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Kparkoe codepacarue

3ajaya NaHHOH TJIaBbl COCTOHMT B TOM, 4TOOLI AaTh YHTATEJIO
HHQOPMAIHIO O CTPYKTYPHBIX KOMIIOHEHTaX (OTOCHHTETHYECKOH
MeMOpaHbl H MeXaHH3MaX peaklHil, COCTaBJAIILHX npouecc ¢oro-
cuntesa. Ilo mMepe BO3MOXKHOCTH CTPyKTypa H (PyHKUHS paccMmar-
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MPEOBPA3SOBAHHE 3HEPIUU MPU O®OTOCHUHTEIE

puBaloTcsi coBMecTHO. IIpu TakoM noaxone cTaHOBHTCA Gosee Oye-
BHAHOH HX B3auMocBs3b. OIHAKO BO MHOTHX CJYyYasix COBPeMEeHHHII
YpPOBEHb HallIUX 3HAHHH BHIHYXJAaeT OrPAHMYMBATLCS TAKHM H3JI0XKe-
HHeM Npo6JieMbl, IDH KOTOPOM CTPYKTYpPa H (PYHKIHSI paccMaTpHBa-
IOTCSl IO OTAEJILHOCTH, a 3aTeM IPOBOJHTCH HX COIOCTABJICHHE.

MoXHO C yBepPEeHHOCTbIO TOBOPHTb O TOM, YTO HCCJELOBAHHS
¢oTocHHTE3a B HacTosllee BpeMs GLICTPO pa3BHBalOTCs GJaarogaps
HOBBIM AAHHBIM O MOJIEKYJSPHOH CTPYKTYpe Das3/jHUYHBIX (DYHKIIHO-
HaJIbHBIX KOMIIOHEHTOB ¢QoTocHHTeTHYeCKHX MeMOpan. Hamubosee
SApKHM TPUMEPOM SABJISIeTCS HelaBHO MOJyYyeHHas PEeHTIeHOCTPYK-
TypHas HHQOpPMalUHs O PEeakUHOHHOM IeHTpe (POTOCHHTE3HPYIOLEH
G6akrepun Rhodopseudomonas viridis. DTH CBeIeHHS OKa3aJHCh
OYeHb CBOEBDPEMEHHBIMH: HX MOJKHO HENOCPEACTBEHHO M He3aMeJH-
TeJIbHO HCIIOJb30BATh [JIA BHISICHEHHs] ME€XaHH3Ma MEePBHYHBIX MpO-
neccoB (orocHHTe3a. C IPYyrod CTOPOHHI, NOJy4YeHHe HOBOH HHOP-
MAalHH O CTPYKType MOXKeT ChIrpaTh pelIalollyio PoJb B OnpejeJe-
HuH OynylIUX HaIpaBJIEHHH HCCJENOBAaHHUS MEPBHUHBIX peaKIlHi
¢oTOCHHTE3a H NpOILeCCOB NepeHOCa 3J1eKTpPOHOB. Buoaromaps cxon-
CTBY MeXAYy PeakUHOHHHIMH ILEHTPaMH He BBIJeJAIIINX KHCJIOPOL
($hOTOCHHTE3HPYIOIINX OaKTepui M peaKUHOHHBIMU LieHTpaMHu ¢oTo-
cucremMbl (®C) II pacreHHHi MOXKHO OXHAaTh, UTO YCIEXH B H3Y-
YeHHH PEeaKIIHOHHBIX IeHTPOB U3 RA. viridis mo3BoaaT ray0Ke BHHK-
HYTb B yCTpOHCcTBO oTOcHCTEMH .

[Tonyuenne peHTTeHOCTPYKTYPHBIX AaHHBIX O KpHCTaJaJaax MeMO-
paHHBIX G€JKOB — 3TO JIHMIIL OAMH MyTh H3yY€HHs CTPYKTYPhl KOM-
IIOHEHTOB (hOTOCHHTEeTHYeCKOro amnnapara. OrpomHueiii mporpecc 10-
CTHTHYT B IIOCJEIHHE TOABl B paboTax IO BHIAEJEHHIO H CEKBEHHPO-
BaHHIO '€HOB, KOJHUPYIOUIHX MOJHNENTHAB XJOPONJIACTHEIX MeMOpaH.
[Tonyuennass uH(opMauHs I03BOJHJA IOCTPOHTb ABYMEpHBIE MOJe-
JU YNaKOBKH 3THX IIOJHIENTHAOB, OCHOBaHHbie HA HX NPODHIAX
ruapodobHocTH. K npumepy, aHaau3d ruipo@oOHOCTH A HHAHBH-
LyaJbHBEIX NMOJUNENTHAHBIX CyObeJuHHL, KOMIJIEKCa LHTOXPOMOB bs/f
TIO3BOJIMJ  YKa3aTh BO3MOXKHOE DAacIlloJIOKEHHEe TpeX TIeMOB H
Fe,-S-nentpa. IlonydeHHble BBIBOAB HCIOJAB3YIOTCS IIPH MOCTPOEHHH
COBpPEMEHHEIX CXeM IlepeHOCa 3JIEKTPOHOB C YYacTHEM 3TOTO KOMII-
Jekca. bank NaHHBIX O MOJIEKYJNAPHOH CTPYKType MONOJIHAETCS pe-
3yJ1bTaTaMH H3MepEHUH paccessHHsl HEHTPDOHOB U 3JEKTPOHOB, CBe-
JEeHUSMH H3 3JIEKTPOHHOH MUKDOCKONHH H HUMMYHOXHMHH, HCCJIEIO-
BaHUSIMH CIIEKTPOB pE30HAHCHOrO KOMOHHALMOHHOTO paccCesHHs,
JUHeHHOro u Kpyrosoro auxpousma, SIMP u IIIP.

[Topoio kazxkercs, 4TO HCCJIEeNOBAaHUS MEXaHH3MOB peaKUHH H HC-
C/IeOBaHHSl CTPYKTYpPhl KOMIIOHEHTOB (POTOCHHTeTHYeCKOoH MeMOpa-
HBl yXKe CJHBAalOTCS BOEAHHO, 00pasys IeJbHYI0 U TapMOHHYHYIO
KapTtuHy. IlosTomy nepclekTHBH KaueCTBEHHOrO Iporpecca B IO-
HHMaHHUH (POTOCHHTE3a CerofHs 3aMeuaTesbHbl Kak HHKoria. B nasn-
HOH rjiaBe MBI MONBITAJHUCh NOJABITOXKHUTL COBPEMEHHEIE NpeICTaBJie-
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HUs O Npeo6pa3OBaHUM 3HEPTHH CBeTa B XHMHYECKYI0 3HEPrHIo,
obecneunBapmyio BocctaHoBienne NADP+ u cunres ATP B pacre-
Husx. [loBcioay, rae 37O GbLIO BO3MOXKHO, YNIOMSIHYTHL H HCCJeIO-

BaHus (OTOCHHTE3UPYIOIIUX GaKTepHH.

I
BBEJEHME

Hamu npencraB/eHHss O XHMHYECKOM COCTaBe M O CTPYKType
MeMOpaH ¢(OTOCHHTE3HPYIOLIHX OpPraHHU3MOB, COJepXkallHxXx XJOpo-
buna (Xn) mau G6akrepuoxgaopodunn (bXa), cymecrsenHo yray-
6uauch 3a mnocaenHue roibl. OrpOMHBIM yCIIeXOM B 3TO# 06JacTH
CTajla HelaBHO BHINMOJHeHHass paboTa MO KPHUCTANJIM3ALHH KOMIIO-
HeHTa (OTOCHHTETHYeCKOH MeMOpaHbBl — peaKLHMOHHOTO IeHTpa H3
G6aktepun Rhodopseudomonas viridis, sBasiollerocss KOMIJIeKCOM
6aktepuoxjopoduana ¢ 6eakom (Deisenhofer et al,, 1985 a, b;
Michel, Deisenhofer, 1986). Tem He MeHee Hamu cBeneHHsi o6 op-
raHM3allid ¥ OpPHEHTAllUH KOMIIOHEHTOB MeMOpaH, cojxepKaliux
XJ10poduJ, fajeKO He NOJHBL, U 3TO He NO3BOJIieT A0 KOHIA Mo-
HATb MEXaHH3MHEl NPOLECCOB NOIJIOUEHUs CBeTa U 3aNacaHHus CBETO-
BOH 3HeprHH, TPAHCNOpPTa 3JIEKTPOHOB U JABHKeHHs NpoToHoB. [lo-
3TOMY LeJbI HCCJAeOBaHHI 1O (POTOCHHTE3y OCTaeTcs BhISICHEHHE
CTPYKTYypbl MeMOpaH B CBfI3H ¢ (pyHKUHEHd HMX KOMIIOHEHTOB. B mo-
cJelHee BpeMs B 3TOM HalpaBJ/IeHHH [JOCTHTHYTH BleyaTJSolLlHe
yclexH, XOTsl 0 MOJIHOTO NMOHHUMAHHS CTPYKTYPHOH OpraHu3alud H
(QYHKIHOHHPOBaHUA (OTOCHHTETHYECKOro arnmnapara eiie JaJeko.

B 370t 0630pHO# ri1aBe MBI NONBITAJHCh CBECTH BOEAHHO COBpe-
MeHHble JaHHble 06 opraHm3zanuu GeJKOBHIX KOMIIOHEHTOB MeMOpa-
HBl XJIOPONJIACTOB H O TOM, KaKHe (QYHKLUHH BBHINOJHSIOT DasjHYHbIE
6enku. Uro kacaercss ucciaefoBaHuii no (pOTOCHHTEe3HpPylOMHUM Oak-
TePHAM, UYHUTATEJI0O MOXKHO I[OPEeKOMeHJA0BaTb 0030pHBIe paboTH
(Amesz, Knafi, 1985; Blankenship, 1985; Michel, Deisenhofer,
1986; Norris, 1986) u passinuHbIe I'1aBbl JaHHOTO TOMA.

Caenyer uMeTb B BHAY, UTO CXOACTBO MeXIy (OTOCHHTE3HPYIO-
IHMHu GaKTepHSIMH W pPacTeHHSIMH OKasblBaeTcs ropasno 6osee riy-
OOKHM H BaXXHBIM, YeM pas/jiHuyHe MeX]1y HHUMH. MHOrue OCHOBHEIE
npeacraBsyeHuss cPOpMHUPOBAJNHCL B pe3yJabTaTe CPaBHUTEJbHOIO
H3y4eHHs] <«O0akTepHaJbHOrO®» H <«PaCTHTEJBHOrO» (HOTOCHHTE3a
(ra. 2). Ilapannenn Mexny GakTepHUsIMH H PAacCTEHHSIMH CYILECTBY-
I0OT Ha MHOTHX YPOBHSIX CTPYKTYPH M (YHKLUHH, H TOJbKO OKHCJe-
HHEe BOABL MOXKHO CYHTaTbhb €LHHCTBEHHBIM . OTJIHUYHeM (HOTOCHHTE3a
pacrenui. [Ipu sTom Hesnb3st 3a6pIBaTh, YTO IIHAHOOAKTEPHH, SBJSIO-
Imuecss HeCOMHEHHO MPOKapHOTaMH, OCYLIeCTBJSIOT Ipoliecc ¢oTo-
CHHTE3a, B TOM YHCJEe M BBIAEJSIOT KHCJIOPOA, H B 3TOM IO CyTH
He OTJHYHMBl OT BHICIIKWX pacTeHu#. ITopasurespHBle NapaienH
MeXAy (oToCHHTe30M GakTepHil M pacTeHHH yKa3blBalOT HA 3HMO-
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[MPEOBPA3OBAHHE 3HEPI'MH TTPH ®OTOCHHTE3E

cHMOHOTHUETKOE [IPOUCXOXKAEHHE XJOPOIJIACTOB — B pe3yJabTaTe
«BTOPKEHHs» I[POKapHOTHYeCKUX opraHusmoB (Whatley et al,
1979). T'unoreza 06 3HIOCHMOHOTHUECKOM MPOHCXOXKIAEHHH XJODO-
IJ1aCTOB KOCBEHHO IOATBEP:KAAeTCsd MHOTOYHCJEHHBIMH JAaHHBIMH,
II0JYyYEHHBIMH NPH MOpPQOJOrHyecKux, OHOXHMHYECKHX H CeHeTHye-
ckux uccaefoBaHuax (Gray, Doolittle, 1982). B monb3y poacrseH-
HOH CBSI3H MEXAY COBPEMEHHBIMH LUAHOOAKTEpUSAMH M APEBHHMH
BTOPTIIUMHCS B KJeTKy cUMOHOHTaMH yOelUTeJbHO CBHIETENLCTBY-
10T pe3yabTaTel aHaau3a pubocomHod PHK xpacuHeix Bomopocaeit
Rhodophyta (Fox et al., 1980). Haauune dusoreHeTHyecKoH CBA3HU
MeXay OaKTepPHSIMH M XJOPOMJAacTaMH{ 3eJIeHBIX PacTeHHi YCTaHOB-
JIEHO MeHee TOUHO, HO 3TO, BO3MOKHO, OOBACHSETCS JHIIL TeM, 4TO
MIPOKAP HOTHUECKHI «IPelOK» XJOPOMJaacToB naubo yTpaueH, Ju6O
ellle He HaljJeH. BrickasbiBaerTcsi NPeANOJOXKeHHe O TOM, UTO 3BO-
JIIOLLMOHHBIM TPEAIIECTBEHHHKOM XJIODOIIaCTOB 3eJIeHblX BOJLOpOC-
Jed M BBICIIHX pacTeHUH MOryT CIY:XKHUTb INpeAcTaBuTeJd poLa
Prochloron (Stanier, Cohen-Bazire, 1977; Griddings et al., 1980).
Kaxk 65l TO HH OBLI0, IpeJcTaB/JeHHe O CHMOHOTHYECKOM IIPOHCXOK-
JeHUU XJIODOINJIAcCTOB [03BOJIIeT I[0-HACTOsILEeMYy IMOHATh 3aMméua-
TeJbHOE CXOACTBO MeXAYy (GOTOCHHTe30M y OakTepuid U pacTeHHUH.
(bosee noapobuoe o0cy:KaeHHe 3TOr0 BONpPOCa MOXKHO Ha#TH B pa-
6ore Govindjee, Satoh, 1986.)

B TeyeHue GoJiee ueM ABYX HECATKOB JieT Halld NpeACTaBJeHHS
0 (oToCHHTe3e, B XOJe KOTODPOro BhIAe/seTCs KUCI0pod, GHopMupo-
BaJIMChb MMOJ BJIMSTHHEM BCEM XOpOIIO 3HAKOMOHU Z-CXeMBbI 3JeKTPOH-
noro tpancnopra (Hill, Bendall, 1960; uctopus Bompoca usioxeHa
B pabore Govindjee, Govindjee, 1975). Z-cxema okasanach y100-
HBIM M€JaroriyecKuM MpHeMOM [Jsl TOro, 4ToObl BBECTH MOHATHE
0 ABYX MNOCJeAOBaTeNbHO paboralomux (OTOXHMHUECKHX peaKiusx
H 00 3JIEKTPOHAX, NBHXKYLIUXCS <«BHH3» [0 3HepreTHYeCKHM VpOB-
HSIM OT CHJILHOTO BOCCTAHOBUTENSl K CHJIBHOMY OKHCJUTENIO, KOTO-
pble 06pasyloTcsl B KaXA0H U3 (QOTOCHCTEM IPH MOIJIOLIEHHH CBeTa.
[1aBHBI HeZOCTATOK Z-CXeMBl B TOM, YTO B HACTOsllee BpeMs ellle
MaJiO TOYHBIX CBEJEHHH O [IBHUKEHHUU 3/JeKTPOHOB «BHH3» II0 3HEp-
FeTHYECKHM YPOBHsM. [y Ha yIpOLIEeHHBIH BapHaHT Z-CXeMBbl
(k npumepy, Ha puc. 1), MOxKHO BoOOpa3uTb, OyATO TPAHCHOPT
3JEKTPOHOB MeXAy GoTocHCTeMaMy IPOUCXOLUT MO XOPOLIO U3BECT-
HOH LeNd I[ePEHOCYHKOB, TOrAa KakK Ha CaMOM [eJie 3JIEKTPOHHI
OT MHOTHX PEaKUHOHHBIX LeHTPOB (oTocuctembl Il moryr Hakamiu-
BAaTbCs B HEKOTODPHIX MyJaX, MOAOOGHO 3/eKTpPOHAM, AOHHPOBAHHBIM
OJIHUM PEeaKUHOHHBIM LIEHTPOM IIpPH NOCJeJ0BaTeJbHOM MNOIVIOLIEHHH
HECKOJIbKHX KBAaHTOB CBeTa.

@®oTocuHTeTHUECKasd MeMmMOpaHa pacTeHHs OCYLIeCTBJIseT 3aMe-
yaTeqpHYI0 peaklHI0: OHAa INpeBpallaeT 3HEPrHi0 IMOIVIOIIEHHBIX
KBAHTOB CBeTa B OKHCJHTEJIbHO-BOCCTAHOBHUTEJbHBIH [OTEHIHAJ
NADPH u B noteHuuaJ peakuuu neperoca ¢GochopHIbHON T'PYIIIHL
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{IPEOBPA3OBAHHE 3HEPI'MU PHU ¢(§_TOCI/IHTE3E

*

g modexyne ATP. Ilpu sTom mpouCXOAHT npeo6pasoBaHue HEPTHH
#3 oueHb KOPOTKOXKHBYIIeH ee GopMBl B (pOpPMYy AOCTATOYHO AOJIO-
KHBYILYI0; CTaGHIH3HPOBAHHAS TAKHM 06pa3OM 3HEPTHA MOXKer
OHITh [OPa3fl0 TIO3XKe HCIOJNb30BaHA B OHOXHMHYECKHX peaKIHfX
pACTHTENbHOR KJETKH, B TOM 4HC/e H B DPeaKUHsX, NPHUBOASIIUX
K BOCCTaHOBJIeHHIO yryiekucaoTel. IIpomecc nmpeo6GpasoBanust 3Hep-
IHH CB€Ta B 3HEPTHi0 CTaGUJBbHBIX NPOJAYKTOB MOXHO pPajgH NPOCTO-
Thl OOCYXKIEHHS pa3fes]uTb Ha NHCKPeTHble CTaAHU H NPeACTaBHTb
ero B BHAE OTAEJbHBIX peakIHid, NPUBOASIIHX K COrJIACOBAaHHBIM
LHKJMYECKHM NpeBpameHussM B obeux ¢otocucremax. Ognako Ta-
KOH aHaJH3 MO:KeT ObITh HCIOJb30BaH JHIIb B KauecTBe IeAaroru-
yecKOro mpuema. XoTd AJs npolecca GoTocHHTe3a HeoOxoauMbl obe
$OTOCHCTEMBI, PEaKUHH B HHX He 06fA3aTeJbHO LOJIKHBI IPOHCXO-
JHTh B YHHCOH, IIOCKOJIbKY, KaK YyxKe CKa3aHO, MOXeT OCYIecT-
BJAATHCA HAaKallJIHBaHHE JIEKTPOHOB HA NePEHOCUYHKAaX MexXAy. GhOoTo-
CHCTEMaMH.

IlepBhiit 3Tan npeo6pa3oBaHUs SHePTHH — 3TO NOIVIOLIEHHE CBe-
Ta OAHOH H3 MHOTHX MOJEKyJa xJopoduana (cM. ria. 6) uau cBd-
3aHHBIMH C HHMMH <BCIIOMOraTe/JbHbIMH» NHrMeHTaMu. Takas mHr-
MEHTHAad «aHTeHHa» JOJXKHa OblTb AOCTATOYHO BeJHKa, yTOOH obec-
neunTh ¥p(PeKTHBHOE NOrJIoUleHHe CBeTa, 0COOeHHO B TeXx CJaydasx,
gorga ero He xBartaer. [losromy MoOJekys, MOr/aoLIAOUIKX CBET,
gaMHOro OOJIbllle, YeM PEAKIHOHHBIX IEHTPOB, KOTOpPble B KOHEUHOM
cgeTe HCIO/Ab3YIOT 3HEPrHIO BO30YXKIeHHS A/ XHUMHUYECKOH peak-

e
PUC. 1 )

CoppeMeHHasi Z-cxeMa, OIHCHIBAIOIIAA MOC/JeJ0BATEIbHOCTh PACIOJIOXKEHHs nepe-
HOCYHKOB B 3JIEKTPQH-TPAHCMOPTHOH LeNH NpH (POTOCHHTE3e, COMPOBOXKAAKUIEMCH
BHIZIeJIEHHEM KHCJI0DOAa.

{lokasaHo BpeMs, Heo6XO4HMOe [Js1 OCYLLECTBJEHHS OTJeJbHBIX pDeakUHH; NpHBe-
JIeHE TaKXe OKHC/IHTEJNbHO-BOCCTAHOBHTENbHHE MOTEHIHAJB CpedHeii TOYKH Em. 7.
Boay okucaser xkoMmmiaekc dotocucreMel 11 (Ha pucyrke o6osnauen II), Yeanou-
HHI{l epPeHOoC 3/JeKTPOHOB OT KoMIaekca orocucteMu II Kk pacmomoxkeHHOMy Mex-
ay doTtocucTeMaMu KOMILIEKCY LHTOXPOMOB bg/f, B cocTaB KoToporo BxoAut Fe-S-
uentp Pucke (FeySp), uuroxpom f (Llut f) m unAToxpom bs (Ha pHCyHKe He IOKa-
3aH), OCYILECTBJAETCH NYyJOM MOABHKHOIO JHMODHIBHOTO MepeHOCYHKa — IIACTO-
xunoHa (I1X, PQ). B cBow ouepenb KOMIIEKC LHTOXPOMOB bg/f BOCCTaHABAMBAET
He6OMBIIoH MYJ BOJOPACTBOPUMOro MeTaJIonporenHa — maacrounanuta (I1L), xo-
TOPBIA C/AYKAT AJsi Tepejauyd BOCCTAHOBHTENbHBIX 3KBHBAJIEHTOB Ha KOMILTEKC (o-
TocucreMbl | (o6o3Hayen 1). Takum o6pasoM, HECMOTpPA Ha TO YTO MOC/JAELOBaTe/b-
HOCTb peakl#ii mepeHoca 3/1eKTPOHOB NpPH (OTOCHHTe3e H3BECTHA, HeJb3s CUHTATh,
YTO MEePeHOCYHKH (YHKUHOHHPYIOT B IOJHOCTBIO JeTePMHHHPOBaHHOH wuend. [py-
rHe o603HaueHHs Ha DUCYHKe: M — KOMILIeKC, HaKalIHBAIOWNHA 3apsAbl NPH BHI-
JeJeHHH KHCJI0poa; Z — INIaCTOXHHOJ (BOCCTAHOBJEHHHI IJIaCTOXHHOH), SBJSIO-
LUIHACH JOHOPOM 3JMeKTPOoHOB Aas P680, xyopoduana peakiuHoHHOro LieHTpa B $HOTO-
cucteme II; ®eo — deodurtu; Qa— NMepBHI XHHOHOBHIA AKIENTOP 3JEKTPOHOB;
Qs — BTOPOH XMHHOHOBBIA AKUENTOP 3JEKTPOHOB; Ay — MOJEKyJa THIA XJI0POdH/-
na a; A; — BoamoxHo, nmnactoxunoH; Fx, Fs, Fox — Fe-S-uentpn X, B, A; &g —
Peppenokcuy; @-N-P — deppenokcun-NADP+—penykraza; NADP+ — uukorun-
aMrjafennRAuRyKAcoTRIDOCDAT, {Govindjee, Eaton-Rye, 1986.)
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uuyd. BosOy:kieHHe, BO3HHKIIee B MOJEKyJe IIHIMEHTa, [OrJIOTHB-
Ilel KBaHT CBeTa, Nepefaercs OT Hee K APYrod MOJEKyJe ITHCMEHTa,
OT TOH — K CJeAyWlleH, H T. A. IO Bcell aHTeHHe, 0 TeX HOp IIOKA
oHO He OyZeT «3axBaueHO» OCOOOH MOJIeKyJOH XJaopoduiia B pe-
aKIHOHHOM LieHTpe (cM. ra. 5 u 7). 3areM B0o30yXKAeHHAs MOJieKy/a
xJ0poduina B DEaKUHOHHOM LEHTPe OTAaeT 3JEKTPOH MOJeKyJe
aKuenropa, XMMUUYecKas NPHpPOJa KOTOPOH 3aBUCHT OT TOro, O Ka-
KOl MMeHHO (porocucTeMe HIeT peuyb. XOTA (DOTOXHMHUECKHe peak-
LIMH, TNPOHCXOAALIHE B peAKUHOHHBIX HEHTpPaX HABYX (OTOCHCTEM,
pasauuHe, 06e (HOTOCHCTEMBI OCYLIeCTBJSAIOT IpeocOpa3oBaHHe 3Hep-
T'HH, 3allaCEHHON B pe3yJbTaTe CMEIEHHs 3JIeKTPOHOB U filep B BO3-
Oy>XKIEeHHOH CBETOM MOJIeKyJie XJopodHuana a, B 3HEPrHI0 BOCCTa-
HOBJIGHHOH MOJIEKYJIBl aKIeNTOPa 3JEeKTPOHOB M OKHCJAEHHOH MoJe-
_KyJasl xjJopoduanaa (cMm. ra. 8). IlepeHoc 3/7€KTPOHOB NPOHCXOLHUT
nonepek IHM3JEKTPHYECKOrO CJIOsl B (POTOCHHTETHUeCKOH MeMOpaHe.
[losToMy yacTb sHepruM 3amnacaeTcs B BHIAE SHEPIHH 3JIEKTPHUECKHX
3apsii0B, PACIOJOXKEHHEIX aCHMMETPHUHO 110 OTHOLIEHHIO K MeMbpa-
He. Peakluu MeXAy OKHCJEHHBIMH MOJIEKYJaMH XJOpoduana u 10-
HOpaMH BOJOpOjJa NPHUBOLSAT K 00pa3soBaHHI0 HOHOB BOAOpOAA, NPH
5TOM COXPaHseTCs ACHMMETPHS PpAacClOJIOXKEHHUS 3apsaJ0B OTHOCH-
TesibHO MeMmOpaHbl. Takum 06pa3omM 3Ta acuMMeTpusi npeobpasy-
eTcsi B TpPpaHCcMeMOpaHHBIH 3JIEKTPOXUMHUYECKMH MOTeHUHaJ HOHOB
Bojgopona. Kakum-to, noka elle He NOHATHBEIM, CIOCOG0OM pPas3HOCTb
MIOTEHUHAJ0B HOHOB BOJOPOLA HCHNOJb3yeTCs IJISI OCYLIeCTBJeHHS
peakuuu neperoca ¢ocoopuabHOl rpynnsl npu cunrese ATDP.

B naHHOH rsiaBe OCHOBHOe BHUMaHue o0pallieHO Ha MNOCJelHHEe
JOCTHXKEHHS B HCCJEIOBAHHH NMPHPOIBI YIOMSAHYTHIX NPOLECCOB Ipe-
o6pasoBaHusi sHepruu. lleap riasel B TOM, 4TOOH, ¢ OIHOH CTOPO-
HBI, 1aTh OOLIHe IpeACTaBJEeHHs O CBsSI3aHHBIX ¢ MeMOpaHoil peaklIuax
¢OTOCHHTE3a C BHIJI€JIEHHEM KHCJIOpPOAa, a C APYrod — MOCAYXKHUTb
BBeJleHHeM K OoJiee mOoApOGHOMY ONHCAHHUIO OTHAEJbHBIX MPOLLECCOB
B pasJIHYHBIX IVIaBaX 3TOr0 ABYXTOMHHKA. MBI CTpeMHUJIHCh pasbsc-
HHTb OCHOBHbIE MOHSITHS H [AaThb KapTHHY COBPEMEHHOr0 YpPOBHS
HallPX 3HAHHH; NO3TOMY MeHblle BHUMaHUS yJeJeHO HCTOPHH BO3-
HUKHOBEHHSI HAeH M MOJiyuyeHHs NOATBepxkAalomux ux dakros. Bo
MHOTHX CJIy4asiX Mbl CCHJIaeMCsl He Ha OpUTrHHaJbHbIe palboThl, Kak
OBl Ba)XHbl OHH HH OBIJIM, a Ha HeJaBHO oNnyOJIMKOBaHHble 0030pHI,
rie OHH YIOMSIHYTHL.

II

MOrJIOUWLEHUE CBETA, ®JIYOPECULEHL HUA
KA NEPEHOC 3HEPIUHX BO3BY)KILEHHUS
DoTOCHHTE3 HaUHHaeTCs ¢ norjoulenus csera. CoryacHo NpHHIH-

ny ®panka — Kougona (Franck, Condon), npu mor/olleHHu cBeTa
3JIEKTPOH B MOJIEKyJ/e NMEPeXOAHT C HH3lIero KojebaTesJbHOro moj-
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TIPEOBPA3OBAHUWE IHEPTUH TIPU ¢O§I‘O’CHHTE3E

YPOBHS OCHOBHOTO 3JIEKTPOHHOTO COCTOSIHHSI HAa OAHH M3 BBICIIHX
goJie6aTebHEIX TMOAYPOBHEHR BO36YKAEHHOI'O 3J€KTPOHHOTO COCTOS-
gust. Tlo kmaccudeckOd TeOpHH 3JIeKTPOMAarHWTHas BOJIHA BO30yXK-
daeT KOoJieGaHHs IHUMOJsSA, U BpeMs, HEOOXOAHWMOe AJS MOIJIOUIeHHUs
CBE€Ta, HMeeT TOT Ke INOPSAJAOK BeJHYMHB, YTO H MEPHOA OJHOrO
konebaHusa, T. e. 10715 ¢, uau 1 demTocekynma (dc) (aasa AJIHHH
sosiHbl cBera 400 AM nepuon kogaebaHus cocraBasier 1,33-10~1% ¢).
Ecau mox AefCTBHEM cBeTa MOJeKyJa Iepellna B ONHO H3 BBICHIHX
3JIEKTPOHHBIX BO30YXKAEHHBIX COCTOSIHHH, TO NPOHMCXOAHT OwICTpas
(3a 10—100 ¢c) penakcanusi (BHyTPEHHSII KOHBepCHs) B INepBOe
CHHrJieTHOe BO30yxKaeHHOe cocrossHHe. [IpuW 3TOM 3HauuTesNbHasS
4qacTb [OTJIOIMIEHHOH 3HEPrHH TepsieTCd H CTAHOBUTCS HELOCTYITHOM
IJs npeo6pa3oBaHHs B XHUMHUECKYIO 3HEpPrui0  (Halnpumep, MpH
BO30y:KJAEHHH MOJEKYJ XJ0pOodHI/Ia CBETOM ¢ AJHHOH BOJHBEL 400 HM
fIOTJIOLIeHHAas 3HEePrHs COCTaBJAseT 72 KKaJ/MOJb, H3 HHX MNOYTH
30 KkaJ/MoJb TepsieTcs NPH pesjakCaluu). JDHeprus HepBOro BO3-
OyKIEHHOTO CHHIVIETHOIO COCTOSIHHSI PacXOAyeTcs B HECKOJbKHX
Je3aKTHBAUHOHHKIX IpoIeccax MepBOro Mopsjika, U KBAaHTOBHIN . BhI-
X04 mepeHoca 3Hepruu Bo3OyxkaeHHA @i MOXKHO 3amucaTh B BHIeE

—_ ktr
(Dtr— kf+kic+ kisc+ ktr (l)

rie ks — KOHCTaHTa CKOPOCTH A5 (uiyopecleHUUH, Ric — KOHCTAHTa
CKOpPOCTH AJs Oe3bl3ayyaTesNbHOH pedakcalH¥ (BHYTPeHHsAS KOH-
BEpCHA); Risc — KOHCTAHTA CKOPOCTU Ilepexojia B HHEIE 37EKTPOH-
Hble COCTOSIHUA (uHTEepKOMOUHALMOHHAs KOHBepCHsi), Hanpumep B
TPUIJIETHOE COCTOSIHME, KRir — KOHCTaHTa CKOPOCTH AJsl IepeHoca
sHeprud. [Ipu OObIUHBIX YCJAOBHAX KOHCTAHTA CKOPOCTH Risc B OTO-
CHHTETHYECKHX CHCTeMax NpeHe6pexXumMo masna. B peakunnoHHOM
{leHTpe [e3aKTUBAIUS BO30YKAEHHOTO COCTOSIHHS NPOUCXOAUT IJIaB-
HEIM 06OpasoM nyreM GOTOXHMHUECKOHR pPeakKlHH, MNO3TOMY HYIKHO
YUATHIBATh €€ KOHCTAHTY CKOPOCTH Rp; KBaHTOBHIH BBIX0L (OTO-
XMMHIECKOfl peaKUHH 3aBHCHUT ellle U OT KOHHEHTPAUHH OTKDPBITHIX
peakuHOHHHIX LeHTpoB [Q]:

_ kp [Q]
O =T H TR+ e TR (2)

B sToM pasjgesie MbH KPaTKO PACCMOTPUM IIPOLECCHl TMOTJIOMIEHHS
cBera, QJyOpeCUeHIHH H TNepeHoca >Hepruu Bo3OyxAeHus. Yura-
TENI0 MOXKHO IIOPEKOMEHIOoBaTh OO30pHBIE PabOTH 10 IEepeHOCy
sneprun (Knox, 1975; ra. 7 B stoM ToMe; van Grondelle, Amesz,
1986); ocHOBHBIE MpPEACTABJIEHHS O IMOIVIOUIEHHH CBeTa ONHCAHBI B
Ifggo;ax (Rabinowitch, Govindjee, 1969; Sauer, 1975; Clayton,

7).
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[IOI'VIOIIEHHUE CBETA U ®JIYOPECLIEHIIUA

OHepreTHueCKHe YPOBHH (a CJI€IOBATeNbHO, W CIEKTPH IOIJIO-
IIeHHs) (POTOCHHTETHYECKHX NUIMEHTOB MOXKHO DacCyHTaTh, 3HaS
HX JHNOJbHEIE MOMEHTHI [IePex0Ji0B, KOTOPEE B CBOIO Ouepelb Bhl-
YHC/ISAIOTCS W3 BOJHOBBHIX (DYHKUHH, ONMHCHBAIOIHX paclpeiesieHHe
3/IEKTPOHHOH NJIOTHOCTH B OCHOBHOM M BO36YIKIEHHOM COCTOSHHSX:

~ | Mot %5 Koy = 5"”-%“% dxdydz 3)

*

rie &— KO3(hOHUHEHT SKCTHUHKUHMH; |Moi|2— CHaa RHNOAA; Mo —
AMNOJBHBIL MOMEHT; Yo H Y — 3JEKTPOHHBIE BOJHOBBle (DYHKLHH
OCHOBHOI'O H BO30YXIAEHHOT'O 3JEKTDPOHHBIX COCTOSHHH COOTBETCT-
BEHHO; | — ONepaTop HAMIOJBHOrO MOMeHTa. BoaHOBhle ¢GyHKUHH
Yo H P; CB3aHBI C 3JEKTPOHHBIMH IJIOTHOCTSIMH MOJIEKYJISDPHBIX
opbutaneii. Mcnonb3yss annapat KBaHTOBOH MeXaHHKH M UYHCJIEH-
Hble MeToABbl pacuera, Illunman (cM. . 6) BBIYHCJIHJ CHEKTPHI
norJiollieHust xJopodunnnia a (a cjaegoBaTeNbHO, H XJOPOPHJI-
Jia a); pe3yJabTaThl pacuera COIJACylOTCA C AaHHHIMH OneiToB. [lo-
5TOMY MOXKHO CUHTaTh, YTO 3aKOHBHI MOIJIOUIEHHS CBeTa aJeKBaTHO
ONMUGRIBAIOT IPOIlecC MNOIVIOIIEHHs H B CTOJb CJOXKHHIX MOJEKYJax,
KaK Te€, YTO yuacTBYIOT B (HOTOCHHTE3E.

CnexkTpbl INOIVIOLIEHHSI HecyT HHGMOPMAIHIO HE TOJLKO O TOM,
KaKHie NMUIMEHTH IIPUCYTCTBYIOT B CHCTeMe, IIPH KaKHX AJHHAX BOJIH
OHH IOIVIOLIAIOT CBET M KaKoBa HX KOHLEHTPAIlHS, HO TaK¥Xe H O
cOOCTBEHHOM BpeMeHH XKH3HH ¢ayopecueHuun (T. €. O BpeMeHHu
JKM3HU BO30YXKIAEHHOTO COCTOSIHUSA, KOTOpoe HabJ104a0Cch 66l B TOM
ciayuyae, Korza ¢ayopecueHUus fBJseTCS €IHHCTBEHHBIM KaHaJOM

Je3aKTHBAIHH):
Ty 2 31079 (vy)2- Ave,, (4)

rae to— cOOCTBEHHOe BpeMs XXH3HH (JIyOpeCHeHIMH; Vm — BOJHO-
BOoe yHCaI0 (B cM~!) ANl MakCHMyMa MNOIJIOLIeHHS, COOTBETCTBYIO-
Ilero InepexoJy B IepBOe CHHIJVIeTHOe BO30yXKJeHHOe COCTOsIHHE
(B cnyyae xjopoduana — B KpacHo# obJacTH cleKTpa); BOJHOBOE
yHcJao v=1/A, rie A — AJuHa BOJHB; Av — IIHPHHA NOJIOCH NOIJIO-
HIeHHs1 Ha ypOBHe_;_ €m, BbIDaXeHHasd B CM~!; gm — MOJIAPHBIH KO-
3¢ PHIHEHT SKCTHHKIHKH, BhipaxeHHb B M~.cMm~1, Ins xnopodua-
Ja a pacuer faeT to=15 Hc.

Y BHICLIHX pacTeHH# B MNOIJIOLIEHHH CBeTa y4yacTBYIOT TPH Ipyn-
bl MHTMEHTOB: KaPOTHHOHIBI, XJOPOOHII.b H XjJopodHuIa a; BCe
OHH CBSI3aHH C OeNKOBHIMHM KOMILIeKcaMH. B ¢orocucreme II Haii-
JIeHH TPH OCHOBHHIX XJOpPo(uIa-6enkoBrix kommiaekca: CP-47 c
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[MPEOBPA3OBAHHE 3HEPI'MH NPHU CDOT(?CI/IHTE3E

MoJjekyasipHoit maccot M:~50 kIa!, CP-43 maccoit M;~47 x[la
# CCK-II, comepxamuii deTnlpe mosunentuma maccoit 29, 27, 26
u 25 k[la. Kaxaniii u3 komnaekcos CP-47 u CP-43 cozepxut oko-
J0 50 MoJekyJs xJ0podHIIa a; C KaXKABIM MOJUNENTHAOM KOMILJIeK-
ca CCK-II cBsizsano 10—13 wmoaekyan Xa a+Xa b. CootHOoLleHHe
Xa a:Xa b ana xomniaekca CCK-II pasno 1:3 (cM., Hampuwmep,
rnaBy 3 B atrom ToMe). B ¢dorocucreme I Takxke HalfineHwnl Tpu oc-
HoBHHIX KoMmItekca: CP-62, CP-58 u CCK-I (comep:xamuit yernipe
noaunentuga macco 23, 22, 21 u 20 kda). C KaxXIbIM H3 KOMII-
nexkcoB CP-62 u CP-58 cBs3ano okoso 50 MoJexys xjgopodusana d.
Komnaekc CCK-I yaanocy paspenuts Ha gsa: CCK-Ia u CCK-Ib;
NMepBLIH U3 3THX KOMILJIEKCOB COCTOUT U3 MOJHUNENTHAOB Maccoi 23
u 22 k[a, BTOpol — u3 noaunentunoB Maccoh 20 xa. Kaxawi
u3 kommiaekcoB CCK-la u CCK-Ib comepxur 38 mosexysa xJsopo-
bunna a u 12 moaekyn xiuopodpuana b (Malkin, 1986). Xuaopo-
¢unn1 a peaxkuuonsoro uenTtpa dorocuctemsl I, P680, u xsopo-
$GUIa @ peakUUOHHOro ueHtpa d¢otocuctemu I, P700, naxomsarcs,
no Bcell BUAUMOCTH, B KoMniekcax CP-47 u CP-62 cooTBercTBeHHO.

X710podHu11 a NPUCYTCTBYeT B PAaCTEHHAX B HECKOJbKHX (Op-
max. Mx ob6o3navatoT: Xa asso?, X1 as7o, X as77 B XJT Gess B KOMII-
aekce CCK-II; X1 ageo, X Qs70, XJ1 Q677 U XJI Qsgq B KOMILJIEKCAX
CP-43 u Cp-47, Xa Aes2, Xa dess, X As79, X aess7, X dggs W
Xn azos B ¢Qotocucreme I (cmecy kommiaekcos CP-62, CP-58,
CCK-Ia u CCK-Ib). Ilpu nuskoit temnepartype (4 K) B cnektpe
(GJIyOpeclieHIHH THAaKOUAHBIX MeMOpaH BHAHBI NATH MOJOC: NP
~680 um (F680), npu 685 um (F685), 695 um (F695), 720 um
(F720) u npu ~735 um (F735). Pesysbratel, noJiyueHHble B He-
CKOJIbKHX Jabopatopusax (cMm., Hamnpumep, Kramer et al, 1985,
u o03op Murata, Satoh, 1986), mosBossiioT npeamnoOsOKHTb, UTO
nojoca F680 nmpuHamieXxur xJa0poduany as7z B kommiekce CCK-I1
(npu 77 K 3Ta mosoca He BHAHA 1M3-3a YPe3BHIYANHHO 3(P(PEKTUBHOTO
nepenoca sueprun or CCK-I1 k CP-43/CP-47). [Ipeanonaraiot, uto
nojoca F685 obycaoBieHa xJ0poduHANOM as77 KoMmjexkca CP-43
(sTa moJsioca sipue BCEro MNPOSBJSAETCSs B CHEKTpe HMEHHO 3TOro
kommjekca). Ecte mpeanosioxkeHne o TOM, 4To mnojoca F695 BO3HHU-
KaeT B pe3yJsibTaTe pekoMOuHaluu 3apsaoB B nape P680T deodu-
THH™ M BhICBeuHBaercs B030yxkaeHHOH Monexkysaol deoduruna. On-
HaKO BO30Y:KI€HHe MOXKET MEePeHOCUTbCS Ha XJ dgss B KOMILJIEKCE
CP-47, xoTOpHIA TakXke MOKeT GJyopecuupoBaTh OKOJO 685 HM,
uad Ha X7 aer7 B kKoMmiekce CP-43, koTopheiil MoXeT ¢Jyopecilu-
poBath npu 685 um. Takum o6GpasoM, o6e mosocn F685 u F695
npuHansiexat ¢orocucreMe 1I. I[Ipexnmosarator, ato nosnoca F720

! O6osnauenne CP ot Chlorophyll-protein, xnopodpuni-6enox. — IIpum. nepes.
2 Yucsia  COOTBETCTBYIOT TOJIOXKEHHIO MaKCHMYMOB B CIEKTpe MNOTJIOLIeHHs
(p maHOMerpax). — [Tpum. nepes.
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006yc/0BJIeHa XJIODOHJIJIOM Qg95, @ NoOJ0OCa F735 — xyopoduaiom
Q705; UX NPHHAJIEXKHOCTb HHAHUBHAYAJbHBIM KOMILIEKCaM IOKa He
ycraHoBJieHa. Eme oaHa noJsoca duyopecuenuun F705, nabaonaro-
wasacg JHWb NPU ONpele/IeHHBIX YCJAOBUSX, MOXKET BO3HHKATb B
pesyabTaTe pekoMOuHauuu 3apsifoB B nape P700tA,~ B ¢ortocucre-
me I (cMm. 0630p Murata, Satoh 1986).

IlogBoasi HTOrH, MOXKHO IpEJCTaBHUTb NEPEHOC 3HEPrHH B BHIE
cJaeaylolel CXeMbl:

dorocucrema II: CCK-II —— CP-43 — CP-47
(F680) (F685) (F695)

(5)
dorocuctema I: CCK-I — CP-58 — CP-62
(F720) (F735) (F705)

rae F680 u T. M. COOTBETCTBYIOT 10JI0CAM (PJIyOPECleHLHH IPH TeM-
neparype 4—77 K.

