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B pabGore onrcaHa pacimmpeHHast MaTeMaThIecKast MOIENIb PErYJISIIAM KITIOYeBbIX CTaIui IepeHoca JieK-
TPOHOB B (POTOCMHTETUYECKOI 1Ienr 31eKTpoHHOro TpaHcmopTa (LIDT) u comnpsskeHHBIX ¢ HUMU MpOLIeC-
COB mpaHc-TUJIAKOUIHOIO IIepeHoca MpoToHOB U cuHTe3a ATP B xioporutactax. B 3Ty Monenb BKIIOYEHBI
MepBUYHBIN TutacToxuHoH PQ,, cBsi3aHHbI ¢ hoTocuctemoit 2 (PC2), u BTOPUYHBIN T1acTOXUHOH PQg,
0OMEHUBAIOIIUIACS ¢ MOJIEKYJIaMM TIJIACTOXMHOHA, BXOISIIIIMMU B Y/ 3JIEKTPOHHBIX TIEPEHOCYMKOB MEXKIY
®C2 u dporocuctemoit 1 (OC1). Monenb aneKBaTHO OMMCHIBacT MHOTO(Ma3HbIle HEMOHOTOHHBIE KPUBBIC
MHAYKUUYU (GIyopecueHINH XJI0poduia 1 KUHETUKY CBETOMHAYLMPOBAHHBIX peloKC-TIpeBpaieHuit Py,
(dotopeaxumonHsblit ueHTp PCl1), TIACTOXMHOHA, U3MeHeHu it KoHueHTpauuu ATP u pH B momene (pH,,)
u B ctpome (pH,,,,) B 3aBUCMMOCTH OT YCJIOBUII OCBEILEHUS XJIOPOIJIACTOB (BapbMpOBaHME WHTEHCUBHOCTHU
U CIIEKTPaJbHOTO COCTaBa CBeTa). Pe3ynbsraThl MomeIMpOBaHMS COTIACYIOTCS C BKCIIEPUMEHTAIbHBIMU JaH-
HBIMU TI0 MHOTO(a3HBIM KMHETUKaM TpeBpalieHnii P, B TUCTbSX BBICIINX PACTEHUI ¥ MHIYKIUHU DITy-
opeciieHIMH xsopoduiuia a. [ToaydeHHbIe TaHHBIE 00CYKIAIOTCS B KOHTEKCTE «KPATKOCPOUHBIX» MEXaHW3-
MOB pH-3aBuCHMOI1 peTyIsiuy 3JeKTPOHHOTO TPAaHCIIOPTa B MHTAKTHBIX XJIopoIiacTax (HedoToxummyie-
ckoe TymeHue Bo30yxneHust B @C2 u aktuBauus peakuuii nukia KanbBuna—beHcoHa).

Kmouessie ciioBa: XJIOPOILIaCThI, 3J'[CKTpOHHbII71 n HpOTOHHbeI TPaHCIIOPT, MATEMATUUYCCKOEC MOICIIMPOBAHUC.
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BBEIAEHHE

BrIisicHeHMe MeXaHU3MOB PETYJISLINU JICKTPOH-
HOT'O U MPOTOHHOIO TpaHCIOpTa B (DOTOCUHTETU-
YeCKMX OpTaHU3MaX OKCUTEHHOIO THIla (pacTeHMS,
LIMaHODOAKTEpHM ) — aKTyaJibHas 3aJaya OMo(U3NKH,
ouoxuMumn u usnongoruu porocuHre3a. B ¢porto-
CHMHTETUYECKIX MeMOpaHaxX HaxOHsITCSI CBETOCOOU-
palole MUTMeHT-0eJIKOBbIe KOMITIEKCH (DOTOCH-
crembl 1 (DC1) u porocuctemsl 2 (OC2), KOTOphIE
MOTJIOIIAIOT CBET U MEPENAloT SHEPTUIO HEUTpaIbHO-
ro BO30Y:KIEeHUS IINTMEHTOB PEaKLIMOHHBIM IICHTpaM
DCI1 u OC2 [1, 2]. Paznenenue 3apsnoB B poTope-
AKIMOHHBIX LIEHTPaX MHULMUPYET NEePEeHOC DIIeK-
TPOHOB II0 IIeNX OT MOJEKYJ BOIbI, pa3jlaraeMbIX
B MC2, x OCI, B pesynpratre yero NADP* Boccra-
HaBnuBaetcs 1o NADPH. IlepeHoc 31eKTpOHOB
o 3JeKTpoH-TpaHcnopTHO# uenu (DTLL) compsi-
JKeH ¢ 00pa3oBaHUEM mpaHc-MeMOPaHHO pa3HOCTH

9JIEKTPOXUMUUECKUX MTOTEHIIMAJIOB MOHOB BOAOpOaa
(Apyy). 3a cuer sHepruu Apy, B ATP-cuHTazHOM
komiuiekce (CF,-CF,) us ADP u Heoprannueckoro
docdara (oprodocdat, P,) o6pasyroTcss MoeKybl
ATP. B ctpome (IpOCTpaHCTBO MexXay 000JIOUKOM
XJIOpOIUTACTa M TUJIAKOMAAMM) HaXomdaTcsd epMeH-
1ol LKA KansBuHa—beHncona (LIKDB), karanusupy-
roure BoccraHosieHue CO, 3a cuet 3Hepruu odpa-
gytomuxcs Ha cBety mosekyn NADPH u ATP [1-3].

