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REGULATION OF LIGHT
AND DARK STAGES
OF PHOTOSYNTHESIS

A. N. TIKHONOV

This paper represents a
brief review of the mecha-
nisms of regulation of the
light and dark stages of
photosynthesis in chloro-
plasts (electron and proton
transport, energy distribu-
tion between photosys-
tems, activation of photo-
synthetic enzymes) which
provides high efficiency of
energy transduction in
chloroplasts.

PaccmoTpeHbl MexaHu3-
Mbl perynsiyuy cBeToBbIX
U TeMHOBbIX cTagui ¢ho-
TOCUHTEe3a B XJiopornsac-
Tax (3/1eKTPOHHbIA N Npo-
TOHHbIWA TPAHCIMOPT, nepe-
pacnpegesieHne aHepruun
norsiowjaemMoro ceerta, ak-
TUBaUUsi (hOTOCUHTETUYE-
CcKux ¢hepmeHTOB), 6n1aro-
Aapsi KoTopbiM obecrne4n-
BaeTcsi MakKcumasibHas
9¢pheKTUBHOCTb CBETO-
BbIX CTagui (hoTOCUHTE3a
Y BbICLUUX pacTeHUH.
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BBEJEHUE

DOTOCHHTE3 — OAMH U3 BaXKHEHIINX MPOIIECCOB B
>KUBO TIpupoje, KOTophiit yxe 6osiee 200 jieT rpuBIie-
KaeT K cebe MpucTalbHOe BHUMAaHUE YUYEHBIX Pa3HBIX
CIeIMAJTbHOCTE: OMO0JIOTOB, XMMUKOB, (DU3UKOB, T€O-
JIOTOB M MAaJICOHTOJIOTOB. DTO HEYAMBUTEJIbHO. 3a CUET
doTocuHTE3a pacTeHUs YCBAaWBAIOT 3HEPTUIO COJHEU-
HOTO CBETa, CHHTE3UPYIOT OpraHNYeCKUEe COSAMHEHUS,
HCIIOIb3YeMble B KQUeCTBE MTPOAYKTOB MTUTAHUST XKUBOT-
HBIMU, U HAIIOJIHSIIOT aTMOCc(hepy KMCI0pOoaoM, obecre-
YHBasi TEM CaMbIM HEOOXOAMMBIE YCJIOBUSI JIJIS COXpaHe-
HMS U pa3BUTHSI XXU3HU Ha 3emiie. POTOCMHTETUYECKIE
CHCTEMBI — 3TO BBICOKOOPTaHM30BAaHHBIE CAMOPETYJIU-
pymolecs cucteMbl. BaxkHeiieit oco0eHHOCThIO pabo-
ThI (POTOCMHTETUYECKOTO arlrapaTa SIBJISTIOTCSI BbICOKAsI
3(heKTUBHOCTH TPe0Opa30BaHKsI SHEPTUN COTHEYHOTO
cBeTa, yMeHUe (POTOCMHTETMYECKUX CUCTEM aIallTUPO-
BaThCsI K UBMEHSIOIIMMCS YCJIOBUSIM BHEIITHEl CpeNbl U
3alIUIIATH ce0sl OT pa3IMYHBIX HEOIarOMPUSITHBIX BO3-
neicTBriA. PasmumaHBIM acrieKTaM (hOTOCHHTE3a — CTPOe-
HUI0, (GYHKIIMOHMPOBAHUIO (DOTOCUHTETUIECKOTO arl-
rnapaTa U SBOJIOIUMU OMOHEPTeTUYECKUX CHUCTEM —
OBUIM TIOCBSIIIIEHBI CTaTbU B TIPEIBIAYIIMX HOMEpax
“CopocoBckoro O6pa3zoBarenbHoro XKypHana” [1—11].
B HacrosIeit ctaThe Mbl pPACCMOTPHUM OCHOBHBIE MeXa-
HU3MBI PETyJsiiiun GOTOCUHTE3a y BHICIIIUX PACTEHMIA,
KOTOpBIE XapaKTepHBI HE TOJIbKO 111 (DOTOCUHTE3UPY-
IOIIMX OPTaHU3MOB, HO BCTPEYAIOTCST TAKKE U B IPYTUX
OMOHEPTETUYECKUX CHCTEMAX.

Perynsanusa dorocuHTe3a, Kak M TIONABISIONIETO
OOJIBIIIMHCTBA APYTUX MPOIIECCOB B MPUPOIE U TEXHM-
K€, OCYLIECTBSIETCS] MO MPUHIIMITY OOPaTHOM CBS3U.
CyTb 3TOr0 NMPUHLIMIIA 3aKJII0YaeTCs] B TOM, YTO CKO-
POCTb PETYIMPYEMOTO TIpoliecca 3aBUCUT OT pe3yJIbTaTa
sToro mpoliecca. Kak mpaBuiio, B CIIOXKHOM cUCTeMe pe-
TYIUPYEMBIM TIPOIIECCOM SIBJISIETCS CTaausi, KOTopas
OrpaHMYMBaeT CKOPOCTb paboThl Bceil cuctembl. Ha-
MPUMEP, CKOPOCTh XUMUUECKO peakIIui MOXET KOH-
TPOJIMPOBATHCS KOHIIEHTPAIMe KOHEYHOTO UJIA KaKO-
ro-au0d0 MpoMeKyTOYHOIro MPOAyKTa, 00pa3yrolIerocs
B Xozie peakuuu. Eciu aTOT mpoayKT SIBASIETCS] UHTU -
OMTOPOM OJHOI M3 KJIOUEBBIX CTAAUNA XMUMUYECKOTO
rpoliecca, TO HaKOTUIEHWE JaHHOTO MPOayKTa OymeT
3aMeISITh OOIIYI0 CKOpPOCTh peakuuu. OOHUM U3
KJIaCCUYECKUX TTPUMEPOB PEryJISITOPHBIX YCTPOWCTB B
TeXHUKE, XOPOIIO M3BECTHBIX M3 IIKOJBHOTO Kypca
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bu3uKM, SBISETCS LIEHTPOOEXHBIN perynstop Batra,
KOTOPBIN 0OecIiednBacT HOPMaJIbHYIO pabOTy TTapOBOi
MamuHbl. [To Mepe Bo3pacTaHusi TaBjIeHMs Tlapa B KOTJIe
CKOPOCThb BpalllEeHUsI OCH PETYJIATOpa YBEJIMUUBACTCS.
ITocne Toro Kak CKOpOCTh BpallleHUsI JOCTUTHET Orpe-

JIEJIEHHOTO YPOBHSI, OTKPBIBACTCSI KJIaraH peryaupylo-
1IIETO YCTPOMCTBA, B pe3yJIbTaTe Yero copachiBaeTCs U3-
ObITOYHOE AaBieHMe Tapa. TakuM o0pa3oM CKOPOCThb
paboThI MaITMHBI TIOEPXKUBAETCSI HAa 3aJaHHOM YPOB-
He. HecMOTpst Ha cylieCTBEHHOE pa3indne peryupye-
MBIX CUCTEM B TEXHMKE W OMOJIOTMH, TOT K€ MPUHIIUIT
00paTHOM CBSI3U JIEXKUT B OCHOBE PEryJsIIIMy OUOTOTU-
YyecKUX mpoiieccoB. C MOMOIIBIO KAKUX MOJIEKYJISIPHBIX
MEXaHU3MOB OCYIIECTBIISIETCS 0OpaTHasl CBSI3b B OMO-
9HEPreTUYeCKMX CUCTEMax U KakK 3TO MO3BOJISET obec-
MEeYUTh MCKIIOUUTETBHO BBICOKYIO 3(h()EeKTHBHOCTD
Mnpeodpa3oBaHuUsI IHEPTUU Mbl PACCMOTPUM Ha MpUMe-
pax peryJIsiliii CBETOBBIX CTaauii (hOTOCHHTE3A.