Bonee nompo6HOe onucaHue NpPOLECCOB MOIVIOLIEHHST CBeTa H
payopecleHIIUH MOXKHO HalTH B cjaelylomuX paboTax: O BHICIIHX
pactenusx (xsopomiaactel u JucTthsd) (Briantais et al., 1986),
0 3eseHblx Bomopocasx (Qovindjee, Satoh, 1986), o kpacHmXx H
cuHesesneHblx Bojgopocasx (Fork, Mohanty, 1986), o ¢orocunresu-
pyromux 6akrepusx (Amesz, Vasmel, 1986)!.

b
ITEPEHOC 9HEPI'MHU BO3BY)XAEHHN

Hcxonss u3 BeIABHHYTOrO OMepcoHoM H Apnosbaom (Emerson,
Arnold) npeacraBieHHs O (QOTOCHHTETHUeCKOH enuHuLe, T. e. 00
aHcam0Je cBeTOoCOOHPAIOMIUX MQJeKyJad, 06cayKUBalOMUX OXHH pe-
akUHOHHBIA UeHTp, I'addpon m Boap (Gafron, Wohl, 1936 a, b)
o06cyzKJaJH BOIPOC O IepeHOCe 3Hepruu BO30yXKJeHHS B TaKOH
enuHune. Hns Ttoro uTo6bi OO6BSCHHTb, MOYEMY MO JeHCTBHEM
cnaboro cBera MOXKeT NOYTH MTHOBEHHO HayaThCs BHIAEJEHHE KHC-
JIOpOJa, NPHILJIOCh NPEANOJIOXKHTb, YTO 3HEPrHus, NMOIJIOLIeHHAsA pas-
HBIMH MOJIEKyJlaMH aHTEHHBI, AOCTaBJISIETCS B OJHO H TO 2Ke MecTo.
Bonee uiu meHee npsmMoe A0Ka3aTeJbCTBO CYLIeCTBOBaHHS NepeHOCa
SHEpPrHd OT OLHOrO NMHrMeHTa K ApyroMy OBLIO NMOJyuYeHO B JaBHHX
OINBITaX MO CEHCHOWJU3UPOBAHHOU (JyopeclUeHHHH, T. e. [0 Tyllle-
HHIO (JIyOpecueHIHH MOJEKYJ-JOHOPOB H pas3ropaHuio ¢Jyopec-
LEeHIHH MOJIeKyJ/a-akuentTopoB. OGEIYHO CUHTAIOT, UTO TAKOH MepeHoC
‘9HEpPrHH, PABHO KAaK H NIepeHOC 3HEPrHH MexKAy MOJIeKyJaMH XJIO-
poduaia a, onMCHBaeTCA pPe30HAHCHHIM MeXaHH3MOM B paMKax

! JlanHble Mo OGBIYHBIM H HHU3KOTEMNEPATYDHHM CHEKTpaM pa3/HuUHHX ¢(HOpM
XJI0podHIIa paHee MOAbITOXKEHH B 0630pe JiuTBHHa @, @. u CuneimexoBa B. A.
8 kHure: Bioenergetics of Photosynthesis. (Govindjee, ed.), Acad. Press., New
York, 1975. — [Ipum. nepes.
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MMPEOBPA3OBAHHE 3HEPIMHU [1PHU GOTOCHHTESE

teopun Pépcrepa (cm. 0630pH no mnepeHocy sHepruu van Gron-
delle, 1985; van Grondelle, Amesz, 1986):

(e e}
79000 In 102 (* fd (v) €4 (V) d (v) 6
t"'_128rn5n4NtoR6 'S‘ v ( )’

0
rie R-—OpUEHTALHOHHBIH (aKTOp, ompeje/sieMblii BEJIHYHHOH yr-
Ja o MexXAy [AHMNOJbHHIMH MOMEHTAMH [epeXOl0B B MOJIeKyJe J0-
HOpa H MOJIeKyJle akLeNnTopa MU yrjaamu B u Pe, KOTOpeie 06pa3yioT
5TH [JHIIOJH C COENUHSAIOIIUM HX paAHyC-BeKTOpOM (k=cos g—
—3cos B1cos B2); n— Nokasatesab MpejoMJeHHS cpeabl; N — 4HCIO
ABoraznpo; to— cCOOCTBeHHOE BpeMs KHU3HHM (JIyopecleHUHH MOJie-
KyJbl JOHOpa; R — paccTosiHHe MeXAy MOJIeKyJoH JOHOpa U MO-
JeKyJo# akuentopa; fq4(v) — HOPDMHUPOBAHHBIH CHEKTP GJyopeciieH-
ILHH MOJIEKYJ [OHOPA; €a(V) — CIEeKTp MNOIJVIOUIeHHSI MOJIeKYJa ak-
uenropa. Benuunna, o6paTHast CKODOCTH IepeHOCAa, NpeacTaBJsieT
co00oil BpeMms I[epeHOca 3HePruu; AJgs aHcamO/eill MOJeKyJa XJ0po-
¢duana a oHa UMeeT NOPAJOK ITHKOCEKYHI.

HenaBHo mnpoBejeHHbie H3MepeHHA C IHKOCEKYHIHBIM BpeMeH-
HBEIM pa3pelleHHeM, TO3BOJAIOUIHe HENOCPeACTBEHHO 3aPerucTpHpoO-
BaTb [OC/JeA0BATeJbHO BO3HUKAIOUIHE H3MeHeHUd ¢JyopecueHLu
UHAHMBHIAYaJbHBIX KOMIIOHEHTOB, nokasaju (Yamazaki et al., 1984;
Bruce et al,, 1986) caenymomyio kapTtuny hepeHoca sHeprud. Ha-
IpuMep, y KpacHbIX BOJOPOC/eH BpeMeHa IepeHoCca 3HEePruHu Cco-
CTaBJafAlOT (CM., HapuMep, pHc. 2):

~25 nc ~30 ne
@Puko3puTpUH ~—— DUKOUUAHUH ~—

(F570) (F640)

~100
—> AJIODHKOUHAHHH ——> X1 @ (7)

(FE60) (F685)

rae F570 u 1. nm. o603HauamT M0J0CH (JyOpecleHIlHH COOTBETCT-
BYIOIIMX NMUICMEHTOB W JJIMHBI BOJIH HX MakKCHMyMOB B HaHOMeTpax.
[lepeHoc 3HePrHH OT KPHUNTOBUJAHHA K (PHUKOLHAHHHY NPOUCXOAUT
3a BpeMd f1, Bcero jauulb okoJo 10 nmc (Hanzlik et al., 1985).
dddektuBHocTh nepenoca sHepruud ot CCK-II k CP-43 nonxknua
cocraBaath moutH 1009%, mnockoabKy diyopecleHIHsT KOMILJeKCca
CCK-II nabaropaerca aullp npu Temneparypax Huxe 30 K, 1a u 1o
B BHIe HeGOJbLION MOJoCH. JPPEeKTHBHOCTL IlepeHOoCca SHEprHH OT
xaopodpuana b K XJ0popHANY @ TOXKe HOJNKHA NOCTHTaTh IOYTH
100%, mockoabky ¢iyopecieHUIus XxJaopoduana b mOYTH HHUKOrAa
He HaOmaionaerca. TeM He MeHee B aHTeHHe NPOHCXOAUT H HEKOTO-
pasi pacTpata 3HEpPTrHH, NOCKOJbKY aHTeHHa ¢ayopecuupyer. Oc-
HOBHHIM (akTOpOM, ompefenstoniuM 3(pGeKTHBHOCTD, SBJsETCS Bpe-
Md, HeoOxomumoe AJs TOro, utoObl BO3Oy:KIAeHHe LOCTHUIVIO peak-
IIHOHHOTO II€HTPa H IPUBEJO K pasjeseHdi0 3apsaaoB. MoxHo
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LAdURAJVIDL F. Url, 1 VDriiii/nr:

JIpeACTABUTL 3TO B BHIAE CXEMBbI!:

kp
AHTenHa == PeakuHoHHBIH# 1eHTp === Pasiesende 3apsanos (8)

t
I
DuiyopecleHIHs -

rae kr U ki npeAcTaBJasAOT COOOH KOHCTAaHTH CKOPOCTH MepeHOCa
SHEPTrHM K PeaklHOHHOMY LEHTPy H OT Hero cooTBeTcTBeHHO. Ilpu-
BelleHHAsl KapTHHA CJAHIIKOM IIpOCTa, NIOCKOJbKY Ha CaMoOM JeJie
HMeeT MEeCTO TIeTepPOreHHOCTb (JyOpeCUeHLHH, NPOSBJSIOLLAsCS B
TOM, YTO KPHBBIe 3aTyXaHHS (yOpeCUeHLHU Heslb3s ONHCATb OLHOH
9KCHOHeHTOH (cM., HanpuMep, Karukstis, Sauer, 1983; Moya et al,,
1986). B xsoponsacrtax u 3eJieHBIX BOAOPOCJSX H3MepeHH CJedylo-
liMe BpeMeHa 3aTyxaHusa ¢JyopecueHuuu: oxkoJgo 100—200 mc
(6picTprie KoMnoHeHTH: 50—80 nc u 150—200 nc), 400—500 nc
(IpoMeKyTOUHBIH KOMIIOHeHT), u 1,2—2,5 HC (MeAJieHHBI KOMIIO-
HEHT). DTH KOMIIOHEHTbl TMPHIIHCHIBAIOT 3aTYXaHHI BO30YXKIEHHS
xaopoduana a B ¢orocucreme I (50—80 nc) u B ¢ortocucreme Il
(150—200 nc). OnpiThl MO 3KCHTOH-3KCHTOHHON AHHUTHJSILHH H HC-
CJIeJOBaHHUsl NPOILLECCOB pasjesieHUs 3apsL0B MO3BOJSIOT NpPeaNnoJo-
JKHUTb, 4TO JHWb ObICTpHle KOMNOHEHTH (<200 nc) orpaxaior nep-
BUYHBIH ITIepeHOC 3HEePrHU OT AaHTEHHBl K pEeaKIHOHHOMY LeHTpPY
(cM. oGcyxpaenne B-pabore Geacintov et al.,, 1986). Ilpoucxoxpae-
HHe KOMIIOHEHTOB IIPOMEXKYTOYHON HAJHTEJbHOCTH OCTaeTcsl IOKa
He SCHBIM; JJi HX TEOPeTHYECKOr'0 ONHCAaHHS HCIOJBb3YIOT INpen-
CTaBJleHNe O TeTepPOreHHOCTH (OTOCHHTETHYECKHUX eJHHHI (POTOCH-
crembl Il (o u PB-emunuusl) (Butler et al., 1983). HaTepecHoe,
XOTS H He JO0KasaHHOe, 00bsiCHeHHe IPHPOAB MEAJEHHOr0 KOMIIO-
HeHTa (M TNepeMeHHOH ¢JyopeCLeHLHH) COCTOHT B TOM, YTO OH
obycJsioBJeH peakuuel, oOpaTHOH NepBHYHOMY paslie/eHUIO 3aps-
ZnoB (cM., Hanpumep, Klimov, 1984):

P680T deo Q, — P680* deo Q, —>
— P680 ®eo Q4+ IkcuroH 9)

rie P680 — xjopoduna a peakUHOHHOrO ieHTpa ¢otocucTeMbl 1l
$eo — peoputuH, Qs — NEpBLIA XUHOHOBHIH aKLENTOpP 3JEKTPOHOB
8 ¢orocucreme II. Pekombunanus 3apsnoB NPOHCXOAUT 3P (PeKTHB-
HO, €C/IH XHHOH HAaXOHAHTCS B BOCCTA@HOBJIEGHHOM COCTOSIHHM Qa~ H
nepeHoca 3JjiekTpoHa ot ®Peo~ Ha XHHOH He NPOHCXOAUT. Pesysabra-
Tl HeLaBHHUX 3KcnepuMmeHtoB (Mauzerall, 1975) noateBep:xaaioT
THIOTEe3y O PeKOMOMHAIHMOHHOH NpupoAe NepeMeHHOH ¢iyopecieH-
My, HO B JApyrux onmitax (Moya et al, 1986; Shatz, Holzworth
1986) sTa runoresa He MOATBEpIHJ/IACS. ,
Ilpamasi perucTpauusi TNOSIBJEHHS 3JEKTPHUECKMX CHTHaJIOB
{pa3HOCTH MOTeHUHAJIOB, BO3HHKAIOLUIEH 3a CUET pasjielNeHHs 3aps-
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{(IPEOBPA3OBAHUE 3HEPTUM MMPU ®OTOCHHTE3E

J0B) 1mocJe Bo30YyxKAeHUS BCHNLILIKOH CBeTa MAJUTeNbHOCTHIO 30 mc

— | OT MHKOCEKYHJAHOro Ja3epa MNOKa3biBaeT, 4TO 3TH CHrHa/bl BO3HH-

(8) KaloT 3a BpeMs He Gosee 175 mc (Trissl, Kunze 1985). Takum
o6pa3oM, cymMMapHoe BpeMs, HeoOXodHUMOe AJsl TEepeHOCa SHEPTHH

H paslieseHHs 3apsAl0B, He NpeBuillaeT 175 nc; Mel mojaraem, uro

- - oHO MeHblle uemM 50—80 nc aas Qorocuctembl | U MeHbille 4yem
150—200 nc ans dortocuctembl Il; wHaue paspfesneHue 3apspoB B

pPEakIlHOHHOM IleHTpe He MOxKeT 3(pPEeKTHBHO KOHKYPHUPOBATHL ¢ (PJayo-
3’{" pecueHnued. l3mepenus nokasanu, uto B (oTocucTeMe I Bpems
e pasfenenusi 3apsaos MeHbolle yeM 10 mc (Fenton et al., 1979).

B Ilpn nepenHoce (MHrpamuy) SHEPTHH IMPOUCXOAST <«MEPECKOKH»
{oln BO30y:K/JeHHA OT OJHOH MOJIeKyJb K APyro#l (cayuaiiHoe 6.ay:xpa-
io‘_’ Hue) (ra. 7). BpeMst 3aTyxaHust Bo30yK/AeHHA (BpeMs KHM3HH IKCH-
/nc TOHA) T sBJsercs, corjiacHo ypaBHeHuio (10), cymmoir nByx cna-
e raemblX: CpefHero BpeMeHH, HeOOXOAKHMOro IS TOTO, 4T00Bl BO3-
1o 6yxXK/JeHHe BIepBble I[ONAJO HAa pEakUHOHHBIH IeHTP («Bpemsd
, NepBOro INPOXOJa»), W BPeMEHH JKM3HH 3KCHTOHA, YbH CjydaliHble
{HISII 6/1y:K1aHUA HAYUHAKOTCA M3 PEaKIIMOHHOTO LeHTpa:
wee . Te=aNy+N- (Y (10)
)J10- rlle o 3aBHCHT OT MapaMeTPOB pelieTkH; N — YHC/IO MOJeKyJ B aH-
fep- TeHHE; T;— BpPeMsl IePecKOKa BO3OYKAEHHS OT ONHON MOJeKyAbl
N K ADYrofl; KRp— KOHCTAHTA CKOPOCTH (OTOXHMHUECKOH peaKLHH. 4
Lie= MoxHO paccmaTpuBaTh [ABa NpeJesbHBIX CJaydasi, B OJHOM H3 KO-
oka TOpPHIX BpeMs »KH3HH BO36YXIeHHS oNpenesiercd ero «IndPy3u-

eA- efl», a peakIUOHHHIH LeHTp NpeoO6pa3yeT 3HepPrHi0 C OYeHb BHICOKOH
JcH- CKOpDOCTBIO, T. €. BpeMs IIepBOro IpOXOJda OKasbiBaercs ropasio
HOE, Gonpuie, yeM N/kyx; B NPOTHBHOM ciydae, KOTJa BpeMs MKU3HH
no- 8030yKIeHUs onpelessiercs cpabaTbiBaHHEM IleHTpa, nmpeobjajgaer
-OH BTOpOe cjaaraeMmoe. Enle He [0 KOHLA $iICHO, KaKOBa CHTyalus B
\pA- JIeiCTBUTEBHOCTH, HO YyXKe NOHSITHO, YTO BpeMf T; OYEeHb MaJo
{0,1—0,7 nc), a kBaHTOBBIH BBHIXOA (POTOXUMHUECKOH pPeaKUHH MOUTU
paBeH eauHuie (cM. o6cyxkaenne B pabote Geacintov et al., 1986).
(9) Pacnpenenenne sHepruu Bo30y:KaeHHs Mexay dorocuctemamy |
H II Moxer usmensatncsi. Ilox melicTBueM cBeTa, NOTJIOULaE€MOro B
1 1L ocHoBHOM ¢oTocucTeMoil II, obpasyercs Tak HasbiBaemMoOe «COCTOf-
OHOB HHe 2»; NMOoA AelcTBHeM cBeTa, BO30OyKHawllero riaBHbIM 006pa3oMm
{THB- dorocucremy I, obpasyercsa cocrosinne 1. B cocTosiHHH 2 OTHOCH-
A H TesJbHOEe BO30y:ikAeHHe (oTocHcTeMbl | mo cpaBHeHHIO ¢ doTOCHCTe-
1bTa- mo#t 11 okasmiBaercss Goubliie, yueM B coctossHud 1. IlpuunH TOMY
1aiT IiBe: mepexOf H3 COCTOAHHUA | B cOCTOsIHHE 2 NMPHUBOAHT, BO-IIePBHIX,
JLeH- K YBeJHYEHHIO CEUEeHHS [OIVIOIIeHUsA cBeTa ¢oTocucTeMoit I u
vorth YMeHbILIeHHIO CedeHHs morJjomeHus: ansi ¢orocucremsl I, a Bo-BTO-
PHIX, K YBeJIHUEHHIO mepeHOoca 3Hepruu ot ¢orocucremsl Il x doro-
(amoB cucteMe | (Tak Ha3biBaeMbifi «CIUJIOBEpP» — Nepe/iMBaHHE uYepe3
3api- Kpai).
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B o63opHoit pa6orte (Staehelin, Arntsen, 1983) paccmarpuBa-
eTCd NpHpPOJa H3MeHEeHHH, NPOUCXOASANIHX B XJODONJIACTaX BhICHIHX
pacTeHH# IpH Iepexole H3 OJHOTO COCTOSIHUS B Apyroe. Ilo-Buan-
MOMY, B 3TOM CJyyae IIepeXold H3 COCTOsfHHsS 1 B cocTrosiHue 2 coO-
npoBoxaaercsa Murpauued cerocobuparomiero kommiaekca CCK-II
Ha OTHOCHTeJIbHO 6OJIbllIHe pacCTOsHHA, u3 obaactu dotocucreMbl 11
B obsactp Gotocucremsl I. Ilpeanosaraior, uto mox aeHcTBHEM
cBera, MOrJoIlaeMoro B OCHOBHOM ¢ortocucteMoii Il, mpomcxomur
HaKOIVIeHHe BOCCTAHOBJIEHHOrO INJACTOXMHOHA, KOTOPHIH aKTHBH3H-
pyeT KHHa3y, 4TO NPHBOAHUT K (OCHOPHIHPOBAHHUIO KOMILIEKCA
CCK-II u nocaenymomeii ero murpauui. Takum o6pa3oM NOATBEpXK-
JAaercs unesd o0 H3MEHEHHH CeyeHUH INOIVIOLIeHHS cBeTa Ajas ¢GoOTo-
cucteM I u II. OpHako B cayuae KpacHBIX BOAOPOCIeH HHKaKOro
obpatumoro ¢ocdopuniupoBaHus O6ejKa He HaHAEHO, H IOJyYeH-
Hble JaHHble YKa3hBalOT Ha H3MEHeHHs B IepeHOCe 3HEpPrHH OT
¢otocucremnl 1l k ¢dorocucreme 1. B pabore Bpyca u ap. (Bruce
et al.,, 1986) pacnpeneneHne sHepruu BO3OYXKIEHHS B COCTOSHHA 1
U 2 y KpacHo# Bomopocau Porphyridium cruentum uccleIOBaHO
0 KHHeTHKaM DasropaHHs ¥ 3aTyxaHus ¢Jyopecuenuund npu 77 K.
B cocrosnun 2 cBeuenne npu 690 HM, oOycioBJeHHOe XJIOPOGDHJI-
JOM @, cBfi3aHHBIM ¢ ¢Qotocucrtemoll II, pasropaercs u 3atyxaer
OvicTpee, ueM cBeueHHe npu 720 HM, 06ycjoOB/eHHOe XJOpPOdHJ-
JOM~@a, CBSI3aHHHIM ¢ ¢orocucreMon I, Torga kKak B COCTOSIHHH 1
cBeyeHHe npu 720 HM pasropaercsi ObiCTpee U 3aTyXaeT HECKOJLKO
paHblle, yeM cBeyeHHe npu 690 HM. AHa/M3 KUHETHUYECKHX KPHUBLIX
1oKasaJ, 4TO Pe3yJabTaThl COrJacylOTCs C IpeliCTaB/eHHEM O BO3-
pacTaHHH INepeHoca 3Hepruu OT xJopoduana a dorocucremol Il
K xJopoduany a c¢orocucreMbl | B cocTosiHHM 2 1O CpaBHEHHIO
c cocrossHueM 1. B TO ke BpeMs IpH INepexole U3 COCTOsiHHA |
B COCTOSIHHe 2 He Hab/0ajd H3MeHeHHH B CKODOCTH INepeHOoca
3HEPrHH OT (PHKOIPUTPHHA K (HUKOUHAHHHY H Hajiee K ajjaodHKO-
nHaHuHy. B Hacrosiliee BpeMs $CHO, YTO MeXaHH3MHl Iepexoja
MeXJy COCTOSIHHsMH | ¥ 2 y pasHbX OpraHu3amMoB (y KpacHHX,
CHHe-3€JIeHbIX H 3eJIeHRIX BOJOPOCJEeH H BRICIUUX pacTeHHHd) MOryT

OBITh pa3iHyHLEl (CM., HanpHMep, pasHble riaBel B KHure Govindjee

et al,, 1986 u 0630p Fork, Satoh, 1986).

111
THJIAKOHUIHASl MEMBPAHA XJIOPOTIJIACTOB

A
MOP®OJIOTUA TUJIAKONAHON MEMBPAHBI

Y (OTOCHHTE3HPYIOIINX OpPraHU3MOB COJepIKallHe XJopOodHIT
MeMOpaHul, I'ie NojJ JeACTBHEM CBeTa NPOUCXOAST ONHCAHHbIE Bhillle
IpoLecCh, MNPeACTaBJAAOT €000 XOpOLIO pasjHuYHMbie IIJIOCKHE
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{IPEOBPA3OBAHHUE SHEPTHMHU NP ®OTOCHHTE3E

JaMeJJIsipHble BE3HKYJbl; Y 3YKapHOT OHH 4aCTO 3aHHMAIOT 3HAYH-
TeJbHYIO 4acTb o6beMa xJopomaacra (ra. 3). Hapy:xunie moBepx-
HOCTH -JdaMe/lJIspHEIX MeMOpaH 3a4acTylo IJIOTHO NpUXKATH K Ha-
PYKHBIM TNOBEPXHOCTSIM COCEAHHX JaMeaJaspHeIX MeMmOpaH, HO KO-
JHYeCTBO M pasmepbl obnacted MexxMeMOpaHHBIX KOHTAKTOB H 06-
pasyiomuxcs NPy 3TOM CTONOK MeéMOPaH MOTyT CH/ILHO H3MEHSThCH.

[TonyueHHble Ha TOHKHMX CKOJIaX 3JIEKTPOHHBIE MHKpodoTOorpa-
¢HUH, NOKa3pBawIlle pPacnpoCTPAaHEHHOCTb MeKMeMOpaHHBIX KOH-
TaKTOB, CTaJM yXe NPUBBLIYHBIMU (cM., Hanpumep, Staehelin et al,,
1977). Takue KOHTAaKTHl MeXIy IOBEPXHOCTSMH (POTOCHHTETHYECKHX
MemOpaH HaOGJIOAAIOT KAaK y BHICWIHX DacTeHHH, Tak H Y BOAOPOC-
Jell. OOHAKO KapTHHA TPeXMEPHOH NpPOCTPAaHCTBEHHOH OpraHH3allHu
THAAKOHAHBIX MeMOpaH ropasflo MeHee H3BeCTHa Aaxe HCCJELO0Ba-
TeJs1siM, paboraouium B 06J1acTH ¢GOTOCHHTE3a. B TO XKe Bpems, aHa-
JIH3UPYS OrPOMHOE KOJIM4eCTBO JaHHBIX O MOJIEKYJSPHBIX Xapakre-
PHCTHKaX THIAaKOHAHOH MeMOpaHH H O TeTepOTeHHOCTH pacnpeje-
JIeHHsI €e KOMIIOHEHTOB, HeJb3sl He INPHHTH K BHIBOAY O TOM, UTO
OCOGEHHOCTH «CYNepPCTPYKTYPHI» XJODOIJIACTHHIX MeMOpaH cJelyeT
YVYUTBIBAaTh NPHU HCCJIEAOBAHUH (YHKUHUH THIAKOHIHOH MeMOpaHHL.

CBeleHHSI O NPOCTPAHCTBEHHOM pAacCIOJIOXKEHHH H B3aHMOCBSI3H
THJIAKOUZHEIX MeMOpaH B XJOpONJacTe MOJy4YeHHl U3 Mojesed, mo-
CTPOEHHBIX HAa OCHOBE 3J€KTPOHHO-MHKPOCKOIHYeCKHX (oTorpacdHuu
nocjenoBaTteabHbXx ToHKHX cpe3oB (Paolillo, Falk, 1966; Brangeon,
Mustardy, 1979), 3amopakuBaHuss U TpPaBJeHHd pPelJHUK (CM., Ha-
npumep, Staehelin et al.,, 1977), pesynbraToB ckaHupYIOLleH 3JIEKT-
poHHOH Mukpockonuu (Mustardy, Janossy, 1979). 3tn meroan
JaJMi CXOAHEIE Pe3yabTaThl 00 OCHOBHBIX OCOGEHHOCTSIX NpPOCTpaH-
CTBEHHOH CTPYKTYypbl CTONOK THJIAKOHAHBIX MeMOpaH H O CBA3fX
MexX1y cronkaMi Mem6paH (rpaHamu). OCHOBBI COBPEMEHHBIX Npel-
CTaBJIEHHH O «CYyNepCTPYKType» THJAAaKOHAHBIX MeMOpaH Owlau 3a-
JgoxeHsl emle B pabote (Paolillo, Falk, 1966). Mukpodororpadus
OJHOT'O TOHKOTrO cpe3a meMOpaH XJIOpomnJacTa He MOXKeT JaTb HCTHH-
HOT'O MpEeACTaBJIEHHS O CJOXKHOH TPeXMepHOH apXHTeKType CTOINOK
meM6paH, KaKkoe MOXKHO IOJYYHUTb M3 aHaAJH3a [OCJEeNOBaTeJbHBEIX
ToHKHX cpe30B. [Tonaraior (Paolillo, Falk, 1966), uto MHOXKecTBO
MJIOCKUX MeMOpaH, cJjerka HAaKJ/JAOHEHHBHIX MO OTHOLIEHHIO JAPYyr K
IpYyTy, pacrnoJiaraeTcs HO CHHpaJi Ha HapyXHOH [MOBEPXHOCTH ILH-
JHHAPHYECKOH cepJAlleBUHBI MJOTHOYIIAKOBAHHLIX NHCKOB. [Ipencras-
JSIeTCS, 4TO KaxKjJas H3 CHUPAJbHO yJOXKEHHHX MeMOpaH NpHKpel-
JieHa K JHCKY B CTOIKe, U 32 CUeT 3TOrO NpHKpellJleHHs BHYTpeHHee
IPOCTPAHCTBO 3THX JBYX MeMOpaH OKa3blBaeTcsd HeNPepLIBHBIM.
Coeaunnennst MeMOpaH yCTPOEHHl TaKHM 00pa3oM, 4TO KaxXKIBIH AHCK
CBSI3aH C HECKOJbKHMH CHHPaJbHO YJAOXKEHHHIMH MeMOpaHaMmy,
H KaxKJaasi H3 TeX MeMOpaH CBsi3aHa C HECKOJbKUMH PA3HBIMH AHCKa-
Mu. Cocennne CTONKH MeMmMOpaH, MO-BUAUMOMY, COelHHEHBl Y3KHMH
MOCTHKAMH MeXJy CIHPaJbHO YJOXKEHHHIMH MeMOpaHamH, INpH
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3TOM BHYTpPEHHee NPOCTpaHCTBO MeMOpaH 00pasyeT elHHYHO: Helpe-
pPBIBHYIO noJsiocTh. PaccMatpuBasi IBYMepHYIO KAaPTHHY, KOTOPYIO
JlaeT OJUHOYHHIA TOHKHH Cpe3, MOXKHO NPHHATH NONepeyHOe CeueHHe
IHJUHIPHYECKOH CepALIeBHHBI, HJH CTONKH AHUCKOB, 3a 06JacTb
NpHXKATHIX APYr K Apyry MemOpaH B IpaHe, TOrla Kak CIHPAJbHO
yJI0XeHHble NJIOCKHe MeMOpaHbl M HX CeTuaThie COeNHHEHHs C JIHC-
KaMmu OyAyT-BHIJISAAEeTb KaK He NpHXKaTele APYr K APYry JameJJb
CTPOMBHL.

M3yueHue pa3BUTHSA NPOCTPAHCTBEHHOH ApPXUTEKTYPHl THJIAKOHI-
HelXx MeMOpaH B OHTOreHese xJopomaacroB (Brangeon, Mustardy,
1979) no3BOJIMJIO MOCTPOHTH MOJeNb NOCJeJ0BATENbHOCTH COGHITHI,
BeIYUIHX K ynakoBke MemOpaH B cTONKH. Hekorophle ciaencTus
5TOH MOJeJH HHTEePECHBH C TOUKH 3DEHHs] HHTepIIpeTalldd pe3yJibTa-
TOB OINBITOB MO pacnajly MeMOpaHHBIX CTONOK INPH YMeHbLIEHHH
KOHIleHTpauuxn KaTHOHOB. Ha paHHedl cramuu auddepeHunaunu
NJacTHA THJIakOHIHble MeMOpaHbl HabJI0AIOTCS B BUIE HEMHOrO-
YHUCJEHHBIX CIVIIOLIEHHBIX JaMmesa. B nonyueHHo# TpexMepHOH Mo-
JleJd BHIHbl MHOTOYHCJEHHBIe OTBepcTHs (mepdopauus) B 3THX
n1ockux meMm6paHax. IIpenmosaraercsi, 4To HMEHHO BOKPYr 3THX
OTBEPCTHH HayHHAOT 00pa3oBhIBATbCA TpaHul. CTPYKTypHbE HAaH-
Hble MHTEPIPETHPOBAHE! C/elyIOLIHM obpasom. Kpas kaxporo us
OTBEPCTHH SIBJSIOTCS TOUKaMH pocTa MeMGpaHH, NpHYeM HoBas
THIaKOHAHAaA MmeMOpaHa HapacTaeT H Hal HCXOJIHOH MeMOpaHo#,
1 noxa Hed. Takoe MHOrocsaofiHoe 06pa3oBaHHe CUHTAIOT 3apOAbILIEM
CTONKH MeMOpaH (rpaHbl), a CBSI3H MeXIy COCeIHHUMH OTBEepCTHSA-
MH, obpasywouinecs npu usrubax u NepeKpyuuBaHHU HCXOAHOH «poO-
JHTeJbCKOH» MeMOpaHbl, IPUBOASAT K (POPMHUPOBAHHIO CTONKH MeMO-
paHbl (rpaHBl) C NBIIHBIM OKPYXK€HHeM B BHIe eIHHOH CIHpaJbHO
3aKpy4YeHHOH mnJocko# MeMOpaHul (T. €. UCXOAHOH, POAHTEJNbLCKOH
JamennsipHofi Mem6pannl). Takas eiwHas CHHpanb pacTeT BCe
JaJbllle ¥ Aajblie, H PasBUTHe INPOJOJKAeTCsd A0 TexX Iop, MOKa
BOKPYT KaX/JIOH CTONKH AHUCKOB He o6pasyercsd OT NSATH 10 IECATH
crippaJied, Kaxaas U3 KOTOPHIX BO MHOTHX MeCTax CBsi3aHa C JAHCKa-
MH, T. €. BHYTPEHHee NPOCTPaHCTBO KaxKAOH CIHUPAJIBHO YJOXKEHHOH
MeMOpaHbl HENpephIBHO INEPEeXOAHT BO BHYTpeHHee IIPOCTPAaHCTBO
MHOTOUMCJEHHBIX NHCKOB, H Hao60pOT, BHyTpeHHee IPOCTPAHCTBO
KaXXJO0ro AUCKa HeNpephIBHO CBSI3aHO ¢ BHYTPEHHHM IIPOCTPaHCTBOM
MHOTHX CIHPaJbHO YJOXeHHHBX MeMOpaH.

O6pamaoor Ha ce6s BHUMaHHe JBe OCOOEHHOCTH 3TOH MOJeaH
npouecca o6pa3oBaHus CTOmok MeMOpaH. Bo-nepBbiX, BOZHHKHOBE-
HHe KOHTAaKTOB MeXIy IOBepXHOCTSIMH MeMOpaH paccMaTpuBaeTcs
37eCb KaK IIpollecc pocTa, a He YIAaKOBKH paHee C(OPMHPOBABIUHX-
c1 mem6paH. Bo-BTOpHIX, npelsiaraeMasi HHTeplpeTaldss [NaHHBIX
o3Hagaer, uyTo O6pasoBapmasicsi cronka MemG6GpaH (rpaHa) nocre-
neHHO ob6pacTaeT MHOTOUHC/JEHHBIMH CIIHPAJbHO YJIOXKEHHHIMH MeM6-
PaHaMH, KaXxjas H3 KOTOPHIX BO MHOTHX MeCTax CBf3aHa C JHCKaMH.

24

At ~d ok owEkdroBEaAgEsA

SR

2 1
S’ L




YO
HUe
CTh
bHO
(HC-
1B

1ﬁﬂ-

v
e

BUA
Ta-
HUH
IHHu
To-
MO-
TUX
THX
aH-

H3

fod,
1eM
‘UK~
CpO-
mO-
5HO
)’
BCE
Ka
ATH
'Ka-
HOM
TBO
TBO
30M

eJH
)Be-
TCS
(UX-
1%
MO0-
MH.

TIPEOBPA3OBAHUWE 3HEPI'HHA NPU $OTOCHHTE3E

O6e 3TH OCOGEHHOCTH MOJe/H [0 CyTH CBOeH O3HAyaloT, 4TO CTPYK-
Typa MeMGDaHHBIX CTONOK J0/1KHa OLITh OTHOCHTENBHO CTabH/bHOM,
H ux -obpasoBaHHe $ABJsAeTc B OOJBUIOH CTeNeHH HeoGpPATHMEIM
npoueccoMm. Tem He MeHee [QaBHO H3BeCTHO cooluienue (Izawa,
Good, 1966), MHOrOKpaTHO MOATBEePXKIeHHOEe NOCJEAYIOWUMHU pabo-
TaMH, O TOM, YTO HATHBHbIE KOHTAKThl MexXAy MeMOpaHaMH Hapy-
qUalTCsA, KOUAAa BblAe/eHHble THAAKOHAHbIe MeMOGpaHbl (XJOpomJja-
cThl 6e3 Hapy:XHOH O0OJIOYKH) MOMEUIAalT B CpPely C HH3KOH KOH-
ueHtpauuei conedl. Ha nByMepHbiX KapTuHax MeMOGpaHBl BHITJSAAAT
OO/MBIIUMH H [JOCKHMH, HHOrJa OHHM HEIJIOTHO MONapHO NPHKATH
IPYT K APYry, H He BHAHO HHKAKHX CTPYKTYP, MOXOXKHX Ha CTOMKH
meM6paH (rpaHbl). JlaHHBIE 3JI€KTPOHHOH MHKPOCKOMHH C HCIOJIb-
30BaHHeM MeTOjJa 3aMOpa’KHBAaHUSA — TPABJIEHHS II0KA3LIBAIOT, YTO
NpH pacnajge CTONOK MeMOpaH NPOHCXOAUT PAHAOMH3aLUA paclpe-
JeJeHdsi yacTHll, HabJI0flaeMbIX Ha NMOBePXHOCTAX ckoJsa (Staehelin
et al.,, 1977). Otu ¢akTH, NO-BHAHMOMY, 03HA4yaloT, 4TO B OTCYT-
CTBHE [JOCTaTOYHOrO KOJIHUeCTBA KATHOHOB HCYE3aIOT T€ CHJBI, KO-
TOpBle MOrYT YAep:KHBATb HCKJIOUHTEJIBHO TEKyuylo MeMOpaHy
(cM. HUXKe) B yNOPANOYEHHOH H MOYTH CTATHUYECKOH MPOCTPAHCT-
BeHHOH KOH(QUrypalHud, U B pe3yJabraTte HabjaopgaTcs OeccTpyk-
TypHBIe IJOCKHe MeMOpanbl. Eciu 3ateM cHoBa [00aBHTh COJIH,
TO BO3HHKaeT B3aHMHOe NPHUTSAXKEHHEe JaMe/NJs, H BHOBb (GOpPMHUpY-
joTcsi cronku Mmem6pad. OOGpasoBaHHe MeMOGpaHHBIX CTOMNOK YacTo
IIPOUCXOJHUT CJAYyYaHHO, HO NPHU NOBTOPHOM HX MOSIBJEHHH B pe3y/b-
Tate po6aBjeHHs COJeH BHOBb NOJYyYHBHIASICA CTPYKTYypa OUYEHb
noxoxKa, 1o KpalHeHd Mepe Ha JABYMepHOH KapTHHe, HAa HCXOJHYIO
ctpykTypy (Izawa, Good, 1966). Bosnee toro, npu 3TOM ONATh-TaKu
‘00Hapy:KHUBaeTCA TeTepOreHHOCThb pacnpelesneHus uactuu, HalJa10-
JlaeMBIX Ha MOBEPXHOCTH CKOJIa, MeX]y ydyacTKamMu memO6pad B 006-
JIACTAX MeKMeMOpaHHBIX KOHTAaKTOB H BHe 3THX o6Jsactedl. ITOT
¢axkrt o3HayaeT, YTO OYEHb CJOXKHASA ApPXUTEKTypa THIAKOUIAHBEIX
meMOpaH MOJHOCTBIO PA3BUTOrO XJOpOIJacTta Moxer ObiTh o6pa-
TUMO paspylleHa, TaK YTO MOSBJSIOTCA IJOCKHe MeMOpaHbl, He CBH-
3aHHble APYT C IPYroM, a 3aTeM BHOBb 00pa3ylOTCs HAaTHBHblE MeXK-
meMOpaHHbBle KOHTAaKTHl. OJHAKO THIATEJNbHBIA aHAaJ W3 pacnajga
MeMOpaHHBIX CTONOK INPH YAAaJeHHH KATHOHOB, NPOBeJeHHLHIHd II0
JaHHBIM 3JIEKTPOHHOH MUKPOCKOIIHH C HCNOJb30BaHHEM MeTOLa 3a-
MOpaKUBaHUsA — TPaBJIE€HHs], [10KA3aJ, YTO BOCCTAHOBJIeHHE NOAJMH-
HO HAaTUBHOH CTPYKTYypHl BO3MOXKHO JHIIb A0 TOrO MOMEHTa, KOrja
Hay{HHAIOT PACIIUPATHCS CeTYyaThble COeJHMHEHHUS MeXAYy AHCKaMH H
CIIHPAJbHO YyJIOXKeHHBIMH MeMmOpanamu (Staehelin et al, 1977).

C npoueccom ynakoBku MeMOpaH B CTONKH CBsi3aHa yAHBUTEJb-
Hasi HepaBHOMEPHOCTb pacHpejeseHHss KOMIIOHEHTOB MeMOpaHH
MEXJIYy yuacTKaMH B 06JiacTsX MexXMeMODaHHBIX KOHTAKTOB U BHe
stux objaacreit (ri. 3). [lockoabKy Haxonsilluecs Ha OTHOCHTEJIBHO
60JIbIIOM PaCCTOAHHH APYr OT Apyra (QYHKLHOHAJbHbIE KOMIIJIEKCHI
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JOJIXKHBE OBITh CBSI3aHH B IIpolleccax TPaHCIOPTa 3JIEKTPOHOB H IPO-
TOHOB H IlepeHOca 3Hepruu BO3OyXKIeHHs, CYNepCTPYKTYpPY THJIAKO-
HAHHIX MeMOpaH cJjelyeT pacCMaTpHBaTb KaK BaXKHHIH napamerp
BO MHOrHX npoueccax (pOTOCHHTe3a, ONHCHIBaeMLiX B 3TOH KHHre.
OpHako ¢ camoro HagaJa He06XOLHMO HMETb B BHAY, UTs HH ONHH
H3 (yHAaMeHTaJbHHIX MpOLECCOB (OTOCHHTE3a He OINpelelsercs
BCELleJIO HAJIHYHEM HJIH OTCYTCTBHEM KOHTAKTOB MeXJy THJIaKOHJ-
HeIMH Mem6paHamH. Te MeMOpaHEB, KOTOphle He 06pasylOT CTONOK
B pe3yJbTaTe IE€HETHUYECKUX OCOOEHHOCTEH HJH yMeHblleHHs KOH-
IIEHTPAlMH COJIeH, COXPAHSIOT CBOIO LEJOCTHOCTb M CNOCOGHBI IIO-

IJIOIIaTh CBET, OCYIIECTBJISAITh [EPEHOC 3JIEKTPOHOB H IPOTOHOB,

cuHtesupoBath ATP u BoccranaBnuBath NADP+, mpuueM H3MeHe-
Husl B 50 (PeKTHBHOCTH HJIH CKOPOCTH 3THX IpoueccoB Ju60 BooOie
He HabJ0AalOTCs CHCTEMAaTHYeCKH, JHOO OKaswnBalTCs HeOGOJbIIH-
MH. TeM He MeHee eCThb YKa3aHHs Ha TO, YTO HepaBHOMeEpHOe pac-
npejeseHde NUrMeHT-O€JKOBHIX KOMILIEKCOB, CBsi3aHHOe Cc 00paso-
BaHHEM CTONOK MeMOpaH, sBiasieTci Heo6XOAUMOH OCOOEHHOCTHIO
peryJnsaTOpHbBIX MEXaHH3MOB, ONpelessAlOIuX GaJjJaHC 3HEPrHH BO3-
OyxKAeHHs1 MexXxAy IByMs (GOTOCHCTEMAaMH U TeM caMbiM obecleyn-
BalOIIUX 3¢¢eKTUBHOCTL Ipouecca ¢OTOCHHTe3a Ha cjaaboM CBeTy
(Staehelin, Arntzen, 1983; cm. takxke pasn. I1.b). Cnenyer mnpu-
3HaTh, YTO Ha CErOAHSIIHUN JeHb OCTAaeTCS HENOHSATHBIM, BaXKeH JRr
npouecc o6pa3oBaHUS CTOIOK THUJIAKOUAHBIX MeMOpaH aas ¢oro-
CHHTEe3a B 1leJIOM H KaKHe NpeHMyllecTBa OH [JaeT pacTeHHIO.

b

XVUMHNUYECKHUN COCTAB U OM3MYECKHE CBOVCTBA
THJIAKOMIHON MEMBPAHDI

1
COCTAB MEMBPAH

Ins mem6paH THIAaKOHAOB, KaK H AJS BCexX ApPYrux Guojoruue-
CKHX MeMOpaH, XapakTepHa IBYCJOHHAasi CTPYKTypa, oOpa3oBaHHas
MOJIEKyJIaMH AHauuJAAuriauieposon. [lo-BuaumMoMy, €IHHCTBEHHEHIM
HCKJIIOUeHHeM cpeld Bcex 6uomeMmOpaH siBJseTcs IJla3MaTHUecKas
memOpaHna TepMmoanunoduapHoli apxeob6akrepun Thermoplasma,
npelcrapasiomas co6oi oguH caoi, 06pa30BaHHLIA JHUIHAOM C HO-
auusonpeHouanol uennio CyHse (Langworthy, 1977). Jlunuasl, 06-
pasyioniue JBYCJOHHYI0O MeMOpaHy, $ABJAIOTCS aMbuIaTHYECKHMH
MOJIEKYJIaMH; B COCTaB KaxXJOH W3 HHUX BXOJUT NOJISipHAs TOJIOBKa
U HemoJisipHBle XBOCTHl (auuJybHble Lenu). B nBycaofinot mem6pane
HaxomsATcs OoJsiee 60 pas/HUHBIX MOJIMIENTHAOB, OOJBIIMHCTBO H3
KOTOPHIX SBJSIOTCS KOMIIOHEHTaMH deTblpex OOJbIIMX aM@HIATH-
YeCKHX HHTErpajbHEX Oe/IKOBHIX KOMIIJIEKCOB THIAaKOHAHOH MeMOpa-
Hul. IToMuMoO raHUepoJHNHAOB ABYCJOHHAA THIaKOHAHas MeMOpaHa
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[IPEOBPA3OBAHHUE 3HEPIHUH IIPH ¢OTbCHHTE3E

colepXKHUT 60/iplIOe KOJHUECTBO XJOPOGHIIa, KOHUEHTPALUsA KOTO-
poro pocruraer 90 MM  (paccuutaHo, 4TO 0OBEM THJIAKOMIHOH
memOpaHbl coctaBasier 11 g Ha I moap xnopoduana (Flores et al,,
1983). B oraHuYHMe OT TJIHLEPONHIOHAOB MOJIEKYJaH XJ0podHIIa
[IPOYHO CBSI3aHBI CO CNeUH(PHYECKHMHU IPyNnaMu MeMGpaHHBIX MOJH-
MenTHIO0B. :

B

a. Jlunuaw

[ToMHst O TOM, YTO XJOPOMJAACTHI, NO-BHAHMOMY, HPOH3OWIIH OT
NMpOKapHOTHYEeCKHX opraHusmoB (Whatley et al., 1979), ue crour
YIHBJAATBCA TOMY, YTO COCTAB TJIHLEPOJIHIHAOB ABYCJIOHHOH TH/a-
KOHAHOH MeMOpaHBl CHJIbHO OTJHYAETCA OT COCTaBa APYTHX MeMG-
paH y pactenuil. BecoBoe colep:kaHHe AUHJBHBIX JHIHLOB B THJa-
KOHJAHOH MeMmOpaHe cocraBiser okosao 35Y%. Ilpumepno 70% stux
allM/IbHBIX JIMITHAOB INpPEACTaBJIeHH JBYMS HEOOBLIUHBIMH M CHJIBHO
HEeHACBhILIEHHBIMH T[JIMKOJUNHAAMU, 3TO MOHOTAJaKTO3WIAHAIMIITIH-
uepon (MI'AT) u muranakrosmnpuauunarauuepon (AI'AI). «To-
JIOBKH» 3THUX T[VIMKOJIHIHAOB He HeCyT 3apsjfa, HO HMEIOT MOJSpHEIH
xapaktep. KpoMe Toro, faHHble JUNHABI HEOOBIUHBI HUCKJIIOUHTEILHO
BHICOKHM COJEpKaHHEM IOJIUHEHACHIUIEHHBIX KHPHBIX  KHCJOT
(Quinn, Williams, 1978). CuutaioT, 4TO THJAaKOHAHble MeMOpaHbI
cojepxKaT JHUIb TPU ADPYTHX BHAA AHAUHJAbHBIX JUNHAOB. [IBa u3
HUX — PocdaTUAUATIHLEPON (AHUOHHBIH) U dochaTuauaxonus (6u-
NOJIIPHBIH HMOHHBIA) pacnpocTpaHeHH WIHPOKO, HO CYJAb(QQIHNHI
XJIOPOMNJIACTOB — AHANHACYAbDOXHHOBO3UATIHILEPOS (aHHOHHBIH JH-
nun) ([LCX) moutu Hurge 6osee He BCTpeuaeTCs B MPHUPOJE.

