cuHTa3bl) B TUIaKouaHON MeMOpaHe (a). KpacHbiMu
CTpeJIKaM1 TTOKa3aHbl peaKINy IMepeHoca JIEKTPOHOB, CHHUMU — TYTH TIepeHoca IMPOTOHOB. 6— — [1oKa3bIBaeT BIUSHYE TeMITe-
paTyphl Ha pa3Hble peakLny repeHoca 31eKTpoHoB 1o LIDT: aktuBHocTh DC2 (6), cKOpocTh BoccTaHoBIeHUsI PQ (8) 1 cKopocTh
nepeHoca 31ekTpoHoB oT PQH, k PC1 (e). [padhmku mocTpoeHsI 0 MaTepraiaM HCCIeIOBAaHUI 2JIEKTPOHHOTO TPaHCIIOPTa B
XJoporutactax 6060B kjacca b, (QYHKIMOHUPYIOIIUX B YCIOBUSAX TICEBIOHUKINYECKOTO TPAHCIIOPTA 3JIEKTPOHOB:
H,0 —» ®C2 —» ®C1 — metmnBuosnoreH — O, — H,0. YcinoBust mpoBeneHrs 3KCIIEPUMEHTOB onrcaHbl paHee [24, 47, 62—65]

K PQ, MOXHO HMcronb30BaTh BeAuuuny f = W,/W),,
PaBHYIO OTHOIIEHUIO KOJUYECTBA 3JIEKTPOHOB,
noctynammux B LIDT 3a BpeMs neficTBAS IINTETb-
Holi (W,) u kopotkoii (W) Bcribliek cBeta [47, 62,
63, 66]. 3 puc. 2, 6 BUIHO, YTO OTHOCUTEJIBHOE
qucyio Mojiekya PQH,, obpa3yoIumxcss B OTBET Ha
IJIATEJIbHBIC BCHBIIIKYA, YBEJIMYMBACTCS C POCTOM
TeMreparypbl. DTO 03HaYaeT, YTO CKOPOCTh BOCCTa-
HoBlleHUs1 PQ, ouleHnMBaeMasi Mo BeJIWYUHE f, BO3-
pacraeT ¢ HOBHIIIEHHMEM TeMmepaTypbl. OOpaliaer
Ha ce0s BHUMaHUE XapaKTEePHBIN M3JI0M TeMIlepa-
TYpPHOI 3aBMCHMMOCTHU IlapaMmeTpa f, YeTKO BbIpa-
KeHHBIN Tipn 25 °C.

Ha puc. 2, e nokazaHa TemIiepaTypHasl 3aBUCH-
MOCTb KWHETHYECKOTO TapaMeTpa T/, XapaKTepu-
3YIOIIIET0 CKOPOCTh IepeHoca 3aekTpoHoB oT PQH,
K OKUCJIEHHBIM LieHTpaM Pry (7, — Bpems mosysoc-
cTaHoBeHus1 Py, mocjie oKOHYaHMS IeHCTBUS Oe-
JIoro cBeTa). BumHo, 4To ¢ pocTOM TeMImepaTypbl
10 25 °C ckopocTh BocctaHOBIeHUsT Pify, Bo3pacTa-
€T, 3aTeM 7/, U3MEHSIETCSI CPaBHUTEIBHO CIabo.
YuuTeiBasi, 4YTO CKOPOCTh BOCCTaHOBIEHUsT Py, or-
penensieTcsi cKopocThlo okucieHus PQH, [67],

BUOXMNUMMHUA tom 86 BEIM. 1 2021

MOXHO YTBEpXIaTb, YTO TeMIepaTypHas 3aBUCH-
MOCTb T1apaMeTpa Tj, OTPAXaeT BIMUSHUE TeMIlepa-
TypBI Ha ckopocTb okuciaeHus PQH,. O6paiaer Ha
cebs1 BHMMaHue TOT (hakT, YTO 3Ta 3aBUMCHUMOCTD
TaKXe MMeeT XapaKTepHblii u3jaoM mpu 25 °C. Ox-
HaKoO, B OTVINYME OT TeMIIEpaTypHOIi, 3aBUCHMOCTb
1711 cKopoctu obpasoBanmst PQH, (puc. 2, ), ma-
paMeTp T;/, 3aAMETHO BO3PACTaeT C POCTOM TeMIlepa-
TypHsl 10 25 °C, HO c1abo U3MEHSIETCSI IIPY TeMIiepa-
Typax Bhoie 25 °C (puc. 2, e).

TpancmemOpaHnnblii mepeHoc nporonoB. Hannune
XapaKTePHBIX «M3JIOMOB» Ha TeMIIepaTypHbIX 3aBU-
CHMOCTSIX IIapaMeTPOB, XapaKTepU3YIOIIUX IIepe-
Hoc aekTpoHOoB no LIDT mexnay doTocucTeMaMu
(puc. 2), cIyXuUT OTpakeHUEeM BIWSIHUS TeMIlepa-
TYypbl Ha COCTOSIHME JUNUAHON MeMOpaHbl. OO0
9TOM, B YaCTHOCTH, CBUIETEIBCTBYET TOT (DAKT, 4TO
Moa00HbIe 0COOEHHOCTH MPOSIBISIIOTCSA TakKXKe MpU
U3yYEHUM IIepeHoca IMPOTOHOB Yepe3 THIAKOMII-
Hy10 MeMOpaHy. PaccMOoTpuM B KauecTBE WJLIIOCT-
panuy JaHHBIE IO KMHETHKE (DOTOMHAYLIMPOBAH-
HOTO TIOTJIOIIEHMSI TIPOTOHOB XJIOPOIJIacTaMU U 1X
BBIXOJla HApYXy M3 XJIOPOILIacToB B TemHoTe. Ha