CBETOBbIE CTAAUN ®OTOCUHTESA

VY pacteHuit peakuuu (pOoTOCHMHTE3a MPOTEKAIOT B
XJIOPOTUIACTAX — CIEUATbHBIX 9HEPTONPE0OPa3YIOIINX
opraHeJjuiax, KOTOpble 3a CUET IHEPIrMU COJHEYHOTO
cBeTa 00ecrneynBaloT CUHTES YIJIEBOAOB U3 YITIEKUCIIOTO
ra3a ¥ Boabl. B Xxjtoporuractax iCTOUHMKOM SHEPTUH TSt
CHUHTEe3a YIJEBOMIOB SIBJISIIOTCSI MOJIEKYJIbl aleHO3UHT-
pudocdopHoit kuciaotel (ATP) u BoccTaHOBJIEHHOTO
HUKOTMHaMUIaneHUHIHyKIeoTuadochara (NADPH).
Monekyma ATP obpa3syercss n3 ameHo3mHIHMOCHOp-
Holt kucnotsl (ADP) u Heoprannyeckoro ¢ocdara (P,)
B pesyiabrate (HOTOGU3MYECKHUX U OMOXUMMYECKUX
MPOLIECCOB, TMOJTYYMBIINX HAa3BAaHUE CBETOBBIX CTAaIWIA
dorocuHTesa. KirtoueByio poJib B LIETTH PeaKkinii, Bedy-
mux K cuHTe3y ATP, urpaior rpoieccol 3JIeKTpPOHHOTO
U MTPOTOHHOTO TPAHCTIOPTa, KOTOPbIE MPUBOISIT B A€~
crBue ATPcuHTasy — hepMeHT, KaTaTu3upyromuit oo-
pazoBaHue ATP u3s ADP u P, [7]. CeetoBble cTanuu
¢doToCcHHTE3a BKIIIOYAIOT B Ce0s1 TaKXKe peaKIIuK dJIeK-
TPOHHOTO TPAHCIIOPTa, B pe3yJbTaTe KOTOPbIX 00pas3y-
ercas NADPH. Ilpexne yem mpucTynuTh K oOCyXIe-
HUIO KOHKPETHBIX MEXaHU3MOB PETYJISIIIUNA CBETOBBIX
cTanuii GoToCUHTE3a, KPaTKO HATTIOMHUM, KaK yCTpoe-
Ha LIeMb NepeHoca JIeKTPOHOB B XJIOpoIulacTax M Ka-
KUM 00pa3oM ee (yHKIIMOHUPOBaHUE oOecreunBaeT
cunre3 ATP (mogpobnee cMm. [1—11]).

B TunakoMgHBIX MeMOpaHaxX XJIOPOILIACTOB HAXO-
nsTes aBe potocucremsbl (horocucteMa 1 u poTocuc-
TeMa 2), Kaxaast U3 KOTOPbIX MPeaCTaBisieT CO00i MaK-
POMOJIEKYJISIpDHBII  aHCaMOJIb, BKJIIOYAIOLIM B cebs
Habop MUTMEHTOB CBETOCOOMpalolieii aHTeHHBI, (OTO-
peakIMOHHbIE LIEHTPHl U TIEPEHOCUYMKOB B3JIEKTPOHA.
Ilornomenue cBeTra MoJEeKyJaMu CBeTOocoOMpalolieit
aHTeHHbI MHULIMUPYET pase/ieHre 3apsiioB B peaKiiyv-
OHHBIX LeHTpax ¢orocucremsl 1 (OC1) u porocucre-
Mbl 2 (PC2) 1 iepeHOoC 3/IEKTPOHA MO LIeMHU 3J1eKTPOH-
HOTro TpaHcropTa (cM. moapo6Hee [6, 7]). Kpome PCl1
n ®C2 1enp IepeHoca 3JIEKTPOHOB XJIOPOILJIACTOB
BKJTIOUAET B ceOs TBa OETKOBBIX KOMILIEKCaA: (heppenoK-
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cuH-NADP-penykrasy u b/f-koMmIiekc, BCTpOSHHBIX
B TUJIAKOUIHYI0O MEMOpaHy, a TakKKe TOIBMXXHBIE MO-
JIEKYJBI TIJTACTOXWHOHA, TIIACTOMaHWHA U (heppenoK-
cuHa (puc. 1). B coctaB @C2 BXOAUT BOAOPACILEILIS -
IOIIMI KOMIUIEKC, KOTOPBIM 3a CUeT BHEpPruu CBeTa,
noryomaemoit @C2, paznaraer Boay (H,O0 — 2e™ +
+ 2H* + 1/20,). DIeKTPOHBI OT BOJIbI, Pa3iaraeMoi B
®C2, uayT Ha BOCCTAHOBJIEHUE TUIACTOXMHOHA, KOTO-
PBIi CITY>KUT TOCPETHUKOM B LTI TepeHoca 3JieK-
tpoHOB MexXay PC2 u b/f-kommiekcoMm. Monekyna
BOJOPACTBOPMMOTrO OeJika TIacTOllMaHWHA, JOKaIM-
30BaHHOTO BHYTPY TUJIAKOUIA, IEPEHOCUT 3JIEKTPOH OT
b/f-koMmekca K peakimonHomy ueHtpy ®Cl. Ipy-
roii BOIOPACTBOPUMBIN 0€I0K — (PEeppeIOKCHMH HaXo-
IIATCSI CHapyXXu TUiakouaa, B ctpoMe. DeppenokcuH
ceaspiBacT PC1 ¢ peppenokcun-NADP-penykTazoii,
KOTOpasl, B CBOIO ouepe/ib, BOCCTAaHABIMBAET MOJIEKYITY
NADP". Takum 06pa3oM, B pe3yJIbTaTe COBMECTHOIA
pa6otel @C1 u ®C2 nporcxXoauT MocaeaoBaTeIbHbIMI
MepeHOC JEKTPOHOB OT BOJBI, KOTOpas pasjaraercs B
®dC2, K KOHEYHOMY akienTopy synekrpoHoB ®C1 —
Mmosiekyie NADP* (cm. puc. 1).

B 1enu (OTOCMHTETUYECKOTO TpaHCIOpTa 3JeK-
TPOHOB MMEIOTCSI 1B y4acTKa, Ha KOTOPBIX peakIuu
3JIEKTPOHHOTO MepeHOca COMPOBOXAAIOTCS IEPEHOCOM
HMOHOB BOJOPO/ia BHYTPb TWJIAKOUIOB. OIWH U3 HUX CBSI-
3aH C pa3ioXXEHWEM BOIBI BOAOPACIICTUISIOIINM KOM-
mwiekcomM PC2, npyroii — ¢ OKUCIEHUEM MOJIEKYJIbI
iactoxuHoja b/f-kommiekcom (cm. puc. 1). Tak xe
KakK M peaklusl pa3ioXeHUs BOJbI, OKMCJIEHUE TI1ac-
toxuHosa (QH,) conpsxeHo ¢ auccounanueit MOHOB
Bomopona (QH,=<—= Q + 2e™+ 2H"). [IpoTtoHsI, Bbize-
JISIOIIMECS MPY Pa3IoXKEHUU BOIbI U OKMCICHUH T1ac-
TOXWHOJIA, TIOMAAal0T BO BHYTPUTUIAKOUIHOE TMPOCT-
paHCTBO, B pe3yjbTaTe Yero KOHIIEHTpallds HMOHOB
BOIOPOAAa BHYTPU TUJIAKOWIOB TOBBIIIAETCSA. 3a CUET
paboThl MPOTOHHBIX MOMII, CO3AIOIIMX PA3HOCTh dJIeK-
TPOXMMUYECKUX MMOTEHIIMAJIOB MOHOB BOIOPOJIA HA TH-
JIaKOMIHON MeMOpaHe, oOecrieunBaeTcsl (yHKIIMOHU-
poBanue ATPcunTassl — hepMeHTa, KaTaIM3UPYIOIIETO
obpaszoBanue ATP u3 ADP u P,. MoHbl Bonopoza, KoTo-
phIe BBIXOAST U3 TUIAKOUIOB HAPYKY Yepe3 MaKpoMoJie-
kynsipHbiil ancam6ib CF—CF,, npusonsat ATPcunTasy
B netictBue [7, 8]. Takum ob6pa3zom, padboTa poTocuHTE-
TUYECKOM 1IeMU DJIEKTPOHHOTO TpaHCMopTa obecrnevyu-
Baet oopazoBaHue NADPH u ATP, sHeprusi Kotopbix
HCITOJIB3YETCS ISl CUHTEe3a YIJIeBOJAOB B TEMHOBBIX CTa-
nusix porocunTe3a (ki KansBuHa—beHcoHa).