[nuRONMUNUAB THIAKOMAHBIX MeMOpaH XJOPOMJAacTOB HEOOHBIUHEI
B TOM OTHOUIEHHH, YTO OHH He OuUeHb IIHPOKO pacNpOCTPaHEHHl Y
He(OTOCHHTE3UPYIOUIHX OpPraHU3MOB H IOYTH IOJHOCTHIO OTCYTCT-
BYIOT B Tex Mem0paHax, U3yueHHe KOTOPHIX IOCJHYKHUJIO OCHOBOH
dopMupoBaHuss GUOXUMHH MeMmMOpaH (HampHMep, B IJ1a3MaTHYECKHX
meMOpaHax KpacCHBIX KPOBSHBIX KJETOK, B JHCKOBHAHBIX MeMOpa-
HaX HapyXXHBIX CErMEHTOB IaJI0YeK CeTyaTKH, B MeMOpaHax MHeJNHU-
HOBEIX 060JI0u€K, B IJIasMaTHYECKHX MemOpaHnax E. coli). Jlunmuasl
MIAT u OTAT cocraBasitor Gosnee 80% o6mero Koauyectsa Aua-
I[MJIOBBIX JIMMTHAOB CKOJIb3sAlleH TepMOGHUIBHOH (akyabTaTHBHO ¢O-
TOCcHHTe3upywileil 3esneHoit Gakrepuu Chloroflexus auranticus
(Kenyon, 1978) u o6HapyxuBalorcs B OosbuioM KoJaHYecTBe B ¢o-
TOCHHTETHYECKHX MeMOpaHax HeKOTOpHIX LHaHoOaKTepHH, HO, 32 HC-
KJIIOYUEHHEM 3THX CJIyuaeB, BCTPeuyaloTcsl B NPUPOAE PeAKO H JIHIUb
B MaJblX KOJHYeCTBax. DBwmecte ¢ TeM 3TH TJIHMKOJHOHAB HEIb3s
CUMTATb HEOOBIYHBIMH, IOCKOJIbKY, OYAYUH TVIABHBIMH JHANHIbHBIMU
JUNHIAMH B THJAKOHJHBIX MeMOpaHax, OHH TeM CaMbiM SBJSAIOTCA
Haubojiee pPacnpOCTPaHEHHBIMM MOJSIPHBIMH JHALUJIOBBIMH JHIHAA-
mH B 6uoTe (Gounaris, Barber, 1983).
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B Hacrosiee BpeMs BONPOCH O chneuHpuKe (YHKIHOHAJIbHOH
POJIM 3THX JIMIIHIAOB B (DOTOCHHTETHYECKHX MeMOpaHax M B CaMOM
npouecce (OTOCHHTe3a BLI3BIBAIOT 3HAYUTEJbHBIH HHTepec HccJe-
aosarejeil. MI3BecTHBl TPH pasHble, He HCKJIOYalollue APYyr Apyra
NpeANoJIOKEHHS] OTHOCHTENbHO 0Co00H POJH OTAEJbHBIX TJIHKOJIH-
MHAOB, NIPDHYEM aBTODH JBYX H3 HHX HCXOAST M3 THIIOTE3H O cIe-
LH(pHUIECKOH CBA3H 3THX TJIMKOJHUIHIOB C ONpPEIAEJEHHBIMH HHTe-
rpajJibHBIMH KOMIJIEKCAMH NOJHNeNTHAOB B MemOpaHe. OnHO u3
NpeAnoJIOXKeHHH COCTOHT B TOM, YTO CllelH(pHYECKHe MOJIEKYJbl JIH-
NUA0B HYXHB, 4TOOB CTaOHIM3UPOBATHL BCTpPaHBaHHe O€JKOBHIX
KOMIIIEKCOB B AByXxcJofHyI0 Mem6paHy (Dubacq, Tremolieres, 1983;
Sprague et al.,, 1985). Hanpuwmep, noJsararmor, uto KoHycoo6pa3sHas
dopma Moaekyant MI'IT moxer cnoco6CTBOBATH YKpPEIJIEHHIO TOH
4acTH JHNOHAHOro OHCJOs, KOTOpas OKpyxkaeT IJo6yJsipHbie HHTe-
rpajpHble Oeaku B MeMOpaHe xJjoponJgacra (Israelachvili et al.,
1980). IIpyroe mnpeanoJoXxKeHHe COCTOMT B TOM, UYTO CHelHdHye-
CKHe B3aHMOJEHCTBHUSI MeXAY TJHKOJHINHIAMH H MeMOpaHHBIMH
6enkaMU HeOOXOAUMBI, YTOOL ONTHMU3UPOBATh paboTy 3THX 6e/KOB
Kak (epMentoB. K npumepy, B onbiTax o camocOopkKe OKa3biBa-
ercs1, uto MI'IT" Heo6xoZMM 1Jis1 IepeHOCa HEPrHH MeXAY COJIIo-
6MIM3HPOBAHHBIMH XJOPOQHUII-0eNKOBEIMU KOMIIekcaMHu (Siefer-
mamn-Harms et al, 1982), a Takxe AJas akTHBalHH KOMIlJEKca
conpfratuero ¢akropa (Pick et al., 1984). Korma uiger peur O
TAaKOro poja B3auMoOJeHCTBMM MeMOpaHHBIX O€NKOB C alUJbHLIMAH
JunugaMu, oObIYHO MOJaraloT, Yyro AJs1 Hero TpebyeTcs CyLIeCTBO-
BaHHe CTaOWJAbHOH JHNHAHOH OOOJOUYKH BOKPYr IOrPYXKEHHOH B
meMOpaHy uyactu 6efka; BIpOueM, BO3MOXKHO, YTO 3TO YCJIOBHE He
sBJsieTcsl a6COJIIOTHO HeoOXOAHWMBIM. MHorouucjeHHele QakTopHl,
NOJIyyeHHble Ha XOPOIIO H3Y4YEHHBIX CHCTeMax, IPUBOASAT K BHIBOAY
O TOM, YTO HHTerpaJjbHble OesiKH AeHCTBHTEJbHO H3MEHSIOT AHHA-
MHUKY KHAKOTrO JHMHAHOro 6ucios (cm. Hanpumep, Chapman et
al., 1979). Hecmorpss Ha TO uTO BHOCHMBle Oe/JKOM BO3MYILEHUS
ABJSIOTCS OJIM3KOAEHACTBYIOIUMH U He DAaclIpOCTPaHsOTCS AaJblie,
yeM Ha HeCKOJIbKO JHIUAHBIX CJIOEB, BHOJIHE BO3MOXKHO, 4TO B MeMO-
paHe cO CTOJIb BBICOKHM cojepxkaHueM Oenka, Kak THJaKOHAHad,
He OCTaeTcsl HEeBO3MYIIeHHHX JunuaoB. OLHAKO 3TO cHOPMHPOBAB-
lleecss B IIOc/IefiHee AecsATHJAeTHE IIpeACTaBJieHHe O AOJITOXKHByIleH
JUNHIHOH 000JI0YKe, OKpy:Kalolledl HHTerpajbHbie MeMOpaHHbIE
6eJKH ¥ CBsS3aHHOH C HHMH, NO-BUAMUMOMY, He IOATBepIKAaeTrcs
nauaeiMH IMP (Brown et al., 1977, Oldfield et al., 1978; Rice
et al,, 1979). Pesyabrats usmepenuii IMP nokasmsiBaloT, 4To B Te-
yeHHe 100 MKc BCe JuUNUAB NepeMelinBatorcss. Ho naxe 3t naH-
Hble He MOTYT CJYXHTb OCHOBaHHeM AJs OKOHYaTeJbHbIX BBHIBOAOB
06 OTCYTCTBHH yCTOHUYHBBIX JIHIHAHBIX 000/104€K BOKPYT HEKOTODBIX
onpeneseHHHIX OeJKOB B ellle He HCCJeJOBaHHLIX MeMOpDaHHHIX CH-
cTeMax, HapuMep B MeMGpaHax THUJIaKOHAOB. TeM He MeHee, yuH-
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TTPEOBPA3OBAHHUE 3HEPIUM IMPU POTOCHHTEIE

THIBasi MHOXeCTBO yCTaHOBJIEHHBIX (aKTOB, MOXKHO, NO-BHIHMOMY,
NPeAllOJOXKHUTb, 4TO PEe3yJbTaThl HCXOAHBIX ONMBITOB CO CIIHHOBBHIMHU
M (JayopecieHTHHIMH METKAMH, Ha OCHOBe KOTODHIX CJIOXHJIOCH,
npejcTaBjeHHe O AOJTOXKHMBYLIMX JIMIHAHBIX 060JI0YKaX, GBITH HC-
tonkoBaubl HeBepHo (Pink et al., 1984). Takum o6pasom, ¢ oaHOit -
CTOPOHHI, HeJb3sl HCKJIOUHTh CYLLECTBOBAHHMS YCTOHUHMBHIX GeqKOBO-
JUMHAHBIX acCOLHMAaTOB B THJIAKOHAHOH MemOpaHe, HO, C HAPYroi
CTOPOHBI, HeT yOedHTe/NbHBIX [10Ka3aTeNbCTB TOrO, YTO TaKHe acco-
IIHATHl CYIIECTBYIOT B APYTHX MeMOPaHHBIX CHCTeMaX.

TpeTbe NMPEANOJIOKEHHE, Kacalolleecsi CrnelHPUUecKOl posH IJIH-
KOJHIIKUAOB B THJIAKOUAHOH MeMmOpaHe, TakxkKe OCHOBAHO Ha Ipej-
CTaBJeHHH O CTaOUJIbHOH YNAKOBKe JIMIUAOB B ABYCJOHHOH MeMmO-
paHe. B coorBercTBHH. ¢ mpeamosoxkenueMm (Israelachvili et al.,
1980) o koHycooOpa3HOH GOpMe MOJIEKYJ XJOPOIJIACTHOrO JHIHAA
MT' AT cuuTaroT, 9410 3TOT JIHIHA MOXKeT CTabUIH3UPOBATH YUACTKH'
mMeMOpaHbl, HMelonHe HaHOOJbUIYI0 KPUBU3HY, @ UHMCJAO TAKHX ydya-
CTKOB B CTOIKaX THJAKOUAHHIX MeMOpaH oueHb Bequko (Murphy,
1982; Murphy, Woodrow, 1983). Ecau takue cTpyKTypel Ha OCHO--
Be MIT felcTBHTEeNbHO CYIECTBYIOT B HaTHBHBIX MeMmOpaHax
THJA2KOUAOB, TO, YYHTHIBasi H3J/IOXKEHHOe BhIlle O pachaje CTONOK.
THJIaKOUJHBIX MeMOpaH B cpene, oOelHEHHOH KaTHOHAMH, CJaelyeT
CUHUTATD, YTO 3TOT JIMMHUL MOXKET CYUIeCTBOBaTb M B IJIOCKOH ABY-

cJoiiHO# MeMOpaHe.

6. TloaunentTuan

[Toutu Bce HajbHeHllee COAep:KaHUE NAHHOW TIIaBbl OTHOCHTCS.
K OMHWCAHHIO YeThipeX TIJIaBHHIX (PYHKIHOHAJNbHBIX MOJHIENTHAHBIX
KOMIIJIEKCOB B THJIAKOHAHO!I MeMmOpane. Kommiekc dotocucremnr [
COLEP:KUT pEaKIHOHHBIH ILEHTP M CONYTCTBYIOUlHe OelKH, C KOTO-
PHIMH CBSI3aHBI CBeTOCOOHMpaIlHe MOJEeKyJab XJOpoduiia; Kom-
Jekc ¢orocucteMmul Il comepKHUT B JONOJHEHHE K TOMY MOJHIENTH-
Ibl, YIACTBYIOIIHEe B OKHCJEHUH BoAbl. KoMmiekc uutoxpomoB be/f
KaTaJU3UPYeT TPAHCIOPT 3JIEKTPOHOB MeXAy IBYyMs QoTocucte-
MaMH, a KOMIIJIeKC compsrawulero ¢aktopa kartajusupyer obpaso-
Banue ATP. [NonunentuaHbie KOMIOHEHTH YETHIPEX 3THX KOMILIEK-
COB COCTAaBJISIIOT OCHOBHYIO uacTb MeMOpaHHbIX 0eJKOB KakK 110 Mac-
ce, TaK H IO OTHOCHTEJbHOMY MOJIIDHOMY COJAep:KaHuo. B mocie-
AyIOIIUX pa3fenax Mbl PAacCMOTPHM CTPYKTYPY H QPYHKUHIO KaxK-
JOT0O U3 3THX KOMIIJIEKCOB B OT/EJbHOCTH.

KonnuecTBeHHOEe CcOJepXKaHHE TpeX 3JeKTPOH-TPAHCIHOPTHHIX
KOMIIJIEKCOB B TH/JAAKOMAHOH MeMOpaHe 005i3aTebHO HYXKHO 3HATh
JJs TOro, uTOOBl NMOHHMATh, KakKUM 00pPa3oM INPOHUCXOAsLINe B HHUX
npoueccs B3aUMOJEHCTBYIOT M ONpelesslOT MeXaHH3M H KHHETUKY.
IepeHoca 3JIeKTPOHOB. B Hacrosilllee BpeMs SICHO, 4TO He CYILECTBY-
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.€T CTPOr'Or0 CT€XHOMETPHYECKOI'0 COOTHOLIEHHS HH MeXIy CaMHMH
KOMIIJIEKCAMH, HH MEXJY HX KOJHYeCTBOM H CyMMapHHEIM KOJIHYe-
cTBOM usapoduana B MeMOpaHe, KOTOpOe BHIIIOJHAJNOCh OBl AJif
BCeX BYZuB BHICLIHX pacTeHHi u Bojopocsel. TeM He MeHee Hab.0-
JaeTcsl 3aMeyaTesbHOe IOCTOSIHCTBO CTEXHOMETPHUYECKOr0 COOTHO-
AIE€HHS 3JIeKTPOH-TPAHCIOPTHHIX KOMILJIEKCOB B Ipefenax OZHOTO,
Haubosee moApOGHO H3YyueHHOro BHAA Spinacia oleracea L. Ons
AIITHHATa, BBHIPOCUIErO HAa CBETY BHICOKOH HHTEHCHBHOCTH (6oJblle
yeM 600 MkE-M~2.c™!) B IIHPOKOM CII€KTPaJbHOM JHalla30He, OTHO-
LIeHHe KOJIMYeCTBAa 3THUX KOMILJIEKCOB cocraBJjsier moutd 1:1:1,
IpHYeM Ha KaxXJhH KOMILIEKC NPHXOLHTCA OKoJ0 600 MoJekyd
xnopodunna (t. e. cootHowenue 1:1:1:600 Xa) (Graan, Ort,
1984; Whitmarsh, Ort, 1984). BaxXHO OTMETHTb, UTO OTHOCHTEJbLHOE
KOJIHYeCTBO aKTHBHHIX IeHTPOB ¢orocHcTeMul II B xJjopomnacrax
anuHata (1:600 X;a) nmoayueHO B ONBITaX, TIJe KOJHYECTBEHHO
onpenensJiH CIOCOOHOCTb XJIOPONJIAcTOB OKHCJAATH Body (Whit-
marsh, Ort, 1984) uau BoccraHaBiuBaTh NJacToXHHOH ((Qraan,
'Ort, 1984), B TO BpeMs Kak OTHOCHTEJbHOE KOJHYECTBO LEHTPOB
¢otocucreMnul II (oaun mentp Ha 300 uau 400 mMosexkyJs xJaopodu.-
.Jla) OblJIO HAaWneHO O H3MepeHHSIM HHAYIHDPOBAHHOIO CBETOM BOC-
CTAHOBJIEHHS MEePBHYHOTO XHHOHOBOro akuenrtopa Qs (Melis, An-
derson, 1983; Whitmarsh, Ort, 1984) un1u HHAyUHpPOBaHHOro CBe-
TOM OKHCJIEHHS INePBHYHOIO XHHOHOBOrO JOHOpPa 3JIEKTPOHOB Z
(Babcock et al., 1983) B peakunoHHBIX LeHTpax ¢otocuctemn II.
Tloka elle TpyAHO cKa3aThb, ueM OOYyCJIOBJIEHO pacXoXJeHHe INOJy-
‘yeHHBIX pe3yJabTaToB. OQHAKO cJedyeT yKa3aTh Ha OJHO BaxXHoe
-06CTOATENbCTBO: B JBYX PaCCMOTDEHHBLIX CJydasix ONpenefsiyii pas-
JIMYHBbIe BEJHUYHUHBI, H HE HCKJIOUEHO, YTO HMEHHO 3THM H O0BbsCHS-
ercsl o6HapyxKeHHOe npoTHBopeuue. IIpH H3yueHHH CHOCOGHOCTH
OKHCJISITh BOAY HJH BOCCTAaHAaBJHBAaTh INJAaCTOXHHOH (aKTHYECKH
H3MepseTCsl KOJHUECTBO LEHTPOB, cNOCOOHEIX paboraTh HEPHOAH-
‘YeCKH M BO3BpallaThbCsl B HCXOJHOE COCTOSIHHE IO MeHbllell Mepe
pas B CeKyHAy. B TO e BpeMsl B OINHTax, rie perHcTpHPYIOT
obpasoBaHue Qa~ HJIH Z7T, H3MepeHHS INPOBOAATCA (PaKTHYECKH B
-CTallHOHApHBIX YCJOBHAX, M ONpefesseTcs CIOCOOHOCTb HeHTPa XO-
Ts1 OBl OJHaXKAH NepedTH B COOTBETCTBYIOIlee COCTOsIHHe. Boamoxk-
HO, B IIEPBOM CJly4ae H3MepsieTc KOJIHYeCTBO aKTHBHHIX IEHTPOB
«¢porocucreMsl II, BBIAENAIOLUMX KHUCJOPOX, TOrAa Kak BO BTOPOM
cJydae B JONOJIHEHHE K HHM PErHCTPHUPYIOTCA MU Te LUEHTPH, KOTO-
phie He CITOCOOHE K HelPpepPEIBHOMY BBHIIEJEHHIO KHcJaopoaa. B poau
TaKHX LEHTPOB C HHU3KOH aKTHBHOCTBIO MOTYT BBICTYNAaTb LEHTPHI,
.ellle He BEepPHYBLIHECSd B HCXOJHOE COCTOSIHHE HJH He I[0JIHOCTBIO
pasBHBIIHMecS UeHTPH. JleficTBHTeNbHO, B HefaBHel pabore (Graan,
Ort, 1986) mnokas3aHO, YTO HEKOTOphle H3 UeHTPOB ¢oTocHcTeMbl Il
+CIIOCOOHBI OKHCJIATH BOAY, HO He MOTYT BOCCTaHaBJHBAaTb IJacToO-
XHHOH; 3TH IEeHTPH CNOCOOHE K MHOTOKPAaTHBIM (hOTONpEBpAIlEHHSIM
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MPEOBPA3OBAHHUE 3HEPIMH MPH ®QTOCHHTE3E

JUlIb B TIPHCYTCTBHH I'aJIOTeHH3HPOBAHHBIX XHHOHOBHIX aKIIeNTOPOB.

B aByx He3aBucHMHX pabortax (Strotmann et al., 1973; Frash
et al, 1980) nokasaHO, uto B MeMOpaHaX XJOPOIJACTOB LIMHHATA
Ha OJHH KOMILJIEKC CONpsAramollero @akropa IPHXOLHTCA OKOJO
850 mosiekyn xJsopoduiana. [TonyuyeHHble HX aBTOpaMH OILEHKH OC-
HOBaHHl HAa CTEXHOMETPHHU CyObelHHHUI, conpsraiouero Gakropa aqpe;
B TO e BpeMsi HOBBbI€ OMBITHl CBHAETEJNBbCTBYIOT B IOJIb3y CTEXHO-
meTpud asfs (pasa. VII). YuurteiBass 3ty nonpaBky, MmoJiyyaem, 4To-
Ha OJMH KOMIIJIEKC COmpsAramonero ¢akropa NIPHXOAHTCH OKOJO
1100 Mousekya xJsopoduiaa, T. e. B MemOpaHe NPHCYTCTBYeT 4yTh.
Goanite uem 0,5 compsramomero ¢bakropa B pacueTe Ha 3JEKTPOH-
TPAHCIIOPTHYIO «€IHHHILY».

B. Yraesonbl

YrieBoasl OOBHIYHO PACCMATPHUBAIOT KAK TPETHH KJacc MOJIEKYJ,
BCTpeuawmuxcsi B OuosorunyeckHx MmemOpanax. OHM HHKOrZa He
HaxoasTcsd B MeMOpaHax B ¢cBOOOJHOM BHJE, HO BCerga KOBaJeHTHO-
cBsiI3aHbl ¢ MeMOpaHHBIMH GellKaMH HJH JUNHAAMH, [IPUYEM YTJ/eBO-
Jbl BCErja HAaxXOASITCH HA NOBepXHOCTH MeMOpaH, a He B ee THADO-
¢dobuo#t (aze. XmopomnaacTHele MeMOpaHbl THJIAKOHIOB COLEpKAT
60JbIIOe KOJHYECTBO yIyieBOAOB 0/1arofapst BHICOKOMY COJAepKaHHUIO:
TIMKONMHOUAOB. B To XKe BpeMsi B 3Tux MeMmOpaHax, Mo-BHAMUMOMY,
Het raukonporeuHoB (Keegstra, Cline, 1982). -

2
OH3NYECKHE CBOVMICTBA MEMBPAH

XapakTepHO#t OCOOEHHOCTBIO THJIAKOHUAHHIX MeMOpaH npu ¢u-
3HOJIOTHUYECKHX 3HaueHHsX pH sABJAsercs WX OTPHIATENbHBIH IO~
BepXHOCTHHH 3apsid. [losaramoTr, 4TO NPHCYTCTBHE 3apsAgoB, QHK-
CHPOBAaHHHIX Ha oO0enHX MOBEPXHOCTAX THJAAKOUJHOH MeMOpaHH,.
NPUBOJUT K MOBBHIIIEHHIO KOHIUEHTPALUH [IPOTHBONOJOXKHO 3apsKeH-
HBIX HOHOB (KaTHOHOB) B HeNOCpeACTBeHHO! OJH30CTH OT MOBepX-
HocTH MeM6paHwl (Barber, 1980). B ugeannHoM cayuae 3/ekTpu-
YeCKHH I[OTeHIIHaJ, CO3JAIIIHH 3TOT AHQOY3HBIH CJA0H NPOTUBO-
HOHOB BOJIM3M MeMOGpaHB, YMeHbLIaeTCsi IO 3KCIOHEHIHAJbHOMY"
3aKOHY NIpH yAajJeHHH OT MeMOpaHnl. ToT ¢akT, uTo THJIAKOHIHBIE
MeMOpaHE He ONHCHIBAIOTCA 3TOH HIeaJM3UPOBAHHOM MOIEJBIO,
noxKaJgay#H, sipue BCero MpOfBJSETCA B TOM, CKOJb BeJHK pasbpoc:
3HAaYeHHH MOBEPXHOCTHOH IJIOTHOCTH 3apSAAOB, IMOJYYEHHBIX pas-
HEIMH aBTOPaMH HAa OCHOBe H3MEpEeHHI W PacueTOB B paMKax 3JIEKT-
pocraTHueckoi TeopuH. IlosyueHHble 3HAYEHHS IJIOTHOCTH 3apsL0B:
Ha Hapy:XKHOH NOBEPXHOCTH MeMOpaHb TH/IaKOHAA COCTABJAIOT OT
—0,005 go —0,035 Kn-M~% npu ueiirpaiabunix pH (Barber, 1980).
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HecmoTpss Ha TPYAHOCTH AaJeKBAaTHOTO OIIHCAHHUS M KOJHYECT-
BEHHOro OIIpejiesIeHHsl NOBEPXHOCTHOH IJIOTHOCTH 3apsifioB HA THJa-
KOWAHOH MeMOpaHe, ICHO, 4YTO NOBEPXHOCTHBIE MOTEHLHAJbl H He-
©JHOPOAHOCTE B pacnpelesieHHH 3apsfoB Ha MemOpaHe HrpaoT
BaXKHYI0O pPOJIb B HEKOTOPHIX (YHKUHOHAJbHBIX aclnekTax (HOTOCHH-
tTe3a. UTo kKacaercs CTPYKTypbl THJAKOHAHBHIX MeMOGpaH, OcOGeHHO
HHTEepeCHa pOJib TIOBEPXHOCTHBIX 3apsfAOB B Ipolecce YKJIAIKH
MeMmOpaH B cronkd. CUHTalOT, YTO B3aHMHOe INPUTSXKEHHE IOBEPX-
HOCTeH IBYX THJIAKOHAHHIX MemOpaH B GOJbLIOH cTeneHH O6YCJOB-
JIeHO BaHepBaaJbCOBHIMH CH/AaMH, AEHCTBYIOIUMH MexXay MeMO-
paHHbiMH Oenkamu (Barber et al., 1977). Onmako ManoBepoOsiTHO,
yTOOBl 3JIEKTPOCTATHUECKOE 3KPAHHpPOBaHHe 3apsaloB AHPPy3HBIM
cJ10eM IPOTHBOHOHOB MOIJIO caMO N0 cebe CBeCTH K HYJIO CHJHL
OTTaJKUBaHUA, NEeHCTBYOLIHe MeXAy (PHKCHPOBAHHBIMH 3apsigaMu
(Sculley et al., 1980) u Tem cambiM obecneunTb TecHOe cOMHXKeHHE
noBepxHocTell cocegHux wMemOpaH, HabawogaeMoe B rpaHax [Ha
paccrosauu 4 um]. (Nir, Peas, 1973) Kakum Xe nyrem mocTuraer-
CA HM3Kasli NJOTHOCTb NOBEPXHOCTHHIX 3aps/0B, HeoOxoaumas AJIs
TTOTr0, -uTO6bl JOMUHUDYIOUIMMH CTaJH BaHAePBAaJbCOBBHl CHJIBI NPH-
Ts:KeHUsA? OODBACHUTL 3TO MOXKHO, HCXOAS H3 CJELYIOUIHX Mpexro-
JIOXKeHUH: 1160 KaTHOHBl B3aHMOJEHCTBYIOT C OTPHUIAaTeJbHbHIMH 3a-
 psiAaMH_-Ha [OBEPXHOCTH U 00pa3yioT COJH B peakuuu ¢ GHHUKCHPO-
.BaHHbIMH 3apsiamu (Duniec et al., 1981), nubo yacruubl, Hecyuiye
Ha cefe oTpuUaTe/]bHble 3apsAbl BLICOKOH MJOTHOCTH, HAOJMKHEI
NpeuMyllleCTBEHHO YIanATbCd U3 00JacTu MexXMeMOpaHHHIX KOH-
takToB (Barber, 1980). XapaktepHO#i 0COO6eHHOCTBIO O6OHX 3THX
MeXaHH3MOB SsBJfeTcs BaXHas pOJib KaTHOHOB B 3KPaHHPOBAHUU
IIOBEPXHOCTHHIX 3apsiJOB.

MHorue ¢akThl YKaspBalOT Ha TO, YTO AJs 06pa3oBaHHUs CTOMOK
meMOpaH Heo6XOAMM cBeTOCOOHpaIOMIUM NMHrMeHT-0eJIKOBHIH KOMII-
Jekc -porocucreMsl II. Takum o6pa3oMm, B COOTBETCTBHUH C TOJIBKO
4TO PACCMOTPEHHBIMH NPEANOJIOXKEHUSIMH O TOM, KaKHe CHJBl oIpe-
JeJII0T yIaKOBKYy MeMOpaH B CTONKH, MOXKHO IoJaraTh, 4T0O HMEHHO
komisieke CCK-II obecneunBaer Heo6XOnMMOe paBHOBECHE MeXIY
cuJaMHU OTTAJIKMBaHHs (DHKCHPOBAHHBIX OTpPHUATEJbHBIX 3apsfoB H
BaHAEepBaaJIbCOBLIMHM CHJIaMH MPUTSAXKEHUS, H, TaKUM o0pas3oM, OX-
'HOTO 3JIeKTPOCTATHYECKOT0 3KPAaHHUPOBAHHS (PHKCHPOBAHHBIX OTPH-
IaTe/IbHBIX 3apAJOB OKas3biBaeTcsi JOCTATOYHO AJisi TOro, 4TOOHI
BaH[epBaaJbCOBbl CHJB CTanu mnpeobaafatromuMu. OnelTel o ca-

:Moc6opke MeMOpaH NOKAa3HBAlOT, YyTO NY3bIPbKH H3 GochaTHAKI-

XOJIHHa, He CBfA3bIBAIOIHecs Mexay coboil Aaxe B MNPHCYTCTBHH
KaTHOHOB, HAUHHAIOT CJAMNATHCA NPHU BCTPAUBAHHM B HUX KOMILJIeK-
«ca ‘CCK-II (Mullet, Arntzen, 1980). [danee, B Hacrosillee BpeMs
'AICHO, YTO JOCTYNMHBIA C NOBEPXHOCTH MeMOGpaHBl CErMEHT MNOJHIeIN-
tuanod uenu kommiaekca CCK-1I, Heo6xomuMbili [AJsi YIAaKOBKH
MeM6paH B CTONKH IIOJA JeHCTBHEM KaTHOHOB, MOXKET, KpOMe TOro,
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'C JKHDHBIMH KHCJOTaMH TIVIHLEpPOJHIHAOB,
(Fato et al., 1984). B Mem0paHax THJIaKOHIOB LIMHHATA AKTHBHbIE

[IPEOBPA3OBAHUE 3HEPTHUU [IPU ®OTOCHHTEIE

npereprnesatb Qocdopunuposanue (Barber, 1982). Pocdopuaunpo-
BaHHE YBEJHYHBAET [JOTHOCTb OTPHIATEJNbHEIX 3apAN0OB Ha MOBEpX-
HOCTH MeMOpaHbl; 3/J€KTPOCTATHYECKOEe SKPAHHPOBAHHE CTAHOBHTCSA
yXKe He JOCTAaTOYHHM, H 00pa30oBaHHe CTONOK MeMOpaH 3aTpPyAHSeET-
cid. Moaudukauus 3TOH MOJAeJNH B3aUMOIEHCTBHS MeMOpaH COCTOHT
B TOM, YTO IHUTMeHT-0€/KOBHE KOMIIJIEKCHl, HIpaloliHe IJVIaBHYIO
poJib B CJAHIAHHH MeMOpaH, JIOKaJH30BaHB B OTAEJNbHHX YacCTHLAX
pasmMepoM 8 HM H He 00pasylOT TeCHOH CBS3H C LieHTpaMH ¢oTo-
cucremsl II (Staehelin, Dewit, 1984).

HckawoyntesbHO 60JbllIOe COAEpKAHHE HEHACHILEHHBIX XKUPHBIX
KHMCJIOT B IVIHLEPOJHIHAAX THJIAKOHAHLIX MeMOpaH B 3HAUHTE.bHOIi
cTeneHH OOYCJOBJHBAET BHICOKYIO TEeKy4yeCTh 3THX MeMOpaH B OT-
HOCHTE/JbHO ILIHPOKOM J[Hama3oHe TeMIleparyp. [JHKOMHIHABI, KO-
JIHYeCTBO KOTOPHIX BEJHKO B THJAKOHAHOH MeMOpaHe, OCTAaOTCA
B KMAKOM COCTOSHHH JaKe I[PH HECKOJNbKHX HeCsiTKax IpaaycoB
HHXKe HyJs. YAHBHTE/JIbHO, YTO B MeMOpaHax THJIAKOHIOB MHOIHX
BHAOB pacTeHU# MeToAOM AH(¢epeHIHAJbHOH CKaHUpYIOLleH KaJjo-
pPUMETPHH YAaeTcs 3aperHcTpHpPOBaThb OOpaTHMble IHAOTEpMHUYECKHe
nepexojbl, KOTOpble MOYTH HaBepHsAKA OOYyCJaOBJeHH (a30BHIMH Ie-
pexoaaMu rauuepoaunuaoB (Raison, Wright, 1983; Low et al,
1984). Xapakrep nepexodoB YykKa3niBaeT Ha TO, 4YTO B HHX OOBIYHO
y4acTByeT JHIIb Masasd goas (ot 5 mo 10%) or obumero Ko.Hye-
CTBa TVIHLEPOJHIHAOB. JHAOTEPMHUUECKHH IIpPOLIeCC, BEepPOATHO, Mpel-
cTaBJsieT co0oil C/JHIaHHe MOJEKYJ JHIHLOB, HMEIOUIHX BHICOKYIO
TOUYKY MJIaBJIeHHs], B HeOOJiblllie KOMOYKH reJ/isi, OKpYXKeHHbIe, MoJe-
KyJaMH JIHIHAOB B XKHUJAKOKPHCTAJJIHYECKOH (ase; TakOoH Iepexon
yacTO HasbiBaloT pasjeneHueM ¢as. [losmaralor, uro ruuueposunuj,
HMEIOLIHH BHICOKYIO TOYKY IJIaBJeHHS H OOycJOBJIMBAIOUIHH pa3sie-
JeHue a3 npu TeMmepartypax Bhrile 0°, —35TO AHNAIBMHTOMJIGOC-
(aTUAUATIULEPOJ; CUHTAIOT, YTO OH MOKeT BHI3BIBATb 3aTBepe-
BaHHe HeOOJIbIIOro KOJUYECTBA JIUIKAOB, KOTOphle B €r0 OTCYTCTBHE
HMEIOT HH3KyI0 TeMmiepaTypy muiaBseHHs (Raison, Wright, 1983).

He tosbko mpupoRa r/auuepoJunuios, o6pasyloumux OHCIOH, HO
u apyrue ¢GakKTOpbl TaKXe MOTYT BJHSATH Ha OOLIYyI TeKyd4ecTb
meMmOpatnl. MHTerpanbHeie MemMOpaHHble Oe/qKH H3MEHAIOT AHHAMH-
Ky XKHAKOrO JIMMHAHOrO OHCJO0S, MNOHHKAKIOT TeKyuecTb MeMOpaHH
M0 Mepe yMeHbLIEHHS OTHOWIeHHs Jaunui/6enok. B camom gede,
rpaHajibHble YYaCTKH TH/JAAKOHAOB KaXyTCS MeHee TeKyUHMH, H OT-
HollleHHe JHNKHA/0eJOK B HHX HHXKe, YeM B THJaKOHAax BHe 006Ja-
creli mexxmeMGpaHHbIX KOHTakToB (Murphy, Woodrow, 1983; Gou-
naris et al., 1983): [IpoTHBONO/MOKHYIO TEHAEHLUHIO OTPaKaIOT AaH-
Hbleé O TOM, YTO XHHOHHI C AJHUHHOH H3OMPEHOUIAHOH lenblo, Xapak-
TepHbie AJsi MeMOpaH, 3anacalollUX 3HEPrHio, YBeJIHUHUBAIOT TEKY-
yecTb MeMOpaHbl, 4TO 00YCJIOB/IEHO YepeJOBAHHEM MOJIEKYJ XHHOHOB

obpasyolux 6HCJIOH
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MOJIeKYJIH, BXOJslliye B IIJJACTOXHHOHOBBIE MyJ, HPHCYTCIBYWOT B
KOHIeHTpalHH OkoJo 1 MM [H3 orTHOmleHHs ] MoJsiekysa NJjacTro-
xHHOHa Ha 100 Monekya xJjopoduana (Graan, Ort, 1984) 1 o6bvema
THJIaKOHAHOH MeMOpaHn 11 g Ha 1 Moab xaopoduana (Flores et
al., 1983)]; KoHUeHTpaUHA IJAaCTOXHHOHA B YIJIEBOLOPOAHOH (hase
MeMOpaHu-MOXeT B 2—3 pasa NpeBHIllaTh 3Ty BeJHYHHY.
IlponnuaeMocTb THIAKOHAHBIX MeMOpaH [Jsi HEOPraHHYECKHX
HOHOB HMeeT BajKHOe 3HaueHHe, NOCKOJIbKY IepeHoc HOHOB obecle-
yuBaeT KOMIIEHCAUHI0 3apsA0B IPH NOIVIOLIEHHH [POTOHOB, OHa
HMeeT BaXKHOe 3HaueHHe H I/ JAPYTHX NPOLECCOB, HAalpUMep pery-
JSALHH akTHBHOCTH ¢epMeHTOB B cTpoMe. IIpoHHIaeMocTh THJIAKO-
HIHBIX MeMOpaH AJs 6oJsiee KPYNHEIX MOJIEKYJ, HallpHMep AJs TIJio-
KO3bl HJH Pa3/IMYHHIX yIVIeBOAOB, 00pasylolLIUXCs B KayecTBe Ipo-
MeXYTOYHBIX IPOLYKTOB B BOCCTaHOBHTeJbHOM Lukae CQOjp Takxke
HMeeT BajKHOe 3HayeHHe s GHOXHMHYECKHX IpoueccoB. Membpa-
HH THJIaKOHJO0B HeOOOCHOBAaHHO CUYHTAlOTCA HeOOLIYHO JIErKO MNpo-
HHIlaeMbl [Jisi PacTBOPEHHBIX MOJIEKYJ 10 CPaBHEHHIO C JAPYTHMHU
6uosoruyeckuMu MemOpanamu. [IoMHMO Tex cjayuaeB, KOrza BHICO-
Kasl NpOHHLaeMOCTb MeMOpaHbl Obiia o00ycJaoBJieHa NpouenypoiH
BBbIACJEHHA HJH Nocjelyioued paboTel ¢ BhJeJeHHHIMH MeMOpaHa-
MH (HanpuMep, 3aMOpaxKHBaHHeEM), ClelyeT HMETb B BHAY, YTO Npel-
CTABJIEHHE O JIEFKOH IPOHHIIaeMOCTH MeMOpaH cKJaajkiBajoch 6e3
yyeTa TOro OGCTOSTENbCTBA, UTO OTHOLIEHHE MJOLIaJH NOBEPXHOCTH
MeM6OpaHBl K 060beMy 3aKJIIOUEHHOH BHYTPH Hee BOAHOH ¢a3w Tuja-
KOHJ0B HeOObIYalHO BEJHKO, H, KPOMe TOro, THJaKOHAHble MeMOpa-
Hbl JeHCTBHTENbLHO XOPOIUO NPOHHLAEMBl AJS OZHOrO (PH3HOJOTHYe-
CKH BaXXHOro aHuoHa, a umenHo Cl—. O6beM BoaHOH ¢a3kl, 3aK.JII0-
YeHHOH B THJIAKOMAHBIX MeMOpaHax IINHHATa, CYCIeHIHPOBAaHHbIX
B cpele ¢ ocmoasipHocthio 0,1, moutn paBen o6bemy caMoil THJa-
KOHIHOH MeMOpaHB, T. €. OKoao 11 s Ha 1 Moap xJopoduiia
(Flores et al., 1983). Cyxnsi no cpaBHUTeNbHHIM MHKpOdoTorpadHusm
XJIOponJaacToB in situ, NoJy4eHHBIM C MOMONMIBIO 3JEKTPOHHOTO MHK-
pockona (cM., Hanpumep, Nir, Pease, 1973), o6bem BoAHOH (a3nl
B 3TOM cJly4ae MOXKET COCTaBJATb BCEro JIHIIbL II0JJOBHHY 00beMa
THAAaKOUAHOH MemOGpaHmu. Ilnomaznp MemOpaHBI THIaKouAa B pac-
yeTe Ha OJHY H3 ee NMOBepPXHOCTeH paBHa npumepHo 1,85-10° M2 Ha
1 moap xaopopuana (Thomas et al., 1956; Flores et al., 1983);
NO3TOMY OTHOLIEHHEe IJIOIAAH ee NMOBEDPXHOCTH K BHyTpPeHHeMy 00b-
eMy HeCpPaBHEHHO BHILIE, YeM B JAPYFHX XODOMIO H3y4eHHHX O0HOJO-
rHyeckHx Mem6panax (K npumepy, B NJ1a3sMaTHUeCKHX MeMmOpaHax
KPAaCHBIX KPOBSIHBIX KJIETOK, B MHTOXOHJDHaJbHHIX MeMOpaHax HJIn
B OJHOJaMeJJISPHHX JICHTHHOBHIX ny3elpbkax). K3-sa sroro pas-
JIHYHS TPYAHO NOJYYHTb KaKylo-1H60 HH(}OpMAaIHIO, HEMOCPEACTBEH-
HO CpaBHHMBas H3MepPEeHHOe Ha CTOJb pas3HbX MeMOpaHax BpeMs
YCTaHOBJIeHHS PaBHOBECHLIX KOHLEHTPaLHi MOJIEKYJl, NPOHHUKAIOIHX
CKBG3b 3TH MeMG6panbl. CpaBHeHHe KaXXyUlHXcS KO3¢¢HUHeHTOB
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[IPEOFPA3OBAHHE SHEPIUM TTPH G®OTOCHHTESE

IPOHHIAEMOCTH NOKA3LIBAET, 4TO-NPOBOJHMOCTb THAAKOHAHHX MeMG-
paH A1s GOJIbHUIHHCTBa HEOPraHHYECKHX HOHOB H OPFraHHUECKHX Me-
TaGOMHTOB HEJb3S CYHTATh HeOOLIYHO BHICOKOH. Tak, Hampumep,
k03¢ QHIHEHT NPOHHUAEMOCTH THJAKOHAHOH MeMOGpaHHW paBeH IO
oLeHKaM 1711 caxaposh 4,1-10~!: cm-c~! (Flores et al., 1983), a aas
uonoB Nat 3-108 cm-c~! (Barber, 1972). dasa apyrux Tunos memG-
paH MoJiy4eHbl 3HaUYeHHs KO3 (PHLUHEHTOB NPOHHIAeMOCTH OT 2-10-10
10 2-10—! cmec™! nns caxaposm M oT 5:10~¢ mo 5-10-19 cm-c~! ans
uonoB Nat (Jain, Wagner, 1980). Takum 06pasoM xapakKTepHCTHKH
TIPOHUII2eMOCTH MeMOpaHH THIAKOHLOB NONAajalOT B AHANA30H 3HA-
yeHHH, THNHYHBIX [ OHoJorHyecknx MemOpan. OgHako nmpoBOAH-
MOCTh THJIAKOHJHHIX MeMOpaH Aast HoHoB Cl~ okasbiBaercs HeoObiy-
HO BHICOKA, MO KpailHeil Mepe B CPaBHEHHH C NPOBOJHMOCTBbIO ApY-
rux 3Hepronpeobpasynomux Mem6paH. CyliecTByeT NpPeaNooKeHHe
O TOM, 4YTO B MeMOpaHe TH/IAKOHAA CYILECTBYeT HEKHIl IepPeHOCYHK
wonoB Cl— (Vambutas, Schechter, 1983), onHako 310 elie He Aoka-
3aHo. .