8*
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Puc. 3. [TaccuBHBII1 TepeHOC MPOTOHOB Yepe3 TUIAKOUIHYI0 MeMOpaHy XJIOporuiacToB. @ — KnHeTnkKa (hOTOMHIYIMPOBAaHHBIX 13-
MeHeHMi pH B cycIieH3uu XJIOpOIIaCTOB B METa0OIMUECKOM COCTOSTHUM 4; 6 — TeMITepaTypHasl 3aBUCMMOCTD TTOTJIOIICHUS TTPO-
ToHOB (rmapamerp AH"); ¢ — TeMmeparypHast 3aBUCMMOCTD [TACCUBHOTO IIOTOKA IIPOTOHOB. DKCIEPUMEHTAIbHbIE 3HAYEHUST KITHE-
TUYECKHUX ITapaMeTPOB, UCITOIb30BaHHBIE TS TOCTPOEHMS IpaMKOB, 3aMMCTBOBAaHbI U3 paHee OMyOIMKOBAaHHOM pa0boThl [64]

puc. 3, a moka3zaHa KMHETUKa (DOTOMHIYLIMPOBAaH-
Horo 3amenauynBanus (pHy, 1) cycrieH3uu xjmopo-
IUIACTOB OOOOB B «COCTOSIHUMM 4», KOTJa He Mpouc-
xoaut cuHte3a ATP [64]. U3 puc. 3, 6 BUIHO, 4TO
rorsiomeHre mporoHoB (AH™) pacrer ¢ moBbiiie-
HUeM TeMrepaTypsl B auanazone 0—25 °C, Ho 3aTeM
MOHOTOHHO yMeHbIllaeTrcs. Takasi 3aBUCHMOCTb
00BSICHSIETCS HaJIOXKeHMEeM IBYX 3¢ dekToB: (1) ak-
TUBALIMEH MPOLIECCOB NEpeHOCca MPOTOHOB B JTIOMEH
Bcaenctsue padbotel LIOT u (2) yckopeHneM yTeuku
IIPOTOHOB U3 JIIOME€HA BCJIEICTBUE «Pa3pbIXJICHUS»
TIJIAKOUITHOM MeMOpaHBI IIPU TOCTATOYHO BBHICO-
KuX Temrieparypax. Ha puc. 3, ¢ mokazaHa temre-
paTypHasi 3aBUCHUMOCTb CKOPOCTM YTE€UKU IIPOTO-
HOB U3 TUJIAKOUIOB (rapaMeTp J,,). SHAYEHUs J
ObLIM onpeneneHbl Kak J,i ~ 1/7 ), Tae 7,/, — Bpe-
Ms mosycnana pH,, mocie BBIKIIOYEHUS CBeTa
(puc. 3, a). BunHo, 4T0o TeMmeparypHasi 3aBUCH-
MOCTb J . UMEET XapaKTepHbIi usnom npu 25 °C:
BBIXOJI TPOTOHOB U3 TUJIAKOUAOB 3aMETHO YCKOPSI-
eTcsl ¢ pocTOM TemIepaTypsl 1o 25 °C, mpu Oonee
BBICOKHMX TEMIIepaTypax CKOPOCTb YT€UKU IIPOTO-
HOB BO3pacTaeT, HO 3HAUMUTEbHO ciabee.

BiausHue temmnepatypsl Ha padoty LIDT u npo-
llecChl TpaHCMEMOpaHHOIo MepeHoca IIPOTOHOB
MOKET OBITh CBSI3aHO CO CTPYKTYPHBIMU U3MEHEHU -
SIMU B IUMUAHBIX 00J1aCTSAX TUJIAKOMAHON MeMOpa-
Hbel. I3MeHeHue TeMmIiepaTypbl MOXET BJIUSITh Ha
MUKPOBSI3KOCTh JIMIIMAHBIX 00JIacTeii MeMOpaHHI,
yckopsas (uau 3amensst) nugagysuio Mojekya PQ
u PQH, B tunuaHoii yactu MmeM6paHbl. CKOPOCTh
okucinenust PQH, BHyTpu bgf-KoMILIeKca Takxke
MOXKET KOHTPOJIUPOBATLCS COCTOSTHUEM TUJIAKOW/I -
HOl MeMOpaHbI, MOCKOJbKY okucieHne PQH, —

9TO MPOIECC, COIPSDKEHHBIA C BBHICBOOOXICHHEM
JIBYX IIPOTOHOB BO BHYTPUTHJIAKOUITHOE IIPOCTPaH-
CTBO. YCKOpeHMe WU 3aMeljIeHUe IMCCOLMALuU
nporoHoB or PQH, B /J1oMeH NOKHO BIMSTH Ha
ckopocTb okucienus PQH,.