ABNEHUE ®OTOCUHTETUYHECKOIO KOHTPOJIA

B 6uosHepreTrke XopolIo U3BECTHEI TAKUE PETyJIs-
TOpHbIE SIBJICHUS, KaK OmMOoCUHmMmemu4eckuii KOHmpoasb
(B xJIOpOILIacTax) U ObixamenvHblii KOHMPoab (B MUTO-
XOHIpUsIX). X TIposiBJIeHWE COCTOUT B TOM, YTO CKO-
POCTH TIepeHOca 3JIEKTPOHOB B (DOTOCMHTETUYECKOM
1LIeTHY 2JIEKTPOHHOTO TPaHCIOPTa XJI0POIIACTOB U JbI-
XaTeJbHOU LIEMM MUTOXOHIPUIA 3aBUCIT OT COOTHO-
IEeHUS MEXIY KOJTUIECTBOM CyOCTPaTOB U MPOTYKTOB
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Puc. 1. CxeMbl CTPOEHUS LLenn 3N1eKTPOHHOIO TpaHcnopTa B xjioponsiactax u ATPcuHTasHoro komnnekca. O603Ha4yeHus
QNEKTPOH-TPAHCNOPTHBLIX KOMMJIEKCOB U NepeHocynkoB anekTpoHa: FNR — peppenokcmH-NADP-peaykTasa; b /f — kom-
naekc, cogepxalumii umToxpomsl b u f; Pc — nnactoumannH; Fd — deppenokcuH; Tr — TnopegokcmH. QH, n Q — soccra-
HOBJIEHHAsA 1 OKUCNEeHHasa GopMbl NNacToxnHoHa. B cocTtas ¢potocuctemsl 1 (PC1) u potocuctemsl 2 (PC2) Bxoaat ¢o-
TOPEeaKUMOHHbIE LLeHTPbI P,y 1 Pggy, @ TAKXKE CBSABAHHBIE C HUMM NEPEHOCHMKN anekTpoHa: Ay, A, Fy, F,, F; — B ®@C1; Phe
(beodunTuH) 1 ceazaHHble ¢ PC2 Monekynbl NnacToxmHoHa Q, 1 Qg. CTpenkamu ronyboro LBeTa nokasaHbl nyTu nepe-
HOca 3NeKkTPoHOB. CTpenkamu KpacHOro LBeTa n3obpaxeHbl NyT1 NPOTOHHOIrO TPaHCMNOpPTa, COMNPSXEHHOro ¢ paboTown

ATPcuHTasbl (MakpomonekynsapHbln komnnekc CF,—CF,)

peakuuu cuHteza ATP (ADP + P, <— ATP + H,0).
[Tpu u3bbITKE cybcTpaTtoB 3T0M peakuuu (ADP u P)
CKOPOCTH TIepeHOoca 3JIEKTPOHOB MOAISPKUBAIOTCS Ha
MaKCHMAaJIbHBIX YPOBHSX. B 3TUX yCIOBUAX UAET WH-
TeHCUBHBII cHTe3 MojieKya ATP (mpuHsATO roBOpPUTS,
YTO MPU 3TOM XJIOPOTIACTHI U MUTOXOHIPUY HAXOISIT-
csi B MetabosimueckoM coctostHuM 3). Ilocne Toro kak
HacTynaeT ucrtolleHue monekyal ADP u mossisercsa
n30bITOK ATP, CKOpOCTh 271eKTPOHHOTO TpaHCITOPTa 3a-
measiercs (puc. 2). TopMoxeHMe 2J1eKTPOHHOTO TpaHC-
rmopTta, OOYyCJIOBJIEHHOE 00pa30BaHUEM HM30BITOUHOTO
KoJn4yecTBa KoHeuHoro npoaykTa (ATP), cBsa3biBaoT ¢
MepeXoIoM XJIOPOIIACTOB U MUTOXOHAPUIL COOTBETCT-
BEHHO B COCTOSIHUSI (DOTOCMHTETHYECKOIO M JbIXa-
TEJIbHOTO KOHTPOJISI (MeTab0IMYecKoe COCTOSIHUE 4).
KitroueByto ponb B ABIeHUSIX (POTOCUHTETUIECKOTO U
JBIXaTeJbHOTO KOHTPOJISI UTPAIOT MPOLECCHl MPOTOH-
HOTO TPAaHCIIOPTa, COMPSIKEHHOTO C peaKIUsIMUA CUHTE-
3a ATP. MexaHU3MbI 3TUX SBJIEHUI B XJIOpOILJIacTaX 1
MHTOXOHIPUSAX WMEIOT CXOMHYIO TPHUPOMY, T03TOMY
PaccMOTPUM JIMIIb IMTPOLIECCHI PETYJISIIIUN 2JEKTPOHHO-
ro nepeHoca u cuHre3a ATP B xjioporuiacrax.

Kak MbI yxe oTMevanu, pabota (hOTOCMHTETHYEC-
KO 1IETIH 3JIEKTPOHHOTO TPaHCIIOpTa MPUBOAMT K Ha-
KOTUIEHUIO MOHOB BOJIOpPONA BHYTPU TUJIAKOWIOB W,
cJea0BaTebHO, K YMEHBIIEHUIO BHYTPUTUIIAKOUITHOTO
pH. CrienmanbHble M3MepeHUs MOKa3ajiu, YTO 3Have-
Hue pH BHyTpuTmiakongHoro mpoctpaHctsa (pH;,)
TPY OCBEILIEHUU XJIOPOTIACTOB MOXET MOHMKATHCS Ha
2,5—3 enuHuiisl pH. 3akucieHne BHyTpUTUIAKOWIHO-
IO MPOCTPAHCTBA BbI3bIBAET TOPMOXKEHUE DJIEKTPOHHO-
TO TPaHCIIOpTa. DTO MPOUCXOIUT Ha CAMOM MeIJICHHOM
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yJyacTke B 1IeMU MepeHoca 3JeKTPOHOB OT BOABI K
NADP" — na cragum okucnenus ruiacroxunona. Cko-
POCTb OKUCJIEHUSI TJIACTOXMHOJIA 3aBUCUT OT KOHLIEHT-
paly MOHOB BOJIOPONA BHYTPU TUJIAKOUIOB: YeM BbI-
e UX KOHUEHTpauus (Huxe 3HauyeHue pH, ), Tem
MelIeHHee nporcxoauT okuciaeHne QH,. Ceaszano sto
C TeM, YTO TIEPEHOCY 3JIEKTPOHOB OT TUIACTOXMHOJA
(QH,) u ero mosyBoccTaHOBIEHHOI (DOPMBI IIacToce-
muxuHoHa (QH") x b/f-kommnekcy (peakuuu (2) u (4))