B

PACITIPEOJEJIEHHUE KOMIIOHEHTOB B THUJ/IAKOUIHOM
MEMBPAHE

1
TPAHCMEMBPAHHAA ACMMMETPHA

Hackonpko Ham H3BeCTHO, TpaHcMeMOpaHHas acHMMETDPHS HH-
TerpajbHHX 6eJKOB B HAaTHBHHIX OHOJIOrHYeCKHX MeMOpaHax SIBJsA-
ercsd abCOJIIOTHOH. DTO 3HAYHT, UTO OPHEHTALHSA BCeX MOJIEKYJ AaH-
goro Gesika B MeMOpaHe BcerJa OAHa u Ta Xe. Takoe eauHooOpasue
OpHUEHTAllHH MOXKHO MpeAcKasaTh, HCXOAsS H3 MNOCTYJHPOBaHHOTO
MeXaHH3Ma BCTPaHBaHHSA MOJHMNENTHAO0B B MeMOpaHy mpu Hx c6op-
ke (Sabatini et al.,, 1982). Takasa xe acuMMeTpHs AOJKHaA, Oye-
BHAHO, HabJjwJaTbCd H B cCJayyae (OTOCHHTETHYECKHX MeMOpaH;
MHOrOYHCJIEHHble 3KCIIepHMEHTaJIbHble JaHHble MOATBEPIKAAIT 3TO
apenmnonoxenne. AcumMmerpusi O6uosoruueckux Mmem6paH Boo6lUie H
¢oTocHHTeTHUECKHX MeMOpaH B HacCTHOCTH CO3JaeT CTPYKTYPHYIO
OCHOBY JJIsT HalpaBJIeHHOr0 (BEKTOPHOro) (PyHKUHOHHPOBAHHUA (O-
TOCHHTeTHYeCKO# MeMOpaHul Npu npeo6pa3oBaHHH CBETOBOH 3HEPIHH.

Pacnpenesnenne pas/qHUYHBIX AHAUHJIbHBIX JHIHAOB MeXIy BHYT-
PEeHHHM M HAaDYXXKHHIM CJOeM [ABYCJOHHOH THJIAKOHAHOH MeMOpaHH
TaKKe acHMMETPHYHO, HO 3Ta aCHMMETPHUA He abCOJIIOTHA; HHHMH
CJ0OBaMHM, KaxKIAbI H3 JIHIHAOB MPHCYTCTBYET H B TOM H B ADYrOM
cJoe, HO B pa3HBIX KoJiHuecTBax. HecMOTpsa Ha pasHoriacHs MeXay
HCCJIeJOBATEJIIMH N0 HEKOTOPHIM BOMPOCaM, MOXKHO CGHOPMYJIHRPO-
8aTb OGHIeNpHHATHIE NPECTABJ/EHHS O BaXXHHX KaueCTBEHHBIX 0CO-
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GeHHOCTSIX pacHpefiesIeHHs JIHNMHAOB MeXAYy CJHOSIMH MeMGpaHh.
CuHTaT, YTO BHYTPEHHHH CJIOH conep:KHUT 60jee NMOMOBHHH AHMAIllH-
JbHBIX JIHIIHAOB THJAAKOHAHOH MeMOpaHB H o6orallleH JHIHIAMH
MI'IT' u OCX. HanoMHHM O NpeAnoJIOXKeHHH OTHOCHTEJbHO yya-
ctia MIIT' B crabuiu3auun BHYTPeHHero paanmyca MeMOpaHbl Ha
usru6ax c HauboJblled KPHBH3HOH: 3/eChb yiKe MNoapasyMmeBaercs,
YTO BHYTPEHHHH cJIoOH MeMOpaHH oborallleH 3THM JUNUAOM. Hapyx-
HbIH CJIOH ABYCJIOHHOH MeMOpaHBl, MO-BHAMMOMY, COAEpPXKHT 6oJjee
NOJIOBHHHl BCEro KoJaudectBa ¢ochaTuauarauleposa, Toria Kak
aunud AI'AT oTHOCHTeIbHO paBHOMEPHO paclpejeseH Mexay CJOs-
MH MeMOpaHH.

2
JIATEPAJIbHASl ACUMMETPH4

CymecTBoBaHHe JlaTepasIbHOH acHMMETPHH B paclpeleseHHR
KOMIIOHEHTOB THJIaKOUJHOH MeMOpaHBl MHpPOSIBJASIETCS B DPa3JHYHOM
apxuTeKkType MeM6paH B 006sacTiX MeXMeMOpDaHHBIX KOHTAaKTOB H
BHe 3THX obsacreit. ITo cyru nena, nmpeacraBiieHHe O TOM, YTO aCHM-
MeTPHYHOe pacnpefieleHHe HEKOTOPHIX KOMIIOHEHTOB MeMGpaHEl He-
06x0nuMO 115 0O6pa3oBaHUA CTONOK MeM6paH, CBSi3aHO ¢ INpearno-
JlaraeMo#l poJiblI0 OTHeJbHBIX JHUIHAOB B CTaOHIH3aLHH CHJIBHO HC-
KPHBJIEHHBIX KPaeBBIX YUaCTKOB IpaHajbHHIX AHCKOB H ¢ Heo06Xxo-
JHMOCTbIO yIaJIHTh OesIKOBble KOMIIJIEKCH, HEeCYLIHe TOBEPXHOCTHBIR
3apsil. BHICOKOH IIJIOTHOCTH, H3 oO6JacTtedi MeXMeMOpaHHBIX KOH-
TAaKTOB.

Mem6paHnl, ynakoBaHHBE B CTONKH, XapaKTEPH3YIOTCA MEHbUIHM
COlepIKaHHeM JIMIHAOB IO OTHOUIEHHIO K XJOpoduany uaum O6enky.
Hab6nwonaercs 3amerHass JaTepajbHasi aCHMMETPHSI B pacnpejeJe-
HUH AHauuJbHBIX JunuioB (Grounaris et al., 1983). Xora npunsto
CUHTaTh, YTO COCTAB OHAUMJBHBIX JHIOHAOB B 06JacTAX MexmeMG-
paHHBIX KOHTAaKTOB H BHe 3THX obJacTefl pasjuueH, NO-BHAHMOMY,
pe3yJbTaThl TaKHX ONBITOB 3aBUCAT OT TOro, KakuM cnocobom ¢pak-
LHOHHPOBaJH MeMOpaHBl. TeM He MeHee C 3THM COTVIaCYIOTCsl JaHHbIE,
4TO MeMOpaHbl, YIaKOBaHHEIE B CTONKH, OOelHEHHB IO CPaBHEHHIO
¢ HeppaKUHOHHPOBAHHHIMH THJIAKOHJAaMH [IBYMS OCHOBHBHIMH [Ha-
IHJIbHHIMH JIHIHAAMH THIAKOWAHBIX MeMO6pan — MI'OI' w ATIT.

H3BecTHO MHOro He3aBHCHMHIX (DAaKTOB, CBHAETEJNbCTBYIOIIHX O
TOM, YTO KOMIIJIeKCH ¢otocucteMsl I u II Haxomarcs B pasHuX 06-
Jactax MeMb6panst (Anderson, 1982; Andersson, Haehnel, 1982;
Haehnel, 1984; Vallon et al.,, 1985). 310 npoTruBOpeunT paHee OT-
MEYeHHOMY 00CTOATENbCTBY — HEOOKUHO HH3KOH BSI3KOCTH TJIHLEpO-
JUNHAHOA a3l MeMOGpaHn. Ilo coBpeMeHHBIM INpeACTaBJEHHAM
GOJIBIIHHCTBO PEeaKUHOHHRX IEeHTpoB ¢orocucTeMu II u Haxons-
muecs psaoM ¢ HEMH KoMiiekchl CCK-I1 # KOMIOHeHTH, OKHCJSI0-
1He BOJy, JIOKAJH30BaHE B 06Js1acTAX MeKMeMOpaHHHX KOHTAKTOB,
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npHYyeM HX IMOABHIKHOCTD. Bﬂ.o.naa MeMépabe OrpaHHYeHa BaHIep--
Baa/JIbCOBHIMH CH/IaMH NPHTAXKEHHH, JeACTBYIOLWHMH MeXLy NOBepX-.
HOCTAMH COCEAHUX MeMOpaH. PeakuuOHHEE LeHTPH (OTOCHCTEMB
H HaxojsllHecs PsAOM C HHMH csemcoénpaxomne xqopodunn-6en-
KOBbl€ KOMIIJIEKCH JIOKAJH30BaHEl NPEHMYIIECTBEHHO B TeX 4YacTaX
MeMOpaHBl, KOTOpble OGpallleHBl; K CTPOME, T. €. B KpaeBhX 06.a-
cTsiX MeMOpaH, YIaKOBaHHBIX B CTOINKH, a TaK¥Xe B CIHPAJbHO YJO-
’KeHHHX MeMOpaHax, OKpyxawofllux rpassl. [lpeamosaraercs, uro
KOMIIJIEKCHI qaorocuc'reMbI I ynagsiorea us obaacredl MexxmeMOpaH-
HBIX KOHTAKTOB INOJ [AeHCTBHEM 3JIEKTPOCTATHYECKOrO OTTAaJKHBa-
HHsl, JEHCTBYIOUIEro Ha Ty 4acTb KOMINIEKCa, KOTOpas AOCTyNHA
c Hapymnon NOBEPXHOCTH MeMODaHbl U HeceT MOBEPXHOCTHHIA 3apsif
BEICOKOH mioTHOcTH (Barber, [982). DSaekTpoHHO-MHKpOCKONHYE-
ckue HccaenoBanus (Miller, Staehelin, 1976) nokasniBalor, uTO
KOMIJIEKCHl compsArampouero ¢dakropa pacnpeieneHsl B MembpaHe
TaK e, Kak KoMImJaekchl ¢otocuctemnsl I. KoMniaekc LHTOXpOMOB
be/f, mo-BHAMMOMY, paclpejieieH BecbMa paBHoMepHO (Cox, An-
dersson, 1981; Peters et al, 1983) u coxpaHser sarepaibHylO
MOJBHAKHOCTh, 4YTO MO3BOJAET eMy AHDPYHAHPOBATL B 00J1aCTh MEXK-
MeMOpaHHBIX KOHTAKTOB U 00paTHO.

JlatepanbHas acHUMMeTpUs B pacnpeneseHHH OelKOBBIX KOMII-
JIEKCOB MeMOpaHH M, N0 BCeH BEPOSTHOCTH, €€ IVIMKOJHIHAOB Bce-
11eJI0 ONpefesieTcss yNakOBKo# MeMOpaH B cTonkHu (rpasni). B ecre-
CTBeHHO O0Opas3oBaBILUHMXCS XJOpONJacTax, He HMEIOUIUX IpaH, Ha-
6J104aeTcs JHIUb CJAydyaiiHOe, paBHOMEpHOe pacnpeje/ieHHe ueThipex
6eJIKOBBIX KOMIIJIEKCOB B MeMmOpanax TuiakouaoB (Arntzens 1978).
Pacnag cronmok MemOpaH B XJOpOILiacrax, COJAepIKaUIWX TpaHbl,
noj AefCTBHEM YMEHbUIGHHA KOHUEHTPAallMH KATHOHOB TaKKe MNpH-
BOJHT K PaHAOMH3alUH paclpelesieHuss KOMIJIEKCOB B MNJOCKOCTH
memOpannl (Staehelin et al., 1977; Arntzen, 1978).

IV

KOMNJIEKC ®OTOCHUCTEMDbI 1

Has yno6ctBa o6CykaeHHS KoMIIeKC doTocucTeMsl I THiako-
HAHOA MeMOpaHBI MOXHO OXapaKTepH30BaTh TaK: 3TOT KOMILIEKC
MOJIUNENTHI0B cnoco6eH K (POTOHHAYLHPOBAHHOMY OKHCJEHHIO IJa-
CTOLUHAHHHA (UJIH LUTOXPOMA ¢ y HEKOTOPHIX BOAOpoOCJeii), K BOC-
CTaHOBJIEHHIO ¢eppeAOKCHHA H reHepalud HECHMMETPHYHOTO TpaHC-
MeMOpaHHOro pacnpejesieHusl 3JeKTPHIECKHX 3aPsAL0B.

A
COCTAB U CTPYKTYPA

Jast TOro 4to6Hl BHIOOJHHTL CBOIO (QYHKIHIO, MOJHNENTHAN KOMII-
Jekca GoTocucTeMBl | JOJKHH CBS3aTb H OPHEHTHPOBATh IHIMeH-
TH, MOFJIQUIAIOIIHE. CBET, PACNOJOXKHTb B HYXKHOM NOPSJKE KOMIO-
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Ta6auua 1. lNoaAnenTEAN THAAKOHAHOR MeMGpaHH

B HOHAaJMbABIMH 0, Ba -
4 Komnnekc M1, klla Caast :osgg:gufagmn K,,ﬁ:gc’
Komneke Cepa- - - 70 (1) P700, Ao, Xn a Xn
doto- LeBHHA 25 (1) — — — J°
cucteMsl I 20 ()  Maacrounanun o
18 (IV)  FeS Xn (?)
16 (V) FeS q
8 (VI) FeS g
CCK I 4 nonunentu- Xna+b q
Ja OT
19 Jéc% 24
Kommaeke Cepa-
thoTo- HeBHNa 43 P680, ®eo, Xa. a, Z, Qa X
cucremsl 11 34 Qs . Xn
10 Hur. bsse Xn
33 Mn(?) Xn
CCK 11 28 Xna b q
26 Xna,b q -
24 X a, b H
[Mepude- 33 Ca?2+(?), CI=(?) a
pHiiHHE %; Ca%+(?) g
Kowmnjekc 33, 34 Lur. f )%ﬂ
LHTOXPOMOB bg/f 23 Llur. bs Xn
20 Fe,S; A
17 —— = Xn
Kommeke CF, 59 (@) — — — Xn
conpsraiouie- 56 B) — == Xn
1o ¢akrtopa 37 (-g) _—— a
18 (0) — — — 3!
13 &) —— Xn
CF, 17 (I ——— Xu
11 (I — — a
9 (my — — — Xn
®eppenokcus-NADP — 33 FAD |
OKCHAODENYKTa3a
Qeppe1OKCHH 11 FeS A
[Thacrounanun 10,5 Cu a

) B GonbmIHHCTBEe CNy%aeB NpHBEXeHbl 3HAYEBHS MOJEKYNSPHOR MacCH, OMeHEeHHEIE NO
TMONBHXHOCTH NOJNRNENTHAOB NDH 3JeKTpodopese B YCNAOBHAX, KOrxa KOMNJEKCHl AHCCOIHHDY-
10T. 3HAYeHHA MOJAEKYASPHBIX MacC, BCTPedalollHecs B JMHTEpaType, MOTYT OTAHUATBHCA OT
npHBeeHHBIX 8MleCb, MPHYeM HHOrAa BecbMa SHAaYHTENBHO, HUTO OOBACHAETCH PasIHIHAMH
B HCNOJNbL3OBAHRBIX MpolleAypax MNPHroTOBAEHHA o06GpasloB H B YCJHOBHMAX 3sJexTpodopesa.
B HeKOTODHIX Cay4Yasx HeACHO, COOCIIAIOT JH HCCAeLOBATENH H3 pasHbix JaaGopaTopuft of
HIAECHTHYHBIX HJIH O MOXOXKHX, HO Pa3/IHYHBIX NOJAHNENTHEAX.

?) Xn — nonunenTHA 3aKOAHPOBAH B reHoMe xJopomjacra, § — NONHNENTH] SaKOAHPOBAH
B SAEPHOM TeHOME,

HEHTH! PeaKLHOHHOTO LieHTpa, yJacTBYyIOIlHe B NepBHYHKIX Npolleccax
nepeHOCa 3JIEKTPOHOB H reHepailuy 3apsAA0B, Pa3MeCTHTb MOJIEKYJIH],
Hrpalolllie pOJib AOHOPOB H AKIUENTOPOB 3JIEKTPOHOB MJs1 DPEAKIIH-
oHHOro nenrpa. Kommuexc ¢orocHcremu I comepxur mo mensinei
Mmepe 13 pa3sAHYHHX DOJHNENTHAOB, OKOJO 200 moyexyn xaopodui-
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Jla, HEH3BEeCTHOEe UHCAO MOJIEKYJ KapOTHHOHAOB, 3 Fe-S-uentpa H,
BO3MOXKHO, OfIHY HJH 6OJiblilee YHCJIO MOJIEKYJ XHHOHA. |

Tak HasniBaeMoe AP0, HJH cepllieBHHA (core) KoMmmjekca ¢o-
TOCHCTEMBE! | COIePIKHT WIeCTh Pa3/IHIHEIX MOJNUIENTHAHBIX Cy6benH-
HHI[ B CJydae BHICIIHX pPacTeHHH, HO JHLIb 4eThipe CcyObeIHHHLH
B cayuae IHaHOGaKTepHH H 3eJieHBIX BoJopocaed (ria. 5). [Tonunen-
THAHBE CYObeIHHHLB KOMILIEKCa BBICHIHX DPaCTeHHH HYMepyioT OT
I no VI B nopsajke yOniBaHHA MOJeKyJdspHOH Macce (Tabua. 1).
[Tonaraiotr, 4TO0 SAAPO KOMIJIEKCA COAEPXKHT AuMep cyOperunun I,
KOTOPHIH 00pa3yeTr peaklHOHHHH LeHTP ¢oTocHCTeMH [, H MO OaHOM
NOJHUNENTHAHOA cyObelHHHIIe MeHbIINX Macc. EcTh BeckHe I0BOIHI
B IOJb3y TOr0, 4YTO J[Ba MNOJHIENTHAA C Maccod okoao 70 k/la
B peakLHOHHOM LeHTpe (cyObenununa ) ma camom gmesne He HIeH-
THYHB M NPEeACTaBJASIOT cO60H JHOO NOJHOCTBIO pas/HuYHbBIE MOJIH-
MenTHAB, JHGO HECKOJbKO OT/HYalollHecd APYr OT JApyra CTpPYyK-
TypHble BapHaHTHl OAHOrO H TOoro xe moaunentuga (Chua et al,
1975; Bar-Nun et al., 1977). Ilotrepa cy6weaunuu IV, V u VI us
fpa KOMIlJIeKCa INOA [AeHACTBHEM J[eTepreHTOB KOppeJHpyeT ¢ HC-
yesHoBeHueM curnagoB JIIP, mpunucniBaembix Tpem Fe-S-akuen-
TOpaM 3JeKTpOHOB B (porocucteMe I (ra. 5). Ectb Heckonbko ¢ak-
TOB, JOKasbBalomux, uto cyb6venunuuna III obaersaer BoccTaHOB-
Jenne oxkHcaennoro P700% niacTonuaHHHOM H CBSI3BIBAE€T I1J1aCTO-
IHHaHHH ¢ KoMmmiekcoM ¢orocucremel 1 (Haehnel et al., 1980).
dyHkiIHOHAAbHASA poJb cyObeAuHHUb Il B mepeHoce 3/J€KTPOHOB
ellle He SICHA; BO3MOXKHO, 4TO 3Ta Cy0ObeAHHHLA He yuyaCTBYeT He-
IOCPEeACTBEHHO B TPAHCIOPTE 3JIEKTPOHOB.

Hekoroprle u3 ceMu uaH 60JBIUEro YHCJAA OCTAJbHBIX ‘osHnen-
THAOB B KOMILJIeKce (OTOCHCTeMHl [ yuacTBYIOT B CBA3BIBAHHH H
OPHEHTHPOBAHHH CBETOCOOHPAIOLIHX MOJIEKYJ XJOpPOodHIIa H BCIO-
morateabHbiX nHrMeHToB (Thornber, 1986). Oco6GenHo HHTepeceH
C TOYKH 3peHHs] BBISICHEHHS OpraHH3alMH NMHCMEHTOB B (oTocHCTe-
me [ TOT ¢aKT, 4TO HeAaBHO yAAJOChb HAaHTH MOJHMNENTHAB], CBA3LI-
Balomue xygopoduaa b (Haworth et al., 1983; Lam et al,, 1984 a, b;
Ortiz et al, 1984). Ilpexne cunrtanH, YTO OTJIHUHTEJbHOH 4epTOH
Kommiaekca c¢orocucteMbn [ sBaseTcs orcyrcTBHe O€JKOB, CBA3HI-
Balomux xJgopoduan b. Cefiuac OueBHAHO, UYTO TPH HJU UETHIpE
MOJIMNIENITHAA C MOJIEKYJNSIpHEIMH Maccamu ot 19 no 24 k[la o6benu-
HAIOTCA B KOMINIEKCHI H KOONMEPAaTHBHO CBA3LIBAIOT Kak XJOpO-
¢uaan a, tak H xaopodpunn b. OTHOLIEHHe KOJHYECTBA XJOPO(DHJI-
JIa @ K KOJIH4eCTBY XJIopodH/Aaa b B 3TOM BHIIEJEHHOM XJOPODHII-
CBI3HIBAIOIEM KOMIJIeKce paBHO npumepHo 3,5 (Haworth et al,
1983), Torza kak AJs MHTAaKTHOrO KOMILeKca ¢orocHcTeMsl [ 370
OTHOlIl¢HHE N0 HMeEIMmUMCA oleHKaM cocrasaser 10 (gnsa Hekoro-
pPHX BOAODOCJIER CHUTyamud HECKOJbKO HHadA, KaK OTMeueHO B pa-

6ore Wollman, Bennoun, 1982). $fIcHo, uto GeskH, CBA3bIBalOmiHE _

xjgopopuans a H b B ¢orocucTeme I, 0TAIHTAOTCA OT TAaKOBHX B
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dorocucreme II (Lam et al, 1984 b) (cm. Takxke pasa. IL.A).
OpHako 0COOEHHOCTH CHHTE3a 3THX 0€JIKOB B TOYHOCTH aHaJIOrMYHEI
0COGEHHOCTSIM CHHTe3a 0eJKOB, CBS3BIBAIOUIHX XJOPOYHIJIH a H b
B ¢ortocucreMe II: Te m Apyrue cuHTe3upyloTcs Ha puGocoMax B
LuTOonsasMe Kak 0oJsiee KPyNHble NOJHINENTHALI-NPeALIeCTBEHHHKHY,
KOTOpHIE 3aTeM [ONajfaloT B XJOPOIJAcT M TaM <A03PeBaloT» A0
($YHKILHOHAJIBHO 'aKTHBHOT'O COCTOSIHHS.

b
TTEPBHUYHBIE IMTPOLIECCHI ITEPEHOCA 3JIEKTPOHOB

Kak yxXe roBOpHJOCh, PeaKUHOHHHIH LeHTP QOTOCHCTEMH I Yy
BBICUIHX PACTeHHH COCTOUT M3 JABYX INOJHIENTHAOB Maccoil OKOJIO
70 kla. IlepBuuHBlfi AOHOpP 3JEKTPOHOB B pPEaKLUHOHHOM IIEeHTpE
¢orocucrembr [ o6o3nawaor P700, MOCKONLKY B ONTHYECKOM HHb-
(¢epeHHAJIbHOM CHeKTpe (DOTOOKHCIEHHOrO MEepBHYHOrO JOHOpa
Hab/ofaeTcss MakCHMaJibHOe BhiBeTaHHe 0K0JO0 700 M. OxuciaeH-

Hblfl nepBUYHBIE AoHOp P700% siBasieTcsa cnaGbiM OKHCAHTENEM MO

CPaBHEHHIO C OKHCJeHHHIM INepBHYHHIM aoHopom P680+ B dorocu-
creMe Il (morenuman En; cocraBisier okosao 480 MB mas P700+
1 okosno 1200 MB ans P680%). PasHoCTHBHIA ONTHYECKHH CHEKTP
nospoJsser HAeHTHuuHpoBaTh P700T Kak HeKHH KaTHOH XJOpO-
¢ua1a @, HO A0 CHUX NOp HeT eJHHOr0 MHEHHS B BONpPOCE O TOM,
ABJISIeTCS JIM NEepPBHYHBLIA JOHOD MOHOMEPOM HJIH JIHMEPOM XJOpO-
duana (cMm. ra. 2, a takxke Hongu et al.,, 1985). [lauxbie H apry-
MEHTHl B M0JIb3y PAa3JIHYHLIX TOYEK 3PDEHHS PAacCMOTPEeHH B 0630pe
(Rutherford, Heathcote, 1985).

3a Bpems He GoJsiee 10 mc mocse norsomeHuss ¢oTOHA CBETOCO-
6uparoliuMu nurMeHramMu Qorocucrembl 1 B03Oyxaenuwii P700*
OTJaeT 3JIEKTPOH MOJIeKy/ie akileNnTopa, CBSI3aHHOA C KOMIIJIEKCOM
peakuuoHHOro uedrpa (puc. 1). OpHeHTauuss peakilHOHHOI'O LEeHTpa
B meMmOpaHe ofecneunWBaeT pa3jejeHHe 3apsfOB B HalpaBJeHUH,
nepneHAHKYJASPHOM IOBepXHOCTH MeMmOpaHu (pHC. 3); TakuM 06-
pasoMm co3jaercsd TpaHcMeMOpaHHas pPAa3HOCTb 3JIEKTPUUECKHUX IIO-
TEHIHaJ0B. XPOHOJIOTHYECKAas IOCJeJ0BAaTeJbHOCTb OTKDBITHA pas-
JIMYHBIX aKUEeNTOpPOB 3JIEKTPOHOB B (porocucreMe I nouTH mosHOCTHIO
IIPOTHBOIMOJIOXHA NOCJeI0BATENbHOCTH NepeHOCa 3JEKTPOHOB B XJIO-
pomjacrax, NOCKOJbKY A1 O6HapyKeHUd 6oJiee paHHUX aKIeNTOpOB
Tpebyercsl anmapaTtypa co Bce 6ojiee BHICOKHM BPEMEHHBIM paspe-
ieHueM. IlepBHfi M3 H3BEeCTHBIX aKIENTOPOB, BOCCTaHABJHBAaEMBIX
noHopom P700* o6Gosnauaercss Ay, MOYTH ¢ NOJIHOH onpeneseHHO-
CTbIO MOXKHO CKa3aTh, 4TO IO CBOeH CTPYKType 3TO MOJeKyJa THIA

-xnopuHa. Cyas no onrtuueckum cnekrpam . (Fenton et al, 1979;

Swarthoff et al., 1982) u cnekrpam 9P (Fajer et al., 1980),
9TO, 110 BCefi BEPOATHOCTH, MOJIeKyJa XJopodHaia. BoccraHoBieH-
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fIPEOBPA3OBAHHE 3HEPI'Mi [TPH ¢éTOCHHTE3E

HBlll akuentop A~ fABJsercs ropasio 6oJiee CHIbHHIM BOCCTAHOBH- -

TesieM, HeXeJH NepBHH H3 H3BECTHHIX aKUENTOPOB 3JIeKTPOHA B ¢do-
toédcremMe Il (0 oleHkaM, MOTEHUHaJ CpeiHeH TOYKH Aas Ay~
cocraBJasier okojo —1100 MB,; Toroga kak H3MepeHHHIH NOTEHLHAJ
a1s I— B dorocucreme 11 paBen npubausurensno —600 mB). Ta-
KHM o6pas3oM, pasjesieHHe 3apsaoB B ¢oTocHCcTeMe | OXxBaThBaer
IHanasoH ropasao 6oJiee OTPHIATENbHBIX OKHCJHTENbHO-BOCCTAHO-
BHTEJIbHBIX NOTEHILHAJIOB 110 CpaBHeHHIO ¢ ¢doTtocucremon II.

PaspneneHne 3apsj0B, BO3HHKIIee B pe3yJbTaTe (POTOXHMHUE-
ckoil peakinuu Mexay P700% m Ay~, crabuausupyercs B AaJjbHeli-
eM MyTeM MepeHoca BOCCTAHOBHTEJLHOTO JKBHBAJEHTa OT Ao~
K Aj, KOTOpHIH NPOHUCXOAHMT 3a  BpeMs okojo 200 mc (puc. 1). Xu-
MHYecKasl NPHpOAAa akuentopa A, He H3BeCTHa, HO 3TO ONpejeJeH-
HO He XJIOpodHuAT a H, BOSMOXKHO, BOOOIle MOJEKy/Ja He XJODHHO-
BOro THIIA (Rutherford Heathcote 1985). ITo cBoe#t cBepxTOHKOHA
cTpykrype cnektp IIIP storo akuentropa HanomuHaer curHaa Il
(Heathcote, Evans, 1980); nostoMy BO3MOXHO, uTo0 A;~ MQXeT
OBITh ellle OXHHM <«CHeHH(HIECKUM» CEMHUXHHOHOM, yYaCTBYMOLIAM
B IIepeHOCe 3JIEKTPOHOB IPH (POTOCHHTE3E.

B
JOHOPDBI 3JIEKTPOHOB B ®OTOCHUCTEME 1

HemnocpencTBeHHO NOHOpPaMH 3J€KTPOHOB s ¢doTocHcTeMb |
MOTYT SBJISATHCA HeOoJsblIHe THAPOQHUIbHEIE OesKH, CIocoOHBIE Ie-
peIBHraTbCsi BO BHyTDEHHEM IIPOCTPAHCTBE THJIAKOMIHHBIX NY3HPb-
KOB. ¥ HEKOTODHIX 3YKapHOTHUECKHX BOJOpPOCJeH M MHOTHX IIHaHO-
6akTepuii JOHOPOM SBJISIETCS LHUTOXPOM THNA C, OuYeHb MOXOXKHHA
Ha Te, 4TO HafilecHH B GAaKTepHAX H MHTOXOHADHAX. ¥ BLICIIHX pa-
CTeHHH UM OOJIBIIHHCTBA BOAOPOCJeRl HENOCPEeACTBEHHHIM JOHOPOM
ansi ¢orocucremMu | aBaserca naacrouuanun (IILL) (puec. 1 u 3).
OxkasniBaeTcsl, YTO HEKOTOPHIe BHIAH LHAHOGAKTEpPHH H 3YKapHOTH-
yeCKHX BOZOpOCJ]eHd coiepxar o6a 3THX METajJONpPOTEHHA, NPHUEM
HX OTHOCHTEJIbHO@ KOJIH4eCTBO OlNpejle/isieTcsi KOJHYEeCTBOM AOCTYI-
HEIX MeTasioB Cu u Fe.

OcyinecTB/ieHO KpHCTaJJaOrpadHuecKkoe H3yYeHHe CTPYKTYpPH
nnacrounannna (Colman et al, 1978); ommcansl ABa BO3MOXKHHIX.
y4acTka IepeHoca 3JIEKTPOHOB BHYTDPb H HapyXy MeTaJ/lJONPOTEeHHa,,
npuyeM OILHH M3 3THX YYaCTKOB HMeeT T'HAPOGOOHHIA Xapakrep,
a Jpyrofl HeceT NMOBEPXHOCTHHIH 3apsl OTHOCHTEJNbHO BHICOKOH IJIOP-
HocTH. TOT akT, uTo 451 OGEICTPOrO BOCCTAHOBJIEHHS OKHCJEHHOTO-
P700+ Tpebyerca mpucyrctBHe kaTtnoHoB (Haehnel et al., 1980),
MOJKeT O3HayaTh, YTO B 3TOM IIpOllecce UrpaeT pPoJib HOHHOE 3Kpa-
HHDOBaHHe, YTO B CBOIO Ouepelb yKa3biBaeT Ha BO3MOXKHOCTb B3aH-
MOJeHCTBHSI MeXAY OTPHULIATeJbHO 3apPsKEHHEIM YYaCTKOM MOJIEKY-
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Jbl IJIaCTOLHAHMHA M OTPHIATENbHO 3apSKeHHBIM YYacCTKOM Ha
cyOrvenunuue III mentpanbroro kommiekca (core complex) goro-
cucreMu [
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KpuBHe pasropaHus ¥ saTyXaHHf ¢JyopeCleHIHH OTAENbHHX MHIMeHTOB y Porphy-

ridium cruentum. -
&3 — dukosputpun; OL — dukonnannn; AL — annodukounannn; Xn a — xio-
pobran a. Y BeplIHHH KaXAO# KPHBOMl YKa3aHO BpeMs, COOTBETCTBYIOIlee MaKCH-
MyMy GayopecleHIHMH; OHO NOKa3HBaeT BeNHUHHY 3anasfHBaHHS MO OTHOLIEHHIO
K B036yXaaiouieMy HMOyJabcy cBeTa, BpeMs T. Xapakrtepusyer saTyxauue dayo-
pecuennud. Ha kpusofi aas ®D cBeT/He KPYKKH COOTBETCTBYIOT GHICTPOMY KOM-
NnoHeHTY 3aTyxanuda. ([danHHe B3aTH H3 paborh: Yamazaki et al, 1984.)

T .
TMEPEHOC 3JIEKTPOHOB HA AKIIENTOPHOM CTOPOHE
®OTOCUCTEMHBI 1 |

Mo cnekrpam 3DIIP, uaMepeHHHM rfpn HHU3KHX TeMIepaTypax,

B mpenaparax ¢orocucteMn I npeHTHOHUHPOBAHH TPH PAa3NHUHHX
Fe-S-nentpa (Malkin, 1982; ra. 5 u 8 nannoft kuuru). Ilonararor,
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Yernpe KoMIUIeKca o6o3HaueHn Kak (orocucreMa I, muacToxuuos-niacToudaHUH—OKCHAOPeyKTa3a, (poTocHcreMa I u conpsraio-
mui daktop CF—CF, (ATP-cunrasa). Hcnoab3osann TakXKe Clefywline 0603HayeHHA: S — COCTOSIHHE KOMILIEKCa, BHIACJAIO-
wero kucaonoa (cMm. puc. 4); BCT (HBP) — 6esok, casnBatomuii repbuuuan; &, B, ¥, 6, € — cy6veaunnun CFy; 1, 1, 11T — cy6e-

enununn CFo. Ocranvhibie 0603HayeHHsi Te Ke, 4YTO Ha PHC. L. Hpudnnameubub_le SHAYEHHA MQUICKYJAPHLIX MacC YKA3aiW B KuaGQ-
AaabT Hax (kMda). (Govindjee, Eaten-Rye, 1986.) ( (,



JOHAJBA P. OPT, TOBUHIXH

4TO 3TH UeHTPH, o6osnauaemble Fa, Fz u Fx, siBasiorcs nenrpamu
tuna 4Fe-4S (Evans, 1982) u cBsasaum ¢ cy6benununmamu 1V, V
u VI nenrpajbHoro xommiekca ¢orocucreMbl I (cM. Takke puc. 1
u 3). Hucao stux Fe-S-neHTPOB npuMepHO CTexHomeTpHyecKkoe o
ornowenuio Kk P700 (Rutherford, Heathcote, 1985); ux xapakrep-
HOH OCOOeHHOCTBIO fIBJSETCS HCKJIOYHTEJNbHO HH3KHH OKHCJAMTEJb-
HO-BOCCTAHOBHTEJIbHBIH MOTEHLHAJ CpeldHeHd TOYKH; H3MepeHHbIe
3HaueHuss Ep7 paBHel: —730 MB gaa Fx, —590 MB aas Fp,
—550 MB ans Fa (Evans, 1982). To o6crositesibCTBO, 4TO 3TH
AKUENTOpHl 3JIEKTPOHOB NPHCYTCTBYIOT B IIPHMEPHO pPaBHBIX KOJIH-
4ecTBaX, a HX MOTEHIHAaJbl NOCJeL0BATEJbHO YMEHbLIATCH, BO3-
MOXKHO TOBOPHT O TOM, YTO B IlellH IePeHOCAa 5JEeKTPOHOB LEHTpHI
pacnosioxXeHbl MOCJeJ0BaTe/IbHO U B TOM NOPSJAKe, B KOTOPOM OHH
3gech nepeuncaennl. OJHaKO HHTEPIPETHPOBaThL HMeEWIHecs AaH-
Hble CJIOKHO, H HCTHHHOE pacloJiOXKeHHe LIEHTPOB elle He SICHO, HO
npocTas JIHHeAHAs INOCJEN0BATENbHOCTb KaXKeTCH MaJloBEpOSTHOH.
[IpexxHee mpeacTaBJ/eHHe O TOM, UTO UeHTp Fp HaxoauTCcs B JIH-
HeflHOH LeNMH nepeHOca 3JIeKTPOHOB INepel LeHTpoMm Fa, mepecMor-
pPeHO BBHAY HOBHIX JAaHHEX (cM. 0630p Rutherford, Heathcote,
1985); ceiiuac cuuraercs, yto Fo u Fp paboraior napaJsJenbno,
00pasysi BMeCTe KOHEYHLIH aKLUENTOD 3/JEKTPOHOB B DEaKLHOHHOM
. HeHTpe ¢orocucreMun I, H, caenoBaTenbHO, 062 OHH OTBETCTBEHHE
. 3a BOCCTAHOBJ/IEHHE PacCTBOPHUMOro (peppelOKCHHA HAa HAPYXKHOH IO-
BEPXHOCTH THAaKOUAHORX MemO6pannl (puc. 3). Hapsaay ¢ curnanamu
SIIP, cBA3aHHBIMH C OKHCJHTE/J]bHO-BOCCTAHOBHTEJbHBIMH IIpeBpa-
- HIEHHSMH 3THX aKLeNTOpOB, HaOJIOAAIOTCA H3MEHEeHHS W B ONTHYe-
CKOM chekTpe norJorieHusi, uapectHoie Kak P430. IIpoucxoxenue
3TOr0 CHTHaJa, [O-BHAHMOMY, Jyulle BCero OObACHSIETCS COBMECT-
- HBIMH BkJagzamu oboux uneHTpoB Fa H Fp (Rutherford, Heathcote,
1985). ; 4
Hcxonss M3 H3MEpEHHOro 3HAaYeHHsI OKHCJHTEJIbHO-BOCCTAHOBH-
TeJbHOr0 noTeHuyana anas Fx, HauboJiee JIOTHUYHO CUHTATh, UTO 3TOT |
aKLUENnTop pacrnoJioXXeH B MOCJef0BaTeNbHOH LeNH NepeHoca 3JeKT-
poHOB nepen ueHTpaMH Fa u Fp. B deHCTBHTENHLHOCTH eCTb MaJo
' IpAMBIX AOKa3aTeJbCTB TOro, 4TO Fx™ UrpaeT poJb MLOHOpA 3JEKTpPO-
~HOB -JJ1 Fa u Fgs; Hekoroprie (akTH yKashlBalOT Ha TO, 4TO Fx
-pabGoTaer napaJnfiesbHO ¢ OByMs ApyruMu Fe-S-mentpamu (cM.,
~ ganpumep, Hiyama, Fork, 1980). Oarako HaumeHee NPOTHBOPEYH-
-Basi MHTEpIpeTallud HMeIOUINXCs MAaHHBIX COCTOHT B TOM, uTO0 Fx
"HaXOJHTCH B LENH MEpeHoca 3JEeKTPOHOB MEXAY Aq H napaJsljiesbHo ¢
- pa6oraromumu akuentopaMu Fa u Fg, Kak nmokazano Ha puc. 1 u 3.
deppeSOKCHH, pacTBOPHMEIN B CTPOMaJibHOH (hase XJopoImJjaacra,
- OCYILIECTBJISIET IePEHOC 3JIeKTPOHOB OT PEaKUHOHHOro LeHTpa ¢oTo-
- cicremu I kK NADP+; B pesynbrate o6pasyercs NADPH, neo6xo-
. aumbit s pukcauuu CO, (ria. 17). Boccranosnenne NADP kara-
. iu3npyeT ¢eppenokcuH-NADP+ — okcunopenykrasa (®-N-P), cBsa-
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(IPEOBPA30OBAHHE 3HEPIMH TMPU ¢OTOCHHTE3E

3aHHass C HapyXHOH TMOBEPXHOCTbIO THJIAKOHAHOH MeMGpaHH BHe
o6Gaacteil MexMemOpaHHHX KOHTaKToB (Jennings et al, 1979).

Juccounanyus 3Toro ¢/1aBONPOTEHHA OT MeMOpaHB MPHBOAMT K CY- -

{IIeCTBEHHOMY YMEeHbIIEHHIO CpOILCTBa ¢depMeHTa K (eppelOKCHHY
(Forty et al., 1983).

\%

KOMIJIEKC ®OTOCUCTEMBI II

C Touku 3penusi npob.embl, paccMaTpuUBaeMmo#l B 3TOH TIJaBe,
kommiexkc ¢orocucremsl Il MOXHO onpelesnTh Kak CTPYKTypHOe
obpasoBaHue, cnoco6HOe INOrJOIATh CBET, OKHCJAATh BOAY, BOCCTa-
HaBJHBaTh NJACTOXUHOH H CO3/laBaTb HECHMMETPHYHOE TpaHCMeMG-
paHHOe pachpefieJieHHe 3JIEKTDHYECKHX 3apsifioB M IeHEPHPOBATh
XHMHYECKHH MOTeHUHaJ HOHOB BOAOPOAA.

A

COCTAB U CTPYKTYPA

Komnaekc dorocucremubl 11 nogkeH comepaTh: MOJHIENTHIH,

CBA3BIBAIOIIHE CBeTOC.OGHpaIOIU.He IIUT'MEHTHl U ODHCHTHPYIOUIHE HX;

KOMIOHEHTHl, y4YacTBYIOLlHe B MHAYLHPOBAHHOH CBETOM peaKUHH
flepeHoca 3/1eKTPOHA OT IePBHYHOTO AOHOPA K TNEePBHYHOMY aKLen-
TOpY; NOJIHMENTHIAbI, YYaCTBYIOIUIHE B IMOCJAEAYIOIHX DeakItusx Ie-
peHoca 3JIEKTPOHOB IO LieH AaKIEeNToOpOB, a TaKXe KOMIOHEeHTHI,
OCYILIECTB/AIOMHE OKHCJIEHHe BOABI H MOC/eAylollee NOHHPOBaHHE
aJekTpoHOB, OO6nuHO KOMnJekc ¢orocuctemsl II (Hampumep, u3
{IMHHATA) COLEPIKUT IO MeHblIeHd Mepe 11 Da3TUUHBIX NMOJHMENTH-
0B (CTeXHOMETPHUYECKOe COOTHOLIEHHe HX He OlpejesieHo), MOpAn-
xa' 200 monekya xsopoduana a, 100 monekyn xiaopoduana b,
50 MoOJeKysq KapOTHHOHJOB, He MeHee 3 MOJEKyJ IJaCTOXHHOHa
(Qa, Qs, Z), OAHH aTOM KeJje3a, 1 HAH 2 MOJIEKYJbl LUTOXPO-
Ma bsso, ABe Mosekyabl Peodutnna a (Peo), 4 atoma maprasua,
HEeH3BEeCTHOe KOJIHUECTBO XJOPHAA ¥, BO3MOXKHO, KaJbUHH.

- HpentuduuupoBaHHbIE K HACTOSLIEMY BPEeMeHH IOJHIENTHIbE
xommaekca ¢otocucteMul Il mepeuncnenn B tTaba. | u Ha puc. 3.
Cleiyer HaIOMHHUTb YUTATEJNI0 O TOM, 4TO COCTaBJIeHHe TaGJIHIL!
fIpUIIJIOCh HAa TO BpeMs, Korja uayueHue cocraBa dortocucremn I
C MOMOULIBI0 Pa3HOOGpa3HBEIX HOBEHIX METONOB HJIET OdeHb OHICTpO;
fI09TOMY BO3MOXKHO, 4TO Ta6JHLy NPHAeTCs epecMaTpUBaTh B 6.H-
KahmeM O6yaymem. B caMoMm fene, eCcTb CBeleHHsI O MOJIUIENTHIAX,
He mpuBeleHHHIX B Tabaune (cM., Hampumep, Green et al, 1982;

Ljundberg et al,,
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HOM 3Talle ellle He BCerja BO3MOXKHO CO BCeH ONpele/eHHOCTHIO
yCTaHOBHTb, NOJy4aloTCs JIM NPH PasHbIX NpOUEeAYypax BhIAeJNEHHUS
OJIHHAKOBHE NMOJHNENTHAL HJH pa3JiHuHbie H JHUb IoXxoxHe. Bom-
poc 0 TOM, AEeACTBHTENbHO JIM KOMIIIEKC ¢oTocHcTeMu 11 comepxuT
MOJIMNENTHAH HMEHHO B TAKOM COOTHOLUEHHH, B HaCTOflllee BpeM4 ellle
He pelleH H OCTaercs CHOPHHIM. IO cHX mop He JOCTAaTOMHO HaH-
HBEIX JJIs TOro, 4TOOH NMPHHATH OLHY M3 THIIOTE3 W OTBEPrHYTb APY-
rie. U xoTa ocraercs ellle OYeHb MHOrO BOIIPOCOB O COCTaB€ KOMII-
Jekca ¢otocucreMnu II, Ha KOTOphle ceronHsl ellle HET OTBeTa, CJe-
LyeT 3aMeTHTb, YTO B IIOCJTeAHHe I'OAbl HCCJAEeNOBaHHA B 3TOH obJja-
CTH pa3BHBAaJHCh TAaKHMH OBICTPHIMH TeMIIaMH, KakHe PeiKO yhaa-
BaJOCh JOCTHYb B o6saacTu ¢doTocHHTe3a (cM., HanpuMep, Inoue et
al., 1983; Van Gorkom, 1985; Renger, Govindjee, 1985; Govindjee
et al., 1985; Dismukes, 1986).