OnTumuzanus paboTbl (OTOCUHTETUYECKOTO
annapata (PCA) xjoporiacToB odecrneynBaeTcst
3a CYEeT OBICTPBIX (CEKYHIBI—MUWHYTHI) U MEIJICH-
HBIX (JaCBI—CYTKI) MEXaHMU3MOB PeTy/IsIIuu GoTo-
CHHTETHYECKUX MpoleccoB [4—6]. Anantauus OCA
K YCJIOBUSIM OCBEIIEHUS TTO3BOJISIET OCYIIECTBISATh
3(pPeKTUBHEBIN cBETOCOOP IIPU CITab0I OCBEIIEeH-
Hoctu M 3amuimath @PCA oT moBpexXIAeHUN npu
M30bITOYHOM OCBEIIEHUM Ha CUJIBbHOM CBeTy [7, 8].



4 BEPIIYBCKW u np.

Boicmpoie mexanuzmbl perysiiii CBSI3aHBI C aKTH-
Baumeli/neaktuBanueii hepmeHToB LIKbB, nepepac-
IpeaeIeHreM SHePTUM IIOITIOIIAeMOI0 CBETa MEXITY
OCI u OC2, smusuuem pH crpomel (pH,,) u pH
BHYTPUTWIAKOUJHOTIO IpOCTpaHcTBa (JitoMeH, pH;,)
Ha MpPOLECChI 3JIEKTPOHHOIO ITepeHoca ((pyHKIINO-
HupoBanue @C2, 3JIeKTpOHHBII TPAHCIIOPT MEXIY
®C2 u OCI, orrok anektpoHos or ®C1 B LIKB).
Kpome aToro, XJ0portacTel MOTYT U3MEHSTH CBOIO
JIOKQJIM3AINIO B KJIETKaX pacTeHUM, MPUOINKAsACh
K aJakcuanabHON (BepxHeiil) MOBEPXHOCTU KJIETKU
151 60J1ee 3¢ (PeKTUBHOIO MOMIOIIEHUST CBETa WU
yAansIsICh B NIYOUHY KJIETKM, YTOOBI n30exarh ¢do-
TOIOBPEXIECHUM [9]. Meodaennvie mexanusmoi peryis-
LIMU CBSI3aHBI CO CBETOMHAYLIMPOBAHHBIMU U3MEHE-
HusaMH 3kcrpeccun 6ekoB MCA [10, 11].

ITpu paykryauusix BHELIIHUX YCIOBUI (CBET, TEM-
reparTypa, yCJIOBUS IIUTAHUS) BaXKHYIO POJIb B OITH-
muzanuu @CA UrparmT IPOLIECCH ITepEeKITIOYSHUS
IMOTOKOB 3JIEKTPOHOB 110 aJIETEPHATUBHBIM ITyTIM
9JIEKTPOHHOIO mepeHoca. Heyuxauveckuil saek-
mponustii mparcnopm (HOT) — nepeHoC 2JIeKTpOHOB
or ®C2 x ®CI1 u nanee Kk NADP*, perynupyercs
Ha 11acToxuHoHoBoM ydactke DTLI [12-17]. LHensb
yuKauveckoeo anekmpounozo mpancnopma (119T)
Bokpyr ®C1 BkiouaeT pepperoKCUH-XUHOH-Pe-
nykTtasy (FQR), uepe3 KoTopyio BOCCTaHOBJIEHHAS
Mouekyna peppenokcuHa (Fd™) mepenaer snekTpoH
B IIJIJACTOXWUHOHOBBIM MYJI, OT KOTOPOTO 3JeKTPOH
MoragaeT K OKUCIEHHOMY peakKIIMOHHOMY LIEHTPY
DC1 (Psf) [18-22]. TIpu UDT monekyast NADP*
HE BOCCTaHABJIMBAIOTCSI, HO IIPOTOHBI EPEHOCSITCS
U3 CTPOMEI B JIIOMEH — BHYTPUTWJIAKOUIHOE IIPO-
CcTpaHCTBO xyoporutactoB. Cuurtaercs, yto poiab FQR
nrparoT 6enkn PGRS n PGRLI1, cBs13anHbIe ¢ TN~
TOXPOMHBIM KOMIUIEKCOM by f, KOTOPBI KaTalu3u-
pyet okucieHue miacroxuHona (PQH,) u obecneun-
BaeT BOocCTaHOBIeHHE TiactoumanHa (Pc) [19].