CKOpOCTb NepeHoca aNeKTPOHOB, OTH. ef,.

o0 P
CocTtosiHne 3
(n36bITok ADP)

CocTtosiHne 4
(HepocTaTok ADP)

|

ADP + P, —> ATP

1 1 1 ]
0 10 20 30 40
Bpems ocBeLleHns XJ10poniacTos, ¢

Puc. 2. 3aBMcuMOCTb CKOpPOCTU HOTOCUHTETUYEC-
KOro nepeHoca 9/1ekTPOHOB OT BPEMEHUN OCBELLEHMS
XJI0pOMIAcTOB. B npucyTCTBUN M3BBITOYHOIO KOMU-
yecTBa cybcTparta pocdopunmporarms ADP (cocTo-
siHMe 3) CKOPOCTb 3NEKTPOHHOIO TPAHCMOpPTa BbILLE,
4yeM B COCTOSIHUM (POTOCUHTETUYECKOro KOHTPOSS
(cocTosiHMe 4), B KOTOPOE XJI0pOMnacTbl NEPEXOaaT
nocne ncroweHns 3anacos ADP
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MPEAIIECTBYIOT CTaIUN TUCCOIMALIMY TTPOTOHA BO BHY-
TPUTUJIAKOUAHBIN 00beM (peakiuu (1) u (3)):

QH,<—> QH + H", (1)
QH <—=QH' +¢, )
QH <=— Q" + H7, 3)

Q =—>Q+¢ 4

3apstxeHHble popmbl TiactoxuHuoa (QH) u miacro-
cemuxrHoHa (Q™) SIBJISTFOTCSI HEMTOCPENCTBEHHBIMM JI0-
HopaMM 3JieKTpoHa 1jis1 b/ f-koMruiekca. Peakuuu quc-
coumauuu (1) m (3), B xome KOTOpBIX 00OpasyroTcs
aKTHUBHBbIE (DOPMBI BOCCTAHOBJIEHHOTO TIJIACTOXMHOHA
QH™ u Q, 3aBucsar or pH BHyTpu Tnnakouaos. [1o me-
pe yBeJIMYeHUs KOHLEHTpPAllMM HMOHOB BOAOpPOAA BO
BHYTPUTUIAKOUTHOM ITPOCTPAHCTBE BEPOSITHOCTD AMC-
COIIAIIMM TTPOTOHA YMEHbIIIAETCST, TAK KaK B 3TOM CITy-
Yae 3a CUET MTOBHIIIIEHHOTO TaBJICHUS TIPOTOHOB PaBHO-
Becue B peakumsx (1) u (3) caBuraeTcs BJIeBO, TO €CTh B
CTOPOHY 00pa30BaHUSI HEAKTUBHBIX ITPOTOHWUPOBAaH-
HbIX (hopm rutactoxuHona (QH,) u miactoceMuxmHoHa
(QH’). MmeHHO MO3TOMY HAaKOILUIEHHE MOHOB BOIOPO-
Jla BHYTPY TWJIAKOMIOB BBI3BIBAET 3aMeJIeHUe CKOPO-
CTH 3JIEKTPOHHOTO TPaHCIIOPTA.

IMouemy cKopocTh paGOTHl LIEMM 3JIEKTPOHHOTO
TpaHcnopTa 3aBUCUT OT comepxkanus ADP u ATP B
xjoporutactax? OTBET Ha 3TOT BOMPOC 3aKJIOYaeTCs B
TOM, uTO MoJieKyJbl ADP u ATP, koTopbie camMmu Heroc-
PENCTBEHHO He B3aMMOACMCTBYIOT C LIETIbIO SJIEKTPOH -
HOTO TPaHCIIOPTa, BIUSIIOT Ha BBIXO MMPOTOHOB U3 TH-
JakouaoB HapyxXy uepe3d ATPcuHTa3HBIN KOMILIEKC.
Peakiuuu cunte3a ATP, Kak MBI yXXe oTMedaiu, COmpsi-
JKEeHBI ¢ MEPEeHOCOM IMPOTOHOB Yepe3 ATPcunTazy (cMm.
nonpobHee [4—8]). [Ipu u3dsITKe Monekya ADP cko-
pocth paboTbl ATPcuHTa3HOro KoMILIEKCa BeIMKa.
DTO 3HAYUT, YTO HaApPSAY C MOCTYIJIEHUEM IMPOTOHOB
BHYTPb TUJIAKOUI0B MPOUCXOUT UX MHTEHCUBHBII BbI-
xom Hapyxy yepe3 ATPcunrasy (puc. 3, a, cocrosinue 3).
Ilostomy B ycinoBusix cuHTe3a ATP He mpoucxoaut
CTOJIb CWJIBHOTO 3aKUCJIEHUSI BHYTPUTWJIAKOWIHOTO
MPOCTPAHCTBA, KOTOPOE MOIJIO Obl BHI3BATb TOPMOXKE-
HUe 2JIEKTPOHHOT0 TpaHcmnopTa. [Tocie ucrornieHus 3a-
naca mojekyn ADP cunte3 ATP npaktuyecku ocra-
HaBJIMBaeTCsSI, a BMECT€ C OBTUM pe3KO CHUXAeTCs
CKOPOCTb BbIXOJIa IPOTOHOB HapyXy (puc. 3, 6, cOCTOsI-
Hue 4). [1pu 3T0M, 0HAKO, LIeTh IIepeHOCca 3JIEKTPOHOB
paboTaert, MO3TOMY MPOTOHBI MPOJIOJIKAIOT MOCTYNaTh
BHYTpPb TUIakouaoB. [Tockobky npu orcyrctBunr ADP
KaHaJl ObICTPOTO BbIXOa TPOTOHOB HapyXky uepe3 ATP-
CMHTa3y MPAaKTUYECKU 3aKPbIT, TO TOCJEC MCTOILLIECHUS
ADP koHI1eHTpalysi TPOTOHOB BHYTPU THWJIAKOWIOB
YBEJIMYUTCSI U COOTBETCTBEHHO 3HAU€HWE BHYTPUTHIIA-
xoungHoro pH (pH,,) nonomHurtensHo noHmsutesd. Kak
OBbUIO CKa3aHO BbIlIe, yMeHblleHHe pH, 3amennser
OKMCJIEHHME TUTACTOXUHOJIA U TEM CaMbIM TOPMO3UT TIe-
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CocTosHue 3 NADP*
2HY 2e’T
ATP
OH —> 2H* > (3-4)H°
ADP + P,

6
CocTosiHue 4

CkopocTb okucneHuns QH,, oTH. e,

Puc. 3. Cxembl, unnoctpupylowme ssneHme ¢GoTo-
CUHTETNYECKOro KOHTPOJIA B XJIOpOMniacrax: a — xJj1o-
ponnacTbl B YCOBUAX WHTEHCUBHOIO cuHTE3a ATP
(cocTtosiHne 3 — n3bbiTok ADP 1 P;, BbiCOKasi CKOPOCTb
cuHTe3a ATP); 6 — xnoponnacTbl B COCTOSAHUM $OTO-
CUHTETNYECKOrO KOHTPONS (COCTOsiHME 4 — HepocTa-
TOK cybcTpatoB GochOopuIMpoBaHUsl, HU3Kast CKO-
pocTb cuHTe3a ATP); B — 3aBMCUMMOCTb CKOPOCTU
OKUCNeHns nnactoxmHona b /f-komnnekcom ot 3Have-
Hust pH BHYTpM TUnakonaos; pH = —Ig[H’],,, rae [H'],, -
aKTMBHOCTb MOHOB BOAOPOAA BHYTPU TUAKONA0B

peHoc a1ekTpoHoB Mexay PC2 u OCI1 (cwm. puc. 3, 6,
Ha KOTOPOM IT0Ka3aHoO, Kak pH BausieT Ha CKOPOCTh
OKHMCJIEHUS IUIACTOXMHOJIA).