Tak nasbiBaeMoe sApO, HJH CepAlEBHHA (cOre) KOMIJIeKca ¢o-
tocucreMul Il cocTouT M3 nATH rHAPOGOOHHX NOJHIENTHIOB, €ro
MOXHO OTHEJIHTb OT JAPYrHX KOMIIOHEHTOB TH/IAKOHIHOH MeMOpaHhi
nocje paspyulleHHss MeMOpaHbl OJHHM H3 HECKOJBbKHX €TepreHTOB.
dnpo comepxur okoso 50 MoJeKya XJopoduiasia @, CBSI3aHHHX C
nonunentufamu maccoit 47 u 43 kla (Camm, Green, 1980). EcTb
HEKOTOphIe OCHOBaHHA IOJaraTh, YTO B 3TOM KOMILIEKCe H3 ABYX
MOJIUNENTHAOB MOXET OCYIIEeCTBJAThLCS NMepBHUHOE (POTOXHMHYECKOE
paslieseHHe 3apsa0B, T. €. (PYHKUHS pPEakKUHOHHOro lieHTpa (HOTOCH-
cremul II. OgHako Moxer okasatbcsi (Green, Camm, 1984; Naka-
tani et al., 1984), wro noaunentHn Maccofi 43 kla Jaumb Hecer
Ha cebe xJ0OopoHuAN a U obecleydBaeT NepeHOC 3HePruu BO3OYXK-
JeHHsl, H TOTZa PeaKUHOHHHM HeHTpoM ¢orocucteMu Il aBisercs
eHHCTBEHHbI mnosunentun maccoir 47 klla. OpHako apyrue naH-
Hble HellaBHO MO3BOJIHJIH CHeNaTh HHOE NpelnoJioxKeHHe: peaKIHOH-
Helf ueHTp ¢orocucreMu Il (P680 u ¢eoduTHH) M akuenToph
XHHOHOBOH NPHPOAH JIOKAJH30BAaHH B KOMILIEKCE M3 OBYX INOJH-
nentuaoB ¢ Maccoit 30—34 klla (Deisenhofer et al., 1985 5; Michel,
Deisenhofer, 1986). 310 npennosoxeHHe OCHOBAHO HAa TOMOJIOTHH
aMHHOKHCJIOTHHX IIOC/JA€J0BaTeJbHOCTEN NOMHIENTHIOB KOMIJIEKCA
pPeakiUHOHHOro LeHTpa ¢oTocHcTeMHl Il M MOJMUNENTHIOB KOMIJIEKCa
PEaKLHOHHOIO LleHTpa NypPHypPHBIX (DOTOCHHTE3UPYIOMHX GaKTepHir
(Michel, Deisenhofer, 1986). Ognako K HacTOsLEMY BPEeMEHH 3TH
JBa MOJHNENTHAA KOMILJIeKCa peaKLHOHHOro HeHTpa dorocucremsl 11
elle He yAaJoCh BHIAGJIHTb TaK, YTOOH COXPaHHJACh HX CBfA3b C
MOJIeKyJIaMH XJIOpOo(pHIaa,

$lcHO, uTO HaMMeHbIIHA NMOJUNENTHA Anpa ¢orocucremu II (ero
macca 10 k]la) sBasiercs amompoTeHHOM uuTOXpoma bsse (Widger
et al., 1984 a), ogHakO poJib 3TOr0 3araJOYHOrO HHTOXPOMAa AaJeKo
He sicha. IlosaraioT, uTo, HECMOTPS Ha MaJbie pa3Mephl, LIHTOXPOM
bsso TmpoHH3HIBaeT GHCJOH THAaKOMAHON MemGpann. Cambie MO-
CllelHHe JaHHble IMOKAa3HBalOT, YTO aNONpPOTEHH ULHTOXpoMa bsso
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(IPEOBPA30BAHMHE 2HEPI'HH TPH ¢O:TOCI/IHTE3E

MOJKET Ha CaMoM JeJle NPeACTABAATL OG0l OJHroMep (BO3MOXKHO,
TeTpaMep), B KOTODHA HAPAAY C nojunentHaoM maccofi 10 x[Xa
BXOAHT noJunentusn mMaccoft 4,4 kla (W. Widger, W. Cramer, anu-
HOe coo0lleHHe). ' {

[TpucyrctBue B dorocucreme II Tpex nosunentHmoB ¢ MaccaMu
okoso 33 klla oBycsoB/IeHO BeCKHMH OGHOXMMHUYECKMMH NMPHYHHAMH,
HO BPSIA JIH MOXXHO COMHEBATbCS B TOM, YTO 3TOT (aKT JHLIb 3aMmy-
TaeT uccyaeqoBaTenell GoTocHHTe3a. [IBa M3 3THX Tpex NOJHMENTH-
J0B BXOZAT B fApo <porocucremu I, npuuem oxun sBjsercs ano-
OpOTEeHHOM A BTOPHYHOrO 'XHHOHOBoro axkuenropa Qs (Kyle,
1985), a Apyro# kakuM-TO o06pasoM yuyacTBYeT B OKHCJEHHH BOAHM
(Ghanotakis, Yocum, 1985; Kambara, Govindjee, 1985). Tperuit
OJIANeNTHA sABJAeTcs nepHdepHueckHM MeMOpaHHEIM GEJKOM, OH
TO}KEe yIaCTBYeT B OKHCIEHHH BOJHI, HO €ro POJb ITOYTH He H3BECTHa
(Kuwabara et al.,, 1985). Isa apyrux nepudepuueckux mMem6pan-
HelXx Oesnika koMmnexca dorocucremu II umeror maccy 23 kMa u
17 xa (Ghanotakis et al, 1985); oHu Takxke TpebyioTcs Ias
OKHCJIEHHS] BOJH, B TOM CMBHICJe 9YTO CHOCOBHOCTb INpenapaToB
OKHCJIATh BOJAY YMeEHBIlaeTcs NPH yAAJeHHH 3THX MOJHUIENTHAOB
4 B COOTBETCTBYIOWIHX YCJOBHSX BOCCTAaHaBJIHBAeTcsi NpPH MOBTOP-
HOM BCTpauBaHHM KaxXjaoro u3 Hux (Govindjee et al., 1985). B He-
KOTOpPHIX CHCTEMax 3TH ABa IOJHIENTHAA MOTYyT BOOGIIe OTCYTCTBO-
Batb (Koike, Inoue, 1985).

B Hacrosiliee BpeMs CUHTaeTcCs, 4TO TPH HJIM YeThpe IOJHMEN-
tuga (Maccamu 29, 27, 26 u 25 k[la), cBA3wBasice MeXay co6oi,
o6pa3yioT HaTHBHLIFI CBETOCOOUpAIOIINi KOMILJIEKC, HecyIIrfl MoJe-
KyAH xJjopodmanoB a u b u kaporunounoB. Ilosumentum maccoi
26 xIla aBasieTcs OZHHM H3 HanboJiee PaclpPOCTPaHEHHHIX B GOJb-
LIIHHCTBE XJOPOMJIACTOB BBHICUIMX PACTeHHH, OJHAKO HeT eIMHOro
MHEHHS O BeJHUYHHEe CTeXHOMETPHUECKOr0 COOTHOUIEHHS MEeXIy 3TH-
MH TMOJHNeNTHAaMH. EcTh JaHHBIE, YKa3kIBaIOIIHe Ha ropas3fo 60Jb-
mee pa3roobpasHe (IO CpaBHEHHIO C TeM, YTO MOKa3aHo B Tabia. 1)
MOJIEKYJISIPHBIX MaccC MOJIUIENTHAOB CBETOCOGHPAIOLIEro KOMILIeK a,
KONHMPYEMBEIX T'EHOMOM siipa KJeTkH. MHoroo6pasue BO3MOKHBIX
<TpyKTryp komniaekca CCK-II cieldyer Takke H3 MHOXKECTBEHHOCTH
xopupylomux ero reHoB (Coruzzi et al., 1983). flcro, uto Mexny
nonunentugamu kommiaekca CCK-II cymecrByer 3HauuTenbHas
CTPYKTypHas romoJjorus. K npumepy, Habaojanuch, NnepekpecTHble
HMMYHOJIOTHYECKHE peakIHH MAJsi JABYX OCHOBHBIX IIOJIHNIENTHIOB
aHajsoruyHoro koMmmsexkca us Chlamydomonas (Chua, Blomberg,
1979). C kaxabM peakUHOHHEIM HeHTpOM ¢orocucreMsr II 06b-
€INHAITC MHOrouncaeHHble konuu kommiaekca CCK-II; ux Tunuy-
HOe KOJIHYECTBO AJISi TaKUX PACTeHHH, KaK LIMHHAT HJIH rOpoX, BHI-
pOCIIHUX Ha SIPKOM CBeTy, cocTaBasdeT oT 15 mo 20.

Ha puc. 3 pasnuunsie nosunentuanl dortocuctemnul II uzobpa-
JKEHBl B BHJe €IHHOTO KOMIlIeKca. Llesp 3TOro pucyHka Jullb B TOM,
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yTo6H HArVIIAHO NpPENCTAaBHTb NOJHINENTHAHBLIA COCTaB (OTOCHCTE-
MH 1I, HO He B TOM, 4TOOB NpPEAJOXKHTL CTPYKTYPHYIO MOJE/b
KoMIJieKca. Te NMOJHNENTHIB, KOTOPHE N0 COBPEMEHHHIM IpeACTaB-
JIEHHSIM TMPOHU3LIBAIOT MeMOpaHy, NOKa3aHbl HMEHHO B TaKOM BHIE.
Ha puncynke nsobpaxkeHa JHIIb. OZHA KOINHS KaxKAOro MOJHIENTHRA

H YKHBaHbI KOMHOHEHTH NpeanoNOKHTEJbHO CBA3dHHbBIE C KaXIhiM.

H3 HHX.

b
[MNEPBHUYHBIE TTPOLECCHI I[TEPEHOCA 3JIEKTPOHOB

B ¢otocucreme 11 cBs3aHb BOEAHHO OAHO3JEKTPOHHLIE NpPOLEC-
CHl IepeHoca 3apsila B PeaKUHOHHOM LEHTpe, YeTHIPEX3JIeKTPOHHHIE
peakiHH OKHCJIEHHS IBYX MOJIEKYJ BOAB H ABYX3JEKTPOHHOE BOC-
CTaHOBJIEHHE IJacTOXHHOHA. [lepBHYHOe pasjeseHHe 3apsSioOB B pe-
aKI[HOHHOM LieHTpe ¢oTocHcTeMbl 1], KaK u BO BCeX APYrHX peaklld-
OHHHIX LIEHTpaX, BKJIoyaeT B cebs qpeaamqaﬁno OLICTPHIHA HHAYLH-
POBAHHHIA CBETOM IIePEHOC 3JIeKTPOHOB MEXKAY ABYMS XJIOPHHOBLHIMH
MOJIeKyJaMH, B JaHHOM CJydae MeXAy XJOpPopHIAIOM a H ¢eodH-
THHOM a (rJa. 8; cM. Takxe puc. 1). IlepBHuHBI AOHOp 3JIEKTPOHOB
B ¢orocucreme II—310 xs0poduan a, o6osHauaemwit P680, Tak
KaK IJHHHOBOJIHOBBIA MaKCHMYM H3MEHEHHH INOIJIOLIEeHHS, Ha6.1I0-
JaeMbIX IDH ero OKHCJEeHHH, HaxoduTcs npu 680 HM. Bonpoc O TOM,
JIOKaJIM30BaHO JIH OKHCJeHHOoe coctosiHHe P680* Ha oaHON uan Ha
JIBYX MOJIeKyJax xJopoduiia a, B HacCTOsIee BpeMs ellle He pellleH,
H BO3MOXXHO, UTO 3TOT BOIPOC YAaCTHYHO SIBASETCA CEeMaHTHYECKHM
(Hoff, 1982). ITapTHepom kaTtnoHa P680+ B nmepBHUHOH paaukaJb-
HOH nape SIBJsIeTCS] BOCCTAHOBJIEHHHIH MOHOMep ¢eoduTHHa, yalle
Bcero o6osnauaeMblii I— (KnumoB u KpacuoBckuii, 1982).

ITockonbky peakunsi o6pa3oBaHHsl NEPBHYHOH Naphl pajlHKaJjoB
IIPOHCXOIHT HCKJIOUHTEJbHO OLICTPO, SHEPrHs B030YXKIEHHOro H0-
Hopa P680* B xone mepBHYHOrO MNepeHoca 3apsja IIOUTH He Teps-
ercsa (van Gorkom, 1985). OnHako crabuinsanuss GOTOXHMHYECKR
pa3jeseHHBIX 3apsf0B Ha BpeMs, THIHYHOe AJs OGHOXHMHUYECKHX
peakUHHd, CONMPOBOXKAAeTCS 3HAUUTENbHOH morepedl cBOGOAHON 3Hep-
T'HH, YTO BHAHO M3 CDaBHEHHS CpeJHETOYeYHBIX OKHCJIHTEJbHO-BOC-
CTaHOBHUTEJbHBIX NOTeHuHanoB aas I/I— (okono —600 mMB) u ans
oKkHcasmomero ero akpnentopa Qa/Qa~ (oxoao —200 mMB). Axunen-
TOp Qa — 3TO MOJIEKyJ/Jla NJIACTOXHHOHA, NIPOYHO CBSI3aHHAs C MNOJH-
NenNTHIOM PEaKLHOHHOTO LEHTPa, BO3MOXKHO C MOJHIENTHAOM Mac-
coit 47 xJla (akuenTops 3JeKTPOHOB B ¢orocucreme II paccmor-
peHn B 063ope Vermaas, Govindjee, 1981). Ilpu BoccraHOBJeHHHE
akuentopa Qa aHHOHOM I- o6pasyercss aHHOH ceMHxHHOHa. OKHCJH-
TEJIbHO-BOCCTAHOBHUTEJbHEE peaKUHH IJaCTOXHHOHA, CBSJ3aHHOrO C
6e/KOM peaKUHOHHOTO UeHTPa, HeOOBIYHH B JABYX OTHOLIEHHAX:
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MMPEOBPA3OBAHHWE 3HEPTMH NNPHU ®OTOCHHTE3E

1) 3TOT NJMaCTOXHHOH He MOXeT OBITb ABaXKAK BOCCTAHOBJEH IX
2) 6yAyud BOCCTAaHOBJICHHHIM, OH He CBA3LIBA€T NPOTOHA, NO Kpah-
Hell Mepe 32 BPeMeHa, XapaKTepHHe MU NepeHoca 3JeKTPOHa, T. e..
3a MHJAJAHCeKYHAH. Mosekyia Qa B PeaKLHOHHOM LEHTpPe pacmoJo--
JKeHa J0CTaToYHO OJIH3KO K aTOMY HEreMOBOTO KeJjie3a B COCTOSHHM:
BLICOKOCHHHOBOIO AByxBaJsieHTHOro HoHa (high spin non-heme ferro--
us iron atom) u HaxOAHTCH B 3JIeKTPOHHOM B3aUMOAEHCTBHH C HHM:
(Nugent et al., 1981), HO posb 3TOro B3auMOAEHCTBHsA ellle He MO--
usatHa. HakonnenHole ¢akTh NMOKa3LIBAIOT, YTO BAJEHTHOCTb KeJje--
3a, MO-BHAMMOMY, He H3MEHSeTCH NPH H3MEHEHHH OKHCJHTENbHO--
BOCCTAHOBHTEJBHOIO COCTOSAHHA XHHOHA (Petruoleas, Diner, 1982).

[TepeHoc snekTpoHa OT I~ K QA TMPOHCXOAHMT 32 COTHH IHKOCe-
KyHI, T. € Ha MOpsAJOK MeJJieHHee, 4eM IePBHYHOe pasjejieHHe:
sapsagoB. OnHako pekomOHHaUHA 3apsfoB mMexay = u P680* mpo-
ncxoldut eme B 100 pas MelseHHee; MO3TOMY cTabuau3alusg 3apsja:
Ha Qa~ OCyILIeCTBJSIeTCA MOYTH CO CTONPOLEHTHOH KBaHTOBOH 3¢-
(eKTHBHOCTBIO (CM., HanpHMep, ob6cyxaeHHe B paGore van Gorkom,.
1985).

B

PEAKIIMU HA AKLIETITOPHOI CTOPOHE
®OTOCUCTEMBI 11

KoMnuekch dortocucreMul Il comep:kar ABa pasHEIX NIacTOXH-
HOHa B DOJIH MOCJENOBATENbHO AEHCTBYIOIIHX aKIENTOPOB FMEKTPO--
HOB. MH yiKe yIOMHHaJH NepBHIH M3 3THX aKIENTOPOB QA H OTMe-
THJAH €ro HeOObIUHEIeé CBOHCTBA, CBA3aHHbIE C OXHO3JEKTPOHHBIM
BocCTaHOBJeHHeM. BTopofi akientop Qs 0OpaTHMO CBS3BIBAETCH:
(cMm. ra1. 9, a takxke Crofts, Wraight, 1983) ¢ noaunentugom cepa-
neBHHH (orocucreMun II, umeromum maccy 33 kJla; H3BecTHO, uTO
06OpOT 3TOr0 MNOJIHIENTHAA NPOHCXOAMT OHICTpee, YeM B cJyyae
Jqio6oro apyroro Genka tuaakouaHod MemOpann (Kyle, 1985; cm.,
ofHako, Metz et al, 1985). dtor BTOpHUHHIH aKuenTop AeHCTBYeT
KaK ABYXJJIeKTPOHHBIH LIJII03; OH CBSI3LIBA€T OAHO3JEKTPOHHBEIE IPO-
LleCChl MepeHoca 3apsijga B pPeaKIHOHHOM LEeHTPe C BOCCTaHOBJIEHHEM
nyJga cBOOOJHOTrO NJAaCTOXHHOHA TakUM 006pasoM, UYTO 3JEKTPOHLE
NIepEeHOCATCSA TOJILKO IOIMapHO.

1
ABYX3JIEKTPOHHbIF LIJIIO3

Hast onucanus paGoTH IBYX3JEKTPOHHOrO IIIH03a B (POTOCHCTE-
Mme Il mpemsoxeHa cxema, coBmajgamuiasi ¢ TOH, KOTOPYIO MO3IHEE
NPEAJIOKHAN JJIe NypnypHuX (QOTOCcHHTe3upyomux OakTepHii
(Crofts, Wraight, 1983). Ilpenmosaraemass noc/ef0BaTeNbHOCTb
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ITocsie mepBoro cpabaThIBaHHSI PeaKIHOHHOTO LEHTPa 3JIEKTPOH
«cTaOUNU3NpyeTCs HA NEePBHYHOM XHHOHOBOM aklentope Qa H 3ateM
‘B TeUeHHe HeCKOJbKHX JeCSTKOB MHUKDOCEKYH] IepeHOCHTCH Ha BTO-
PUUHBIH XHHOHOBHIH akuentop Qs. DT0 paBHOBeCcHAs peakIHsA; KOH-
-CTaHTa DaBHOBECHS ee 0 HMMEIOLUMCS OIlleHKaM COCTaBJisieT OKO-
g0 20 (Crofts, Wraight, 1983). 3ateM, korjga TOT e peakIHOHHHI
‘ueHTp doTtocucteMnl 11 cpabaTeiBaeT BO BTOpO# pas, Te 3Ke COOGLITHA
‘nIoBTOPAIOTCA. B pesyibprate ob6pasyercss ABaXKAH BOCCTAHOBJIEHHHIH
akuentop Qs. B HeKOTOpPHII MOMEHT B XOIe 3TOro Inpoiuecca H3
BHeWHel BOAHOH ¢asu (T. e. ¢ TOH cTOPOHH MeMOpaHbl, KOTOpas
«06pallleHa K CTPOMe) IOIJIOIIAIOTCS [Ba NPOTOHA, H B pe3yJbTaTte
-06pasyercsi MOJHOCTbIO BOCCTAHOBJIEHHBIH H NPOTOHHPOBAHHHIA IJa-
CTOXHHOH (maacToXuHOJ). Tako# NyTb BOCCTAaHOBJIEHHS XHHOHA,
B KOTOPOM INPOMEXYTOUYHbLIE BOCCTAHOBJIEHHBIE COCTOSIHHSI OCTaIOTCH
CBfI3aHHBIMH ¢ OenkoM, obecrieyuBaeT aOCOJIIOTHYIO aCHMMETPHIO
‘TIOTJIOILEHHUST IIPOTOHOB, YTO HEOOXOAHMO B CBSI3H C TOH pOJIbIO, Ka-
Kyl Hrpaer TpaHcMeMOGpaHHasl aCUMMETDHSI pacnpeleseHHsl MpPOTO-
'HOB B 3HEPreTHYECKOM comnpsixkeHHH. ITOJTHOCTHI0O BOCCTAHOBJIEHHBIH
XHHOH ropasjo cjabee 3aKpeljieH B MeCTe ero CBS3LIBaHHS, H IMO0Y-
“TH ONMpeJeJIeHHO MOKHO CUHTaTbh, YTO €ro AHCCOIHALHUS OT LeHTpa
-porocucreMn Il sBnsiercs OAHMM M3 3TallOB BOCCTAHOBJIEHHS MyJa
nnactoxyHona, OcBo6ojuBllleecss MeCTO CBSI3LIBAHUA XHHOHA Ha
-qionunentuge Maccofi 33 kIla, roe 6bl1 cBfA3aH Qp, 3amoJiHsAeTCSH
{11aCTOXHHOHOM 13 MeMOGpaHHOTro myJa.

Cnenyer 0co60 OTMETHTb, YTO MMeHHO OJjarojnaps crnoco6HOCTH
-aKLeNToOpHOro kKoMmmjekca ¢orocucreMn II crabunusupoBaTh co-
CTOSIHHE CEMUXHMHOHA, SBJSAIOMErocs BTOPHUHEIM aKIENTOPOM 3JIeKT-
POHOB, peaKIHs BOCCTAHOBJIEHHS XHHOHOB NPOHCXOJAMT B BHJIe IBYX
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{IPEOBPA3OBAHME 3HEPTHH MPU ¢or§3cumr—:3s

OCJeAOBaTENbHBIX OJHO3JIEKTPOHHHX CTaJHi; TeM CaMbiM CcorJa-
CYIOTCS OfHO3JIEKTPOHHHE IIPOLECCH B PEAKIHOHHOM LIEHTPE H ABYX-
5JeKTPOHHBIE NPOLECCH B NyJe [IJJACTOXHHOHA. [lefdCTBHTE/bHO, TO:
06CTOATEILCTBO, YTO BOCCTAHOBJIEHHE IJ1aCTOXHHOHA TpebyeT IBYX.
nocJeoBaTebHHX (POTOAKTOB, CAYXKHT Haunbojiee BECKHM JOKa3a-
TeJbCTBOM CBA3H XHHOHA ¢ 06eqkoM. Ecau 6bl XuHOH 6b1 cBOGOAEH,.
nse MmoJexyasl cemuxuHoHa (1. e. [IX-Hy; PQH), o6pasoBaBuinecs:
B pe3yJ/ibTaTe MePBOro cpabaThiBaHHs [BYX DasjIHYHBIX DPEaKIHOH-
HBIX II€HTPOB, MOrJIk OBl yU4acTBOBAaTb B PeaklUHH AUCMYyTalHH ¢ 06~
pasosanneM PQ u PQH; (IIX-Hp) (xuMmusi XuHOHOB omucaHa B pa-
6ote Rich, 1985). ’

HuTepecHO OTMETHTb, YTO HEKOTODble aHHOHBI BJIHSIOT Ha CKO-
pOCTb PeaklUHH B ABYX3JEKTPOHHOM wuiiio3e. Tak, Hanpumep, 106aB-
JeHHe COJiel MypaBbHHOH KHCJOTH INpefoTBpallaeT JajJbHeHulHi:
MmepeHoC 3JeKTPOHOB 3a NpeJeJsl ABYX3JEKTPOHHOro 111033, HO 6H-
KapGOHAT IMOJHOCTbIO BOCCTAaHaBJIHMBAeT 3TOT NEPEHOC 3JIeKTPOHOB:
(cm., Hanpumep, Vermaas, Govindjee, 1982; Eaton-Rye et al., 1985).

2

HMHTUBHUPVYIOILEE OENCTBHE FEPBHLIMOB
HA ®OTOCHCTEMY II

Mexanusm HHrubupymoollero nedcTBUS repOHUHAOB Ha IEePEHOC
3JIeKTPOHOB B ¢otocucTeMe Il kpacuBo BmuCHIBAeTCsI B MeXaHH3M
BOCCTAHOBJIEHHSI NJIaCTOXHHOHA, PACCMOTpPEHHBIH BhIllle: IepOHIlHIbE
NPENATCTBYIOT OKHCJEHHIO BOCCTAHOBJEHHOr0O Qa~. B He3saBuCHMEIX
paborax, rie HCC/eJ0BaHbl peaKLHOHHBIe LUEHTPH (OTOCHHTE3HDPYIO-
mux Gakrtepuii (Wraight, 1982b) u xommiekc dorocucremnr 11
B Tuiaakonnax pacreHuf (Velthuys, 1982), 6no Bhickazanwo npen-
MOJIOXKEeHHEe O TOM, YTO MoJeKynaa uHrubutopa (I) Moxer BHTec-
HATb MOJIEKYJy BTOPHYHOrO XHHOHOBOTO aKUeNTOpa 3JEKTPOHOB Qs.
H3 MecTa ee CBA3LIBAHHA.

PQ

% e

Qa_| %QAU_}
J
(12)

HeficTBHe HHru6HTOpA, NO-BHAHMOMY, SBJIAETCS KOHKYPEHTHHIM,
NpHYEM CKODOCTb BHICBOGOXKJEHHS HHMHOHTOpPAa H3 MeCTa CBS3bBa-
HHs OKashlBaeTcsg BO MHOTO pa3 MeHbllle, 4eM CKOPOCTb BHICBOGOXK-
HDeHHs MJIaCTOXHHOHA (cM., Hanpumep, Vermaas et al., 1984 a, b)..
Takne MHrHOGHTOPH, MPHMEDAMH KOTOPHIX CJyXKaT TPHA3HHH (Ha-
NpuMep, aTpasuH) M NMPOH3BOJHEIE MOUEBUHH (HaNpHMep, AMYPOH),
He MOr'yT OHITb BOCCTAHOBJIEHBI aKIENTopoM Qa~, MO3TOMy MepeHoC
3JIEKTPOHOB OT 3TOr0 aKUENTopa He MPOHCXOMHT.
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Boccranosnennpift mnactoxunor (miacroxunon, QgH,) Becoma
=c/1a60 3aKpeljieH B MeCTe CBA3HIBAHHS XHHOHA B (porocHcTeMe 11,
JI03TOMY MOJIeKyJla HHTHOHTODA BHITECHSIET €ro elle Jierue, yem
MCXOJHYIO MOJIEKYJy NJaCTOXHHOHA. » |

PQH,

S

<C 1pyro#f CTOPOHBHI, CEMHXMHOH Qp~ CBfi3aH ¢ G6eJKOM ropasno
npoynee, yeM XxuHOH Qs (Croits, Wraight, 1983). B cuny paBxo-
Becua Mexny Qa ¥ Qs 3JEKTPOH, NeJIOKANH30BAHHbI MO STHM ABYM
‘MOJIeKysiaM, NpoBoAHT 95% BpeMenu Ha Qs M ocTajbHOE BpeMms
#a Qa. Ilo-BuanHMOMY, MOJIeKy/la HHrHOGHTOPA BHITECHSIET MOJIEKY Ty
‘Qs M3 MeCTa ee CBS3HIBAHHA KaK Pa3 B TAKOH MOMEHT, KOra 3JeKT-
{POH HaXOZMTCA Ha MOJekyJe (Ja, MOSTOMY BO3HHKAET BlledaTJeHue,
“OyATO MHIHOUTOD MHAYLHDYeT O6GpaTHbIf IePeHOC 3JEKTPOHA OT Qs~
#Ha Qa (Velthuys, Amesz, 1974).

yol«@

| PQH. Qi (14)

> Q] (13)

QA|QBH2|

ax@g)

OTH NpeAcCTaBJIeHHS O MexaHH3Me AeHCTBHS repOHIIHAOB I0O3BO-
JIHAA OOBSICHUTb CONPOTHBJASEMOCTb K TPHA3UHOBBIM repOHUHIAM,
pasBuBLIyocs y Gojsee 20 BHAOB COPHSIKOB Ha MAaXOTHHIX 3eMJIfAX,
€KerogHo obpabaTeiBaeMBX TakuMu rep6unuiamu. Ilokasano, 4TO
3aMellleHHe €JAMHCTBEHHOrO aMHHOKHCJIOTHOTO OCTAaTKa B TOM yua-
-cTKe noaunentuga ¢dorocucremun II maccoit 33 k[la, K kKoTOpOMY
fipucoegnHseTcs XuHOH (cM., HanpuMep, Hirschberg et al., 1984 a),
-CYLIeCTBEHHO CHHXXaeT CpPOACTBO J[Js1 CBSI3bIBAHUS TPHA3HHOBHIX
Tep6uLHAOB (a TakXe H HEKOTODBIX APYLHX Tpynn repOHIHAOB)
‘B komnnekce ¢orocucreMu II (Pfister, Arntzen, 1979). B Taxkom
«cJlyyae 3TH BellleCTBa yxKe He MOryT 3¢ (deKTHBHO KOHKYPHPOBATb
< XHHOHOM QB 32 MeCTO CBSI3HIBaHHS, H HHIHOHPOBaHHe NepeHOca
‘3JIEGKTPOHOB IPOHUCXOJLHT B ropas3fo MeHolled creneHd. OpHaKO 3TO
‘3aMellleHHe OJHOro aMHHOKHCJOTHOTO OCTaTka H O0OycJIOBJieHHas
UM CONpPOTHBJSEMOCTb K repOHIHMAaM CONPOBOXKIAIOTCS OYEeHb CY-
qUeCTBEHHBIM YMEHbUIEHHEM KOHCTaHTH paBHOBecHS Keq pacmpeje-
JIeHHS 3JIeKTPOHOB MeXay Qa~ H Qp; CHHXKeHHe MOXeT OBITb H
20-kpataniM (Vermaas et al.,, 1984 ¢; Robinson, 1985). Ecau 3to
“TaK, TO 3JIEKTPOH, HaXOASMIHACA Ha XUHOHOBHIX aklenropax, Oyaer
TIpOBOAUTh Ha Qa yXKe MOJOBHHY BpPeMeHH, H MOXKHO OXKHIaTh,
4TO Ha MOCTOSIHHOM cBeTy B J00oii mMomeHT BpemeHH 50% Bcex .
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{IPEOBPA3OBAHHE 3HEPIMH MPH QOTOCI/IHTEBE

peaKIHOHHEX LEHTPOB (OTOCHCTEME! I okaxyTcs 3aKkpHITEIMH,
T. €. He CINOCOGHBIMH K CTaOH/IH3allMH 3apsigoB, 06pa3oBaBILHXCS
B pe3yJibTaTe MEePBHYHOH (POTOXHMHYECKOH peaKUHH B pPaJHKaJbHOH
nape P680*I~, dto cornacyercsi.c TeM (aKkTOM, YTOY Tex 6HOTHIOB
COPHAKOB, KOTOpble YCTOHYHBH K repOHIHAAaM, KBAHTOBHIH BEIXOA
okasniBaercs Ha 25—30% HHXKe, ueM y TaKHX XKe pPacTeHHH, moasep-
KeHHHIX JefictBuIO rep6unuaos (Ort et al., 1983).

I
OKUCJIEHUE BOIbl U OPYTHME PEAKIIUU
HA JJOHOPHOM CTOPOHE ®OTOCUCTEMBI I1 -

|
BOCCTAHOBJVIEHHE P680+

BoccranoBjaenne P680* npeacrasisier co60H CJI0XKHBIA mpouece
B TOM CMBICJIe, YTO KHHETHKA ero OIUCBHIBAeTCH HECKOJIbKHMH 3KC-
fIOHEHTaMH C XapaKTeDHHIMH BpeMeHaMH OT JeCATKOB HAaHOCEKYHA
10 MHKpocekyHA (rJa. 8). IIpOMeXyTOuHEIl HOHOD 3JIEKTPOHOB MAJIst
P680+ o6o3naualoT Z; 3TO — OJHO3JEKTPOHHBIH MEpPEHOCUHK, OCY-
{eCTBJSIOIMIHA MepeHoC 3apsJ0B MeXIy CHCTEMOH OKHCJEHHS BOJHI
H peakLUHOHHHIM ULeHTPOM. Jlo cux nop He fCHO, MPHUXOAHUTCS JH Ha
KaXIblfl pPEaKUHOHHBIA LIeHTP OJHH NepeHOCYHK Z HJau 6ojabliee HX
YHCJ0, H €CJIH TaK, TO Mapa/ijiejbHO HJIH T0CJHeI0BaTENbHO BKJIO-
geHbl OHHM B LIeNb IIepeHOca 3JIeKTPOHOB (cM., HanmpuMmep, Govindjee
et al., 1985). ’ =

Bce u3BecTHble (PAKTH MOATBEPXKAAIOT NPeANOJIOKEHHE O TOM,
4TO HHIyLHpOBaHHEIA cBeTOM curHasa JIIP, Tak HaswiBaeMbIfi «CHT-
#an Ily» (ot amra. very fast—oyeHbp OHICTPHIH) COOTBETCTBYeT
o6pasoBanuio Z+. [Ipsamoro cpaBHeHHs KHHETHKH HapaCTaHUS CHT-
gasaa Ily; ¢ KHHeTHKOR BoccTaHoBJeHHA P680F, moayuyeHHO# onTH-
YeCKNMH METOJaMH, NPOBECTH ellle He yJAaJjoch H3-3a HeNLOCTaToy-
HOTO BPEMEHHOro paspellleHHs B u3MepeHusx curHajoB DIIP. Oxna-
KO [pH HCMOJb30BaHHHU XJOPOMJIACTOB, B KOTOPHIX CKOPOCTH BOC-
ctaHoBJeHHss P680t u HapacraHus curHana Il Obliu ymeHbLIeHH
B pe3y/bTaTe HHTHOHDOBAHUSA peaKUHH OKHCJEHHS BOAMI, HabJgwoaa-
AU OYeHb XOPOIIYI0 KOPPEJAIHI0O MeXAYy CKOPOCTAMH 3THX Mpolec-
coB (Boska et al., 1983). . -

[Tonarawor, uto Z*+ npeacrtaBasier co0OH KaTHOH MJaCTOCEMH-
xuHoHa (PQH,t), o6pasoBaBuiunfics B pe3yabTaTe OLHO3JEKTPOHHO-
TO OKHCJIEHHS CIIEHH(pHUYECKOTO CBSI3aHHOTO MIACTOXHHOJA Z, KOTO-
poe He CONPOBOXKIAaJoCh ero AemnporonupoBanueM (O’Malley, Bab-
cock, 1984; O’Malley et al,, 1984). Ilpeanonoxenue 3TO0 NpHBJeE-
KaTeJLbHO, TOCKOJbKY KaTHOH CEMUXHHOHA JOJIXKEH HMeTb UCKJIOUH-
TeJIbHO BBICOKHI MOJIOKHTENbHBH OKHCIUTEIbHO-BOCCTAHOBUTENBHBIH
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noreHuras (BosmoxHo 1,0 B ans Z/Z+), Koropslit HeOGXOHM, €ClIk
STOT NepEeHOCUHK BOCCTAHABJIHBAETCs] KOMIIEKCOM OKHCJEHHS BOJHI.
Ilpeanosoxenne 0 ToM, uTO Z* ABJIAETCA KATHOHOM IIJIACTOCEMH-
XHHOHA, NMOATBEPKAAETCS B ONBITAX C MOJAENbHHIMH COEAHHEHHSIMH
in vitro, aas KoTophix moaydeHn cnektpul SIIP, noBosbHO xopowo
umuTHpyowue cnekrp IIIP curnana II, nabawopaemoro in vivo
(O’Malley, Babcock, 1984; O’Malley et al., 1984).

2
OKHCJIEHHE BObI

Ilpouecc ¢porocuHTEe3a, HAYLIUH C BbIAeJeHHEM KHCJIOPOAa, HeJb-
351 CYHTAThb YeM-TO YHHKAJbHBIM, IIOCKOJbKY AJS KaxKAOH peakUHH
HJH CTPYKTYPHOH eJHHHIb], OOHApY>KHBaeMOH B THIaKOHAHOH MeM6-
paHe, MOXKHO X0Ts1 OBl Ha KaueCTBEHHOM ypOBHE HalTH 3BOJIIOIIHOH-
HO 6GoJiee JPEBHIOK PEAKIIHIO WJIH CTPYKTYPY Y OJHOH HMJIH HECKOJb-
KHX (OTOCHHTEe3HDYIOIIHX OakTepHH, He BLIAEJSIOLIHX KHCJIODPOI.
OxucjieHdHe BOABI SBJSETCS, BO3MOXKHO, €IMHCTBEHHOH peakuHed,
npucyuefl TOJbBKO OPraHu3MaM, BHIAEASIOUIHM KHCJIODPOZ IpH (oTo-
CHHTe3e, HO 3Ta 3BOJIIOLLHOHHO HOBAsl peaklHsl OYeHb BalKHa.

Jas Toro uto6bl HCIOJIBL30BATh BOAY KaK HCTOYHHK 3JIEKTPOHOB,
HY2KHO MNpeojfoJieTh Ps Cepbe3HbIX TpPyAHOcTeH. Bo-nepBHX, HeoO-
XOJHMO coOrjsacoBaTb 0O0pa3oBaHHe OKHCJHTEJbHBIX 3KBHBAJIEHTOB
B PEaKIHOHHOM IeHTpe, NPOHCXOAsllee KAK OJHO3JEKTPOHHRIH Npo-
Iecc HPH MOTVIOLEHHH KaXIOro KBaHTa CBeTa, C YeThlpeX3JIeKTPOH-
HbIM OKHCJIEHHeM BOJBl O MOJIEKYJSPHOrO KHCJA0poAa. Bo-BTOpHIX,
cjJelyeT NpelOTBPAaTHTb B3aUMOJEHCTBHe MPOMEXKYTOUHBIX NPOIAYK-
TOB, 006JlafamliHX OYeHb BBICOKOH peaKUHOHHOH CNOCOOHOCTHIO,
C APYrHMH MOJIeKYJIaMH MJH KaKHM-TO 00pasoM 3allHTHTb HX OT
HeXXeslaTeNbHbIX peakluil. B-TpeTbux, Kaxias u3 uyeTnpex Iocle-
JOBaTeJbHbIX CTaIHfl OKHCJEHHS BOABI JOJIXKHA OCYILUECTBJATHCA C
IDHMEPHO OIHHAKOBOH 3aTpaToil CBOOOAHOH 35HepPrHH, He IPEBH-
wampumel KOJHYeCTBO 3HEPryH, 3alacaeMoe NpH NOIJIOUeHHH OJLHOrO
kBanrta cBerta. (JlaabHeiillee o6cyXaeHHe cM. B pabore Renger,
Govindjee, 1985.)

TBepao ycTaHOBJIeHH cJefyloline ¢akThl OTHOCHTENbHO Npolec-
ca OKHCJEHHs BoAwl. 1) UeThipe 3/7€KTPOHA OTIIEMJISIIOTCA OT ABYX
MOJIEKYJl BOALI B pe3yJbTaTe YeThIpeX IOCJAeJ0BaTeJbHbEX OIHO-
3JIEKTPOHHBIX PeaKUHi; 3TO NOKa3eBaeT, UTO KaxKAWH LeHTp ¢oTo-
cucremnbl Il ocylnecTB/sieT OKHCJeHHe BOAH M BhIIEJEHHE MOJEKy-
JSPHOrO KHCJIOpPOZA He3aBHCHMO OT Apyrux ueHrpoB (Joliot, Kok,
1975; ra. 10 naHHO# KHHMrH); JApyroe mnpeinoJioXeHHe O Koomepa-
THBHOH pa6GoTe yeThpex LeHTpOB ¢orocucremul Il B mpoiecce okHc-
JieHHs BOJAL He MoATBepxkAaercs takraMu. 2) MojexkyJaspHBIH KHC-
gopon O, o6pasyercss nocie yaajeHus yeThpeX 3J€KTPOHOB OT
BOJH, HO HOHH Bojopoxa Ht BricBO60XkAaloTCs 1O OJHOMY B XOne

54

TIF

JE
6c¢
et

ic
S

JIC

L\

Ce
ny
J1e
a5
Ta
He
Jc
s




ecan
I ‘HL.
CEMH-
IHIMH
poLIO
vivo

HeJlb-
IKILHH
veM6-
LLHOH-
KOJIb-
OpoA.
L HeH,
¢poro-

'OHOB,
He0O-
e ToB
TPOH-
OpHIX,
OLYK-~
CThIO,
1X OT
ocJe-
el ¢
)eBHI-
LHOro
nger,

olec-
JIBYX
OLHO-
doTo-
JeKy-
Kok,
nepa-
OKHC-
. KHC-
1 T

Xone

i

fIPEOBPA3OBAHUE 3HEPTMH NPU SOTGCHHTE3E

IBYX PAHHHX CTaJHH OKHCJIEHHs BOJH, W elie [BAa NPOTOHa BHICBO-
60X [aI0TCH OJHOBPeMEHHO. ¢ BuaeaeHueM Op (cM. 0630p Govindjee
et al., 1985). Takum oGpa3oM, B KOMIJIEKCe OKHCJIEHHS BOAN HH
Ha ORHOA W3 CTajpui Mpolecca He HakaluiupaeTcs GoJee ABYX MO-
JIOXKHTEJbHEX 3apsif0B. DTH (akTH JIeri# B OCHOBY Tak Ha3lnBae-

PUC. 4

Mojenb nepexoJoB MeXAY S-COCTOSHHAMH NPH OKHCJEHHH BOIH.
CornacHO 3TOH MOJfe/H, YeThiPe 3JEKTPOHA OTIIEIVIAIOTCS OT JABYX MOJIEKYJ BOAM
NP4 MOCJEfOBAaTENbHEX Mepexofax Mexay S-coctosnusamu, [IpH KaxkaoM H3 3THX
flepexo0B OKHCJEHHHH cBeTOM Z+t OTpHBaeT OAMH 3JeKTPOH OT KOMILIEKCa, OKHC-
JIAIOLIEr0 BOAY. DTO LEHTPaJbHOEe NMOJOXKEHHe MOJENH COTJacyeTcs € SKCIepHMEH-
TaJbHHMH HaHHHIMH O TOM, 4TO KaXAn# HeHTp ¢orochcreMu Il dyHkumonmpyer
He3aBHCHMO, OKHCAASA MOJIEKYJay BOAB H BHIAENSAA KHCAOPOA. MosekynsapHHE KHC-
JIOPOJ BHIEJNAETCH MOC/e OTPHIBA YeThIpeX JIeKTPOHOB, OfHH NPOTOH BHIAEAAETCS
fIpH Mepexoje M3 COCTOSTHUA So B COCTOSHHE S, BTOPOX — NpH Nnepexoje u3 S, B S,
¢ ellle ABa — OpH nepexofe U3 S3 B So OAHOBPeMeHHO ¢ BujeaeHueM O,

moft mopenu S-cocroarnuit (Joliot, Kok, 1975; ra. 10 ganHO# KHHrH).
HsBecTHaa cxema, NO3BOJSAIOMIAS OOBACHHTb Pe3YJbTATH HCCJENO-
BaHHH MeXaHH3Ma OKHCJIEHHS BOJH, NpeACTaBJeHa B CAaMOM NIPOCTOM
BapHaHTe Ha pHC. 4.

[Tepexon u3 Ja060ro S-cOCTOSHHA B CJeAylOllee OCYILECTBJAET-
csl, Koria (OTOOKHCJAeHHHH Z1t moJjiyuyaer 3JIeKTPOH OT KOMILIeKca
¢epmenToB, okucaswomero BoAy (puc. 4). Cocrosinusi S; u S» He-
cTabunbHB, B TEMHOTE OHH PeJaKCHPYIOT, H cucTeMa He 0oJiee ueMm
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3a HECKOJIbKO CeKYH] IepexoJdHT B coctosiHue S;. CocrosiHus Sy u
S, sBasworcs crabuabHbiMH. [Ipexxpe OBIJIO NPHHATO CYHTATh, 4TO
B MeM0paHax, afaNTHPOBAHHHX K TeMHOTe, THIIHYHOE pacnpejee-
HHe 1eHTPOB ¢orocucremul II coorBerctByer 759% ueHTPOB B co-
crosuun S; u 25% uenrpoB B cocrosiumu .S (Kok et al., 1970),
OJHaKO Tenepb SICHO, YTO B NOJHOCTBHIO aJaNTHPOBAHHHIX K TEMHOTe
o6pasuax NOYTH Bce LIEHTPH HaxoAsaTcss B coctosiHuu S; (Vermaas
et al,, 1984 c). IlpencraBienne 0 TOM, YTO YacTb LEHTPOB NOCTOSH-
HO HaXOJHUTCS B COCTQSHHH So, BO3HHKJIO H3-3a paHee He YYHTHIBAB-
werocst a¢dekra: cyilecTByeT BOCCTAHOBHUTEJb, KOTOPHIH B Pe3yJib-
TaTe HHAYLUHPyeMOH CBETOM peaKIHH MNePEeBOLMT 4YacCTh LEHTPOB B
cocrosinue Sy.