OkucJieHde IACTOXHHOJIA ONpeesieT CKOPOCTb
nepeHoca 3J1eKTPOHOB Mexay (hoTocucTeMaMu. DKC-
IepUMEeHTaIbHbIe JaHHBIE IT0KA3bIBAIOT, YTO B A1a-
naszoHe Ttemmepartyp 0—45 °C BpeMs mepeHoca
BJIEKTPOHOB MEXIY (DOTOCUCTEMAMM OTPEACIISIECTCS
[JIaBHBIM 00pa3oM Ipolieccamu okuciaeHuss PQH, B
bs f~KOMILIIEKCE, B TO BpeMsI KaK CKOPOCTb 00pa3o-
BaHus PQH, u ero nuddysuu Kk b f~KoMruiekcy oc-
TaroTcs 6bosiee OLICTPBIMU, YeM MEPEHOC JIEKTPOHOB
ot PQH, x b, f~xomrutekcy u ganee K Py, D10 cie-
IyeT U3 CpaBHEHUS TEMIIEPaTyPHBIX 3aBUCUMOCTEI
KWHETMUYECKHUX TTapaMeTpoB, OTpaXalolmx oopa3o-
BaHue PQH, u ero nuddysuio K by f~KOMILIEKCY, C
OIIHOI CTOPOHBI, I CKOPOCTh IIEPEHOCA 3JICKTPOHOB
ot PQH, x ®CI, c apyroii cropons (puc. 4). Jlan-
HbI€ 3aBUCHMOCTH ObLIMA MOJIy4eHbI MPU M3YyYeHUU
KUHETUKH BOCCTaHOBIICHUS Pjy, B OTBET Ha BCIIBIILI-
K1 Oejioro cBeTta, MojmaBaeMblie Ha (hOHE NajbHEro
KpPacHOTO CBETa C JIMHOW BOJHBI A, = 707 HM
(cM. cxemy oribITa Ha puc. 4, a). BugHo, 4To BoccTa-
HoBJeHue Py, mocie meiiCTBUS BCIBIIIKK CBETA
MPOUCXOOUT C 3amepxkKoil (puc. 4, 6). Jaurenb-
HOCTb Jiar-dassl (TmapamMeTp A7) ornpeaeiasieTcs: Bpe-
MeHeM obOpa3oBaHUs TuracToxmuHona B @C2 1 ero
mubbysun K bgf~xomrutekey (puc. 4, ¢). Ilapa-
MeTp AT BO3pacTaeT C MOHWXKEHUEM TeMIlepaTyphl,
YTO CBUIETEJIbCTBYET O 3aMEICHUM 3TUX IPOIIEC-
COB TPU OXJIAXKIEHUU XJI0POIUIacToB. BaxkHo oTMme-
TUTh, OAHAKO, YTO BO BCEM MHTEPBAJIe UCCIIEIYEMBIX
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TeMIiepaTyp JJIUTEIbHOCTD Jar-¢a3bl OblIa 3aMETHO
KOpoue XapaKTepHOTO BPEMEHU BOCCTaHOBJIC-
Hus Py, (mapamerp T,/,), onpesensieMoro nepeHo-
coM 371eKTpoHOB oT PQH, K b f~komrekcy. Takum
00pa3oM, Mbl MOXEM YTBEPXKIAaTh, YTO UMEHHO CKO-
poctb okucienusi PQH,, cBsizanHoro ¢ by f~komr-
JIEKCOM, SIBJISIETCSI CTaJueld, IMMUTUPYIOLLEH Tepe-
HOC 3JIEKTPOHOB MeXIY (pOTOCHUCTEMaMHMU.
TemmepaTypHasi 3aBUCUMOCTb KMHETHMYECKOTO
napameTpa T, Kak BUIHO U3 pUC. 4, 2, UMEET Xa-
PaKTepHbBIN U3JIOM IIpU TemIepaType f, ~ 22—25 °C.
IIpu TemmepaTypax HUXE f, YCKOpeHHE IlepeHoca
3JIEKTPOHOB XapaKTepU3yeTcsl SHeprueil akTHBallu1
E®M ~ 60 x/Ix-mop~!. [Tpn TeMmieparypax BBILIE £,
cTUMyIMpyonii 3¢¢GeKT TeMrnepaTypbl He3HAUN-
teneH (E? < 3 xJIx-Monb~'). JIBe BETBU TeMIlepa-
TYPHOIi 3aBUCMMOCTH ITapaMeTpa Ty, OTPaXaroT Cy-
nepro3umio AByx 3¢pdekroB: (1) ycKopeHHUs OK1C-
nenust PQH, ¢ poctom temmeparypsl 1 (2) yMeHb-
1meHus1 KoHueHTpauun PQH, (moHOp 271€KTpOHOB)
MpM TeMIiepaTypax BHIIIE #, BCIEACTBUE Ociabe-

gZH:ut
a \\aa (P ) Q
(FeS)2 P700
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Hus aktuBHOCTH PC2 (puc. 2, 6). [ToToK 371eKTpO-
HOB K P}, ociabeBaeT ¢ yMeHbIIEHUEM KOHIIEHTPA-
uun PQH,. ITpu temmnepatypax Beimie 25—30 °C
koHueHTpauust PQH, cHuxaeTcss u 3aMenisieTcs
MPUTOK 3JIEKTPOHOB K Py, 4TO mposiBiIsieTcsl Kak
YMEHBIIIeHNEe KaXYIIIeics SHepTruy aKTUBAIIM.
Hpyrasg mpuurHa cHUXeHus E, B nuama3oHe
TeMmIiepatyp, Jiexamux Bbime 25 °C, MOXeT OBITh
CBSI3aHA C TEPMOUHAYLIMPOBAHHBIMHU CTPYKTYPHBI-
MM WU3MEHEHUSIMU B Tujakouaax. MemOpaHHbIe
JIMIIUIBL — cpena s JaTepalibHON T1uddy3un Mo-
nexkyn PQH,. Jlunuael, pacrmojiokeHHbIe BHYTPU
LIUTOXPOMHOTO b f~KOMILIEKCa, CIIOCOOCTBYIOT
npoHukHoBeHUI0O PQH, B XWHOH-CBSI3bIBAIOIINAN
noptan [11, 42]. «3arBepaeBaHue» MeMOpPaHHBIX
JIMIIMAOB, BBI3BAHHOE CHIKCHUEM TeMIIepaTyphl
(22025 °C), dyaeT npernsTcTBOBaTh MPOHUKHOBE-
Huto Mojekynsl PQH, B XMHOH-CBS3bIBalOIIUI
IOpTaj, TeEM CaMbIM 3aMEIISISI OKMCIICHHUE TIacTO-
xuHoJIa. Haobopot, «pazkikeHne» MeMOpaHHBIX
JIMTIAAOB C MOBBIIIEHUEM TeMIIepaTyphl JOJIKHO yC-

T1/2

BCMbILIKA
Q2

20 mc

P?OO

Bpema (mc)
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Puc. 4. OKucauTebHO-BOCCTAaHOBUTEIbHBIE TIpeBpaleHuss PQ u Py, @ — [TokasbBaeT cxeMy ombiTa 10 U3MEPEHUIO XapaKTep-
HBIX BpeMeH obpa3oBanus u okucieHuss PQH,. 6 — Crekrpsr DI1P xjoporiacToB B TeMHOTE M MPU AEUCTBUU AAJTbHETO KPACHO-

ro cBeTa (A57); 6
Ta (11,

— KMHeTHKa U3MEHEHU I BeJTMIMHbI curHaia DITP oT OKMCIeHHBIX HEHTPOB Py B OTBET Ha BCMBIIIKY 6EI0T0 CBe-
= 750 mc), mogaBaemyio Ha ¢OoHE JaTbHEro KpacHOTO cBeTa (A,;). ¢ — [lokazaHbl TeMIiepaTypHbIe 3aBUCUMOCTA KUHETH -

YeCKMX ITapaMeTpoB AT (ITUTENBLHOCTD JIar-(askl) U 1y, (BpeMs moayBoccTaHoBneHus Pry). [padukn moctpoeHsl Ha OCHOBE JaH-