TakuMm 06pa3oM, B YCIIOBUSX, KOTIA B XJIOPOILIACTAX
uMeeTcsl U30BITOK CcyocTpaToB (hochopunrpoBaHus
(ADP u P,), ckopocTb 3JIEKTPOHHOTO TPAHCIIOPTA IO/ -
JIEP>XKMBAETCS Ha BHICOKOM YPOBHE U COOTBETCTBEHHO
TIpY 3TOM BeJiuKa ckopocTb cuHTe3a ATP (cocrosiHue 3).
B 1o xxe Bpems ecii moTpedbHOCTh B cuHTe3e ATP mana
(B xymoporactax umeercs u3onitok ATP), To pabdora
ILIETTM 3JIEKTPOHHOTO TPAaHCIOPTa 3aMeIsieTcs (COCTo-
ssuue 4). [Tocne Toro kak 3anacel ATP B xsioporutacrax
OyIyT McuepnaHbl (HampuMep, 3a cuet ruapoansa ATP
B peakumsax nukia KanbBuHa) M MOSIBUTCS M30BITOK
monekyn ADP, Bkmiouatcs B paboty ATPcuHTazHbIE
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KOMIIJIEKCHI, B PE3YJIETATE YEI0 YMEHBIIMTCS KOHIIEHT-
pauusi MIOHOB BOZOPOJA BHYTPY TWJIAKOMIOB M CHOBa
BO3PACTET CKOPOCTD 3JICKTPOHHOI'O TPAHCIIOPTA.

PErynsauua AKTUBHOCTU
®OTOCUHTETUHECKUX ®EPMEHTOB

OnHuM U3 HanboJiee pacrpoCTPaHEHHBIX MEXaHU3-
MOB PEryJIsiMu OMOXUMUYECKUX PEAaKIIUiA SBJISICTCS XU -
MHYecKas MonubUKaIs GepMEeHTOB, BIUSIONIAA Ha UX
KaTaJIMTUYECKYIO aKTUBHOCTD. B Xj1oporiactax uMeroT-
cs 1Ba 3¢ GEKTUBHBIX CIIOCO0A PETYSIIIMU AKTUBHOCTHU
0enkoB (poTocMHTEeTHYECKOTO anmapara: 1) dochopu-
JIMpOBaHUE OCJIKOB U 2) peIOKC-PETYIISILIMS ITyTeM BOC-
CTaHOBJICHUSI THUOJIOBBIX (CYIbGIUAPUIBLHBIX) I'PYIIIT
aMUHOKMUCJIOT, BXOIALIUX B COCTAB OEIKOB.

®docchopunupoBaHme 6enkoB Kak crnocob
perynsauuun pacnpegeneHns 3Heprum ceeta

®ochopmpoBaHre OETKOB UTPACT BAKHYIO POJIb
B PETYJISIIIMY aKTUBHOCTH PA3IMIHBIX (hepMeHTOB. Doc-
dopurpoBaHue 0eJIKOB IPOUCXOIUT B pe3yibTaTe Me-
peHoca docdaTHOI rpynibl ¢ MoJiekyabl ATP Ha onHy
U3 aMMHOKUCJIOT PEryJIMpyeMoro oeska:

benok + ATP — benok-P, +ADP

DepMeHTHI, KaTaTu3upylolre 3Ty peakinio, Ha3blBa-
10TCs1 npomeunkunasamu. IIpucoequHeHue K MOJUMen-
TUIHOM 1enu ¢docdaTa, HECyIero OTpULATEIbHbIE 3a-
pAOBI, MOXKET BBI3BATb CTPYKTYPHBIE TePeCTPOUKHU
OeJka, BIMSIONIME Ha eT0 aKTUBHOCTD. B yueOHMKax u
COBPEMEHHBIX PYKOBOJCTBAX MO OMOXUMUU U MOJIEKY-
JISIPHO# OMOJIOTMY KJIE€TKW MOXHO HAaliTU MHOTOYMCIICH-
HBIE TIPUMEPHI TOTO, KaKMM 00pa3oM peakumu docdo-
PYIMPOBAHUS YYACTBYIOT B PETYIISIIIUN META0OTMUECKMX
npoleccoB. He ABISIOTCS UCKITIOUEHUEM U MPOLIECCHI
doTocuHTE3A.

B 1977 romy . BeHHeT 0OHapyKWJ1, YTO TTOCJIE OC-
BellleHUs1 xyioporuiactoB B nipucytctsuu ATP docdo-
PUJITMPYETCS] OAVH M3 TIOJUTICTITUIOB, BXOIAIINX B CO-
CTaB TaK Ha3bIBAEMOT0 JJAOUJIBHOTO CBETOCOOMPAIOIIETO
KOMILIEKca XJIoporuiacToB. BriociaenctBuu Gbu1O ycTa-
HOBJICHO, YTO 3TO SIBJICHNWE MOXET UMETh HEITOCPEICT-
BEHHOE OTHOIICHWE K PpEerysiliui pacrpeneieHUs
sHepruu cBeta Mexay ®C1 u @C2. B xyoporuiacrax
TSI COTJIACOBaHUSI COBMECTHOM paboThI ABYX (DOTOCHC-
TeM JOJIKEH CYIIECTBOBAaTh MEXaHU3M, 00ecreunBalo-
LW OTITUMAJIbHOE pacIipeie/ieHue SHePT U TTOTIoIIa-
€MOro CBeTa MeXIy CBETOCOOMpPAIOIIMMU aHTEeHHAMU
koMmruiekcoB @C1 u ®C2. Heo6XonuMocCTh CyIIeCTBO-
BaHUS TaKOrOo MexaHM3Ma ouyeBHUIHA. el CTBUTENBHO,
eclii, Hampumep, cBeTocoOupaloiiasg aHTeHHa OC2
MOJy4YaeT CYIIECTBEHHBIN M30BITOK KBAaHTOB CBETa IO
cpaBHeHMIO ¢ PCI1, TO 3(PpHEeKTUBHOCTH UCTIOIH30BA-
Hust sHeprun cBeta B MC2 GynmeT HeBenmka. B atom
cJIydae 3a cyeT 0oJjiee yacToro cpabaTbIBaHMS peaKilv-
OHHBIX 1IeHTpoB PC2 Ha yyacTKe 1LIeNU JIEKTPOHHOTO
tpancnopta Mexay @C2 u @C1 HaKonUTCs U30BITOK
BOCCTAHOBJICHHBIX MEPEHOCUMKOB, KOTOphIE HE OymIyT
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ycreBaTh OKMUCIISITBCSI PEKO PabOTaIOIIUMU peaKilv-
oHHbIMU LIeHTpaMu PC1. DTOro MOXHO U30eXaTh, eC-
JI1 U3MEHMUTh COOTHONIEHNE MEXIY pa3MepaMu CBETO-
cobupatomux anteHH ®C1 u ®C2, yBeInyuB pasmep
anTteHHBI PC1 3a cyeT yMeHbIIeHU aHTeHHBI OC2.