C nomoibio MOAeNTH S-COCTOSIHHH yAaa0Ch YCIEWHO OOBbSICHHTbL
H Jaxe NpeacKasaTb psil (paKTOB OTHOCHTEJNBLHO CHCTEMHI OKHCJe-
HHS BOJHI, HO, HECMOTpSI Ha 3TH yCIeXH, A0 CHX NOp OYeHb MaJjoQ
H3BECTHO O MOJIEKYJ/SPHOM MeXaHH3Me peakLUHH. YCTaHOBJIEHO, 4TC

IJIS1 OKHCJIEHHSI BOAB HeOO0XOIHMO NPpHCYTCTBHE Maprasnua. Pasno- -

o6pasHble 06pabOTKH, HHrHOHpYIOUIHE OKHCJAEHHe BOJAK THJAKOMI-
HeIMU MeMGpaHamHu (Hanpumep, o6paborka tpucom, NH,OH, tenno-
Bas o6paboTKa), NPHUBOAAT TaK¥XKe K BHICBOOOXKIEHHIO Maprauia,
cBsiI3aHHOrO c UeHTpaMu ¢otocucteMb II (cM. 0630p Ghanotakis,
Yoeum, 1985). C mem6paHo#i THJaKOHAA CBSI3aHO HECKOJbLKO pas-
JIMYHBIX NYJIOB MapraHiia, pas3jHuyaiollHXCsA MO NPOYHOCTH HX CBA3R
¢ Mem6paHO#i, # 3TO 06CTOATENLCTBO NIPHBEJNO K HEKOTOPOH Heompe-
JeJIGHHOCTH B BONIPOCE O TOM, CKOJbKO aTOMOB Mn Heo6xoaumo A5
BhIZeseHHs Kucaopona. Cefigac sicHo, yto o6eHeHHe MeM6paH, NpH
KOTODOM Ha KaXXALH peaKUHOHHBIH LEHTP MNPHUXOAUTCA MeHee He-
THIDEX aTOMOB Mn, no KpalfiHeli Mepe YaCTHYHO yMeHbllIaeT Cnocob-
HOCTb K OKHCJIEHHIO BOAH (CM., HanpuMep, Yocum et al.,, 1981).
Eme B panHux paborax npennosarajocb, YTO MapraHel HMrpaer
pOJIb HAKOMHTENS 3apsAOB, T. €. ABJSETCH HENOCPeJCTBEHHHIM BOC-
CTAaHOBUTeJNEeM AN Z+ M HeNOCPeACTBEHHHIM OKHCJHTEJeM BOJHI.
OnHako JHLIL COBCeM HEAABHO MPSAMBIMH (DU3HYECKHMH MeTOAaMu
yIaJ0oCh NOJYYHTb JOKA3aTeJNbCTBA OKHCJIHTEIbHO-BOCCTAHOBHTEJb-
HBIX H3MeHeHH Mn NnpH OKHUCJIEHHH BOAbL. DTH (GaKThl MOJYYEHBl U3
namepenufi cnektpoB DIIP npu Hu3kux Temneparypax (Dismukes,
Siderer, 1981; Zimmerman, Rutherford, 1984) u u3 ananusa ToH-
KOH CTPYKTYPH DEHTIE€HOBCKHX CIIEKTPOB Ha Kpalo MOJOCH IOIJIO-
menns (Extended X-ray Absorption Fine Structure, EXAFS) (Kir-
by et al, 1981); o6cyxaeHue HDaHHBEIX MOXHO HafiTH B paboTax
(Renger, Govindjee, 1985; van Gorkom, 1985; Govindjee et al.,
1985; Dismukes, 1986). o cux mop He pellleHbl BONPOCH O TOM,
KakoBa NpPHpPOJa KOMILJIEKCa aTOMOB Mn, BaJIeHTHOCTb KOTOPOrO
MeHsieTcs NMOoJ NeHCTBHEM CBeTa, H KaKHe COCTOSIHHS OKHCJeHHs Mn
Yy4aCTBYIOT B STHX nepexozxax. [losyuennrle npeaBapuTesbHEE AaH-
HEle 0 poiH Mn BecbMa MHTEPECHH ellle B OJHOM OTHOLUEHHH: OHH

56

6L

2w g

0QwQ

pl
TI
et

Cl

ERTR-RY

Hi
C1
B(
A

H(
~—HI




'3

(IPEOBPA3OBAHME SHEPTHH [1PU ¢or§>cumx-:35
- %

YKa3HBaiOT, YTO NPH MOC/IeAOBATEJbHLIX MEpexofax Mexnay S-co-
CTOSHHSIMH 3/IEKTPOHBI YAaJAITCA He TOJbKO H3 MapraHiesoro
UeHTPa, HO H C €ro JHraHAHBIX IPynm (CM., HanpuMep, 06CyXKAeHHe
B HejaBHell pabore Kambara, Govmd]ee, 1985). B GoabiiuHcTBe
Mojle/leli B KauecTBe JIH[AHAOB BHYTPEHHeH Cdepn paccMaTpHBAKOT-
Ccs CaMH MOJIeKyJibl BOJAH; TakHM 00pa3oM, NpeamoJaraercs, 4to
8 MOC/ed0BaTEIbHOCTH peaxunm 06pasyoTcs MpPOMEXKYTOUHHIE CO-
CTOSIHHS OKHCJIeHHSI BOJAbl. DTOT MOAXOA COrviacyercss C AAHHBIMH
O [0CJIel0BATEJIbHOM Bucaoéommeﬁun MpPOTOHOB. *©

H606XOILHMOCTI: MPHUCYTCTBHSE HOHOB XJIOpa AJISl OCYIIECTBJICHHS
peakUHuil OKUCJeHHs BOABL TBEDAO YCTAHOBJIEHA U MCCJIELOBAHA MHO-
rumu aBropamu (Hind et al,, 1969; Kelly, Izawa, 1978; Critchley
et al., 1982; Critchley, 1983; Badianu et al., 1984). ITo cpaBHeHuIo
¢ mapranueM uousl Cl~ Juiub ca6o CBA3AHEI ¢ KOMILIEKCOM (OTO-
cucremnl 11, u ux poJap eme MeHee sicHa. Heo6xonnumoe KoJiHuecTBO
xJopuaoB cocrtasJsder or 10 10 20 MOJIeKy,T HAa OAMH peaKIHOHHBIH
ueHtp dotocucteMsr II; Bmecto Cl- MoXHO N0GaBiATL HEKOTOpHIE
Jpyrue HOHH, HanpuMep Br—, HO 3¢ dekTUBHOCTL pabOTHl CHCTEMBI
npu 3toM HeusmeHHO nagaer (Kelly, Izawa, 1978). [lpaBronono6-
HBIM MOXKHO CYMTAaTb NpeAnoJoxeHHe O ToM, wro Cl— HyxeH a4
cTa0UIU3allHH MAapraHieBOro LEHTPAa B KOMILIEKCe, OKHCJSIOILEM
soay (Govindjee et al,, 1983; Izawa et al, 1983). Ilpeanoaararor
nagee, yTo Cl™ CAyKHT MOCTHKOM MeXIy COCE€JHHMH MapraHLEBbI-
MH LIEHTPaMH H TeéM caMbiM o0J/ieryaer nepeHoOC 3JeKTPOHOB, H HMEH-
HO B 3TOM COCTOMT MexaHu3M crabunuszauuu (Critchley, 1984). Jra
HHTepeCHasi THIOTe3a BCTPeuaeT HEKOTOPHe BO3paxeHHd, HO Ode-
BHHO, YTO KaKHe-TO aHUOHH HeOOXOAHMBEI, 4TOOKl CKOMIIEHCHPOBATh
BO3pAacCTAIOMIHH [OJIOKHTEJIbHBIH 3apsil, HaKalJHBAWOLIHHCA IpH
OKHCJIEHHH Maprasila, TeM O0oJiee, 4TO BbBICBOGOK[eHHE NPOTOHOB
[IPOMCXOJAHUT He OAHOBPEMEHHO C OKHcJeHHeM Mn.

HepaBHO cIHCOK HeOpraHW4eCKHX HOHOB, HEOOXOAHUMBIX AJsA 3¢-
(EeKTHBHOrO OKHCJIEHHsS BOJBI, NOMNOJHHUJACH KaTHOHOM Ca?t (Inoue,
Ono, 1983). INlpeamosnaraioT, ut0 ¢GyHKIHOHAJAbHO aKTHBHHH Calt
IIPOYHO CBsI3aH C TpeMs nepHbepHiHBIMH GeakaMu ¢otocucremsl [1
(Ghanotakis et al., 1984). B Hacrosilllee BpeMsi OYTH HHYErO HeJb-
351 CKasaTh O cnenuduyeckod posau noHoB Ca?t B MexaHH3Me OKHC-

JIEHHsI BOJBI.

VI

MEPEHOC 3JIEKTPOHOB ME)XIY IBYMA
$®OTOCUCTEMAMH

BsaumopeiicTBue LeHTPOB ¢oTocHcTeMbl | ¢ uedtpamu ¢oro-
cucteMul Il mpoucxoAuT HA ABYX YPOBHAX: I[PH paclnpeleseHHH
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MeXJy HHMH IOIVIOLIeHHOH SHePrHH CBeTa U IIPH HEPEHOCEe 3JIeKT-
poHeB. Bompoc. 0 pacnpejeseHHH 3HEpPrHH KBAaHTOB, MOIVIOLLEHHBIX
pasJHYHEIMH MHIMeHT-0e/IKOBHIMH KOMIIEKCAMH, a TaKXe MeXaHH3M
TAKOrO pacnpeleenus obcyxkiaiorcs B 1. 3. B manHom pasnene
Mbl PaCCMOTPHM INpPOLleCC TEPMOJHHAMHYECKH BHITOJHOI'O TpPaHCHOp-
Ta 3JIEKTPOHOB OT NEPEHOCUHKOB ¢ HH3KHM (0oJiee OTPHIATENbHBIM)
OKHCJIHTEJbHO-BOCCTAHOBHTE/NbHBIM MOTEHLHAJIOM K IMepeHOCUHKam
C BHICOKHM (0oJsiee NOJIOKHTENbHBIM) OKHCJIHTENbHO-BOCCTAHOBH-
TeJbHBIM MOTEHLHAJOM. DTOT NpOLECC CAYXKHT AJs llepenayu BoC-
CTaHOBUTEJbHHX 3KBHBAJEHTOB MeXJy KOMILJIEKCaMH ABYX (OTO-
cicreM (puc. 1 m 3). Peakuuu TpaHCHOPTa 3JEKTPOHOB MEXAY
AByMsl (OTOCHCTEMaMH HHOTZAa paccMaTPHBAIOT KaK TEMHOBOH nme-
peHoC 3JIeKTPOHOB NpH (QOTOCHHTEe3e, HMes B BHAY, 4TO, IOCJE TOro
Kak (OTOXHMHUYECKHe NpOLiecCH NpHBEJAH K 06pa3oBaHHIO OKHCJ/IHU-
TeJs M BOCCTAHOBHTENA, HJs IepeHOca 3JEKTPOHOB MeXAy HHUMH
He TpebyeTcsl [NOMOJHUTENBbHOI'O IIOIVIOLIEHHsST CBETOBOH 3HEpPruu
(cM., nanpumep, Clayton, 1980). K npumepy, eciu B obenx ¢oTo-
CHCTeMax Noj JAeHCTBHEM KODOTKOH BCHBIUIKH CBeTa OJHOBPEMEHHO
NpPOH30LLNO pa3ie/ieHHe 3apsiloB, TO PEakKlHH NepeHoca 3JEKTPOHOB
Mexay QorocucreMaMHu OeHCTBUTENbHO IIPOUCXOIUSIT B TEMHOTE.
Y4yacTBYIOT B 3THX pPeaKUHAX MJaCTOXHHOH, IJIACTOLLHAHHH H KOMII-
JIeKC LUHTOXpOMOB b¢/f [uHTerpanbHblii MeMOpaHHBI KOMILIEKC MO-
JIMIIENTHAOB, COAepKAallUd LHTOXPOMBI THNA b U TUma ¢ (LHUTO-
xpoM )], a Takxke Fe-S-knacrep, Tounee Fe-S-uentp tuna Pucke.

A :
KOMITJIEKC HUTOXPOMOB b¢/f

MemO6paHbl, Ha KOTOPHX NPOHCXOAAT Npouecch (HOTOCHHTE3a 1
JbIXaHHUS, COAEePXKAT, KaK B cjayyae NPOKAPHOTHYECKHX, TAK H dyKa-
PHOTHYECKHX OpPraHH3MOB OUeHb CXOJIHbleé CTPYKTYpHBlE €JHHHILHI,
pOJIb KOTOPBIX COCTOHT B OKHCJE€HHH HHM3KONOTEHIHAJbHOTO XHHOJ&
H BOCCTAaHOBJIEHMH BBICOKOIIOTEHLHAJbHOTO MeraJjsonporenHa (Ha-
uska et al., 1983). B THrakounHbHX MeMOpaHaxX BHICIIHX pacTeHHU
TakoOf KOMIJIEKC OKHCJSET MJaCTOXHHOJ, BOCCTAHOBJIEHHBIH (OTO-
cucteMoii II, H BoccTaHaBaAHBaeT IJACTOLLHAHHH, KOTOPLIH B CBOKr
ouepenb Oyzer okuciaeH ¢orocucremoit I (puc. 3). UHame Bcero
3TOT KOMIIJIEKC Ha3hBalOT KOMIJIEKCOM IHTOXpOMOB bs/f, HO Gonee
NpaBHJIbHOE €ro Ha3BaHHe — NJIAaCTOXUHOJ : IIJ1aCTOIHAHHH — OKCH-
JNOpeAYyKTa3a.

1
COCTAB H CTPYKTYPA

ITonunenTHAHEH COCTaB XHHOJ-METAJJIONPOTEHH — OKCHAOPEdYK-
Ta3nl oTOCHHTeTHYUeCKO MeMOpaHH ropasfo INpoIne, YeM CocTab
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aHAJIOTHYHOTO KOMILJIEKCa B MeMGpaHax MHTOXOHAPHHA. Mutoxounpu-
ajJpHBle KOMILIEKCH, MOJIydeHHbHIe H3 Pa3/IHYHBIX OPraHH3MOB, OObIT-
HO COJepXKaT JlecAiTb pasHuX nonunentuao (Hauska et al., 1983),
TOrAa KaK KOMILIEKCH, BHAEJEHHble H3 THIaKOHIOB HIMHHATA It
Anabaena, cojepxKaT JHlb tlerrbxpe OCHOBHEIX CYOBeXHHHIIH
(raba. 1 u pHe. 3).

CocTaB KOMILIeKca um‘oxpomoa be/f u3 mnHHATA, MO-BHAHMOMY,
ONMHUCHIBAETCSA CTEXHOMETPHYECKHM COOTHOIIeHHeM 1 : 1:1:1 IJisi mo-
JunenTHAOB Maccolt 34/33, 23, 20 u 17 x[da. y6aer noaunenTusos
Macco 34/33 kJla HpeﬂCTaBHHETaCOGOH OUEBHJHO, pe3yJbTaT HC-
KyCCTBEHHOH I'€TePOTeHHOCTH B nonynxuuu anonpoOTeHHOB LHTOXPO-
Ma f, NMOCKOJIbKY CYHTAIOT, 4TO 3TOT IIHTOXPOM KOAHPYeTCs JHIIb
oIHUM XJIOpONIacTHHIM resom (Alt et al,, 1983; Willey et al., 1983).
PaccmarpuBas MexaHH3M B3aHMOAEHCTBHS KOMIIOHEHTOB KOMIJIEK-
ca, Y4acTBYIOMIHX B OKHCJHTEJ]bHO-BOCCTAHOBHTE/bHEIX peaKIHUfAX,
HHTEPECHO OTMEeTHTb, u4TO Npoduab ruapodobHoctr (hydropathy

plot) mokasmniBaer HajJHuHe JIHUIL ONHOTO G-CIHPAJLHOTO Yy4acTKa,
nponnamaaxnnena MeMOpaHy, KaK B anoOIpOTeHHe IHTOXpOMa f
Tak H B anomnporenHe Fe-S-ueHTpa Pucke (nmosumentHn macco#t
22 kHa). lanee, B cayuae o6oux 35THX GeJNKOB NpOCTeTHUECKAs
rpymnna, ydacTByIOllasi B OKHCJHTENbHO-BOCCTAHOBHTEJbHHX peak-
uuax (7. e. rem uutoxpoma [ u Fey-So-nieHTp XKenmeszo-cepHoro 6es-
Ka), NPUKpelJieHa K TOMY Y4acTKy MOJHIENTHAa, KOTOPHIH Haxo-
JAHTCS B KOHTAaKTe C BOJHOH (a3oi BHyTpeHHero o6bema THJIAKO-
HAHOTO my3eipbka (cM. puc. 2 B pabore Hauska, 1986). Isa rema
uuToxpoma be NPHKpENJIeHHl K OJHOMY H TOMY e IOJIHIENTHAY
maccoit 23 kJla. 3HaHHe HYKJIEOTHAHOH MNOC/€10BATEJIbHOCTH  AJS
XJIOPOMJIACTHOT'O TeHa, KOAHUPYIOUero 3TOT MOJHIENTHA, MO3BOJHUJIO
MpeANONIOKUTb, KaKuM 06pa3oM yJiOKeH nojaunentug B memOpale.
13 nokaszareseil ruApodO6HOCTH CiellyeT, YTO MOJIMNENTHAHAR Lelb
MOXKeT 06pa30BLHIBaTh NSTh (-CIHPAJbHBIX Y4aCTKOB, IPOHH3LIBAIO-
mux MemO6paHy, mMpHYeM [Ba reMa pachoJIOXKeHH Tak, 4TO HX IJO-
CKOCTH MapaJljieJIbHBl MJIOCKOCTH MeMOpaHBl U HaXOAATCH APYr OT
Apyra Ha pacCTOsIHUH, [PHUMEPHO paBHOM TOJIIIHHE TUApodoOHOH
dasnr membpannt (Widger et al, 1984 b). CpaBueHnre aMHHOKHCJIOT-
HBIX MOCJIeOBaTEJNbHOCTEH [JIsT BMeCTe B3SITHIX XJOPOMJIACTHHIX IO-
aunentunos Maccoit 23 kJla (amompotenn uutroxpoma bs) u 17 x[a
u nisi 6ojiee KPYMHOrO anonpoTeHHa IHTOXpoMa bs, BHIJENEHHOrO
U3 MUTOXOHIPHH JpOoxiKefi, ye/JOBeKa, MbIIH U OniKa, BHSABUIO
Hanuuve OGUIHPHBIX I'OMOJIOTHYHBIX YYaCTKOB [JIST XJIOPOIJIaCTHOrO
nonunentuna maccoit 17 kIa, conepxamero 139 aMHHOKHCAOTHBIX
OCTaTkoB, n Aas C-KOHUEBOro ydyacTKa alolpOTeHHa MHTOXOHRDH-
aJbHOro Huroxpoma bs (Widger et al.,, 1984 b).

MeTogOM 3JIEKTPOHHOH MHKDOCKONHH C HCIIOJIb30BAHHEM 3aMO-
PaxKUBaHHA — CKaJbIBaHHA [0 CHX MOp He yAaJoch HAeHTHOUUKPO-
BaTb KOMIIJIEKC LLHTOXPOMOB bs/f B Mem6paHax THJIAKORAOB, HO NPH
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BCTPAUBaHUH BHIJEJEHHOTO KOMIIJEKCa B JIHIOCOMB OH BHIAEH Kak
yacrHHa pasmepoM 8,5 HM, Haxojsllascs BHYTpH MemObpannl. Hc-
XOAS H3 pa3Mepa YacTHIH, CAeJaHa OlEeHKa ee MOJIEeKYJsPHOH Mac-
‘ChI: MOJIy4yeHa BeJqHuHHa OkoJso 280 k/la; 3TO no3BosisieT HpennoJo-
JKHTb, YTO KOMIIJIEKC LHTOXPOMOB b¢/f 06pasyer aumep (Morschel,
Staehelin, 1983). OaHako mo faHHBLIM O CTEXHOMETPHH CyObeIHHHLL
KOMIIJIeKCa IHTOXPOMOB be/f, npuBeneHHbM B paGore Xaycka (Ha-
uska, 1986), monekyaspras macca 280 x[la cooTBeTCTBYeT TpUMEDY
KoMIIekca. TeM He MeHee NpelNoJiOKeHHe O IMMEPHOH CTPYKType
NOATBEPXKAaeTcsl HOBHIMH (haKTaMH O TOM, UTO KOJIHYECTBO MeCT
cBssbiBaHus Aas1 JIBMHUD, uru6upyioniero XHHOJOKCHAA3y, BABOe
MeHbllle, UeM KOJIHUeCTBO MoJiekya uuroxpoMa f (Graan, Ort, 1986).
Ilonaralor Takxe, 4TO AHMEPHYIO CTPYKTYPY HMeeT aHaJIOrHYyHas
okcupopeayktaza muroxonapui (Slater, 1981; Nalecz, Azzi, 1985).

Bo MHOrux ciayuyasix BMecTe C KOMIIJIEKCOM LIHTOXPOMOB bg/f
Boigeasiercss muacroxuHoH (Hauska, 1986). B ouwmenHeix npena-
paTax mpHCyTcTBYeT oKoJO 0,6 MOJeKyJbl HIacToOXHHOHAa A B pac-
yetTe Ha oauH Kommiekc (D. P. O’Keefe, nuuyHoe coobuienue). ITtoT
pe3yJbTaT TaKxKe MOXKHO HCTOJKOBAaTb Kak CJEICTBHE IHMEPHOIX
CTPYKTYpPH KOMILIEKCa, HO, pasyMeercsi, IPHCYTCTBHE IJIAaCTOXHHOHA.
B OYHIIEHHOM IIpemnapate caMo no cefe ellle He O3HAYaeT, YTO OH
crienHpHUECKH CBS3aH C KOMIIJIEKCOM HJIH HI'pPaeT BaXXHyl (YHK-
IIHOHAJILHYIO POJIb.

2
MEXAHH3M OKHCJIEHHA IIVIACTOXHHOJIA

KoMniekc nuToXpoMoB be/f HOJIKEH OCyIeCTBHTbL NPOLECC, Npo-
THBOIIOJIOXKHBIA TOMY, 4TO NPOHMCXOJAHT NpPH paboTe ABYX3JEKTPOH-
Horo mio3a B (¢ortocucreMe II, a MMeHHO cOrjiacoBaThb OKHCJEHHe:
ABYX3JIEKTPOHHOTO NepeHOCYHKa (MJaCTOXHHOJIAa) ¢ BOCCTAHOBJIEHH-
€M OJHO3JIEKTPOHHOrO IepeHOCYHKa (MJjlacToluaHHHa). DTOT Ipo-
IeCC OCYLIECTBJSETCS TIpPYNNOH OAHO3JEKTPOHHBIX I1epeHOCUYHKOB,
BXOASILIHX B COCTaB KOoMILIeKca. Bompoc o TOM, KakoB NyTb Iepe-
HOCa 3JIEKTPOHOB 4epe3 KOMIIJIEKC, A0 CHX IOp OCTaercs CIODHBIM,
HO B MOCJIeiHee BpeMsl MOJEJH, B KOTODHIX NpejnoJjaraeTcs JHHeH-
Hasl NOCJIe0BaTe/NbHOCTb NEePEHOCUHKOB, MOCTENeHHO YCTYNaioT Me-
CTO pa3Ho0Opa3HLIM BapHaHTaM MozeaH Q-LHKJa, BrepBHe cdop-
myJaHpoBaHHOH Mutuensom (Mitchell, 1975).

JJas Toro yroOnl H3J0XKHTbL OCHOBHBIE 4epTHl MoJenHn Q-LHKJa
H ee MOTeHIHaJbHBE NpEeMMYIUECTBa MIJ51 ONHCAHHUS 3IKCIEPHMEeH-
TaJIbHEIX JaHHBIX, N0JIE3HO PacCMOTpPETb NPOCTEHIIUH BapHaHT MO-
IleaH, He obpainasi NMOKa BHHMAaHHS Ha aHOMa. ‘H B INOBeAEHHH
CHCTEMHl H Ha Te YCJOXKHEHHS MOJEJH, KOTOphle ¥ KHBl AJs1 00Dbsic-

HeHHA 3THX aHOMaJIHH. pGSYJleaTH IIHKVIHYEeCKHX {ipOleCCOB B KOMII-
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JleKce LHTOXPOMOB bg/f TakOBHI NMPOHCXOAHT HalpaBJ/IeHHHIH Nepe-—
HOC TPOTOHOB uepe3 MeMOpaHy THIaKOHAA, OKHC/AETCS XHHOX H
BOCCTaHaBJHBaeTCs MJacTOUHAHUH.,

[oaaraior, 4To Ha KOMILIEKCE IHUTOXPOMOB be/f MecTO CBA3HI--
BaHHA NJACTOXHHOJA, TaK Ha3biBaeMOe MecTO Qz, HAXOAHTCA BOJH-

1-i* 060pot 2-4 oBopoT

H+

CHapy»xu

CHapyxu

PQH2< PQCH

PUC. 5

Mogens Q-1HKJa, OMHCHBAKOIAA OKHCJIEHHE IJIaCTOXHHOJA KOMIIEKCOM LHTOXPO—
moB bg/f.

[peamoaaraercsi, YTO Ha KOMILIEKCe UHTOXPOMOB bg/f MeCTO CBA3HIBAHHA 3THM-
KOMILTEKCOM mactoxuHosna (Qz) HaxoauTcs BOIH3H BHYTDEHHEH NOBEPXHOCTH TH-
JaKOHAHOH MeMODaHH, a MeCTO CBS3bIBAHHUSA NJIACTOXHHOHA (Qc) — BO3Je HapyXK-
HOH NOBEPXHOCTH THJaKOHIHOH MeMOpaHhl. IIpu mepBoM 060poTe UHKAA B KOMIIEK-
Ce LIUTOXPOMOB bg/f okucisierc OZHa MOJEKYyJa XHHOJMA B MecTe CBA3HIBaHHS Qz,.
YTO CONPOBOXKAAeTCad BHCBOGOXKAeHHeM ABYX npoToHoB (2 HY) Bo BHyTpenHee-
MPOCTPAHCTBO (NMPOCBET) THJAAKOHIAa, H MPOHCXOAHT OAHOJIEKTPOHHOE BOCCTAHOB-
JeHHe XMHOHAa B MecCTe CBsI3HBaHHS Qc, KOTOpOe CONPOBOXKIAETCH MNOTrJIOUIeHHEM. '
OJlHOTO NMPOTOHA M3 BHemiHero ob6beMa., B utore o6pasyercs cemuxunon (I1Xc-H;
PQcH). I'lpu BTOpOM 060poTe LHKJA B TOM XXe KOMILUIEKCe CHOBA MPOHCXOAMT ITOJ- -
HOe OKMCJIEHHEe XHHOJIa 1O XHHOHA B MecTe CBfi3hBaHHA Qz, TOTJa KaK B MecTe CBfi-
3biBaHH? Qc CeMHXHHOH BoccraHaBauBaerTcs A0 xuHoaa (I1Xc-H—T1X-H,, wuam:
PQcH—PQH,). Takum o6pa3oM, B Q-LHK/Ie OKHCIAIOTCS [Be MOJEKYJH IJIacTO-

' XHHOJNa, BOCCTAHABAHBAETCA OAHA MOJEKyJa NAacTOXMHOHA, B pesyabraTe ocyille-

CTBJAsIETCH NMepeHOC (TPAHCAOKALHA) YeThIpeX MPOTOHOB B pacyeTe Ha Ka’KAyIO Na--
py 3JekTpoHOB, moctdraiomux P700+. [Ipyras xapakrepHas 0COGEHHOCTb MOMEJH -
Q-LHK/Ja COCTOHT B TOM, 4TO B Heii MPEAMOIAraeTCs 3MEKTPHUECKH HECKOMMEHCHPO-
BAHHOe JIBHIKEHHe 3/IeKTPOHOB TOMEPeK IH3/IEKTPHUECKOrO CJIOSi MeMOpaHH B MpO-
lecce mepeHoca /IeKTPOHOB oT Qz Ha Qc yepe3 LUTOXPOM bg.

31 BHYTPeHHell NOBEPXHOCTH THJAKOHIHOH MeMOpaHH, a MeCTO CBS—
3bIBAHMSA IIJIACTOXHHOJA, TaK HasbiBaeMoe MecTo Qc, pacrnosomkeHov
BO3JIe Hapy:KHOH NOBepXHOCTH MeMOpaHH THaakouna. (puc. 5). [Ipw
ONTHMAJBLHEIX YCJOBHSIX B TEMHOTe MeCTO Qz 3aHATO IJIACTOXHHO-
JIoM, MecTO0 Q¢ 3aHATO NaacTOXHHOHOM, Fe-S-uentp Prcke m muro-
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XpOM [ BOCCTAaHOBJ/IeHHI, LHTOXPOMK b OkHc/eHH. [lepeHoc oxueu-
‘TEJIbHOTO 3KBHBaJeHTa OT ¢orocucTeMb | uepes nuacroumanus
:IPUBOJAHT K YAAJIEHHIO OJHOI'O 3JIEKTPOHA C BHICOKOMNOTEHI{HAJAbHHX
-TIePeHOCYHKOB, BXOJSIIHX B COCTaB KoMIiekca be/f. Ilo-supumomy,
OKHCJIMTe/IbHEIA 3KBHBAJIEHT OK4a3HBAeTcs pacrnpefiesieH MeXay LH-
toxpomoM f u Fe-S-uentpom Pucke (Whitmarsh et al,, 1982), no
_JLJI IMPOCTOTH MOXKHO CYHTaTb, YTO Fe-S-IeHTpP HOJIHOCTBIO OKHC-
_JIeH, a LLHTOXPOM [ MOJIHOCTbIO BoccTaHOBJeH. OkHcieHHe Fe-S-1eHT-
pa PucKke NPHBOAMT K TOMY, 4TO mJjacroxuHon PQzH,(I1Xz-H;)
- OTAaeT 3JIEKTPOH Ha 3TOT LEHTD, H B pe3yJbTaTte 06pasyerTcsi ceMH-
xuHOH (PQzH), KoTOpHIH, Kak moJaraior, sBJsieTcs ropasao 6oJee
‘CHJIbHBIM BOCCTaHOBHTeJIeM, HeXeau miaactoxuHon PQzH,(T1Xz-Hj),
B YaCTHOCTH CEMHXHHOH CNOCOOEH BOCCTAaHOBHTb pAacCIlOJIOXKEHHHIH
PALOM C HHM HH3KONOTEHUHMAJbHHH LUTOXpOM bg. Korma HH3KOIO-
' TEHUHAJbHHIM LHMTOXPOMOM bs BOCCTaHABJIHBAeTCsl BLICOKOIOTEHILH-
aJbHBIA IIUTOXPOM bg, NPOHCXOAHT 3JIEKTPHYECKH HECKOMIIEHCHPO-
BaHHBIH TEepeHOC 3JeKTPOHa nonepek MeMOpaHHl U co3jaercsd mMeMm6-
paunbid motenunuas. Ilocnennum coObiTHEM B 3TOH LEeNMOYyKe peak-
UHH fABJSETCS BOCCTaHOBJIEHHe IIHTOXpPOMOM bg NJaCTOXMHOHA B
‘MecCTe CBSI3bIBaHHS Qc, CONPOBOXKAaolleecss NPOTOHHPOBAHHEM BOC-
CTaHOBJIEHHOTO XHHOHA IyTeM IIPHCOeJMHEeHHS HOHAa BOJOPOZA H3
ar BrewiHel ¢daswl. TakuMm o6pas3oM, B pe3yabraTe NepBOro o6Gopora
- OKCHAOPENYKTa3bl MOJHOCTBIO OKHCJSIeTCSI OJHA MOJIeKyJa IJacTo-
XHHOJIa, [IPHYEM [Ba HOHA BOJAOPOJA BLICBOOOXKAAIOTCS BHYTPhb TH-
. JJAKOHJHOI'O Ny3bIpbKa, H BOCCTaHaBJHBaeTCH A0 YPOBHS CEMHXHHOHA
OJlHa MOJIeKyJia IJIaCTOXHHOHA, NpHyeM oauH HOH HT morjomaercs
u3 BHellHed ¢asel. Bropo#i o60pOT LHKJAa B TOM Ke KOMIJIEKCe
NPUBOAHT K TAaKOH e IOCJeJOBAaTeJbHOCTH COOLITHH; OTJIHYHE
“TOJIbKO B TOM, 4YTO B pe3yJibTaTe BOCCTAHOBJIEHHS CEMHXHHOHA B
MecTe CBA3bIBaHHS Qc 0o6pasyeTcss XHHOJ, KOTOPHIH AHCCOLHHDPYET,
1 3TO MECTO 3aHHMaeT MOJIeKyJa IIJIaCTOXHHOHA U3 BHyTpHMeMOpaH-
HOro mnyJsa. Peakuuu, npoHCXOAsIIHe BO BpeM# ABYX MOCJeJ0BaTe/b-
' HBIX 0060POTOB IHKJa, CXeMaTHYeCKH NMOKa3aHH Ha DHC. 5.

Mogens Q-LHKJIAa OTJAHYAETCS OT MoJesell JHHEHHOro nepeHoca
3JeKTPOHOB, NpeJJiaraBUINXCS paHee AJsl ONHCAHHS OKHCJIEHHS XH-
HOJI2, ABYMS MOJIOXKEHHSIMH, KOTODble MOXHO NPOBEPHTb 3KCHEPH-
MeHTaNbHO. Bo-nepBhIX, JHHeHHBIE MOJAeNTH He IPeACKa3bBalOT re-
HEpHPOBaHHE 3JIEKTPHYECKOTrO NOJIS, TOrAa Kak MojJenab Q-HHKJa
. TIpeACKa3biBaeT 3TO sBJIeHHe. BO-BTODHIX, COrVIacHO MOJeNaH Q-LHK-
Jia, B pe3yJbTaTte ABYX 000pPOTOB IHKJa OKHCJASETCA OJHA MOJIeKyJa
'TIJIaCTOXHHOJNA (T. €. JBe MOJEKYJbl IJacTOXHHOJa OKHCJAAITCH A0
TIIACTOXHHOHA, H OJHA MOJIeKyJia NJIaCTOXHHOHA BOCCTaHABJIMBAeTCs
.0 MAACTOXHHOJA), YTO CONPOBOXKAAeTCs NepPeHOCOM dYeThpex Ipo-
TOMOB Yepe3 MeMOpaHy THJaKOHAa, TOrAa KakK JIHHeHHas cxeMa
~ONMCHBaET NepeHoc JHIIb ABYX NpoToHOB. [Ipm onpejenessnx yc-
. IOBHAX OAHTA YAalOoCh OTUETIHBO NOKas3aTh, 9TO Hepe3 MeMOpaHy
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repeHOCHTCS GOJblle NMPOTOHOB, YeM MOXHO GbIJIO OXHMIATb, HCXO--
AA W3 JHHEHHOH CXeMH (Velthyus, 1978; Graan, Ort, 1983; Rathe-

now, Rumberg, 1980; Hangarter et al., 1986). .Korna Ha ommiTe-

Gb110- OGHApYXKeHO, uTO NPH MepeHOce 3JIeKTPOHOB Mexay ¢oTo-
CHCTEMaMH IIPOHCXOAHT 3JEKTPOreHHas peakuus (NpuBOAAIIAS K

NOSIBJEHHIO 3JIEKTPHUECKOrOo MO0JsA), 3T0 (AKTHUECKH MOCJYKHIIC -
MepBHIM TONYKOM A/ Pa3pabOTKH Moxeau Q-UHMKAA LS XJO0pO--

niaactoB (Joliot, Delsome, 1974). Haauune snexkrporeHHo#t peak-
ILHH OYEBHJHO HE TOJbKO H3 TOro (akra, YTO CyIEeCTBYeT MeAJeH-

Haa (asa 3/JeKTPOXPOMHOrO CABHra MHoJioCH noryomenus (Joliot,

Delsome, 1974), Ho u u3 3 dekTa 3aMeAsIeHHs peakUuil B KOMI-

Jekce HUTOXpoMOB bs/f mox pmefictBueM MeMGPaHHOrO MOTEHLHAJA -

(Graan, Ort, 1983). |
B TO :Xe BpeMs H3BeCTHO 60JbllIOe YHCJAO NAHHBIX, He YKJaibl-

BalOUUXCS B DaMKH ONHCAHHOH Bhillle NPOCTOH MOJENH, NPHMEpH!
TaKHX TPYAHO OOBACHUMHX akToB 06cyxnawTca B paborax (Ben-

dall, 1982; Selak, Whitmarsh, 1982; Girvin, Cramer, 1984; Rich, .

1984; Joliot, Joliot, 1985).

O TOM, YTO B THJAKOUJHOH MemOpaHe OeHACTByeT Ta MJM HHASH

dopMa Q-uukjga (UHOrAa TOBOPAT O TaK HA3bIBaeMOM b-IHKJe;

nanpumep, Joliot, Joliot, 1985), yOenuTesbHO CBHAETENLCTBYIOT

MHOrouucjeHHbie GakTel. OQHAKO 0O CHX TOpP He peilleH BOMPOC
o ToM, pa6oTaeT JH Q-LUHKJ MPH NepeHOCe 3JeKTPOHOB B CTalHO-

HapHbIX YCJOBHAX. K mNpuMepy, NPH CTAallMOHAPHOM TpPaHCIOPTE -

3JIEKTPOHOB NOJ JeHCTBHEM MOHIHOrO cBeTa uepe3 mMemOpaHy mnepe-
HOCHTCSI He OoJbllle NMPOTOHOB, ueM IpeJCKasbiBaer JuHeliHas MoO-
JesNb, H HeT HUKAKUX [0Ka3aTeJbCTB TOrO, YTO B 3THX YEGJOBHAX
NepeHoC 3JeKTPOHOB MEXAY (POTOCHCTEMaMH SIBJISETCS 3JEKTPOTeH-

HBIM. HeKOTopre HCCJ/IeAOBATe/IH CKJAOHHBI CUHMTATh, UTO IMEpPeEHOC

AONOJHHTECJLHOTO 4YHCJ/Ja HNPOTOHOB, CBA3aHHHIH C 3JIEKTPOT€HHBIM K

peaKuusaMH B Q-U.HK.He, ABJIACTCS 3HEPreéTHYE€CKH BBHI'OJHBIM TOJILKOC *

B TeX YCJOBHSIX, KOI'Ia TPaHCMeMOpaHHBIH 3JEKTPOXUMHUECKUH MO-
TeHuuas man (Bouges-Bocquet, 1981; Graan, Ort, 1983). Tor daxr,
YTO B YCJOBHSX CTAIHOHAPHOTO 3JIEKTPOHHOrO TPAHCIOPTAa OTCYT-

CTBYeT KaK TPaHCMeMOpaHHHIA MepeHoC «H3OBITOYHBIX» I[IPOTOHOB, .

TaK W 3JEKTPOreHHAasl CTaJus TPAHCIOPTA 3JEKTPOHOB MeEXKAy IBY-
Ms (oTocHCTEMaMH, MOXHO OOBICHHTh HCXOAA H3 MeXaHH3Ma
Q-uHuKJIa, eCqH AOMOJHUTENLHO INPENNOJIOKUTb, YTO NMPH OOJBILIHX

3HAaYeHHAX TPAaHCMEeMOPaHHOTO MOTEHIHaJa MPOTOH MepeHOCUTCH
yepe3 MeMOpaHy THJIAaKOMAA HApyXy, T. €. B TY XKe CTOPOHY, YTG-

1 3JIeKTPOH, NpelHa3HauyeHHHH AJS BOCCTAHOBJIEHHS BBICOKONOTEH-
LMaAbHOrO 1HTOXpoMa bs. Takas peakuus yxe He OyJeT 3J€KTpoO-
reHHOM, U NOCKOJIBKY B XOAe ee He JOJKHH OHTb NepeHeceHH ue-

pe3 meMmOpaHy <«H36LITOUHBIE® NPOTOHH, OHa NOTpebyeT MeHblle:

3HEpPTHH. Onnako uMerwlHecss Ha CeroAHAIIHUN J€Hb JaHHHE MOX-
HO C PaBHBIM YCII€XOM O0ObSICHUTb H HHBIMH croco6amu.
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YYACTUE KOMILIEKCA LIMTOXPOMOB be/f B

"B UUKJ/JIMYECKOM TPAHCIIOPTE 3JIEKTPOHOB BOKPYT -
-“9OTOCHUCTEMBI I | ;’i

B Hacrosiee BpeMsi TOYHO H3BECTHO, YTO ¢eppeAOKCHH, BOCCTa- g}

‘HOBJeHHBIH (orocucremoint I, moxer Jsu6o BoccraHoBHTL NADP+ K

‘8 peaklHuH, kataausupyemonn (eppenokcuH-NADP — okcuaopenyk- ST

~Ta30#, JHOO yyacTBOBaTb B IIHKJIHYECKOM TPAaHCIOPTE 3JEKTPOHOB ‘e

gepe3 KOMILTEKC LHTOXPOMOB beff. \5“,

Tor ¢dakT, 4TO B HHTAKTHBIX XJIODOIJIAacTaX NPH LHKJIHYECKOM HC

"TPaHCIIOPTE 3JEKTPOHOB HabJiofaercss MelJseHHas ¢dasa 3JeKTpo- .

XpomHOro casura noJsocel norJsoitenuss (Growther, Hind, 1980), g‘

"MOKeT O03HauaTb, YTO NyTh epeHOca 3JEeKTPOHOB 4epe3 KOMIJIEKC f

‘LHTOXPOMOB be/f OoCTaercss OZHHM H TeM Xe HE3aBHCHMO OT TOTO, P

TIPUXOAAT 3TH 3JEKTPOHB OT (ortocucreMhl Il maH or ¢otocucre- ;\1('

‘Mbl | yepe3 ¢eppenokcuH. [0 CHX NOp He M3BECTHO, B KAKOM HMeEH- B;

HO MeCTe BOCCTAaHOBHTEJbHBIE 3KBHBAJIEHTH, HOCTymawuue ot ¢o- ¢
rocucTeMbl I B BuAe pacTBOpHMOro (QeppeloOKCHHA, HOCTHTAOT = ..