HBIX, IPEJCTaBICHHbIX paHee [24]
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KopsATh okuciaeHue PQH,, mockoyibKy yBeanueHue
noasmxHocT PQH, B MemOpaHe OymeT croco0-
CTBOBaTh 00pa3zoBaHUIO CcybcTpaT-(pepMeHTHOIro
koMmruiekca (PQH,—bsf) u TeM caMbIM YCKOpPSTh
okucinenue PQH,. I[locne nepexona 0osbliiei yacTu
MeMOpaHHBIX JIMIIMIOB B XKUIKOKPUCTAJLITIECKOE
COCTOSIHME, CTUMYJIMPYIOIIIee BIUSIHUE TeMIIepaTy-
Pl Ha CKOPOCTD IepeHOoca 3JIeKTPOHOB, OyIeT Mac-
KMpPOBAaThCs CHIXXKEHUEeM KoHueHTpauuun PQH,
BciaeacTBue nomasieHnsaT akTuBHocTH PC2. C de-
HOMEHOJIOTUYECKON TOYKM 3PEHMSI, 3TO IIPOSIBISI-
€TCs KaK CHUKEHWE aKTUBALIMOHHOIO 0apbepa pe-
aKUUK BocCcTaHOBIeHUS Py

PaccMmoTprM MexaHU3MBI, OIIpeaeIsTIOIINe CKO-
poctb okucienus PQH, BHyTpu b f-Komiuiekca.
Oxucnenne PQH, compoBoxmaercs: BbIIEICHUEM
IIPOTOHOB B JIIoMeH. CorjlacHO MOAEIN OKUCIICHUS
XMHOJIa (TUTAaCTOXWHOJA B bg f~KOMILIEKCE WU yOU-
XMHOJIA B bC,-KOMIUIEKCE), IIPEIIOXKEHHOM B OIy0-
JIMKOBAaHHBIX paHee ucciaemoBaHusx [33, 68, 69],
MepPEeHOC JIEKTPOHA Ha OKMCJEHHBIN Xejie30-cep-
Hoii 6enok (ISP,,) conpsikeH ¢ nenmpoTOHMPOBaHU-
em PQH,. IIpu 3TOM 31€KTpOH M IPOTOH IEPEHO-
CITCA COIJTAaCOBAaHHO («KOHIEpPTHO») Ha (Fe-S),-
KJIacTep M Ha TMCTUAMHOBBIN OCTAaTOK, KOOPAUHU-
poBannbiii ¢ (Fe-S),-xmacrepom [34, 35, 70-72].
Bcenencreue toro, uro okuciaeHue PQH, conpsixke-
HO ¢ auccoumanmein nonos H*, MoxHo npeamoso-
KUTb, YTO OOJIerYeHHEe IepeHOoca IPOTOHOB B JIIO-
MEH C POCTOM TeMIIEpaTyphl JOJDKHO CIIOCOOCTBO-
BaTh yckopeHuto okucieHus PQH,. ITocne mepexo-
J1a OOJIbIlIe YaCTU JUITUAOB B «KUIKOKPUCTAIM-
yecKoe» COCTOsTHME 3(P(HEKT TEPMOWHIYIIMPOBAH-
Horo yckopeHus okuciaeHuss PQH, 6ynet BeipaxkeH
cnabee. [TocnenHee OyneT MPOSIBISITECS KaK YMEHb-
IIEHNE JHEPruu aKTUBAIlUM PEeaKIUU OKMUCIIe-
Hus PQH,, npossisgionieecss B yMEHbIIEHUN Ha-
KJIOHA TeMITepaTypHOIl 3aBMCUMOCTHM IlapaMmeTpa
71, Ipy Temmeparypax Bbiie 25 °C (puc. 2, e).

®akTOopoM, KOHTPOJIUPYIOLUINM CKOPOCTh OKHC-
nenus PQH,, moriu 661 c1y>KUTh KOH(POPMaLIMOH-
Hele nepectpoiiku ISP [73, 74]. Tlocne BoccTaHOB-
nenus ISP ero mMomBMKHBIN JOMEH, COmepXKaIINA
(Fe-S),-xmacrep, cMmemaercs K remy f U mepemacT
emy asekTpoH. ITocne okucnenus: ISP MoOUIbHBIN
IIOMEH BO3BpalllaeTCsl B HMCXOAHOE IIOJIOXKEHUE.
VBenmueHne MOABIKHOCTY 3TOT0 JOMEHA ITOJIKHO
COKpalarh BpeMsi obopoTta bg f~Komriekca. OgHa-
KO CTPYKTYpHbIE Y KMHETUYECKHE NTaHHbIE CBUIIE-
TEJIbCTBYIOT, YTO IIpYM KOMHATHBIX TeMIIepaTypax
MOABUXKHOCTb MOOMJILHOTO foMeHa ISP He gBnser-
cd cTagvei, JMMUTHPYIOLIEH CKOPOCTh IlepeHoca
3JIEKTPOHA BHYTPU b f~KOMILIeKca. 3HAUUTEIbHbIe
cMmemneHus penokc-1eaTpa ISP mponcxonsr 6bicT-
PO MO CPaBHEHUIO CO CKOPOCThIO okucaeHust PQH,.
IIpu KOMHATHBIX TeMIlepaTypax MepeHOC IEKTPO-
Ha oT ISP,., K muToxpomy f mpoTeKaeT ¢ XapakTep-
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HBIM BpeMeHeM =~ 2—4 Mc |75, 76]), KoTopoe Kopo-
ye BpeMeHu okucnenusa PQH, (z;, = 5-20 mc [13,
23, 24, 67]). DTO O3HAYAET, YTO CKOPOCTh OKUCIIE-
Husg PQH, onpenensercs ctanueii mepeHoca 3J1eKT-
poHa or PQH, kx okucieHHOMY pemoKC-LIEHTPY
((Fe-S),-xmacrep) mocie obGpa3oBaHUS CyOCTpaT-
(epmentHoro komrutiekca PQH,—ISP,,.