JI1s1 peryJisiliuu pacnpeneieHus CBeTa B XJioporiac-
Tax Hapsiy ¢ OCHOBHBIMM CBETOCOOMPAIOIIMMM ITUT-
MEHTHBIMU KOMILUTEKCaMU, 3KeCTKO cBsi3aHHbIMK ¢ DC1
u O®C2, umeeTcst 1aOWIbHBIA (IMTOABUXKHBIN) CBETOCO-
ouparoiuii komruieke 2 (cokpanieHHo CCK2). Bror
KOMILJIEKC BBITIOJHSIET POJIb NOTIOJIHUTEIbHONW aHTEH-
HBI, TpeIHA3HAYEHHOM IJIST YCUJICHUSI CBeToCcOopa of1-
Hoii u3 porocucreM. B xsmoportacrax komriekcsl @C1
u ®C2 HaxomaTcs B MeMOpaHaX TUJIAKOMAOB I'paH U
MEXTPaHHBIX TWJIAKOUA0B (puc. 4, a). OgHaKo pacripe-
JIeJIEHBbl OHU MEKIY 9TUMU THJIAKOMIAMU HepaBHOMEP-
Ho. OcHoBHas 4yacTb KomruiekcoB PC1 okann3oBaHa
B MEXTPaHHBIX TUJIAKOUJAX, B TO BpeMsl KaK OOJIbIINH-
ctBo KomruiekcoB DC2 HaxonmuTcs B TUJIAKOUAAX I'paH.
IMpenmnonaraeTcs, 4TO B YCJIOBUSAX HU3KOM OCBEIIEHHO-
ctu CCK2 pacrojyiaralorcsi B OCHOBHOM B THUJIAKOMIAX
rpaH psaoMm ¢ ®C2, Giaarogaps yemMy oOLIMIT pa3zmep
cBerocobupatonieit anHtreHHbl @C2 yBesmueH (puc. 4, 6).
OnHaKo B OmpeAe/ieHHBIX YCIOBUSIX, KOTIa BOZHUKAET
HE0O0XOIMMOCTh YBEJIMYUTh 3(P(PEKTUBHOCTL PaOOTHI
®C1, 3TOT NTaOUIIBHBIN CBETOCOOMPAIOIIMI KOMIUIEKC
nokugaetr @C2 u, nepemelntiasich B INIOCKOCTU MeMOpa-
HBI B CTOPOHY MEXTPaHHBIX TUJIAKOUIOB, CTHIKYETCS C
®CI1 (puc. 4, 8). CurHanom Juis cpabaTbIBAaHUSI MeXa-
HM3Ma, BbI3bIBaollero nepemenieHue CCK2, ciayxut
oOpa3oBaHre U30BITKA BOCCTAHOBJIIEHHBIX MIEPEHOCUM -
KOB B LIETTH 3JIEKTPOHHOTO TpaHCIIOpTa MeX Iy POoToCH-
creMaMM. Takoil M30BITOK MOXKET BO3HMKATh, HAIIpH-
Mep, npu 6ojiee YacToM cpabaTbiBaHUM PeaKIMOHHBIX
eHtpoB PC2 no cpapHenuto ¢ MC1. [MepemenieHue
CCK2 xk ®C1 momoraer XJIOpOILIacTaM pas3rpy3vThb
LIeTIb TIepeHOCca 3JIEKTPOHOB MeX 1y (hOoTOCHCTEMaMU 3a
cyeT boee yacroro cpabarsiBanust GC1.

MexanusMm nepepactpeneiacaus CCK2 mexmy cBe-
tocobupatomumu aHteHHamMu ®C2 u PCI1 cBg3aH ¢
dochopmMpoBaHEM OIHOM M3 CYOBEAWHWI] 3TOTO
komruiekca. [TepernonHeHue ey 3J1eKTPOHHOTO TPaHC-
TopTa CIYXWT CUTHAJIOM IJIsl BKJIIOUEHUS] B paboTy
MPOTEeUHKUHA3bl — (hepMEeHTa, KaTaJIu3UPYIOILEro me-
peHoc docdara ¢ Monekyasl ATP Ha CCK2 (cm. puc. 4).
B pesynbrare Takoit momubuxkamuu CCK2 Tepsier
cBa3b ¢ DC2. Tpennonaraercs, yto Gochoprirpo-
BaHHBIN KOMILJIEKC BBITAJIKMBAETCS W3 TUJIAKOUIOB
rpaH, rae cocpenorodyeHa 6osbinas yactb PC2, u nepe-
MeIllaeTcsl B MEeXTpaHHbIE TUIAKOWIbI, 00OTallleHHBIC
koMmIuiekcaMu @C1. Cuibl, BeITecHsIOIIME pochopu-
nupoBaHHbIe KoMIuieKchl CCK?2 13 rpaH, MMEIOT 3JIeK-
TpocTatTudeckywo Tpupony. Ilociie mpucoeauHeHUs: K
CCK2 otpuniatenbHO 3apsikeHHOro docdara uM cra-
HOBUTCSI 9HEPTeTUIECKN HEBBITOMHO HAXOMUTHCS BOIH-
3W IpYT OT Apyra B TWJIAKOMAAX TpaH, KOTOPbIE TECHO
TPUMBIKAIOT APYT K Apyry (cM. puc. 4, ¢). [TosTomy doc-
dopunupoBanHbie Komruiekebl CCK2 nepemeratorcs
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Puc. 4. CxemaTunyeckoe n3obpaxeHue xjoponacrta
B paspese (a) n pacnpeneneHne portocmctembol 1 un
doToCUCTEMBI 2 B TUNAKkompax rpaH u MexrpaHHbIX
Tunakonpax (6, B). dochoprnupoBaHmne nabunbHOro
cBeTocobuparoLero komnnekca CCK2, katanuaumpye-
MO€ MPOTENHKMHA30, NPUBOAWT K Nepepacnpeaene-
HUWIO SHEPrMM CBETA MeXAy CBETOCOOMPAIOLLMMM aH-
TeHHbIMK Kommniekcamm PC1 n PC2. B cTpykTypHOM
cocTosiHMM (6) Komnnekcbl NabunbHOW CBETOCOOU-
paioweinn aHTeHHbl CCK2 He copepxaT docdaTHbIX
rpynn; 3TM KOMIMJIEKChl HAXOAATCS B HEMOCPEACTBEH-
Holt 6an3ocTn oT PC2, nokann3oBaHHbIX B TU1AKOU-
nax rpaH (pasmep cesetocobupatoleit aHTeHHbl PC2
yBenuyeH). @ocohopunuposarHmne CCK2 B peaynbtate
NPOTEMHKNHA3HOW peakuun, COMpOoBOXAAIOLLEECS
nosieNeHnemM Ha nosepxHoctn CCK2 otpuuatenbHo-
ro 3apsiga, NPUBOAUT K BbITECHEHUIO 3apsXEHHbIX
komnnekcoB CCK2 13 Tmnakouaos rpaH B MeXrpaH-
Hble TUakonabl, B pe3ysbTate Yero Bo3pacTaeT pas-
Mep cBeTocobupatoLeit aHTeHHbl PC1 (B)

B MEXTIpaHHbIE TUIAKOUIbI, KOTOPbIE MPOCTPAHCTBEH-
HO pa3HeceHbl. B pesynbrare Takoii CTpyKTYpHOIi peop-
raHu3alny pa3Mepsl cBeTocobuparloleii aHTeHHb DC2
ymeHbinatorcs, a ®C1 yBenmumBaiotes (cM. puc. 4, 6).
DTUM JOCTUTAETCSA ONTUMATbHOE pacIipeleieHre To-
[JIOIIAaeMOll SHEPTMU CBeTa MexXny (GoTocucTemMamu,
KOrJga CKOpPOCTb IOCTYIUIEHUSI 3JIeKTpoHOB oT PC2
OKa3bIBaeTCS COTVIACOBAHHOM C 4acTOTOW cpabaThiBa-
HUS peaKIMOHHBIX IIeHTpoB P C1.