1 ‘KOMILJIEKCa LLHTOXPOMOB b¢s/f H KaKOB MeXaHH3M OKMCJEHHsS ¢eppe-

JIOKCHHA 3THM KOMILJIeKcOM. ITOCKO/NIbKY BOCCTaHOBJIEHHIO ILHTOXPO- Ha

-Ma bs deppenokcunom npensirctesyer JIBMUB, korophii sBaserca e

g HMHrHOGHTOPOM OKHCJEeHHS niacroxuHosa PQzH., B03MoxHO, uTO Be
1 B3auMoneHcTBHe (eppPeNOKCHHA C KOMIIEKCOM LHTOXpOMOB be/f M
NIPOHCXOAHUT ¢ yuacTueM miactoxunosa (Chain, 1982). Moxuo 6m710 10
| ~0bl IIOJ1araTh, 4T0 AJAS (PYHKUHOHHPOBaHHA (¢eppedOKCHH : 1J1acTo- \/(b‘
XHHOH — OKCHJOpPEAYyKTa3bl BaXHO TOJIbKO MecTO cBs3hBaHHA Qc, ¢

'#0 TOrga He ymaercs oO6bsicHuTb aedctBue I BMHUDB, koropnifi HH- K

:rubupyer Mecto cBsisbiBaHHA Qz. IIpsimoe B3auMonefictBue deppe- B

_JOKCHHAa C MECTOM CBSI3bIBaHHs Qz, MO-BHIHMOMY, HCKJ/IOUEHO, TakK *H,

KakK Qz pacrno/ioXeHO BHYTPH MeMOpaHH H MOTOMY HEJOCTYIHO AJS

HE
~(heppeAOKCHHA, HAXOASLIErocss CHapyXH MeMOpaHH, 310
19
Ha
B ’ TO
- el
INMOABH)KHBIE NNEPEHOCUHMKH 3JIEKTPOHOB of
Jo cux mop ocraercss HesCHHIM, KakKHe INpeHMyllecTBa JaeT Ifg
PacTeHHI0 YMNaKoBKa MeMOpaH B CTONKH (rpaHH) H CBSI3aHHOE
< 3THM HepaBHOMEDHOe paclpelleJieHHe B THJAaKOHAHOH MeMOpaHe OF
-0eJIKOBHIX KOMIIJIEKCOB, Y4aCTBYIOUIHX B TPaHCIOpPTE 3JIEKTPOHOB. o6
“OLHAaKO ecTh BechMa Cepbe3Hhle OCHOBAHHA AyMaTh, 4TO B XJIOpO- CK
nacrax, NMO-BHAHMOMY, LOJIKEH CYLeCTBOBaTh MeXxaHH3M, obecre- Me
‘yHBAIOI(HA NepeHOC BOCCTAHOBHTE/JbHHX SKBHBAJIEHTOB MeXIy HO
KOMILJIEKCaMH, PaclOJOXEHHHMH AaJseko Apyr ot apyra. Ha ¢oro-
— 65
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rpadHsx, HONYUEHHBIX C MOMOLIKIO 3JIEKTPOHHOTO MHUKDOCKONA, BHA-
HO, 4TO JHaMeTp rpaHaJbHHIX CTOMOK MeMOpaH B XJOpOMJIacTax
wnxHata cocrasaser or 400 1o 500 um. Ilpeanonaras mns mpocro-
TH PacyeroB, YTO KOMIJIEKCH IHTOXPOMOB b¢/f pacmpenenenn B
IJIOCKOCTH MeMOpaHbl PaBHOMEPHO, a KOMILIeKChl ()OTOCHCTEM pac-
npefeneHsl aGCOJIOTHO TeTEPOreHHO, NMpHYeM DPeaKIHOHHHE LEHTPH
dorocucrembl 11 Haxomsrcsa JaHlb B 06aacTax MexMeMmOpaHHBIX
KOHTAKTOB, a PEakIHOHHBIe LEeHTPH (OTOCHCTEMEI I — TONILKO BHE
9TuxX obsacTtell, MOXHO OLIEHHTH,;YTO CpelHee PaCCTOSIHHE, HA KOTO-
poe NOJI)KHA MPOUCXOAHTb JaTepajbHas AUQQy3Hs, COCTaB/seT He
mernee 100 M (Selak, Whitmarsh, 1984). Pasymeercs, rereporen-
HOCTb pacnpelesieHHs] KOMILIEKCOB (POTOCHCTEM B MJIOCKOCTH MeMO-
paHel Ha caMOM Jieje He abCOJIIOTHA, H yueT 3TOro OGCTOSTENLCTBA
npuBelleT K MeHbIIeMy 3HaueHHIO AJHHB AHby3uu. C apyro# cro-
POHBI, NMpolieccy AHPPY3HH NPEnsITCTBYIOT MeMOpaHHble Oe/KH H HX
KOMILIEKCH; ANMGYy3uss 3aTPyAHEHA M B COEIHHEHHSAX MeXJy rpa-
HaJbHBIMH LHCKaMH. B pesyabrate 3¢ dekTuBHas AauHa nuddys3uu
Bo3pacraer. [/ KOJHYECTBEHHOH OLEHKH 3THX 3(deKToB elne HeT
TOYHBIX JaHHHIX, HO SICHO, YTO HX BKJAa[bl HalpaBJieHH B IPOTHBO-
NOJIOKHbIE CTOPOHBI M CTPEMSATCS CKOMIIEHCHPOBATh APYT APYra.
[Tpu Haubosbllell CKOPOCTH TPAHCIOPTA 3JEKTPOHOB B CTAILHO-
HapHBIX YCJOBHSIX IDH KOMHATHOH TeMIepaType BeCb LUK/ peakuHi
repeHoca 3JEKTPOHOB MeXAY ABYMS (OTOCHCTEMaMU HOJIXKEH COo-
BeplaThcs NpHUMepHO 32 2 Mc. Has Toro utobml 3a 3TO Bpems
MOJIEKYJIBI BellecTBa ycnead NPOAHGPYHAHPOBATH HA DACCTOSIHHE
100 uM, HYXHO, YTOOB KO3ddUuuHeHT aBymepHo# aubdviun (aud-
Y3UU B IJIOCKOCTH MeMOpaHBl) cocTaBasi OkKoao 10-8 em?.c!
(Selak, Whitmarsh, 1984). B Mem0panax THJIaKOHAOB LUINKHATA
KOJHUYEeCTBEHHOE coxepKaHHe Tpex OeJKOBHIX KOMIIJIEKCOB, y4acT-
BYIOLIHX B NepeHOce 3JIEKTPOHOB, MOUYTH onuHakKoBO (pa3n. 11.5.1.6).
Ho naxe nnsi HauMeHbIIero H3 3THX TpPeX HHTerpajbHBIX MeMOpaH-
HBIX OENKOB, T. €. AJS KOMIJIeKCa LHTOXPOMOB bs/f, KO3 dumueHr
nudody3un okasbiBaeTcs Ha fABa mopsiika Mennlle (Hackenbrock,
1981), ueM 5TO HYXKHO AJjs TOro, 4To6n o6ecrmeuuTh HAHGOJBIIYIO
Ha6/I01aeMyI0 CKOPOCTh NEepeHOca 3JIeKTPOHOB MexXAy AByMs ¢o-
TocHcTeMaMHu. [103TOMy NJIACTOXHHOH H IJIACTOLHAHHH OCTAIOTCS
eJUHCTBEHHBIMH KaHAUJAaTaMH HAa DOJb NMOABHKHBIX EPEHOCUUKOB,
obecneyHBaOMUX TPAHCIOPT BOCCTAHOBHUTEJNbHHIX 3KBHUBAJEHTOB B
IIOCKOCTH MeMOGpaHbl Mexay 1ByMsi ¢otocuctemamu (Haehnel,
1984). ' S
TpaHCHOPT BOCCTAHOBHTE/JLHBIX 3KBHBAJIEHTOB MEXKAY pPeaKIH-
OHHBIMH LeHTpaMH ¢ortocucTeMbl I u kKoMmiekcoM HHTOXpOMOB be/f
0o6yCJIOBJIEH NMOYTH HCKJIOUHTENbHO Auddy3Helt NaacToxuHoaa, NO-
CKOJILKY MepeHOE aToMa BOAOPOJAAa C XHHOJIa Ha XHHOH BO BHYTpPH-
MeMOpaHHOM IyJie XHHOHOB, MO-BHAHMOMY, NMPOHCXOAHT 3HAUHTENAb-
no mexanennee (Crofts, Wraight, 1983). JlatepasnbHasi N0OABHKHOCTD
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NJ1acCTOXHHOHA/XHHOJA B THJIAKOHAHOH MeMOpaHe emle He H3MepeHa,
HO OOLIYHO MOJarailT, 4T0 Ko3duuuent fuddy3HH LIS 3THX MO-
JeKyJ NpHMEepPHO TakKOH XKe, KakK AJA JHAUHITIHILEpPONHIUIOB, T. €.
okojio 10~% cm2.c~l. Dra OLeHKa NOUTH HaBepHAKA 3aBHIleHa, I10-
CKOJIbKY MOJIEKYJIHl HaTHBHHIX XHHOHOB COAep:KaT IJHHHYIO XKecT-
KYI0 H30NIPEHOHIHYIO Llelb, H H3-32 3TOr0 HX [ABHXKEHHe B MeMOpaHe
6yner Gosee MeAJEHHBIM, YeM [JS JHALHJATIHIEPOJIHIHIOB
(Wraight, 1979). Oas y6uxunoHa-10 npH KOMHAaTHOH TeMIepatype
B THTaHTCKHX MHTOXOHADHSX INeYeHH MBILIH NOJydYyeHa OLEeHKa KO-
a¢pduunenta aupdysnun (2+95)-10~° cm2-¢c~!; ocHOBOH AJs Hee IO-
CJAYXHJH H3MepeHHS BO3ropaHus ¢JyopecUeHUHH mocje (POTOBHI-
LIBETaHHUS C HCII0Jb30BaHHeM (QJyopecUHpyIOllero aHajaora yOHXH-
HoHa (Qupte et al.,, 1984). IToxoxe, uto Ko3(pdunuent auddysun
NJaCTOXHHOHA B THJAAKOWAHOH MeMOpaHe CYIIECTBEHHO MeHblile,
yeM AJ8 AHALUITVIMLEDOJHNIMIAOB, H, NO-BUAHMOMY, GJH30K K KO-
s¢poduuuenty Au¢Pysun yOUXUHOHA B MHTOXOHIpHANbHOH MeMOpa-
He. Heckoabko HegocraTtouHasi JlaTepaJibHasi NOABHXKHOCTb IJIacTO-
XHHOHA YaCTHYHO KOMIIEHCHPYeTCA TeM OOCTOSATEeJbCTBOM, UTO Ha
KaxXabli LeHTp ¢otocuctembl 1I, HAXM Ha KaXAbH KOMIIJIEKC LLHTO-
XpoMOB b¢/f B THIaKOHAHOH MeMOpaHe NPHUXOAUTCA OKOJIO LIECTR

Jerko (OTOBOCCTAHABJAMBAaeMbIX MOJIEKYJ IJaCTOXHHOHa (T. e..

E:1:6, Graan, Ort, 1984). Hauboablilas BeqnurHa MOTOKA BOCCTA-
HOBUTEJbHBIX YKBHBAJIEHTOB OT peakLHOHHOTO IeHTpa ¢oTocucre-
mMbl 1] K KOMIJIEKCY UHTOXPOMOB bs/f MPH CTallHOHADHOM TpPaHCHOP-
Te 3JIEKTPOHOB OyAeT 3aBHCEeTb OT KOJHYEeCTBA MOJIEKYJ MJIAaCTOXH-
HoJsa, AudpodyHaupywmux or dorocucrembt Il k kKommiaekcy uuro-
XpoMOB bs/f, H KOoaHuecTBAa MOJIEKYJ IJIaCTOXHHOHA, HMAYHIUX B 00-
patHoM HamnpasJseHud. Ho gaxe ¢ ydetoM 3TuX 006CTOSATENbCTB
NOJABHXKHOCTh TOJIbKO Maphl IJIAaCTOXWHOH/XHHOJ MOXKeT OKa3aTbCd
HEeOCTaTOYHO! aJ8 TOro, 4ToOnl OOBACHHUTL el0 HabJiojaeMylo B
ONbITE BEJHYMHY CKOPOCTH IIepeHoca 3JeKTPOHOB MeXIy /[IBVMSH
(OTOCHCTEMAMHU B CTALLHOHAPHBEIX YCJOBHSX.

He6oabuoit no ceoeMy pasmepy ruapodoOHEIN MeTaJIONPOTeHH
naacrouuaiid (M;=10,b klla B ciyuae BhiCIIUX pacTeHHi) obec-
NEeYHBAET CONpPSKEHHE OKHCJIHTENbHO-BOCCTAHOBHTEJbHBIX peakluit
B KOMIIJIEKCE LLHTOXPOMOB bg/f ¢ (OTOXHMHUECKHMH MpOIlecCaMH B
peakuHOHHOM lleHTpe ¢ortocucTeMun I. B THIaKOHAHBIX Ny3bIpbKax
IINHHATa NPHCYTCTBYIOT JBe MOJEKYJHl IJ1aCTORMaHHHA B pacuere
Ha KAXJAbIH KOMIUIEKC HUTOXPOMOB be/f, MM Ha KaXIblfi peakUHOH-
HHHA UeHTp ¢orocucreMul I (T. e. HX OTHomeHHe paBHO 2:1:1;
Graan, Ort, 1984). B TeueHHe HEKOTOPOTO BpeMeHH MHEHHs Hccie-
JoBaresned O JIOKAJH3alMH IJAaCTOUHAHHHA OLLIH INPOTHBODEYMBHL,
HO cefilyac yxe SICHO, UTO 3TOT Ge/NIOK HaXOAMUTCA B OYEHb Y3KOM
BHyTpPeHHeM INpPOCTPaHCTBe (MpocBere) TUAAKOHAHOrO NY3HIPbKA.
STO NPOCTPAHCTBO MOXeT OBITh CTOJb Y3KHM, YTO PAacCTOSIHHE MeX-
Iy TPOTHBONOJOXHLIMH MeMmMGpaHaMH NOSTH PaBHO HaHOOJbHIEMY
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pasMepy MOJIEKyJbl IIaCTOUHAHHHA, T. €. OKOJO 4 uM. OTHoueHHe
gaoiaid MeMOpaHb THJIAKOHAA K BHYTPeHHeMy 06beMy My3HpbKa
ouenp Besnuko (Flores et al., 1983), a MexMosekyasipHbie B3auMo-
jeficTBHA Ha IIOBEDPXHOCTH MeMODaHH CyIIEeCTBEHHO YMEHBLIAMOT
MOJBHKHOCTb MOJIEKYA BOJHI; BBHAY 3THX OOCTOSTENLCTB JIETKO IO-
4sTh, I0YeMy BA3KOCTb BHYTPeHHeH BOAHOH (a3n B 3TOM cJaydae
ropasfio Bblllle BSI3KOCTH BOAH B Oosbiiux o6bemax (bulk water)
(Berg et al, 1979). ITostomy 3Hauenune Koadduuuenta auddysuu
f1acTOUHAHHHA in situ MoXKeT OKasaTbcsi ropasfgo MeHblle, UYeM
pennunna 1075 cm?.c™!, mosiyueHHas H3 pacueToOB 110 COOTHOMIEHHIO
Crokca — JiHIITeiHA A/ 3Toro 6esKa B 60JblIOM 0GbeMe BOAH NPH
koMHATHOH TeMmneparype. OgHa u3 KpafHHX TOYeK 3PEHHS COCTOHT
B TOM, YTO TOJ JelCTBHEM CBeTa BHYTpPEHHEE MPOCTPAHCTBO THJA-
KOUAHOrO NYy3HIpbKa CyXkaeTcs ellle CHJbHee, H B pe3yJbTaTe MJa-
croudaHuH BoobOume ummoOunusyercs (Haehnel, 1984 b). Oxumako
pa3iu4Hble SKCIEDHMEHTA/NbHEE (AKTH MOATBEPKAAOT IOJBHK-
HOCTb INJIaCTOLHAaHHHA B Ipoliecce NepeHOCa 3JeKTPOHOB, H B Ha-
crositlee BpeMs HeT JOCTAaTOYHBIX OCHOBAHHH CUHTATh, UTO KO3(-
¢uuveHT AHpQYy3uH NIaCTOUMAaHHHA NDH KOMHATHOH TeMmepartype
He pocturaer BeauuuHel 1078 cm?2.c7! (Selak, Whitmarsh, 1984).
PaccyxaeHusl no noBOJdy NOJBUKHOCTH INIACTOXHHOHA H IJACTO-
{{lHAaHHHA B IVIOCKOCTH MeMOpaHBEl MOTYT INPHBECTH K HEBEpPHOMY
BleyaT/aeHH0, 6yATO CKOPOCTb NepeHoca 3JeKTPOHOB NPH (OTOCHH-
Te3e B YCJOBHSX HACHILAWLIEro CBeTa NOYTH OrpaHHUYHBAETCs CKO-
poctbio mnpouecca Auddysun. Ha camom gmene npu Tpancmoprte
9JIEKTPOHOB B YCJOBHUSX MAaKCUMAJBbHOI'O CONPSXKEHHS MyJ IL1acTo-
XHHOHA [MOYTH IIOJIHOCTBIO BOCCTAHOBJIEH, a IMyJ IJIaCTOLMaHHHA
MOYTH LEJHKOM OKHCJIEH, H 3TOT (aKT NOKAa3hIBAET, 4TO IOABHK-
HOCTb IJIaCTOXHHOHA H IJIaCTOLHAHHHA B IIOCKOCTH MeMOpaHbI
JHLIb B PEAKHX CJydassiX MOXKeT 3aMeTHO OrPaHHYHBAaTb CKOPOCTb
CTALlHOHAapHOrO IlepeHOoCa 3JEeKTPOHOB, a BO3MOXKHO, U BOOOlle He
fIBJIeTCA JIUMUTHpylomluM ¢dakrtopoM. B paHHuXx paborax [aHHBIe
O COCTOSIHHM IyJla MJIaCTOXHHOHA I[PHBOAWJIH KaK CBHIETEJbCTBO
TOr0, YTO CKOPOCTh BCEro TPaHCHOPTa 3JEKTPOHOB OrpaHHYUBAETCHA
r1aBHbIM 00pa3oM CKOPOCTbIO OKHCJIEHHs IJIacTOXHHOJa. Ecau Owl
CKOpPOCTb BCEro IIpoLiecca OrpaHHYHBaJsacb CKOPOCTbIO Au(Py3HH
OLHOTO W3 MEePeHOCYHKOB JEKTPOHOB, TO IyJ 3TOr0 IEPEHOCUHKA B
CTALHOHAPHBIX YCJIOBHSAX JOJKeH Obla 6Bl ObITh HAIIOJOBHHY OKHCJIEH
¥ HaMlOJIOBHHY BOCCTAHOBJIEH, IIOCKOJbKY INPH CTAllHOHApHOM Ilepe-
Hoce nH(Py3Hs NpOHCXOAHT B oOoux HampaBseHusx. [loatomy He-
H30exXeH BLHIBOL O TOM, YTO CKODOCTb IIePEHOCA 3JIEKTPOHOB B CTa-
IHOHADHBEIX YCJOBHSX INPH KOMHAaTHOH TeMmIlepaType HHKOrAa He
OrpaHHYMBaeTCs CKOPOCThIO npouecca ZHPPy3HH; U HCXOAA H3 HaH-
JIYULIHX OLEHOK MJIs1 NOABHAKHOCTH NNACTOXHHOHA H NJACTOLHAHHHA,
HET OCHOBAaHHMH OXHAATh, 4YTO AHUPPY3HS MOXKET UrpaTh 31eCb POJlb
JIHMHTHDPYIOIIEro (pakTopa. ' S
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[TepBoHauaapHO MNpPeACTABJEHHS] O MeXaHH3Me CONpSAXKEHHs Iie-
peHoca 3JeKTPOHOB NpH (otocHHTe3e ¢ obpasoBanuem ATP ckaa-
ABIBaJIICh Ha OCHOBe IPHHATOH TOrAa aHaJOTHH ¢ CyOCTpaTHBIM
docpopunuposanueM. [lozgHee moay4ynsaa s3KCHepHMEHTaAbHOe NOJ-
TBEpXKJEHHE COBCEM HHas THIIOTe3a, Ha3BAHHAs XeMHOCMOTHUECKOH;
B Hacrosilllee BpeMs HMEHHO OHa sIBJIsIeTCH OCHOBHO# paboueil ru-
noTe30i ANs1 00bsCHEHHS 3KCIepUMEHTAJbHBIX AaHHEIX NMO 06paso-
BaHuio ATP npu ¢doTocuHTe3e M OKHCAHUTENBHHIX peakUHuix (CM.
0630p Jagendorf, 1975; ra1. 12 B 3T0# KHHTe).

B xemHOCMOTHYECKOH MOJENH CONpsXKeHHS OueHb BaxKHasi pOJb
OTBOJAHTCA 3Hepronpeobpasywouei MemO6pane. Mem6pana, Bo-mep-
BbIX, ODHEHTHPYeT KOMIIJIEKCH], Y4acCTBYIOIlHe B IIePeHOCE 3JIEeKTpO-
HOB, H (pepMEHTHHIA KOMIJIeKC, cuHTesupywomui ATP, a Bo-BTOpHIX,
GAYKUT OapbepoM NPOHUIIAEMOCTH MeXJAy BHYTDEHHHUM 00beMoM
3aMKHYTOro MeMOpaHHOro nysnipbka M BHellHeHd cpego#. Cuutaer-
cs, yTo OeJKOBHIE KOMIIJIEKCH], Y4acTBYIOIIHE B CONPSIXKEHHHIX pe-
aKUHAX NMepeHoca 3JEKTPOHOB M NMPOTOHOB, OPHEHTHPOBAHH B MeMO-
paHe takuMm o06pa3oM, uYTO INEepEHOCYHKH BOAOpPoOJda (Hampumep,
XHHOJIBI) YepeiayIOTCS ¢ MepeHOCYHKaMH 3JeKTPOHOB (Hampumep,
¢ uuroxpomamu). baaromaps takomy uepefOBaHHIO yacTb CB0GOJ-
EOH OKHCJIMTEJIbHO-BOCCTAHOBHTEJIbHOH 3HEPrHH MOXKET 3anacarhCd,
KOTJla OKHCJIeHHe NepeHOCUHKa BOAOpOJa NepeHOCYHKOM 3JIEKTPOHA
NPHUBOJAUT K HaNpaB/JeHHOMY (BEKTOPHOMY) IepeHoCcy NpOTOHa BO
BHYTpPeHHHHA 06GBbeM THJAKOHIAHOrO Ny3nipbKa. B pesyabTrarte BO
BHYTpeHHell BOJAHOIl Cpele BO3pacTaeT aKTHBHOCTb (KOHIEHTPaLHA)
HOHOB Bozopoaa. Ilomo6ubiM 06pa3oM BOCCTAaHOBJIEHHE NePEHOCUH-
Ka BOLOPOJAa NMepeHOCUHKOM 3J1eKTPOHA Ha HapyXHOH cropoHe MeMO-
paKbl NPUBOMHUT K MOJLIE/JaYHBaHHIO BHelLIHed BOAHOH cpelnl. Ecau
peakUuH NepeHOCa 3apsja KOMIEHCHPYIOTCA HABHXKeHHeM JADYIHX
HOHOB Yepe3 THJIAKOHIAHYyI0 MeMOpaHy, TO B pe3yJbTaTe CONPSKeH-
HBIX NPOLECCOB MepeHOca 3JeKTPOHOB M NPOTOHOB BO3HHKaeT pas-
Jauude B 3HaueHusix pH Bo BHyTpeHHeH U BHelllHe# BOJHHIX (a3ax.
(depMeHTHHH KOMIIJIEKC, HA3BIBaeMbId CONpPAralioliHM ¢(aKTopoM,
KaTaJH3HPYeT peakuuu, 6sarojapsi KOTOPhHIM TEePMOAHHAMHMYECKH
BLITOJHOE ABHXKEHHe NMPOTOHOB Nonepek MemOpaHHl (uepe3 comps-
ralomHid $akTop) CBASHIBAETCS € IpoueccoM (OochHOpHIHPOBAHHA
ADP. B6au3Hu cOCTOSIHHS DABHOBECHS 3TH PeaKUHH OOPaTHMBI, MO-
3TOMY (epMEHT MOXKEeT OCYIJeCTBJASTb JHOO CHHTE3, JIHGO THAPOJH3
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(IPEOGPA30BAHUE SHEPIUH TMPH ®OTOCHHTE3E

ATP, ymeHblIas HIH yBequHBaﬁ Ipu 3TOM TpaHcMeMOpaHHYO pas-
HocThb 3Hauenuit pH.

Jas 6ojee MOJHOrO OMHCAHHS SHEPTeTHYECKOTO CONpSKEHHA
HeoOXOAMMO PAcCMOTPETb POJib MeMODaHHOrO NOTEHLHajaa B NpO-
necce cuure3a ATP. Ecan nBuKeHHe NpOTOHOB yepe3 MeMOpaHy He
[OJHOCTbIO CKOMIIGHCHPOBAHO MO BeJHYHHE 3apsla [ABHIKeHHeM
APYTHX HOHOB, TO BO3HHKA€T PA3HOCTb 3JEKTPHUECKHX MOTEHLHaJOB
MeXJy [ABYMs IOBEDXHOCTAMH RH3IJIEKTPHYECKOTO CJIosi MeMOpaHHL.
B cayuasx, KOrja [BHXKeHHE NPOTOHOB, 06ycJ/OBJIeHHOE MEepPEeHOCOM
3JIeKTPOHOB HJH ruaposusom ATP, nampaBneHo BHyTpb MeMGpaH-
HOrO Iy3bIpbKa, HEOOXOAMMO YUYHTHIBATH BKJAX MOJIOXKHTEJILHOIO
MoTeHLIHaJa B CyMMapHOe 3HaueHHe TpaHcMeMOpaHHOR pasHOCTH
cBO6OJHBIX 3HEPrHH HOHOB BOAOpPoAAa B pactBope. CJief0BaTeNbHO,
cyMMapHOe 3HaueHHe TPaHCMeMOpDaHHOH PasHOCTH CBOGOIHBIX 3Hep-
Mt CKJI3JbIBA€TCSt H3 KOHIEHTPALHOHHOTO Y/eHa M CJaraemoro,
YUHTHIBAIOIIETO 3JIEKTPHYECKHH IMOTEHIHaJ.

CBob6oaHass 3Heprus, o0ycJoBJieHHast TpaHcMeMGpaHHOH pasHo-
CTBHIO 3JIEKTPOXHMHUYECKHUX MOTEHLHAJIOB, BEIpaXKaeTcs KOJIHYECTBEH-
HO KaK H3MeHeHHe cBOOGOAHON sHeprun I'm66ca. KoHueHTpaunoHHbI
yjieHd, COOTBETCTBYIOLIUH NEpPeHOCY OAHOr0 MOJISI 3KBHBaJjenta HT
u3 o6saactd ¢ koHuentpauueir [H*]! B obaacte ¢ KonuenTpauueii
[H*]® B oTCyTCcTBHE Pa3HOCTH 3JEKTPHUYECKHX MOTEHLHAJOB, MOXKHO
3anucaTh B BHAE

[+
(H+]!

Mamenenue sHepruu I'u66ca cocraBasier 5,7 kI x/Mouab, eciqu KOH-
IleHTPaIlHi POTOHOB 110 pasHhle CTOPOHH MeMOpaHH pa3JHyalTCA
B 10 pas, T. e. eciu pa3HocTb 3Hauenuit pH pasna 1 en.

H3meHenne cBOGOAHOM 3HEPTHH, COOTBETCTBYIOIIee TpaHCcMeMO-
paHHOH pa3HOCTH 3JIEKTPHYECKHX MOTEHLHAaJOB, MOXKHO BBHIPA3HThb
crenyomum obpasoM. Mamenenne sneprum I'm66ca npu mepesoce
onHoro moass Ht mo rpajnueHTy 3J/IeKTPHUECKOTO MNOTeHUHasga Avp
B OTCYTCTBHE PAa3HOCTH KOHILEHTpPALHH COCTaBJIseT

AG =—F.A¥ (16)

rie F — nocrosinnas ®apages.

IIpu Hakon/JeHHH NPOTOHOB BHYTPH THJIAKOHAHHIX INY3HIPLKOB
3anacaHue cBOGOAHOH 3HepruH OOYCJOBJIEHO KakK HePaBHOBECHOH
KOHIeHTpauuel, TaK M 3JeKTPHUECKHM NOTeHIHaJoM. B pesyabrare
n3MeHeHHe 3HepruH ['n66ca, COOTBETCTBYIOIee I€PEHOCY OJHOro
moas H+ u3 o6aactu ¢ konuenrpauueii [H+]! B o6sacts ¢ KOHIIEHT-
pauueit [H+]° npu pasuocru 9neKTquecxnx norenuuanos AY MOX-
HO 3amHucaTh B BHAE

AG=—F.A g S a7
¥4 2,3RT-1g L1 ] , | | ( —)
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B pa6otax mo 6uo3HepreTHKe NPHHATO BHIPAKATbh BeJIHUHHY CBOOO-
HOfi 3HepPrHH, OOYCJIOBJIEHHOH HepPaBHOBECHBIM paclpeeseHHeM
HOHOB, B €MHHIIAX 3JIEKTPHYECKOrO MOTeHIHaJa; AJs 3TOro JocTa-
TOYHO paslgeJHTh BCe uJieHH ypaBHeHHs 17 Ha moctosiHHylo Pa-
panes: o
Apyyr = Aw— 23R jg O]

F [H*]

(18)

IMoxcTaBUB 3HAYEHHs MOCTOSIHHBIX, MOJyyaeM HAJs caydas Temiepa-
typbl 30 °C 3HaKOMOe ypaBHeHHe

Apy+ = A¥ —60ApH | (19)

Korza cocTosiHHe CHCTEMBI SHEPreTHYECKOro CONpsXKeHHs TakKo-
BO, 4YTO CKOPOCTH IpOLleccOB CHHTe3a M ruaponusa ATP pasHbl
APYT APYTY, MOXKHO CUHTaTh, YTO CBOGOAHAS SHEPrHs] OKHCJHTEJb-
HO-BOCCTAHOBUTEJbHBIX peaklHi, CONpsiXKeHHBIX C NepeHOCOM Ipo-
TOHOB, CBOOOJHas sHeprus ruaponuza ATP u npoTrOHOABHKYILLas
cuJia paBHH MexAy coboil. Ecau TpaHCOOpT n NPOTOHOB B IIPOTHBO-
NOJIOXKHOM HaNpaBJIeHHH uepe3 MeMOpaHy CONpSXKEH C CHHTE30M
onHoft MoJsekysan ATP, To nonyuaem

A'_GATP =n-F-Apy+ (20)
rie

ADP].[P;
AGprp=AG,1p+2,3RT-1Ig _['ﬂ—TLP[]—] (1)

(sHeprus BblpaxkeHa B KILX).

I1IpaBH/IBHOCTE OCHOBHOrO IPHHLHIA XEMHOCMOTHYECKOT'O CO-
NpsIKEHUs, T. €. CyLleCTBEeHHasi poJib TpaHCMeMOpaHHOIO MOTeHIHa-
Ja H pasHoct# pH, noatBep:xkieHa skcnepuMeHTansbHO (Jagendorf,
1975). K ToMy e BpsAL JIU MOXKHO COMHEBAaTbCsl B TOM, YTO pacro-
JIOXKEeHHE YYaCTHHKOB OKHCJ/IHTETbHO-BOCCTAHOBHUTENbLHBIX peakU Ui B
(GOTOCHHTETHYECKHX MeMOpaHax M MeXaHH3M HX B3aUMOJEHCTBHA
ofecrneyHBalOT npsiMoe IpeoOpa3oBaHHE 3SHEPTHU OKHCJHTENbHO-
BOCCTAHOBHUTE/JbHBIX peaKUHi B TPaHCMeMODaHHYI0 PasHOCTb 3JEKT-
POXHMHUYECKHX NOTEHIIHaJOB HOHOB BOAOpOAA. TBepAO yCTaHOBJeHa
Kak KHHeTHYeCKasl, TaK M 3HepreTHyeckas 3KBHBaJIeHTHOCTb 3JIEKT-
PHYECKOr0 H XMMHYECKOrO KOMIIOHEHTOB TPpaHCMeMOpaHHO# IMPOTOHO-
IBHXKylleh cunnl ans ¢ochopunuposanusi ADP. B ¢orocunternye-
CKHX M MHTOXOHJPHaJAbHbIX MeMOpaHax NPHCYTCTBYeT (pepMEHTHBIH
KOMIIJIEKC, CIIOCOOHBIA peoOpa3oBLIBATh SHEPTHIO M3 3JIEKTPOXHMH-
YeCKOro MOTeHIHaJa HOHOB BOJAOPOAAa B IOTEHLHasJ NepeHoca ¢oc-
¢datHoll rpynnbl B MoJjekysne ATP. B mociennue roinl BHHUMaHHe
HccaenoBaTtesed Obliio oOpallleHO. Ha nNoJydeHHe GoJiee MNOJHOH H
noapo6Hoii HHMOPMAUHH O MOJEKYJsSDHOM MeXaHH3Me IIPOLeCCOB
X€MHOCMOTHYECKOTI'0 CONpsXKeHHs B THIAKOHAHMX MeMOpaHnax. B ga-
CTHOCTH, HeOGXOJHMMO IMOHATb, KaKOBa CBf3b OTAEJNbHBIX COOBITHH
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B eNHHOM CJOXHOM IpOLlecce SHEPreTHUECKOro COMPsAMKEeHHS CO
CTPYKTYPO#l THIaKOHAHOH MemOpaHu. Cielyer mpusHath, 4TO Me-
xaHH3M COOCTBEHHO compsixKeHHsi cHHTe3a ATP ¢ TpaHcnopToM
HOHOB BCe ellle He PaCKPHIT.

5 ‘ ,
«POCOOPUJINPYIOIIAS EAHHUIIA»

C TOUKH 3DEeHHS B3aHMOCBA3H CTPYKTYPHl H (YHKUHH mpolecc
SHEPreTHYECKOro CONpSKEHUS OTIHYAETCs OT PACCMOTPEHHBIX BhILIE
npoueccos GoTocunTesa. Hesbast ykasaTb HU OLAHH KOMIIEKC MOJH-
MenTHAOB, KOTOPHIA Ol Obl BCeleJO OTBETCTBEH 3a npeobpasosa-
HHe SHEPrHH OKHCJIHTE/bHO-BOCCTAHOBHUTEJbHBIX peaKUHil B IOTeH-
nuaj nepeHoca docdartHoi rpymmsl B Mosekyae ATP. MoxHo auib
paccMOTPeTh, KaKHe CTPYKTYPHBIE KOMIOHEHTHl TH/IaKOHAHOH MeM6-
paHbl HeOOXOAMMBI [/ Ipeo0pa3OBaHusi SHEPTUH, T. €. OXapaKTepH-
30BaTh «(ochOpHANDPYIOILYIO edHHULY». KoaHuecTBeHHast Xapakre-
PHUCTHKA TAKOH €XHHHIIBI (4uca0 colep:KalmUXCcsd B Hell KOMIIOHEH-
TOB, 3aHMMaeMas €l IJIOIlaJb NOBEPXHOCTH MeMOGpaHLl) OKashiBa-
eTcsl HeOJHO3HAUHOH, HO TeM He MeHee «(HOCHOPUIHPYIOLYIO €AHHH-
Ily» MOKHO TOYHO ONIPelesIHTb KaK MHHHMAaJ/bHHHA Habop KOMIOHEH-
TOB, COBMECTHO OCYLUECTBJSIOIINX CONpSAXKEHHe HHAYIHPOBAHHOTO
CBETOM IlepeHOca 3JIeKTPOHOB ¢ o6pa3oBaHuem ATP,

Celiyac ye HeT COMHEHHH B TOM, 4TO 00sI3aTeJIbHBIM YCJIOBHEM
AJs COMpPSIXKEHHS TPAaHCIOPTAa 3JeKTPOHOB ¢ cuHTezoM ATP sBas-
eTcsl CO3JaHHe TpaHCMeMOpPaHHON DPa3HOCTH 3JEKTPOXHMHUECKOro
MOTEHIIMaJla HOHOB BOoxopojda. HampaBiieHHBII HepeHOC MNPOTOHOB
yepe3 THJIAKOULHYI0O MeMOpaHY NPOHCXOZUT NPH OKHCJIEHHH BOJIBI
B koMIliekce ¢otocucTeMnl 11 ¥ npu paboTe MIacCTOXHHOJM-OKCHAa3bl
B KOMIlJIeKce LIHTOXpOMOB bg/f. TloaTomy «dochopunupyomas enu-
HHILA» THJIAKOWAHOH MeMOpaHH JOJKHA BKJAIOUATh B cebs Pl KOM-
[IOHEHTOB: 110 KpaWHeH Mepe OAHH H3 HA3BaHHBIX KOMIJIEKCOB, yua-
CTBYIOIIHX B TPAHCIOpPTe 3JIeKTPOHOB U CO3Aalomux 1) acumMmmerpuu-
HOe pacnpeje/ieHde NPOTOHOB OTHOCHTENbHO MeMOpaHH, 2) 3aMk-
HYTYIO THJIAKOHIHYIO0 MeMOpaHy, NpelATCTBYIOIYIO YTeyKe IPOTOHOB,
u 3) ATP-cunrasy, cnoco6HyI0 HCIOJb30BaTh SHEPrHIO0, 3aACEHHYIO

B (¢opme 3JeKTPOXHMHYECKOro MNOTeHUHaJsaa, AJs ¢ocdopunupoBa-
Hus ADP.

1
PACITPEOEJIEHUE U CTEXHOMETPHUA KOMIIOHEHTOB
®OCOOPHJIUPYIOINEN EOHWHULLBI

HBe 0coOGeHHOCTH CTPYKTYPH M COCTaBa THJIAKOHAHONH MeMOpaHH
HCKJIIORAI0T BO3MOXKHOCTb HENOCpeJCTBEHHOro (H3HUeCKOro KOHTaK-
Ta Mexzay ATP-cuHrasofi (r. e. KOMIJIEKCOM compsAraioiero ¢ax-
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TOpa) M KaXJBIM H3 KOMILIEKCOB, O6eCleYyHBaIOIUX NEpeHOC Mpo-
TOHOB H 3JeKTpoHOB. IlepBas npuYyWHA COCTOMT B HEOJHOPOLHOM
pacnpeae/eHHH KOMIJIEKCOB compsrawllero ¢akropa B THIaKOHAHBIX
mMeMOpaHax: 3TH KOMILIeKChl OOHapyXXHBAlOTCS TOJbKO BHe 006.Jia-
creil mexmeMbpaHHbiX KOHTakKTOB (Arntzen et al, 1969; Miller,
Staehelin, 1976). dta 0co6eHHOCTb CTPYKTYpHI NpeNnATCTByeT Tec-
HOMY COJIHXKEHHIO KOMILJIEKCOB CONpsiralollero GakTopa ¢ KOMIJIEK-
camu ¢ortocucreMnl I, a TakKe NpUMepHO C NOJIOBHHOH KOMILJIEK-
COB LIUTOXPOMOB bg/f, IOCKOJIbKY Te HaxoasTcsl B 00JacTaX MexX-
MeMOpaHHBIX KOHTAaKTOB. BTOpas nmpuuuHa B TOM, uTO B MeMOpaHe
npUMepHO B 4 pa3a MeHblIe KOMILIEKCOB compsraiomero ¢akropa
IO CpaBHEHHIO C OOIMM KOJHYeCTBOM KOMIJIEKCOB, NepeHOCSIIHX
MPOTOHBL H 3JeKTpOHE. Ony6GJHKOBaHHBIE CBEAEHHS O KOJIHUECTBE
KOMIIJIEKCOB CONpsiralomero ¢akropa B THJAKOUAHBIX MeMOpaHax
winuHara (Strotmann et al, 1973; Frash et al, 1980) tpebytor
VTOYHEHHUS, NIOCKOJIbKY B pPaHHHX paboTax HeNOOLEHHBAJH MOJIEKY-
JApPHYI0O Maccy nepudepuiinoit 6esnkoBoit uactu (r. e. CF,) xomn-
Jekca comnpsraouero ¢dakropa (Siiss, Schmidt, 1982; Moroney
et al., 1983). C yuetom 3TO# monpaBKH NOJiy4aeTcs, uTO B MeMbpa-
Hax THJAKOMJOB IIMHHATA COREPKHUTCH NPUMEPHO OAMH KOMILJIEKC
conpsarawero ¢gakropa Ha 1100 Moaexkya xaopoduina, T. e. co-
OTHOLIEHHE KoJinuecTBa comnpsratomero ¢akropa CF,, peakiHOHHBIX
ueHTpoB ¢ortocucremu II M KommiexkcoB LiuTOXpoMOB be/f cocraB-
Jaser npubausurenbHo 1:2:2,

[TosToMy Kaxercs BNOJIHE OYEBHAHLIM, YTO KOMILIEKCHl COMNpS-
rawuiero akropa HaxoAsaTCs B OTAaJleHHH OT GOJbIIOH YacTH 5J€KT-
POH-TPAHCIMOPTHBIX KOMILIEKCOB, CHabGXalOUIMX HX 3Heprued 14s
cutesa ATP. Ilogo6HO TOMY, KaK HeOOXOZHMBl HOJBHKHBHIE Nepe-
HOCYHKH BOCCTAHOBHTEJbHBIX 3KBHBAJEHTOB MEXAY YAaJeHHBIMH
ApYyr OT JApyra KOMIJIEeKCaMH, y4aCTBYIOLUHMH B TPaHCIOpTE 3JIEeKT-
pPOHOB, OKa3hIBalOTCS HeoOXOAMMBIMH H crnoco6Hbie K auddysuu
NPOMeXYTOYHble INPOAYKTHI PeaKUHH [IJs CONPSAXKEHHS IPOIeccoB
nepeHoca 3JeKTPOHOB U cuHTe3a ATP, npoHcxoAsiiuX B pasjMuHBIX
yyacTkax MeMOpaHHI.

2
JIOKAJTH30OBAHHOE WJIU OEJIOKAJIM3OBAHHOE
SHEPTETHYECKOE COIIPSI)KEHHUE?

BenkoBbie KOMMOHEHTHI, YUacTBYOUIHe B Mpeo6pa3oBaHHH 3HEp-
THH, HaXOJATCS B pPa3JIHUHBIX yyacTKaX THJIAKOHAHOH MeMOGpaHHI,
H notroMy ¢ocdhopuaupymomas eIUHHIA B TakKOM cJaydae JAOJIXKHA
cogepaTbh O0JblIOe YHCJIO 3JEKTPOH-TPAHCHOPTHHIX KOMILJIEKCOB,
coBMecTHasi paboTa KOTOpPHX oGecieYuBaeT 3amac SHEPTHH . AJs
cuutesa ATP. [eiicTBuTeNbHO, HEAABHO NPOBEJeHHLIE 3KCIEPHMEH-
Thl NOKa3WBAIOT, YTO B NpoHecce HAKONJIEHHs NMPOTOHOB H CO34aHHUH
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[PEOBPA3OBAHUE SHEPTHM TPH ®QTOCHHTE3E

TpchmemépaHHoro XHMHYECKOro NOTeHlHa/ a, HOCTATOYHO 6oJbluo-
ro ans toro, utoGel obecneunts cuHte3 ATP, xoomepatuBHO yuacr-
pyioT He MeHee 1000 KOMIIOHEHTOB, NMePEHOCALIUX NPOTOHH H 3JIEKT-
poun (Hangarter, Ort, 1985).

KoonepaTuBHy10 paboTy cTO/b OOJBLIOrO YHC/a 3J1eKTPOH-TpPaHC-
MOPTHHIX KOMILJIEKCOB, NPHBOASAILYIO K CO3M3aHHI0 TAKOrO 3HEPreTH-
yeCKOro COCTOSIHHS, B KOTOPOM HauHHaercst o6pasosanue ATP, ner-
KO ONHCAaTb, HCXOAA M3 NepBOHAuaJ/IbHBIX NPeACTaBJIEHHH O IMOJHO-
CThIO JEJIOKAJH30BAHHOM IIpollecce cONpsKeHus. KapTuHa TakoBa:
Bce Haxoasulxnecs B MeMOpaHe KOMILJIEKCHl, NlepeHOCSIlHe MPOTOHHL
U 3JeKTPOHBI, JEHCTBYIOT COBMECTHO, 3aKHCJssl BHYTPEHHIOI BOJA-
Hylo (asy THUJIAKOHAHOrO My3bipbKa, I[pHUYeM BCe BCTPOEHHblE B
mMeMOpaHy KOMILIEKCH comnpsrapliero ¢gakropa B OLHHAKOBOH cCTe-
[leHH OKa3biBAaIOTCS AOCTYNHBIMH [AJs1 HaKallJIMBae€MbiX HOHOB: BOJO-
poga. KpoMe Toro, B MOJAEJNH [€JOKAJH30BAHHOTO CONPSKEHHs
npeanoJiaraeTcs, 4T0 HOHBE BOJAOPOJA, MePEHOCHMEIE CKBO3b MeMGpa-
HY B XOJe OKHCJHTEJNbHO-BOCCTAHOBHTEJBHBIX PEeaKUHH, NPHXOAAT
B GLICTPOE 3JEeKTPOCTaTHYECKOe U XMMHYeCKOe DaBHOBECHE CO BCeM
o6beMoM BOAHBIX (a3 no obenm cropoHam MemOpanbl. IToutu He
BO3HMKA€T COMHEHHH B TOM, UTO NOTOK HOHOB BOAOPOAA, CBA3LEIBAl0-
IIHH OKHUCJIUTEIbHO-BOCCTAHOBHTE/IbHBIE PEAKIUH B 3JIEKTPOH-TPAHC-

- moptHOfi uenu ¢ cuatesoM ATP B compsraromem ¢akrope, moscer

HaXOAMThCS B PaBHOBECHH C OKPYXaWOIWIHUMH MeMOpaHy BOAHBIMH
¢aszamMu. K npumepy, B KJ4aCCHYECKHX 3KCIEDHMEHTaX, BIepBhie
npoBeleHHBIXx B Jaboparopuu fAreHgopda B cepeaune 60-x roaos
(cm. o630p Jagendorf, 1975; ra. 12), nporeMOHCTPHPOBAHOUTO HH-
LYUHPOBAHHBIH CBETOM IIEPEHOC 3JIEKTPOHOB MOXKET JAeHCTBHTENbHO
NPUBOAHTD K 3aKHCJEHHIO BHyTpPeHHeH BOAHOH ¢asbl THAAKOHAHOTO
My3bIpbKa M YTO NOCJE 3TOr0 THJAAKOHAB C NMOAKHCJIEHHOH BHYTpEH-
Heit ¢asofi MoryT cunTe3upoBatb ATP B OTCYyTCTBHE mepeHoca 3JeKT-
POHOB.