Cunmes ATP, conpaxcenunlii ¢ nOMoKoM 34eKm-
ponoe. Ilpn M3ydyeHUM 3aKOHOMEPHOCTEH padOThI
(hoTocuHTETMYECKOTO amnmapara XJ0poriacTOB UC-
noJjib3oBaHue Meroaa DIIP naeT HeCOMHEHHOE Tpe-
HUMYILECTBO, CBI3aHHOE C TeM, YTO HapsIIy C U3Me-
pPeHUSIMM peloKc-npeBpaleHuii Py, B Tex ke ca-
MBbIX 9KCIIEPUMEHTAbHBIX YCI0BUSAX MeToaoM DITP
MOXXHO U3y4aTh CTPYKTYPHBIE IEPECTPOKY B TUIIA-
KOUIHBIX MeMOpaHax [64, 77]. st 3TOro oGbI4YHO
HCITOJIL3YIOT TTapaMarHUTHEIE MOJIEKYJISIDHBIE 30H-
Ibl («CIIMHOBBIE 30HIbI»), KOTOPBIE CIyKaT UHIM-
KaTopaMM, CUTHAIM3UPYIOIIMMH O IIPOMCXOASIINX
B MeMOpaHaX CTPYKTYpHBIX IlepecTpoliikax. Hirke
MBI PACCMOTPUM IPUMEP TOTO, KaK C ITOMOIIBIO JIA-
MMUAOPACTBOPUMBIX CIIMHOBBIX 30HI0B MOXHO CJIe-
IUTh 3a TEPMOMHIYIIPOBAHHBIMU CTPYKTYPHBIMU
MepecTpoiKaMy B JIUITUIHBIX 00IaCTSIX THIAKOWI-
HBIX MeMOpaH.

PaccMoTpuMm TemMIiepaTypHBIE 3aBHUCUMOCTH
ckopoctu potodocdopunupoBanus (cuHTe3 ATP)
B XJIopoIuiacTax 0060B kiacca b. TemnepaTtypHbie
3aBUCUMOCTU cKopocTu oOpazoBaHus ATP (Vyrp)
HMEIOT KOJIOKOJIOOOpa3HBIii BuUI (puc. 5, a). D10
O0BSICHSIETCS CYIIepIIO3uIueil OBYyX 3(PdeKToB,
BbI3BaHHBIX YBEJIWUYEHUEM TeMmIlepaTyphl: 1) yckKo-
peHreM IlepeHoca 3JIeKTpOHOB M pocToM ApH, ¢
OOHOM CTOPOHBI, W 2) yMEHBIIEHMEM IIO0TOKa
3JIEKTPOHOB U YCWJIEHUEM IMAaCCUBHOM YTEUKU MPO-
TOHOB 4epe3 MemMOpaHy B o06xon ATP-cuHTa3sbl, ¢
Ipyroit cTopoHHl. [103TOMy ¢ pOCTOM TeMIIEpaTyphI
cuHTe3 ATP cHavaia ycKopsieTcs, a 3aTeM CITaJaeT.
TemmepaTtypa, Ipyu KOTOpOI HAOIIOZAETCS MaKCH-
MaJlbHOe 3HadYeHHe Vyrp, BapbUpyeT IJIT XJIOPO-
IUIACTOB, BBIIEJICHHBIX M3 JIMCTHEB PACTCHUI, BbI-
pallleHHBIX B pa3HbIX yclioBUsx [64]. CiaemyeT oTMe-
TUTh 3aKOHOMEPHOCTh, MMEIOIIYIO OOIIMII Xapak-
Tep: C IOBBIIICHUEM TeMIIEpaTyphl, IIpU KOTOPOI
pacTyT pacTeHHs, TeMIlepaTypa MakKCUMyMa 3aBH-
cumoctu Vyrp(f) yBEeIMUYMBAETCS, ¢ MOHIKEHHEM
TeMIlepaTypbl — CHuXaeTcsa. «PH3MoIorndecKuit
CMBICJ» TaKO# 3aKOHOMepHOCTH oueBuIeH. doro-
CUHTETUYECKUM anmnapaTr paCTeHUM alaliTUPYEeTCs K
YCJIOBMSIM BbIpalllBaHUs, «IIPUCIIOCA0IMBAsICh» K
TeMreparype oKpyxarwiiei cpeasl. [1py aToM, Kak
ObLIO TTOKa3aHo paHee [64, 78], cylecTByeT yeTKas
KOPPEeJISILs MEeXIY TeMIIepaTypHbIMU 3aBUCUMOC-
TSIMH TIapaMeTPOB, XapaKTePU3YIOIIMX (HYHKIINO-
HaJIbHBIE CBOMCTBA XJIOPOILIACTOB (3JIEKTPOHHBIN
TpaHcnopT, cuHTe3 ATP) u cTpykTypHBIE 0COOEH-
HOCTH TUJIAKOMIHBIX MEMOpaH.
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Koppensius mexay TemriepaTypHbIMUA 3aBUCH -
MOCTSIMU «(PYHKIIMOHAJIBHBIX» U <«CTPYKTYPHBIX»
rmokazaTesiell TUJIaKOWIOB YETKO TMPOCIeXKUBAETCS
P CpPaBHEHUM TeMIICPATypPHBIX 3aBUCUMOCTEM
ckopoctu cuHte3a ATP (Vyrp) M HapamMeTpoB
crnektpoB DIIP nmummmopacTBOPMMEIX CIIMHOBBIX
30HI0B, BCTPOCHHEIX B TUJIAKOMIHEIE MeMOpa-
HEI (puc. 5). Criektpsl DITP cnuHOBBIX 30HI0B, JIO-
KaJIM30BaHHBIX B MeMOpaHe (puc. 5, 6), OTpaxkaroT
MOJBMKHOCTh W YITOPSIIOYEHHOCTh B PacCIIONOXKe-
HUU UX MTapaMarHUTHBIX (pparMeHTOB (HUTPOKCUIIb-
HBIX PagUKaJoB) OTHOCUTEILHO MEeMOpaHHBIX JI-
mugoB [77, 79, 80]. Ha puc. 5, ¢ mokaszan
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cnexkTp DIIP cnuH-MedeHo#t cTeapuHOBOM KHUCIIO-
TBI (5-SASL), K KOTOpOit KOBaJIeHTHO MTPUKPETICH
HUTPOKCUJIbHBIN pagukaia. C pocToM TemIepaTy-
PBI, TIO Mepe «Pa3pbIXJICHUSI» JUITUAHBIX JOMEHOB
MeMOpaHbI, IPOUCXOIUT Pa3yNOPSIA0YMBAHKUE CIIH-
HOBEIX 30HIOB M YCKOpSIETCS WX BpallleHHE, 9TO
MPOSIBASIETCS B U3MEHEHUM (DOpMBbI crieKTpoB DIIP.
W3 puc. 5, ¢ BumHo, yto napamerp 27y;, paBHbII
PAaCCTOSIHUIO MEXIY BHEIIHMMHU SKCTpEeMyMaMU
cnekTpa OIIP, ymeHbllIaeTcs ¢ pOCTOM TeMIlepaTy-
pBl. DTO CBUAETENLCTBYET 00 YBEIMYEHUN ITOJBUXK-
HOCTU MOJIEKYJI CIIMHOBOTO 30HAAa U MOHMXEHUU
CTETICHM YIIOPSIIOYCHHOCTH MOJICKYJI JIMITHIOB, KO-
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|
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HO 0. o |
Hon HH ,\<olpg\/\/\/\/\/\/\/\/
CH,OH " :
HO 0, |
OH H, |O
H HO Ol AN
HO (o) |
HOH H 1 org\/\/\/\/\/\/\/\/
H HO i o
DGDG  I"A
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Puc. 5. CtpykrypHO-(DYHKIIMOHAEHBIE KOPPEISIIUKA B TUITAKOUIHBIX MeMOpaHax. a — TeMrmepaTypHbIe 3aBUCUMOCTU CKOPOCTH
o6pazoBaHust ATP (V,rp) B IBYX pa3auyHBIX MperapaTax XJIoporuiacToB 6000B Kiacca b, GyHKIIMOHUPYIOIMIMX B YCIOBUSIX TICEB-
JTOIMKINIECKOTO TPAHCITOPTa 3JICKTPOHOB, I CPaBHEHME UX C TEMITepaTypHbIMU 3aBUCUMOCTSIMU «CTPYKTYpHOTO» TlapaMeTpa 2T}
(o maTepuanaM padbotsl TuxoHOBa ¢ coaBT. [64]). 3Hauenus 2T}; onpenensiu u3 criekrpa DI1P ciimHoBoro 3oHma 5-SASL, Bctpo-
€HHOro B TWJIaKouaHyo MemopaHy. 6 — IlokasaHbl crpyktypel MGDG, DGDG u 5-SASL. ¢ — Cnekrp DI1P crinHoBoOro 3oHaa
5-SASL, BCTpoeHHOTO B MeMOpaHy, U3MePEeHHBII ITpU KOMHATHOM TeMIiepatype (22—24 °C)
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TOpbIe OKpyXaloT 30H[ [79]. OTMETHUM, YTO TeMIIe-
paTypHBbIe 3aBUCUMOCTH IapameTpa 27y}, morydeH-
HBIe IS pa3HBIX IIpelapaToB XJIOPOILIAC-
ToB (pUC. 5, a, JeBasd W MpaBasl IMaHeau), UMEIOT
«M3JIOMBI» IIPU Te€X XK€ TeMIlepaTypax, IIp1 KOTOPBIX
ckopocth cuHTe3a ATP MakcumanbHa, mmpu 25 u
30 °C cootBeTcTBeHHO. Hajmuune xapakTepHOro
«13JI0Ma» Ha rpaduke TeMrnepaTypHOU 3aBUCHUMOC-
™M TmapameTpa 27} SIBISETCS OTpakeHUEeM CTPYK-
TYpHOTO Tiepexoja B MeMOpaHe, O0YCIOBIEHHOTO
€e «IUIaBJIEHUEM» — IIepeXoloM OOoJblleil JacTu
JIMIIMIIOB U3 YIIOPSIIOYEHHOT'O B pa3yHopsA0ueHHOE
coctostHME [79].