OnuCcaHHBIN MEeXaHU3M TTO3BOJISIET (POTOCUHTETH-
YeCKOMY alllapaTy XJI0pOTUIacTOB afeKBaTHO pearupo-
BaTh HA U3BMEHEHUS YCJIOBUI ocBellieHus. Ecnu B Xo-
Jie paboThl XJIOPOIJIACTOB BO3HUKHET HEOOXOAUMOCTh
YBEJIMIUTH pa3Mepbl CBeTocobupartolieit anTeHHb D C2
(HarpuMep, B OTBET Ha M3MEHEHWE WHTCHCUBHOCTH
WU CIIeKTPaTbHOTO COCTaBa CBeTa, IMafaloliero Ha
JINCT), TO B pabOTy BKIIIOYUTCS npomeunpocpamasza —
depMeHT, KaTaIM3UPYIONINil oTiIeruieHne docdara oT
o6enkoB. Ilocne storo medochopuarpoBaHHEIE KOM-
mwiekcel CCK2 MoryT cHOBa IepeMeCTUThCS B TUJIAKO-
Wbl TpaH, rae cocpenorouyeHo 6onbinHcTBo MC2. Ta-
KUM 00pa3oM, CBOEBPEMEHHOE BKITIOUEHKE Pa3IMUHbBIX
¢GepMEHTOB — IIPOTEMHKIHA3EI 1 IpoTenHMOChAaTa3bl —
MO3BOJISIET XJIOPOILIacTaM ONTUMHU3MPOBATh pacrpene-
JIEHWE HEPTUU CBETa MEXy CBETOCOOMPAIOIIMMU aH-
teHHamu ®C1 u OC2.

Pepokc-perynsayusa
doTocMHTETU4ECKUX (PEPMEHTOB

Jpyroit MexaHU3M peryJsiliuu (poToCUHTE3a CBSI3aH
C W3MEHEHHMEM OKHUCIUTEIbHO-BOCCTAHOBUTEIHLHOTO
cocTosiHUSI (PemoKC-COCTOsIHUSI) OelKOB (POTOCHMHTE-
THYecKoro ammapara. KiioueBbiM hepMEeHTOM LIMKIa
KansBuHa—beHcoHa sBusiercst  pubyaozodughocgham-
Kxapborxcuaasza (cokpamenHo PIIPK, B HaydHOI 1UTe-
patype nociennux et PI®K uaiie BcTpeuaeTcs mo,
HaszBanueM RUBISCO, ot ribulosobiphosphatecarbox-
ylase). OcobeHHOCTbIO 3TOro (epMeHTa SIBISIETCS TO,
YTO KaTaJlu3upyemasi UM peakIus KapOOKCHIMpPOBa-
HUs pudyno30-1-5-mudocdara sgBisgeTcs camoil Memd-
JICHHOU cTaaueil B IMKJIe GUKCALIMU YIIeKUCIOTHI. Xa-
pakTtepHo, 4To obiiee KoiamyectBo PIPK Ha 3emie
MPEBHIIIAeT KOJIMYESCTBO JIIOOOTO Ipyroro Oemka. Ax-
TuBHOCTH PIIMK KOHTPOIMPYETCS COCTOSIHUEM €€ TUO-
noBbix Tpymn. PA®K Haxomutcss B HEAKTUBHOM COCTO-
STHUW, KOTIA THOJIOBBIE TPYIIbI OKUCIEHBI (ITPU 3TOM
OHM 00pa3yIT —S—S— MOCTUKM), UJTU B aKTUBHOM CO-
CTOSTHUM, KOTIA THOJIOBBIE TPYIIIBI BOCCTaHOBJIEHBI
(Haxomsitest B coctosinuu —SH). B remuore PII®K He-
aktuBHa. [1pn ocBemennu xsoporiactoB PIIMK nepe-
XOIUT B aKTUBHOE COCTOSTHUE.

IMocpeaHrkoM MeXy LIeTbIO JIEKTPOHHOTO TPaHC-
MopTa XJIOPOIIACTOB, CJIyXallleil MCTOYHUKOM 3JIeK-
TpoHOB st aktuBauu PI®K, gaensercs cnenuaib-
HBII1 6eloK — muopedokcur. TMOPETOKCUHBI UMEIOTCS
He TOJIbKO y PaCTeHUI, OHU IIMPOKO pacCIPOCTPAHEHBI
B XXMBOTHOM U 0OaKTepMaJbHOM lLiapcTBax. THopemok-
CHHBI TOJBEPXKEHBI OKUCIUTEIbHO-BOCCTAHOBUTEIb-
HBIM TIpEBPAILEHUSIM B KJIETKE 32 CYET U3MEHEHUSI BXO-
ISIIMX B UX COCTaB TUOJOBBIX Ipymm (—S—S— + 2e™+
+2H" <—= 2 —SH). B xyopomactax TMOPELOKCUH
BOCCTaHaBJIMBAETCs, MPUHKUMAS IBa 3JIEKTPOHA OT IBYX
BOCCTaHOBJICHHBIX MOJIEKYJT (heppenoKcrHa (CM. puc. 1).
JlaHHast peakiys KaTaJIu3upyeTcs CIIeIUaIbHBIM (hep-
MEHTOM — (bepperoKCUH-TUOPENOKCUHPELYKTA30M.
BoccTaHOBIEHHBIN THOPEIOKCUH OKUCIISIETCSI, OTIaBasl,
B CBOIO ouepeib, 2MeKTpoHbI Mojiekyine PIMK. Takum
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o0pa3oM, TIpu Tepexojic OT TEMHOThI K CBETY, KOTia B
XJIOpoIlIacTaX HaYMHAET paboTaTh LIETh IepeHoca IeK-
TPOHOB M 00pa3yloTCsl BOCCTAHOBJIEHHBIE MOJIEKYJIbI
deppenokcuna, npoucxonut aktuauus PIDK (dbep-
penokcuH — TuopenokcuH — PIIDK). B pesyib-
tare aktuBauuu PI®K ckopocTh moTpebieHus yrie-
kucyiotel B uukie KanbBuHa—beHcoHa Bo3pacTtaer,
MO3TOMY CTaausi (DUKCALMU YIJIEKUCIOTHl MepecTaeTr
JIMMUATUPOBATH PaOOTY 1IETMH 3JIEKTPOHHOTO TPAHCIIOP-
ta. AktuBauuu PI®K crmocoGCTBYIOT Takxke Apyrue
(akTopbl: usMeHeHue pH u conepxanusd MoHoB Mg’ B
CTpOME XJIOPOIJIACTOB, KOTOPbIE MPOUCXOIST MPU OC-
BEIICHWUM JIMCTA.

B uem 3akiroyaeTcss OMOIOTMYECKUI CMBICI pery-
Jsiuuy akTuBHOCTU PIIPK B 3aBUCUMOCTH OT yCIOBUIA
ocBellleHUsI? Bo3MOXHO, 3TO CBSI3aHO C HEKOTOPHIMU
ocobeHHOCTIMU Ta3o00MeHa y pactenuit. PI®K, kak
M3BECTHO (cM. moapoOHee [11]), obaamaeT criocoOHOC-
TBIO KaTaJu3UpoBaTh (HOTOABIXAHME B XJIOPOIUIACTAX.
He wuckmodeHo, uro uaMeHeHue aktuBHocTH PIDK
TIpY CMEHE YCIIOBHI OCBEIIICHUST ITO3BOJISICT OTPAaHUYNTD
¢oTonpIxaHue — IIPOLIECC, CHIDKAIOIINI CKOPOCTh (o-
TOCUHTE3a U BIMUSIOUIMI Ha TPOAYKTUBHOCTh PACTEHMIA.