[Tonp3ysicb MOZENbIO [eNOKAaJIH30BAHHOI'O 3HEPTeTHYECKOro COo-
NpsKeHus, yAajocb OOBACHHTL MHOTHe Ocob6eHHOCTH npeobpas3oBa-
HHUS SHEPruM B THJAKOHAHBIX MeMOpaHax, HO OHa BCe XXe He M03BO-
JSeT NMOJHOCTbI0 OMHcaTh OOBIYHBIA XO4 3TOro npouecca. MoOKHQ
CUHTATh OYEBUIHBLIM, YTO IPOTOHHI, NpOlIeAlliHe uyepe3 MeMOGpaHy
U OKasblBawIlHecs B NpUMeMOpPaHHOM NOrpaHHYHOM CJO€, B KOHEU-
HOM cyeTe NPUAYT B paBHOBecue ¢ 00beMOM BOAHOH (asbl (3TO
IPOMCXOAHT, HAIDUMEp, B YIOMSHYTHIX BhIllle ONHTAaX, T'le PeaKlIUH
NepeHOCa NPOTOHOB M 3JIEKTPOHOB uepe3 MeMOpaHy OBIIM yMBILI-
JEHHO OTJHeJeHbH BO BpemeHH OT peakuuu cuuresa ATP). Oanaxko
npuBeleHHble (aKThl BOBCe He 03HA4alOT, YTO 3aKHCJIEeHHE BCEro
BHyTpeHHero o6beMa siBJsieTcs HeOOXOLHMEIM 3TanoM Qocdopunau-
poBaHus. IHEIMU c/0BaMH, H3 3THX (QAKTOB He CJelyeT, 4TO CBS3b
MeXJy TeM Yy4acTKOM MeMOpaHH, Ie BbICBOOOXKAAITCS NPOTOHHL,
U TeM ee y4aCTKOM, rje OHHM HCHOJb3YyHlTCcAa AJs8 dochopuanpoBa-
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Hus, obecrneyuBaeTCi BCEM BHYTDEHHHM OOBEMOM THJIAKOHIHOTO
ny3bipbKa. JKCNePHUMeHTaJbHble AaHHEBe, OAYUYEHHbEe B HeCKOJbKHX
Na60opaToOpUsX, NOKA3bIBAIOT, UTO 3JEKTPOXHMHUECKHH MOTEHIIHaJ
IIPOTOHOB, YYaCTBYIOIHUX B CONPSAXKEHUH, He 0053aTeIbHO HaXOJAHTCA
B DAaBHOBECHH C INOTEHLHAJOM IPOTOHOB OOBEMHHIX BOAHBIX (a3,
oTaeNeHHbIx MeMmOpanoit (ri1. 12; Ferguson, 1985). BosmoxHO,
Haubosiee OYeBHIHO NPOJEMOHCTPHPOBATb 3TO HAa OIBITE YAAJOCh
B HCCJeJOBaHHAX MO BJAHAHHIO crabuiusauud pH Bo BHyTpeHHeH
BOLHOH ¢hasze THIAKOHAA HA TO, KaKoe KOJHYECTBO 3JEKTPOHOB H
NIPOTOHOB AOJIXKHO ObITh NepeHeceHO yepe3 MeMOpaHy, NmpexKAe yeMm
O6yaeT NOCTHTHYTO TaKOe 3HepreTHYeCKOe COCTOSIHHE, NPH KOTOPOM
cuHte3 ATP Hauyunaer npeobmagatb Hax rugpoausom (Ort et al.,
1976; Horner, Modriankias, 1983; Hangarter, Ort, 1985). Ecau
moJjiarath, 4TO HOHH BOAOPOAA, INepeHeCeHHhle CKBO3b MeMOpaHy
B pe3yJ/ibTaTe OKHCJHTEJbHO-BOCCTAHOBUTENBHLIX PeaKLIHil, MOJKHH
JaJjiee pOUTH yepe3 00beMHYIO BOAHYIO $a3y BHYTPU THIAKOHIHOIO
ny3slpbKa, TO cJelyeT OXHAaTh, uTO fAobaBieHHe Oydepa co Iie-
JouHbiM pK, B 3Ty a3y npuBefeT K 3aJepKKe B CO3JaHHH TPaHC-
MeMOpaHHOH pas3HOCTH KOHLEHTpalui# HOHOB Boaopoaa (ApH).
B orcyrcTBHe TpaHcMeMOpaHHOH PAa3HOCTH 3JIEKTPUYECKHX IOTeH-
IIHAJ0B 3alepxkKa B co3faHuu ApH npuseaser B cBolo ouepeip K
toMy, uTO cuHTe3 ATP HayHeTcsi nosjaHee, mpuHueM MOKHO KOJIHYe-
CTBEHHO MNpeJCKa3aTh, KAaKOe YHCJO IHKJIOB OKHCIHTEJbHO-BOCCTA-
HOBHTEJIbHBIX PeakUu#l AOMOJHHUTENLbHO MOHALOOHUTCS NS TOro, YTO-
Obl HayaJscsi cuHTes ATP. B ycaoBuax, korga He Moxer o0Gpaso-
BaTbCAd TpaHcMeMOpaHHasi Pa3HOCTb 3JEKTPHYECKHUX IOTEHIHAaJOB,
cunte3 ATP HauHercs TOJIBKO mocJje TOrO, Kak OyAyT OTTHTPOBaHBI
9HJOTeHHbIe IeJIOYHble TPYMIbl Ha BHYTPeHHelHl NOBEPXHOCTH THJA-
kouaHoii memOpaHnwl. [loporoBas BeiuywWHA 3TOrO0 5HAOreHHOro 6y-
(epHOTrO IyJia COCTaBJIAET B THJIAKOHAAaX LINHHATAa OKOJO 60 MMoJsb
H* na 1 Moap xJopoduana, u ajas THTPOBAHHA Takoro myJa tpeby-
eTcA OKOJO 1D IMKIOB peaKkmuii TPAaHCIOPTA 3JMEKTPOHOB M IPOTOHOB
(Hangarter, Ort, 1985). 9to o3Hauaer, 4TO HpH OTCYTCTBHH mMeM06-
PaHHOrO MOTEHIHaJa CHUCTeMY HYXKHO Bosﬁynmb no xpauﬁeu Mepe
NATHAAUATbI0O KOPOTKHMH BCHBIIIKAMH CBeTa HacChIAWollel HHTEH-
CHBHOCTH (MOA OeficTBHEM KaXJIOH BCHBIIIKH CBeTa AOJXKeH cpalbo-
TaTh KaXIbli 3JEKTPOH-TPAHCIOPTHHIH KOMILJIEKC, NPHYEM TOJIbKO
OAHH pas3); TOJbKO mnocje 3Toro HayHercss cuHte3 ATP. Opnaxko
0Ka3aJioCh, UYTO NPH BBEJEHHH BO BHYTPEHHIOIO BOAHYIO a3y nomoJ-
HHTEJbHBIX Oy(QepHBIX Ipynn B NTHKPaTHO OoJbllieM KOJHYECTBE
He HabJyofaeTcsd HHKAKOrO YBEJHYEHHS 4HCJa HacCHINAKMHX BCIHH-
[IeK cBeTa, HeOOXOAHMBIX AJs TOro, utobn Hauajacsa cuntes ATP.
DTOT pe3yJbTaT NOKA3bIBAET, YTO NMyTh, 10 KOTOPOMY NPOTOHH HAYT
OT TOFO y49acTKa, I/ie OHH GhIIK NMepeHeceHHl epes meM6paHy, K TO-
MY Y9acTKy, I'le HX HCIONb3Yer conpsarawmuit pakrop, npoxozmr
Hie 10 Bcefi BHYTPeHHel BOAHOH dase.
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[IPEOBPA3OBAHHE SHEPTHHU NPH GOTOCHHTESE

B urore moJiyuaercs, YTO XJOPOIVIacThl BeAyT cebsf Kak Gyarto
NpOTHBOPEYHBEIM 06pa3oM. C ORHOH CTOPOHBI, OrPOMHOE HHCJIO
(6osiblile THCAYH) OKHC/HTE/IbHO-BOCCTAHOBHTEJBHBIX DeaklUHuf, CO-
MpOBOXKAAIOILMXCA NEPEHOCOM NPOTOHOB, KOONEPATHBHO OCYILECT-
BJISIIOT THTPOBaHHe 3HAOreHHHIX OygepHBIX rpynn Ha BHyTpeHHeH
IOBEPXHOCTH MeMOpaHbH H TeM CaMbiM O00eCledHBAlOT JOCTHXKEHHe
sHepreTuyeckoro mopora aiasa cunresa ATP. C apyroii cropous,
co3faHHass ITPH 3TOM pa3HOCTb AKTHBHOCTEH I[POTOHOB, NO-BHIH-
MOMY, He HaXOAHTCA B PaBHOBECHH C BOAHLIMH ¢a3amu no oGe cro-
poHsl MeMOpaHbl. BO3MOXKHO, 4TO 3TO MPOTHBOPEUHE CBS3AHO C OCO-
GeyHOCTSMH NOrpaHHYHOTO CJIOs MeXAy MemOpaHO# WU BOAHOH da-
30il, KOTOPEHE MOLYT NPHBECTH K CO3JaHHIO JIOKAJbHBIX HepaBHO-
pecublx coctosHuit (Kell, 1979). Bpsag au MOXHO cOMHEeBaTbCs B
TOM, YTO MOJIEKYJhl BOJbI, PAaCIOJOXeHHble BO/JH3H MOBEPXHOCTH
vMeMGOpaHE, ODHEHTHPOBAHEl MeHee XaOTHYHO, yeM B GosbLIoM 06D-
eme BOAH. [losgBHIOCHL Mpenno/sioKeHHe O TOM, uTo Guarogapsi TakoH
yNOpsII0UEHHOCTH MOJIEKY/ B ODHEHTHPOBAHHOM cJl0e BOAH Ha MoO-
BEPXHOCTH MeM6paHI>I OpH HEKOTODPbIX YyCIOBHAX MOTYT O6p&30BaTB‘
¢l KHHETHYECKH IpeANOUYTHTe/bHbie NYyTH A/ IOTOKAa MPOTOHOB.
OpHAaKO y 3TOH THUNOTe3bl €CTb CBOHM HEAOCTATKH, IOCKOJbKY OHA
He paeT OOBSICHEHHS JPYrHM 3KclnepHuMeHTaJbHBIM ¢dakram (Fer-
guson, 19893).

Mbl CKJIOHHBI IIPeANoJaraTb, 4YTo NPOTOHOABHIKYIIAsA cH/a, 0bec-
meyuBalollasl COMpsiKeHHe IMepeHoca 3JeKTPOHOB H cHHTe3a ATP
B THJIAKOHAHBIX NMY3bIPbKaX, XapaKTepPU3yeTCA Pas3JIHUHOH CTeneHblo
Je/0KaJH3alHH B 3aBUCHMOCTH OT TOTO, HACKOJBKO 3HEPTry30BaHA
mem6Gpana (Flores, Ort, 1984). B yc/oBusiX, KOrjia NpUTOK 3HEPrHH
B CHCTEMY MaJl, CKaxKeM, Ha c1ab0oM CBeTy HJ/IH IPH NepBBIX LHKJIAX
peaklHi TPAHCIOPTA JEKTPOHOB, BaXKHO CBECTH K MHHHMYMY JIHC-
cunauuio s3Heprud (Hangarter, Ort, 1986), B Tom uuncsae u Te nore-
DH, KOTOPble NPOHCXOJAT, €CJaU MO3BOJHTh NPOTOHAM NMpPHHTH B paB-
HoBecHe ¢ 0O0beMHOH BOAHOH (asoi. Hs3bexaTb TakKHX I[OTEPb
MOKHO TpH HanpaBJIeHHOH AH(P(DY3uH, KOTOPYIO MOXKeT 00ecHeuuTb
MOSsIBJIEHHE MOLIHOTO «CTOKa» [/ NMPOTOHOB Ha KOMILJIEKCe COMps-
rapuiero ¢axkropa, a 3TO B CBOI oOdepeAp NPUBOAUT K (HOpPMHpPO-
BaHHIO TpPAJHEHTA AaKTHBHOCTH MPOTOHOB MeXIy KOMILIEKCOM
conpsiramouero ¢akropa U 6JHXKaHIHUMH K HEMY KOMILJIEKCaMH, me-
DEHOCAILIHMH 3JIEKTPOHBI U HPOTOHH yepe3 MmeMGpaHy. [lockosbky
HHKaKOi HeoOXOAHMOCTH B CYIIeCTBOBAHHH KaKHX-JHOO 0cCOOBIX
KaHaJIOB [JIsl IIOTOKA NPOTOHOB IIPH 3TOM HET, HalpaBJIEHHYIO AHG-
(by3ui0 MOXKHO MPEIACTAaBHTb KaK CTATHCTHUECKHHA NPOIlECC, MPH KOTO-
pOM [AJs1 KaxXJOoro NpPOTOHA eCTb KOHeUHAas BePOSTHOCTb NPUHTH
B paBHOBecHe ¢ o6memHON BOAHOH ¢asoit. IToatomy Gymer mocre-
IIEHHO MpPOHCXOAHThL MOJKHCJeHHe BHYTPeHHero o6beMa THJIAKOMI-
HOTO Ny3bIpbKa, a4 BMeCTe€ C TeM H [OHHXKEHHE 3SHEpPTeTHUECKOror
Gaprepa Mexay o06beMHOM BOZHON (a30i M JIOKAJTbHEIMH NMOTOKaMH
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APOTOHOB, Y4YacTBYIOIUMX B IIpoilecce CONpSIXKeHHA. B ycaosusx
GOJIBILOrO IPHUTOKA 3HEPTHH B CHCTEMY MOKET CJOMKHTBCS CHTya-
uHd, O/MH3Kasl K NpPelesibHOMY CJy4alo, KOria BHYTPEHHSS MOBepX-
HOCTb MeMOpaHbH H BHYTPeHHHH 00beM THJIAKOHIHOrO MNY3hIPbKA
ABJIAIOTCA JAJIs NPOTOHOB 3KBHIOTEHLHAJbHBIMH, HO, BO3MOXKHO,
ITOT NpelesbHBIA Cyyall HUKOrJ4a He JOCTHTaeTcs.

B
KOMITJIEKC COIIPATAIOHIETO ®AKTOPA

1
CTPYKTYPA

[lepenoc ¢ocdopunvHoi rpynnel Ha MoJgekyay ADP sa cuer
S5HEPrHH TPaHCMeMOpaHHOH pPas3sHOCTH 3JEKTPOXHMHYECKHX IOTeH-
ILHaJIOB HOHOB BOJOpOJa KaTaJu3upyercss OeJKOBHIM KOMILIEKCOM,
KOTOPHIH HasblBaloT compsaraiomum ¢akropom (McCarty, Carmeli,
1982). Komnaekc comnpsrapoiero (akropa (puc. 3) COCTOHT H3
nepucdepuueckoro mem6panHoro Genka CF;, cBA3aHHOrO HOHHHIMH
B3aHMOAEHCTBUSMH C HHTerpaJbHeiM MeMmOpaHHBIM 6enkom CFy,
npuueM kKaxibli u3 6enkoB CFo u CF; comepKHT IO HECKOJbKO
cy6penunun. Denok CF, HaxomuTcs Ha HapyxKHOH IOBEPXHOCTH
TUNAaKOHJHO# MeMOpaHel BHe o6JilacTel MexXMeMOpaHHBIX KOHTakK-
TOB; OH COAEPKHT aKTHBHBe yuacTKH A chuHre3a ATP. Beaok CFy
npoHu3biBaeT MeMOpaHy, CAYXHT [1Jd opueHTHpoBaHus OGeaka CF,
H SBJSETCS KaHaJOM, [0 KOTOPOMY INPOTOHBI MONAaAalOT H3 BHYT-
peHHero o6beMa THJIAaKOUAHOro mysmippka B G6enok CF,, pacnoJo-
JKeHHBIH Ha HapyXKHOH NOBEepXHOCTH MeMOpaHbHI.

HocTtynHyio ¢ moBepxHocTu MeMOpaHBl 4YacTh KOMILJIEKCA COMNps-
rajomero ¢akropa (r. e. 6enok CF;) ynajgocp HAeHTHHHUHPOBATH
M JIOKaJH30BaThb C NOMOILILIO 3JeKTPOHHOH MHKDOCKONHH paHblile,
yeM OCTaJjibHble OeNKOBhie KOMILJIEKCH THJAKOHAHOH MeMOpaHHI.
Benok CF, BuzeH Ha Mukpodororpadusax Kak chepHYeCKHil BBHICTYI
Ha ob6pallleHHOH K CTpOMEe IMOBEPXHOCTH THJAKOHAHOH MeMOpaHhI
BHe o0JacTell MeXXMeMOpaHHBIX KOHTAKTOB; pasMephbl €ro COCTaBJs-
10T, No-BUAUMOMY, OT 9 mo 10 um (Staehelin, Dewitt, 1984).

B TeueHHe J0Jroro BpeMeHH CYUTaJH, YTO CTEXHOMETPHS IOJH-
NeNTHAHBIX - Cy6GbeAnHHL, OOpas3ywIlUX KOMIJEKC COIPSAralollero
¢akTopa B XJopomjacrax, OT/IHYaeTcss OT CTeXHOMETPHH COOTBET-
CTBYIOLIHX KOMIIJIEKCOB B MHUTOXOHADHAX MJIH y Oakrepuil. Oanako
cefiyac sCHO, 4TO CTexHOMeTpHusl cyObeAHHHUL XJoponjaactHoro GeJ-
ka CF, B TOYHOCTH COOTBETCTBYyeT CTexHoMerpuu Oeaka F, muro-
XOHApHH HiH OakTepuii. B HacToslee BpeMsl NPUHATO CUHUTAThb, YTO
6enok CF; mMeer MoJjekyasipHyo maccy M:~400000 u cocrour
13 [ATH NOJHNENTHAHBIX CyObelHHHL, HAXOASAIWIUXCA B CTeXHOMET-
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pHYECKOM COOTHOLIEHHH asfsyde (Moroney et al, 1983; Tiedge et
al., 1985). MoJekyasipHble MacCe 3THX CyObeAHHHI, NPHBeJEHH
B Ta6J. 1, opranu3aunHs cy6beiHHHI B PyHKIHOHAJILHOM KOMILIEKCe
paccmotpeHa B o63ope (McCarty, Moroney, 1984).

Benok CFy norpyxen B Mem6pany. Ha dororpadusx, noayuen-

HBIX METOJOM 3JeKTPOHHOH MHKDOCKOMHH C HCIOJb3OBAHHEM 3aMO-
paXKHBAHHS — CKaJ/BIBaHUs, €ro elle He YAa/0Ch HAeHTHOHLHPOBATD
B cJyuae THJIAaKOHJAHBIX MeMOpaH, HO B ONBITaX C JHIOCOMaMH, KyAa
gcTpoeHsl ounilleHHble KoMiekeol CF/CF,, 6enok CF, BumeH kaxk
BHyTpHMeMOpaHHas yacTHia pasMepamu oT 9 no 10 HmM (Mérschel,
Staehelin, 1983).
- CyOwpeaunHunbii cocraB Oesnka CFo onpemenen euie He cTO/B
OIHO3HAUHO. DOJIBIIMHCTBO COBPeMeHHBIX JaHHbIX [103BOJISIET Npej-
I0JI0KHTb, 4YTO B HEro BXOJAAT TPH pPAa3JHYHBLIX MOJHIENTHIAA
(McCarty, Carmeli, 1982; Nelson, 1982), o6osnauaembie Kak cy6b-
equnuunt I, II, III. Haumennwrasg us cy6venunuu (III), nmo-sumu-
MOMY, TNDHCYTCTBYeT B KOJHYecTBe 6 KONHH B pacueTe Ha OJHH
6e0k CF;. OueHenHble 3HaueHUs MOJIEKYJSPHOH MacChl 3THX Tpex
CHJIBHO THAPOGOOHEIX NOJHUNENTHAOB NpHBefeHHl B Taba. 1 (cM.
Takxke pHuc. 3).

2
PEIYJALNA KATAJIMTHYECKON AKTHUBHOCTH

DHepreTHueckUM cybcTpaToM O (OTOCHHTe3a CJIYXKHT CBeT.
ITocKOJIbKY ero KOJH4eCTBO LHKJIHYECKH MEeHseTCsl KaxKAble CYTKH,
XJIOPOMJIACThl BhHIHY2K/AeHE paboTaTh COBCEM B HHBIX YCJOBHAX, YeM
Te cHcTeMbl, B KoTopeix ATP cuHTesupyercs B npollecce JbIXaHHUS
H KoTophie 0oJjiee UM MeHee NOCTOSAHHO ObecneuuBaloTcs cyberpa-
TOM B BHJE BOCCTAHOBJIEHHBIX COeJHHeHUH yrJsepojaa. [IporonHas
ATPa3za B mem0paHax, riie IpPOUCXOAHUT Npouecc AbIXaHUSA, NeHCTBY-
€T B OTKDBITOH cHCTeMe; 3TOT (PepMeHT aKTHBeH HMEHHO B Ha-
npasaenun cuaresa ATP sump motomy, 4to Ha MeMmOpaHe MOCTOSH-
€0 MOAJEepXKHBAaeTCs MPOTOHOABHKYyLlas cuja. CXoaHasi CHUTYyalus
HaOJI0A4aeTCsd U Y MHOTHX (POTOCHHTE3UDPYIOUIUX OaKTepuil, OCKOJIb-
Ky peaKkLHH MepeHoca 3JEKTPOHOB B Ipoleccax OKHUC/JIeHHS H POTo-
CHHTE3a MPOMCXOISIT 3[eCh B OJHHUX H TeX Ke MeMOpaHaX, U HeKO-
TOpble MEPEHOCUYHKH 3JeKTPOHOB Hapsily C CONpAramiuM ¢akTo-
PoM yuacTBYIOT B o6oux npoueccax (Baccarini-Melandri, Zannoni,
1978). Ecau 6wt xmoponaactHeiit ¢depment ATP-cuHrasa/ruapodasa
Takxke GBI aKTHBEH BO BCeX YCJOBHAX, TO B TeMHOe BpeMs CYTOK,
KOrjga NPOTOHOABHXKYINASA CHJIAa He CO3JaeTcss U IIOTOMY He MOXKeT
ClepXKHUBATh I'HAPOJNA3HYI0 aKTHBHOCTb 3TOro ¢epMenra, ero pabora
npusesa Obl K HcrolleHuio nynoB ATP B xjaoponnacrax. Xors ¢
TOYKHU 3DEHUS] IHEPreTHKH IMOCJeJCTBHSI TAKOIO HCTOLIEHHS MOXKHO
CYHUTATh HUYTOXKHLIMH 110 CPaBHEHHIO C KOJIHYECTBOM 3SHeprHuH, 3a-
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f1acaeMBIM 3a CBETOBOH JeHb, TEM He MeHee OT NOJJepXKaHHs onpe-
JneneHHoro ypoBHss ATP B TeMHOTe MOXeT KDHTHUECKH 3aBHCETh
COXpaHeHHe ONTHMAJbHHX INyJOB CyOCcTPaTOB, HEOGXOAHMBIX IJIst
B0O306GHOBJIEHHS TIpolecca (OTOCHHTe3a B HawaJje HOBOIO CBETOBOTO
nusi. [IpH OGLIYHBEIX YCJOBHSIX XJOPONJIACTH CORepKaTt npubausu-
TeJbHO OT 1 A0 1,5 MM HykJaeoTHIOB, H3 KoTopelx OGoJsee 25%
ocraercsi B popme ATP naxe nocJe AJHTENbHBIX TeMHOBHIX NE€pPHO-
noB (Heber et al., 1982). Hdag Toro utobwl coflipsraiomuil GakTop
B XJOpONJAacTaXx HAaXOAWJICS B AaKTHBHOM COCTOSIHHH, TpebyeTcs

nojpnep:xanue NpoToHOABHKyIeHd cuabnl Aun+ (McCarty, Carmeli,
1982). CaenoBaresibHO, 10 Mepe TOrO KaK YMEHbIIAeTCH JABHXKYILIas
cuna cuHtesa ATP, ymeHplnaeTcs H KaTalHTHYECKAasT aKTHBHOCTh
conpsralomero dakTopa. Pasymeercs, depMeHTH He MOryT H3Me-
HHTb BEJHYHHY KOHCTAHTHl PaBHOBECHS, OHH AOJIXKHB KaTaJH3HPO-
BaTh KakK NPSMYIO, TaK H 00paTHYIO peakUHIo, T. €. HEAKTHBHOE CO-
CTOsiHHe (hepMeHTa O3HAuaeT OTCYTCTBHe KaK CHHTAa3HOH, Tak M
ruaposiasHofl akTHBHOCTH. [103TOMY HHAaKTHBAllHsi KaTaJHTHUECKOMR
¢ynxuun conpsiratouero $axkTopa, NPOHCXOAsHIAS INPH yMeHblile-

HHU TNPOTOHOABHXKYIIeH CHAB Apy', AOJXKHA ofpamaTtbcs NpH yBe-

JHYEHHH Apnt

~“Hapsany c nepexomaMu ¢epMEHTHOTO KOMILJIEKCAa M3 aKTHBHOIO
COCTOSIHHSI B HeaKTHBHOe M O06paTHO B OTBET HA U3MEHEHHEe 3Hep-
rusallid MeMOpaHBl H C BJAHWSHHEM TepMOIHHaMHueCKHX (aKTOpOB
Ha OTHOCHTE/bHBIE CKOPOCTH NpSIMOH H OOpaTHOH peakiHH cylie-
CTByeT psAX Apyrux ¢(akTOpoB, COBMECTHO DEryJHPYIOUIHX AaKTHB-
HOCTb 3TOro cJjoxHoro ¢epmeHnra. ITokaszaHo, 4TO B CBETOBOI aKTH-
BallUH KOMIJIEKCAa CONpsAramumero ¢akropa KOCBeHHHIM 00pa3oM
yuactByer Fe-S-6e/10K THOpPeNOKCHH, NPHUCYTCTBYIOMIHH B cCTpOME
H BoccTaHaBauBaeMbll ¢dorocucremoii I. BoccraHOBieHHEIE MNOX
JNefiCTBUEM CBeTa THOPENOKCHH crnocofeH BOCCTAaHOBUTb AHCYJIbOHI-
HYI0 CBsi3b B y-cy0belHHHIe compsarawilero gakropa, U 3TOT IpPO-
mecc, NO-BHAMMOMY, CcTabOHIH3UpYyeT aKTHBHOE COCTOSIHHE, B KOTO-
poe (epMeHT NepBOHAYaJbHO NepeXONdUT B pe3yJbTaTe 3HEpPrH3alHK
mem6panbl (Nalin, McCarty, 1984).

Ha6aiomaercs npeBOCXOAHAsS KOPPEJSIUA MeXAYy HHAYLUHDOBaH-
HO#l cBeTOM akTuBalueli depMmeHntra W BricBOOOXKAeHHeM ADP u3
CF,. Ilpoucxonsiuiee B TemHoTe cBssbiBaHne ADP ¢ Geakom CF,
XOpOLIO KOppeJNHpyeT ¢ NnepexonoM ¢epMeHTa B HeaKTUBHYyIO ¢op-
my. [losmarawT, uto BHICBOGOKAEHHe H IOCJTeAyIolllee CBSI3LIBAHHE
ADP o6ycnoBneHb H3MeHEHHsIMH KOHbopmauuu 6eska, cCOMpPOBOXK-
JaOUIHMHU NepexXof MeXIy aKTHBHBIM H HEAKTHBHbIM COCTOSTHUSIMK
(Strotmann et al., 1979). Oxnako ucromenne nyjia ADP camo no
cebe He NMPUBOJHUT K aKTHBAUUU depMeHTa.

[lonyueno 60JbllIoe KOJHYECTBO JAHHEIX, B YAaCTHOCTH Ha BHI-
AenenHoM Genke CF);, yKa3pBalOWHX Ha ydacTHe cyObelHHHUH &
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8 pery/slHH aKTHBHOCTH depmenta (McCarty, Moroney, 1984).
K npumepy, Bozpacranue ATPasuoii akrusHocTH BrigenerHoro CF,
oA JeiCTBHEM HarpeBaHHs, CIHPTOB H HEKOTOPHIX JETEpPreHTOB,
©OUeBHIHO, COMPOBOXKAAETCH YyXaJeHHEM HJH CMeIueHHeM cyObenu-
yuubel €. DoJee TOro, akTHBAUMsf, NPOHCXOAAILAS INPH HCTOLLEHHH
myJsa cyObeluHHIB &, 0O0pallaercs B pe3y/abTare IMOC/eNyIOHIEro
@CTPAHBAHHS B KOMIJIEKC CyOhelHHHIE &. XOTH NePeOPHEHTALHIO
570l cyGbeIHHHIE B KOMIIJIEKCe MOXHO IDEACTaBHTb KaK YacTb
¢ H3HOJIOTHYECKOr0 peryJaTOPHOro npouecca, NPHIHCHIBATDH nono6-
HYIO POJMb YHaneHHIO CyObeIHHHUB H3 KOMIJIEKCa, pasymeercs,
Hesb34.

[TepeuncseHne BceX aaJOCTEDHYECKHX peryJsiTopoB CONpSralo-
qiero ¢akTopa BHIXOAMT 3a paMKu AaHHOH raaBel (McCarty, Car-
meli, 1982). ATPa3Hasi aKTHBHOCTb 3aBHCHT OT AaHHOHOB, TaKHX,
KakKk KapOOHOBLIe KHCJOTH, GHKapOoHaT U ¢ocdar, H OT KaTHOHOB,
g ToM yHcae Mg?t, Mn?t u Ca?t, Uto6bl NOHATb, KaKHM 06pasoM
OCYILECTBJSIOTCS B3aHMOJEHCTBHSA 3THX MHOIOYHCJEHHBIX (aKTOPOB,
HeoOxoauMa OOIMpHAs AONOJIHHTENbHAA HHGOPMAIHS O compsralo-
aeM hakTope U MeXaHH3Me ero JeHCcTBHS.

IloxBozast UTOr'H, MOXKHO ONHCATh PEryJsiHI0 paboThl XJIOPOIMIACT-
{OTO conpsrainero ¢Gakropa c/aelyloliNM, NO-BHANMOMY YNpOLIieH-
HbIM, 00pa3oM. B TeMHOTe 3TOT pepMEHT HaXOAHUTCS B HEAKTHBHOH
¢opme, H MO3TOMY OH He cnocoben ucromarte nya ATP B crpome
xjoponyacra. [Tpexae uem cMoxker HauaThes chHHTed ATP, momnxHa
gpousofiTH akTuBauus ¢epmenta. OHa NPOHCXOAHT Kak CJAEACTBHe
KOHQOpPMaUHOHHHX u3MeHeHu# Oeska CF,, BBI3BaHHBIX [eCTBHEM

(IDOTOHOABHIKYINeH CHJAB Apu+ H COCTOSIIHX CKOpee BCero B nepe-
OpUeHTalluH CyObeHHHIE & H B BEICBOGOXKAeHHH cBsisanHoro ADP.
THOpedOKCHH, BOCCTaHOBJEHHBIH ¢oTocucteMoii I, crabuausupyer
AKTHBHOe cOCTOsIHHe (hepMeHTa, BOCCTAaHaBJHBAf AUCYJIbDHIHYIO
CcBA3b B ero cy6menmHuue y. Hanuuue NpOTOHOABHIKYINEH CHJIHI,
akTHBHpOBaBLIeld QepmeHT, obecrneyHBaeT 3a cuyeT TEPMOJHHaMH-
YeCKHX COOTHOIUeHHH npeobnananue cuuresa ATP nan ruaposausom.
Korpma ocBellleHHe NpeKpallaeTcs, KaxXAbIH H3 3THX MPOLECCOB B
KOHEYHOM CYeTe MeHseT CBOoe HallpaBJieHHe, HO BaKHEHHIHNM I/
UHaKTHBallHH depMeHTa MOKeT OkasaTthes cBsA3biBaHHe ADP c 6ea-

xoM CF;, npouncxonsmee npu pacrpaTte Apu*.

3
KATAJTUTHYECKHE MEXAHH3MEI

Xumuueckass peakuus B ueHrpe $orodochOpHINPOBAHHSI COCTO-
UT B nepeHoce ¢ocGOPHALHOA I'PYIILI OT MOJIEKYALI-I0HOPa, B POJIH
KOTOPOTO BBICTYMaeT BOAA, HA MOJIEKYJ/y-aKLUeNnTop, KOTOpofl sABjsd- -
ercd ADP. Ilpu atom kucaopol mosekyasl ADP Cay:XHT MOCTHKOM
BO BHOBb obpasyoineiics aHruapuaHoit ceasu (Slater, 1953). I'ua-
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poaus ATP aBaserca o6paTHOH peakliHell nepeHoca ¢ocgopHIbHOR
rpYNNbi; B JJAHHOM CJydae pOJib J0HOpa 3Tod rpynnsl urpaer ATP,
poJib aklentopa — MoJieKyJa BoAbl. IIpun OkHcautesnbHoMm docdo-
PHJIKPOBAHHH H (POTOPOCHOPHIHPOBAHHH (epMEHTATHBHBIH Mexa-
HM3M comnpsiraiomero (axkropa AoJKeH 00ecCleYyHTh HCIOJb30BaHHE
cBOOOAHOMH . 5HePTHH, JOCTYNHOH B BHAe TpaHCcMeMOpaHHOroO IOTEH-
1iHaJia HOHOB BOAOpoJa (OTpHUATesbHAs 3HEPrus), AJas TOro, 4TOGhI
KOMIIEHCHpPOBAaTb 3aTpaThl CBOOOJAHOH 3Hepruu Inpu ¢ocdopHuIHpO-
BaHMH (MOJIOXKHTE/NbHAsA 3Heprus). XOTA IMOHATHO, YTO C TOYKH
3peHHS] TePMOAHHAMHKH BO3MOXKHO CONPsi’)KeHHe SHEPreTHYECKH BHI-
rOJHOTO NOTOKa IIPOTOHOB HAapy»Ky H3 THJAAKOHAHOIO Ny3bIpbKa C
SHepPreTHYeCKH HeBHIIOJAHBIM ¢oc¢opuianposanvem ADP, kartanutu-
YeCKHH MeXaHH3M peakKlUHH H3BeCcTeH B HacTosilllee BpeMs JHIIb
B caMbIx o0mux ueprax. Ocraercs JO CHX NIOP HE pPELUEHHBIM KJIO-
YeBOH BONPOC O TOM, KaK HMEHHO MCIIOJIb3yeT (pepMeHT XHMHUYECKHH
H 3JEeKTPHYECKHH MNOTEHLHaJ HaKOIJIEHHbIX HOHOB BOJOpOAa AJS
06pa3oBaHHs H pas3phiBa KOBaJEHTHBIX CBs3ell.

MsBecTHO no MeHblled Mepe OAHO npeanoJoxenue (Mitchell,
1974) o npssMOM YYacCTHH HHAYHUHDPYIOLIHX NPOTOHOB B XHMHUYECKONR
peakuun ¢ochopunupoBanuss ADP. CorsacHo stoMy npenmoJsioxe-
HHIO, HOHBl BOAOPOJA, BBIXOJsLIHE HApyXy H3 MeMmOpaHHOro my-
3bIpbKa Yepe3 KOMIJIEKC COonpsralollero ¢akropa, NPOTOHHPYIOT
cBsi3aHHBIH (ocdart, 06pasys IOJOKHTEJNbHO 3apsiKeHHbIH (ocdop-
HBIHl LleHTP B aKTHBHOM yuyacTke (epmenra. [locaenyromas HykJjeo-
¢usbHass artaka anHoHa ADP BritecHser —O2?~ u3 c¢ocdarsoi
rpynnsl, yuactByloueli B o6pasoBanun ATP. Ilockonbky —O?~ He
NOAXOAUT Ha pOJb BLICBOOOKAAIOUWEHCS 4acTHIL, NPHXOAUTCS Aa-
Jee npeanoJaraTb, 4TO NPOUCXOAUT ABYXCTaJHHHOE NPOTOHUPOBAaHHE
docdara, auraHaHo cBszaHHoro € Mg?*t, U B pesyJbTaTe 3TOrO B
KOHeuHOM cyeTe BricBoGoxaaercs —OH;. 310 0o6liee npeamooxe-
HHe BIIOCJEACTBUH MoAnduHLHpOBaJoCh (cM., Hamnpumep, Boyer,
1975). OHO uMeeT psia NpHBJEKATEJNbHBIX OCOOEHHOCTEH, HO HeJo-
CTaTOYHO 06OCHOBAHO 3KCIePHMEHTAbHO.

AnbTepHaTHBHOE NIPEANOJOXKEeHHEe O KOCBEHHOM YYaCTHH HHIYIH-
pyloliux npoTtoHoB B cHHTe3e ATP umeer GoJblie CTOPOHHHKOB.
KaioyeBriM 3BeHOM B GOJBLIMHCTBE NpelJaraeMblX MeXaHH3MOB
KOCBEHHOI'0 y4acTHsl IDOTOHOB fIBJIsieTCsl NpeJcTaB/ieHHe O TOM, UTO
3a CyeT HX SHEPrHH NPOHCXOIAT KOH(OpMalLHOHHBEIE H3MEeHEeHHS
depMeHTa conpsramwliero ¢akropa, NpHBOASLIHE K PE3KOMY H3Me-
HEHHIO KOHCTAHTHl paBHOBecHs IJs DeakKUHH nepeHoca dochatHOR
rpynnel. DKCNepHMeHTalbHble JaHHble, Ha OCHOBe KOTOPBIX cHOpMH-
poBaJOCh NPEeANOJOKeHHe O KOCBEHHOH POJIM HPOTOHOB B KaTaJHTH-
yeckoM MexaHusme cuHresa ATP, nojsyueHbl B OueHb Pa3HOPOLHHIX
ONbITaX, NMPOBOAHBUINXCS B pa3HbiXx ycaoBusx. Pasobpatecs B He-
THHHBIX B3aHMOCBS$351X, OTOPOCHTb cCJayuyalHble ¢(aKThl H NOJYYHTb
JIOTHYECKH CBSI3HYI0, XOTSl M HENOJIHYI0O KapTHHY NIOMOraimoT NpeBocC-
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xonHbe o63opurie paborel (MeCarty, Moroney, 1984, Merchant,
Selman, 1985). H
CpefH COBDEMEHHBIX THIOTEé3 O (ePMEHTATHBHOM MeXaHH3Me
conpsAraiomero ¢akropa Haubosee MO/e3Ha IS HHTEPNPETALUHH:
SKCIEPUMEHTAJbHBX NaHHBIX T4, UTO CHOPMHPOBajach H3 MepBO-
HauaJbHBIX Npeanosoxenuil baitepa (Boyer, 1977) u Caeiitepa
(Slater, 1977). Onu npeanoJo-
JKHJIH, 4YTO INPOYHO CBsSI3aHHBIE
ADP u P; crnoHTaHHO 00pasyloT
npoyHo cBs3aHHbll ATP, u snep-
. THS HHAYUHPYIOLWIHX MPOTOHOB
! HyXHa AJs TOro, uyToObl BBI3-
. BaTb KOHGMOpPMAIlHOHHOE H3Me-
HeHHe (epMeHTa, KOTOpOe B
CBOIO Ouepeib MPUBOAMT K BHI-
CBOOGOXK/EHHIO NIPOYHO CBSI3aHHO-
ro npoaykra. B pagabHeiilieM
Boiep yTOuHAJ M pasBHUBaJ 3Ty
meicab, OnHO u3 HauGoJsee 3a-
METHBIX yCOBEepLIEHCTBOBAHUF
MOJeJNH OTHOCHTCA K OObscHe-

ADP+P;

MG e e B A T T

ATP

PUC. 6

CxeMa, HJAJIOCTPHDYIOIIAss uyepeloBaHHe
MeCT CBSI3BLIBAHHS B CONpArarwlleM ¢ax-
rope XJOpOIJacTOB.

a, B, v, 6, e—cybvequnuuu CF,.
[MoapobHoct cM. B Texkcre. (Basito B

HUIO Ha0JloJaeMbIX HA OINbITE
B3aUMOJEHCTBUH MeKIy KaTaJju-
THUYECKHMH LeHTpaMu d¢epMeHT-
Horo komijekca. Mogeab boiie-
pa, ONHCHIBAIOLlast «yepefoBaHHE

yNpOUeHHOM BHe M3 paGoTh Boyer, ~MECT CBA3BIBAHHA», HJIH «IHEpTe-
Kohlbrenner, 1981.) THYECKH 3aBHCHUMBIH MEXaHHU3IM

H3MEHEeHHS CBS3bIBAHHUA», CXeMa-

THYHO MOKa3aHa Ha puc. 6. B mo-
Jed YYMTHIBAGTCA CTEXHOMETpUS cyObeluHHN a3fs, H HepMeHT pac-
CMaTpHBaeTCAd KaK CHMMETPHUHBIH TPHUMeEp, COAepKAlIUH TPH Koome-
paTHBHO QYHKUHOHHPYIOLIHX KaTaJuTHyecKux yuactka (Boyer, Kohl-
brenner, 1981). KoHcTaHTH cBfi3biBaHHA cy6CTpaToB M INPOAYKTOB
PEakIHH B KaXAOM H3 3THX Y4YaCTKOB H3MEHAIOTCS B OTBET Ha
5Hepro3aBHCHMEBIe KOH(OpMAILHOHHHE H3MeHeHHs (QepMeHTa, Kak
yIOMHHaJ0Ch Bhillle. CuuTaercs, YTO 3TH HM3MEHEHHA MNPOUCXOISAT
nocjenoBaTesibHO. [lepBrEIfi 3Tanm COCTOUT B HENPOYHOM CBS3BIBAHUH
ADP u P; B ogHOM H3 KaTaJHTHYecKHX yuacTkoB. Ha BTOpOM 3Ta-
ne cyOCTpaThl CBf3LIBAlOTCS NpouHo, u oOpasyercs ATP c Boize-
JeHueM H,O. Hakoneu, TperTuit 3Tam 3TOro KaTaJUTHYECKOTO <«IIHK-
Ja» COCTOUT B 3HEPro3aBHCHMOM Iepexofie OT NPOYHO CBA3AHHOIO
npoaykra K cBo6omHo auccouuupyemMomy ATP. B saBepiuenue LHUK-
Jla y4yacTOK CBSI3bIBAHHS BO3BpalllaeTcs B COCTOSIHHE, MNOAXOAsIIee
Ans npucoeaunenus ADP u P;. KoomepaTHBHOCTb KaTaJHTHYECKHX
y4acTKOB OOBbsICHsSIeTCS B 3TOH MOJesnu TeM, 4YTO KaxKAbH SHepreTH-
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YeCKH 3aBHCHMBbIH KOH(QOPMALHOHHBIH IepeXxoJ OAHOBPEMeHHO, HO
JI0-pPa3HOMY H3MEHSIeT XapaKTePHCTHKH CBS3bIBAHHS BO BCeX Tpex
XKaTtaJuTHuecKux IeHTtpax. Heoxunannas ocOOeHHOCTb MOAENH B
~ToM, yTo 0O6pasoBaHHe AHTHAPHIAHOH CBSI3M NPOHCXOAHUT 3aechb 6e3
-CllellHaJIbHHIX 3aTpaT 3HEpPrHH M sBJjsieTcsd CJEICTBHEM pPE3KOro
‘YMeHblUIeHUS] KOHCTaHTH pAaBHOBECHS peakUuH, 00yCJOBJIEHHOTO
.MHKDOOKpY:KeHHeM aKTHBHOI'O y4YacTKa.

ITIpennosoxxeHne O TOM, 4YTO KaTaJHUTHUECKH AKTHBHBIH y4acTOK
Yenka CF| LHKIHUECKH NepeMellaercss MO TpeM cyOpeiuHuuam B,
03Ha4yaeT, YTO B KaxJHIl MOMEHT BpeMeHH pa3Hble cCyObeAHHHLE! B
«OJJHOTO U TOro ke OesiKa HaxOAsTCA B Pas3JHYHbBIX KOH(OPMALHOH-
.HBIX cocTosiHHAX. IlockosapKy LeHTpaJbHasi udactb (core) Oednka,
-00pas3oBaHHas CyObeJHHHIAMH yde, He HMeeT TOH XKe CHMMETPHH
TpeThero Nnopsiika, BHICKA3bIBaeTCsl IMpPeArnoJoKeHHe O TOM, YTO
\B3aUMOJIeHCTBHE TPeX KOMIIJIEKCOB af} ¢ LleHTPaJbHOH uacteio 6ed-
‘Ka HecMMMerpHuHO. [lasee aBTODH [ejsalOT HHTEPECHOE MpPenro-
JIOXKeHHe: yepeJOBaHHe TPex KOHPOPMAUHOHHBIX COCTOSAHHH KaX-
_JOr0 KaTaJHTHYeCKOrO y4acTKa BBI3BAHO BpallleHHeM CyObeIUHHI af
‘BOKPYT LeHTpaJbHO# uactu 6eika CF;, oO6pasoBaHHOH cyGbeluHH-
.namu y6e (Boyer, Kohlbrenner, 1981). MexanusM Takoro Bpaiie-
Hus, COIJIaCyIOIIHACA C MEXaHH3MOM YepelOBaHMs MECT CBs3blBa-
HHUS, ONHCAH IO aHAJOrHH C JBHXKEHHEM KI'YTHKOBHIX «MOTODOB»
:6akrepuit (Cox et al., 1984; Mitchell, 1985).
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