KoHkpeTHOe 3HayeHMe TemIepaTypsl #,, NpU
KoTopoii ckopocTb cuHTe3a ATP makcumanbHa, 3a-
BUCUT OT YCJIOBUIA BBIpAlllMBaHUs pacTeHMil |64,
78]. Takast BapuabeIbHOCTh MOXET OBITh BbI3BaHA
M3MEHEHUSIMM B COCTaBe MeMOpaHHBIX JIMIIMIOB,
HammpuMep M3MEHEHUSMU COOTHOILICHMS MEXIY
HEHACBHIIIIEHHBIMIA ¥ HACBIIIEHHBIMM XUPHBIMUI
kucaotamu [10, 39—41]. BaxxHo mog4epKHYTbh, YTO
IIPU 3TOM COXPAHSIETCSI KOPPEISLIUs MEXIY TeMIIe-
PaTYPHBIMU 3aBUCHUMOCTSIMU <«CTPYKTYPHOIO» IIa-
pametpa 27;; u ckopoctu cuHTe3a ATP. Tor ¢axr,
YTO TeMIIEpPaTyphl, IIPU KOTOPHIX CKOPOCTU CUHTE3a
ATP mMakcuMasbHbl, COBOAJAIOT C TeMIIepaTypaMu
TOYCK Tepernba Ha rpaduKax «CTPYKTYPHOTO» Ia-
pametpa 27y, (puc. 5, a), MOXHO paccMaTpuBaTh
KaK CBMIETEJIbCTBO B IIOJIb3Y POJIU (PU3UYECKOIO
COCTOSIHUSA («TEKYYECTH») THIAKOMIHOW MeMOpa-
HBI B PETYJISIINN (POTOCUHTETUISCKUX ITPOIIECCOB B
XJIopoIriacTax. MoXHO IpearnoJoXuTh, YTO yCTa-
HOBJICHHE OIIPEACICHHOTO OajaHca MEXIy JIAIIH-
JJaMU C HACBHIIICHHBIMY 1 HEHACBIIIEHHBIMU YTJIC-
BOJOPOIHBIMU LIETISIMUA OOeCIIeYrBaeT IMOAepKa-
HUE ONTUMAJIbHBIX YCIOBUH 1711 3 (HEKTUBHON pa-
00TBI (POTOCHMHTETMYECKOIO amiapara Ipu OaH-
HOU TeMIiepaType.