BoccTaHOBIEHHBIM THOPEIOKCUH MOXET aKTUBUPO-
BaTh B XJIOpOILIacTax u apyrue depmeHThl. K ux uynciy
oTHocutcst ATPcunTaza — epMeHT, KaTaau3upyouiui
cuHTe3 U Tuapoan3 mosiekys ATP (puc. 5). ATPcunrasa
MpencTaBiIsieT co0O0li OEJIKOBBIM aHCamMOJIb, KOTOPHIM
COCTOUT U3 ABYX KPYITHBIX OETKOBBIX (hparMEHTOB: JIO-
KaJIM30BaHHOTO B MeMOpaHe (akTropa COMpsKEHUs
CF, u BbICTymaroniero Hapyxy (B CTOPOHY CTPOMBI)
6enkoBoro komruekca (dakrop conpstxenus CF,). Pe-
akuuu cuHTe3a ATP npoucxonsit moouepeaHo B Tpex B~
cyopenuHunax dakrtopa conpstkeHust CF,, xotopsie
BMECTE C TPEMSI TOMOJIOTUYHBIMU UM O -CYObeIMHUIIA-
MU 00pa3yloT mapoobpasHyto cTpykTypy. B cocras CF,
BXOJAST TakXe TPU CYOBENWHUIIBI MEHBIIE MOJeKy-
JIsipHO# Macchl. OfHa U3 HUX (CyObeqUHULIA Y) UMEET
MPOIOATOBaTyI0 popMy. DTa CyObeIMHMIIA TIPOHU3EI-
BaeT HackBo3b I1oOyiay CF, M BBICTyNaeT B CTOPOHY
MeMOpaHsbl, mpoHukad BHYTpb CF,. [IBe 1pyrue MuHOp-
Hble cyObequHULIbI (O U €), KaK MoJlaraloT HEKOTOphIe
HCCTIeI0BATENN, HAXOSITCSl B IEHTPE U Ha nepudepun
daxropa conpsexenust CF,. B peynbrare paboTh! Lienu
9JIEKTPOHHOTO TPaHCIOpTa KOHLEHTpAlUsl MPOTOHOB
BHYTPY TWJIAKOUIIOB Bo3pacTaeT. MeMOpaHHBIi (par-
MeHT ATPcunTtassl (CF,) BBINOTHSET pojib MPOTOH-
MPOBOISIIIIETO KaHaja, 1Mo KOTOPOMY MOHBI BOIOPOIA
W3 BHYTPEHHETO ITPOCTPAHCTBA TUJIAKOUIOB MOABOISIT-
¢Sl K onpeieJieHHBIM (yHKIIMOHANIBHBIM Tpyrinam. [1o-
TOK NpoToHOB uyepe3 aHcambnb CF—CF,, HanpaBieH-
HBI U3 TUJIAKOWIOB B CTPOMY, OOECIIeUrMBaeT paboTy
ATPcunTasbl (cM. ogpodHee [7, §]).

Kak u B ciyuae PA®DK, aktuBHOCTE ATPcuHTa3bI
3aBUCUT OT PEAOKC-COCTOSIHUSI BXOASIIUX B €€ COCTaB
TUOJIOBBIX TpymIl. EcTeCTBEHHO, TaKXXe BO3HUKAET BO-
MpocC: 3a4eM HYXXHO PEryImpoBaTh aKTMBHOCTb ATP-
cuHTa3bl? He mpoliie i TOCTOSTHHO MMETH B XJIOpOTLIac-
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HeaktmBHaa BoccTtaHOBNEHHbIN AkTMBHas OKWCNEHHbIN
ATPcuHTasa  TWOpPenoKCUH ATPcuHTasa TMopenokcuH

Puc. 5. Cxema npocTpaHCTBEHHOrO cTpoeHus ATP-
CUHTa3bl 1 ee PacnonoXeHne OTHOCUTESNbHO TUIaKo-
MOHOV MeMOpaHbl. BHM3y nokasaHa cxema akTuBa-
umn ATPCuHTa3bl TMIOPELOKCUHOM

TaX BbICOKOAKTUBHBIN (PEPMEHT, CIIOCOOHBII cpa3y Xke
rocJjie Havyajia ocBelleHust cuHtesuponath ATP? Oka-
3bIBaeTcs, HeT. Jleso B ToMm, uto Hapsiny ¢ ATPcuHTas-
HOIT aKTUBHOCTBIO (0Opa3zoBanue ATP) ator depmeHT
obnamaeT elle CHocOOHOCThIO Tuaposu3oBath ATP
(ATPa3Hast akTuBHOCTh). [TocKONbKY ISl pacuieruie-
Hust ATP ¢depmeHTy He TpebyeTcsl SHepruu, To TUAPO-
3 ATP moxer npoucxoautsh B TeMHOTe. OUeBUAHO,
YTO C 9HEPTreTUUYECKON TOUKU 3PEHHUSI B TEMHOTE pacTe-
HUIO HEBBITONHO MMeTh akTHMBHYylO0 ATPa3zy, koTopas
HampacHo pacxonoBaja Obl 3amac mosiekya ATP, Ha-
KOTUJIEHHBIX BO BpeMsi ocBellieHus1. [loaTomy B TeMHOTE
ATPcuHTa3a XJ0pOoIIacTOB OOBIYHO HAXOAUTCSI B HE-
aKTUBHOM COCTOSTHUM.

C HayvanoM OCBEIlleHUs, KOrja B XJOporuiacTax
MOSIBIISTIOTCS yesioBus mist cuHte3a ATP, HeoOxonu-
Mo npuBecTd ATPcuHTa3y B aKTUBHOE COCTOSIHHUE.
[lepBbIM curHasioM s aktuBauuu ATPcuHTassl ciy-
XXKWUT TIOSIBJICHWE B ILEMU SJIEKTPOHHOTO TpaHCIOpTa

COPOCOBCKMWI OBPA30OBATE/IbHbINA XXYPHAJI, Ne11, 1999



BOCCTAHOBJIEHHBIX TIEPEHOCYMKOB Ha aKIIENTOPHOM
yuactke DC1. BoccraHOBIIEHHBIE MOJEKYJBI (heppe-
JIOKCHHA CITyXaT JOHOPaMM 3JIEKTPOHOB ISl TAOPETOK-
CHHa, KOTOPHBIil, B CBOIO OYepe/ib, UBMEHSIET OKUCIU-
TeJIbHO-BOCCTAaHOBUTENIbHOE cocTtosiHue ATPcuHTAa3bL.
BzammopeiictByst ¢ ATPcunTa30ii, THOPETOKCHUH BOC-
CTaHaBIMBaeT —S—S— MOCTUKM CYObEAUHUIIBI Y, B pe-
3yJIbTaTe Yyero (hepMeHT MEPEXOAUT B aKTUBHOE COCTOSI-
Hue (cMm. puc. 5). [Hna axktuBauuum ATPcuHTasbl
HEeoOXOAMMO TaKKe, YTOOBI B Hell TIPOM3OIILITA OIpe/e-
JICHHBbIE CTPYKTYPHBbIE U3MEHEHMSI, KOTOpbIE 3aTparu-
BalOT OTHOCUTEIbHO HEOOJBIIYIO CYObeAUHULLY €, BbI-
TOJTHSIOIIYIO PeTyIsiTopHble (pyHKIMU. CTPYKTYpHBIE
n3MeHeHus, akTuBupyoome ATPcuHTasy, mporcxoasar
B pe3yJibTaTe SHepru3alluy TUJIAKOMIHONW MeMOpaHbI
MpU OCBellleHnH XjioporuiacToB. B reMHoTe ATPcuHTaza
nesaktuBupyetcs. [lepeximoueHre MexXay HeaKTUBHBIM
W aKTUBHBIM COCTOSTHUSIMU ATPCHHTa3Bl TIPOMCXOANT
CPaBHUTEJIBHO OBICTPO (HECKOJIBKO CEKYH]T — IECSITKOB
CEKYH]I), 4TO HapsIy ¢ APYTUMMU PETYISITOPHBIMU MeXa-
HU3MaMHM CIIOCOOCTBYET AOCTIKEHUI0 MaKCUMAaJIbHOM
addexTuBHOCTA crHTe3a ATP.
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