B nuteparype umeroTcs AaHHBIE, CBUIETENIb-
CTBYIOIIIME O TOM, YTO COCTaB MEMOpPaHHBIX JIUIIH-
JIOB MOXET BJIUATH Ha 3(POEKTUBHOCTH COIpSIKE-
HUS 3JIEKTPOHHOTO TpaHcropta u cuHTe3a ATP B
xyoporacrax. B kauectBe Mepbl 3¢ (GeKTUBHOCTH
SHEPreTUIECKOTO CONPSDKEHUSI B OMOYHEpPreTUKE
OOBIYHO MCIOJIb3yeTcsl OTHOIIeHue P/2e, moka3bi-
Barollee, CKoJabko Monekys ATP obpa3syercst B pac-
YyeTe Ha IBa BJIEKTPOHA, IEPEHECEHHBIX IO IIeTH
aJleKTpoHHOro mepeHoca [31]. OrHomenue P/2e,
Kak u3BecTHO [81], BapbupyeT B 3aBUCUMOCTH OT
YCIIOBUI TTOJTyYeHMs XJIopoIiacToB. B xinoportac-
Tax 0000B 3TO OTHOIIEHWE YBEIUYMBAETCS C POC-
TOM TeMIIepaTyphl, JoCTUras 3HauyeHus P/2e B mna-
naszoHe 0,8—1,2 ipu 22—25 °C (B 3aBUCUMOCTH OT
YCIIOBUIA DKCIIEpUMEHTa) U OCTAeTCsI ITOCTOSTHHBIM
npu 6osiee BHICOKMX TeMmmeparypax [65]. Kommbio-
TepHOE MOJEIMPOBAHME TEeMIIepaTypHBIX 3aBUCH-
MOCTe#l MPOILECCOB 3JIEKTPOHHOTO U IIPOTOHHOIO

BEPIIYBCKHWM, TUXOHOB

TpaHCIOPTa B XJIOPOIUIACTAX, BHITIOJIHEHHOE B paM-
Kax pas3BuToil Hamu Momenu [82, 83], mo3Bommiao
aZeKBaTHO OIIMCATh PACCMOTPEHHBIC BHIIIE IIPO-
LIECCHI M OLIEHWTb BKJIAJ Pa3IMYHBLIX (PaKTOPOB B
TeMIIepaTypHYIO Peryisiuio ¢oTocuHTe3a [84].

3AK/IIOYEHHUE

DOTOCMHTETUYECKUI TPAHCTIOPT JEKTPOHOB B
XJIOpoTUIacTaxX peryJaupyeTcs Ha ABYX yd4acTKax Iie-
MMM BJIEKTPOHHOTO TpaHcropra: Mexay PC2 u
®C1 [16, 17, 45, 46] 1 Ha cTagUU OTTOKA DIIEKTPO-
HoB or PC1 B umkn KampBuHa—beHcoHa [5, 85,
86]. B HacrogiieM 00630pe Mbl pACCMOTPEJIH IIPO-
LIECCHl TEeMIIEPaTypHO-3aBUCUMOM  perysiuu
3JIEKTPOH-TPAHCTIOPTHBIX TPOLIECCOB Ha y4yacT-
ke LUIDT mexay nByms portocucremamu. OCHOBHOE
BHMMaHUE ObLIO yAeIEHO aHaIN3y (YHKIIMOHUPO-
BaHMS IIACTOXMHOHOBOTO y4yacTka Mexmy PC2 u
IIUTOXPOMHBIM by f~KOMIJIEKCOM, MOCKOJBKY
okuciaenne PQH, sBnsercs nuMuTupymolei cra-
el meperoca 35ekTpoHoB B LIDT mexny ®C2 n
®DC1. CkopocTb 3TOTO TIpollecca OIpeneiIsieTcs
BpemeHeM okuciaeHus PQH, B miacToxmHo-CBsI-
3pIBarolIeM LeHTpe (Q,) bs f[~KoMILIeKca, OpUeHTH -
pPOBaHHOM B CTOpPOHY JitoMeHa. banskoe pacmnoso-
xxenue PC2 u by f[~KOMIIEKCOB B TUJIAKOWIaX TpaH
U TOCTaTOYHO BBICOKAS IMOABMKHOCTDH ILIACTOXU-
HOHA B TWJIAKOMIHON MeMOpaHe CIIOCOOCTBYIOT
00pa3oBaHUIO KOMILJIEKca «CyOcTpaT—depMeHT»
(PQH,—b¢ /), yckopsisi TepeHOC 3J1eKTPOHOB MEXKITY
®C2 u b f[~KOMILIEKCOM.

PesynbraThl MccienoBaHUN TEPMOUHIYLIMPO-
BaHHBIX CTPYKTYPHBIX IMEPEXOI0B B TWUJIAKOUIHBIX
MeMOpaHax METOIOM CIIMHOBBIX 30HIOB COILJIacy-
IOTCSI C TIPEACTABICHUEM O TOM, UTO amanTanus Go-
TOCHUHTETUYECKOTO alliapaTa BBICIIMX PacTeHUM K
TeMIliepaType OKpyKalollei cpeabl MOXKET IIPOUCXO-
IUTHh 3a CYET M3MEHEHHS (PU3NKO-XUMHICCKUX
CBOWICTB JIMITMAHBIX TOMEHOB TUJIAKOMIHBIX MEeMO-
paH. CoOTBETCTBME TeMIIEpaTypPHbIX 3aBUCUMOCTEM
(byHKIIMOHAIBHBIM U CTPYKTYPHBIM XapaKTePUCTU-
KaM TUJIaKOUTHBIX MeMOpaH paHee ObLIO MOKa3aHO
meTonoM OIIP a1 pasauuyHBIX TpernapaTtoB XJIO-
poriactoB 60608 [64]. U3MeHeHUSI MUKPOBSI3KOCTH
JIMITAIHBIX 00/IaCTei TMIIAKOMIHBIX MEMOpPaH MOTYT
MPOVCXOAUTh 32 CYET M3MEHEHMSI COOTHOIIEHMS
MEXIY JIMITUIAMU C HEHACBIIIIEHHBIMU U HACBIIIEH-
HBIMH yTiieBogopogHbiMU 1ietissmMu [40, 41]. Cocy-
IIECTBOBAHME «KUIKOI» M «KPUCTAJLIMIECKOI» (a3
B (OTOCHHTETUYECKUX MeMOpaHax [87] MoxeT
o0ecrneurBaTh ONITUMAJIbHBIE YCIOBUS IS (PYHKIIMO-
HUpOBaHUsA (POTOCMHTETUIECKOTO arIiapara, Koraa
BBICOKAsl CKOPOCTb 3JIEKTPOHHOTO TpaHCIIOpTa CO-
YeTaeTcsl CO CIIOCOOHOCThIO TUJIAKOUIHO MeMOpa-
Hbl TIOJJEPXXUBAThb HEOOXOOuMbIW ypoBeHb ApH.
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C noBbILIEHUWEM TeMIepaTypbl MOTYT YCKOPSITbCS
mmuddy3nsg  TUIacCTOXMHOHA W oOpa3oBaHUE
cybcTpat-depmentHoro komrekca PQH,—bgf,
Bo3pactaTb ApH u ckopoctb cuHte3a ATP. OgHako
IIPY 3HAYUTETbHOM MOBBIIIEHUY TeMIIepaTyphl yCHU-
JIMBaeTCs ITACCUBHAsI yTeUKa IIPOTOHOB 13 JIIOMEHA B
ctpomy B 00xon ATP-cuHTa3bl, 4TO BhI3bIBAET Maje-
Hue ApH u ymenbineHue ckopoctu cuHte3a ATP.
Ilo HammM HaGMOAEHUSIM, U3MEHEHUS BHELIHUX
YCJIOBUI (HampuMep, Ce30HHbIE U3MEHEHMS TeMITe-
paTypbl) BbI3BIBAIOT OAHOTUITHBIE CMEIIEHUS TOYEK
nepermba Ha rpadukax (yHKIMOHAJIBHBIX ITapa-
METPOB XJIOPOILIACTOB (CKOPOCTh BOCCTAaHOBJIC-
Hust Pfy, cunre3 ATP) u mapameTpoB CIEKTPOB
OIIP criMHOBEIX 30HAOB, BCTPOSHHBIX B TUIAKOW/I -
Hble MeMOpaHbI [64]. DTO MOXET OBITH 00YCIOBIEHO
BapbMpPOBAaHMEM COOTHOIICHUS JUIIMAOB C HACBI-
IIIEHHBIMU 1 HEHACHIIIEHHBIMHU YIJIEBOJOPOIHBIMU
LIEMSIMUA, BIMSIOIMIMM Ha (QU3UKO-XUMHYECKHIE
CBOIICTBAa TWJIAKOUIHBIX MeMOpaH. Takue m3MeHe-
HUSI MOTYT 00ecIieYrBaTh YCTOMUNBOE (DYHKIIMOHU-
poBaHue POTOCMHTETUYECKOTIO anliapara pu KoJje-
O0aHMSIX TeMIIepaTyphl OKPYKAIOIIEH CPebl.
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BbnarogapHoct. MBI nocBsIlaeM Hairy paboTy
cBeTJION mamsaTh AJsiekcaHIapa AJieKcaHIpoBHYA
KoHcTaHTMHOBA, COBMECTHO C KOTOPBIM OTHOMY 13
aBTopoB (A.H.T.) mocuacTaMBUIOCH 3aHUMAThCS
U3y4eHUEM D3JIEKTPOHHOIO TpaHCIOpTa B ObIXa-
TEJIbHOM 1IN MHTOXOHIPUM, HCIONb3YS METOI
BITP.

ABtopnl nipusHatenbHbl D.K. Pyyre, A.A. Tu-
mouinHy 1 I.b. XoMyTOBY, COBMECTHO C KOTOPbIMU
OBUIM TIOJTYYCHBI JaHHBIE, HA KOTOPhIE MBI CChLIa-
eMcsl B HacToslleM ob3ope. ABTOpHI O1aromapHbl
aHOHMMHOMY PELIEH3EHTY 3a I10JIe3HbIe KOMMEHTa-
pMH U 3aMEYaHMUSI.

®uHancuposanue. PaboTa BbIToNIHEHA NTIPU DU-
HaHcoBol mogaepxkke Poccuiickoro poHma ¢pyHga-
MEHTaJbHBIX HcciaegoBaHuii (rpaHt Ne 18-04-
00214).

KondmkT uaTepecoB. ABTOPHI 3asIBJISIOT 00 OT-
CYTCTBUM KOH(IMKTAa UHTEPECOB.

CoOmonenne 3Tnueckux HopM. Hactosiiias
CTaThsl HE COMEPKUT OMMCAaHUS KaKUX-JIU00 rcce-
JMIOBAHUM C ydaCTUEM JIIOJEW WUJIU XKUBOTHBIX B Kaye-
CTBE OOBEKTOB.
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STRUCTURAL AND FUNCTIONAL ASPECTS
OF ELECTRONIC TRANSPORT THERMOREGULATION
AND ATP SYNTHESIS IN CHLOROPLASTS

Review

A. V. Vershubskii, and A. N. Tikhonov*

Faculty of Physics, Lomonosov Moscow State University, 119991 Moscow, Russia; E-mail: an_tikhonov@mail.ru

The review is focused on analysis of the mechanisms of temperature-dependent regulation of electron transport and
ATP synthesis in chloroplasts of higher plants. Importance of photosynthesis thermoregulation is determined by the
fact that plants are ectothermic organisms, whose own temperature depends on the ambient temperature. The review
discusses the effects of temperature on the following processes in thylakoid membranes: (i) photosystem 2 activity and
plastoquinone reduction; (ii) electron transfer from plastoquinol (via the cytochrome b¢ f complex and plastocyanin)
to photosystem 1; (iii) transmembrane proton transfer; and (iv) ATP synthesis. The data on the relationship between
the functional properties of chloroplasts (photosynthetic transfer of electrons and protons, functioning of ATP syn-
thase) and structural characteristics of membrane lipids (fluidity) obtained by electron paramagnetic resonance stud-
ies are presented.

Keywords: photosynthesis, chloroplasts, electron transport, thylakoid membranes, temperature-dependent regulation
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