Llenp HacTosmIell pabOThl — aHAAN3 UHIYKIIV-
OHHBIX MpPOLIECCOB (POTOCHHTE3a B paMKaX pacIlly-
PEHHOM MOJEIN CBETOBBIX CTAAUU OKCUTE€HHOTO
dortocuHTEe3a. MaremMaTuueckoe MOJIEIUpPOBaHUE
JaBHO IIPUMEHSIETCS IJISI aHAJIM3a CBETOBBIX CTaIUiA
¢orocuHTe3a (CM. MoHOrpaduu u 0030psl [23—
26]). Panee mMbI pa3paboTtanyu MOAEIb 3JEKTPOHHO-
ro ¥ MpOTOHHOTO TpaHcnopTa [27—32], onmMchIBa-
IOIIYI0O OCHOBHEIE 3aKOHOMEPHOCTU (DYHKIIMOHU-
poBaHus OTII okcureHHbIX (POTOCUHTETUYECKUX
cucteM. PacmmpeHnHass Moaellb, pacCMOTpeHHas

B HacTosIIeH paboTe, TOMOJHUTEIbHO BKIIIOYAET
B cebsl IBa TIepEeHOCUMKA JIEKTPOHOB Ha aKlIeNTop-
HoM yvyacTke ®C2 — mpoYHO CBSI3aHHBIN JIACTO-
xuHOH PQ, 1 nuiacroxuHoH PQg, oOMeHuBarowuii-
cd ¢ MOJIeKyJIaMU TtacToxuHoHoBoTo (PQ) myima
Mmexay @C2 u OCI1. DTo MO3BOINIO aAeKBaTHO
oInucaTh KpUBYIO UHAYKIIMU (QIyOPECUEHIIUU XJIO0-
poduna (Xi)! (HEMOHOTOHHBIE U3MEHEHUS Bbl-
xoma ¢uayopecueHuMu xaopodumia — apdekt Ka-
yrckoro [33—36]) u MHOro(asHylo KMHETHKY pe-
nokc-nipespaieHuit Py, PQ, deppenokcuna (Fd)
n nmacronuannHa (Pc). IMoaydeHHBIe pe3ybTaThl
00BSICHSIOTCS B paMKax pH-3aBrcuMoii perymsimun
3JIEKTPOH-TPAHCIIOPTHHIX MTPOLIECCOB, CBI3aHHBIX
¢ (PYHKIIMOHUPOBAHUEM pPEaKIMOHHBIX LIEHTPOB
DCI1 u OC2, mpoueccaM OKUCITEHUS THIACTOXM -
Hona u aktuBauuu HKbB.

OINMCAHHUE MOJEJIN

Ha puc. 1 moka3aHa cxemMa 3JeKTPOH- U MpoO-
TOH-TPAHCIIOPTHBIX MPOIECCOB, MOAEIUPYEMBbIX
B HacTosmiei pabdore: 1) Heyukauueckuii IepeHOC
a5eKTpoHOB Mexny PC2 n ®C1 u mampHeHmif ne-
peHoc anektpoHa K NADP™, 2) yuxauueckuii TpaHc-
IOPT 3JIEKTPOHOB 10 1ienu MepeHoca Bokpyr OCl,
BKJIIOYalolei ractoxuHoHoBbli iyt (PQ/PQH,),
U 3) ncesdoyukauueckuil TPAHCHOPT BJIEKTPOHOB
C yyacTueM MoJieky/sipHoro kuciopozna (O,) B kaue-
cTBe akuenropa anekrpora B ®C1. PaccmarpuBalor-
s TaKKe MPOLIECChl MpaHc-TUIAKOUIHOTO TiepeHoca
MPOTOHOB, COMpsiKeHHbIE ¢ padoToit DTLI, u cuHTe3
ATP u3 ADP u oproocdara (P;). B ocHoBe pacim-
peHHOIT Momenu — pa3paboTaHHAsI HAMU paHee KH-
HeTu4yeckas Moaenb [27—-32], aonogHeHHas 3a CYeT
peaklivii IepeHoca 3JeKTPOHOB Ha aKIeNTOPHOI
cropoHe MC2, npoucxonsdiux ¢ ydacTUeM MPOYHO
CBSI3aHHOI MOJIEKYJIBI I1acTOXMHOHA PQ, 1 Moseky-
JIbl TUTaCTOXMHOHA PQp, oOMeHuBaroLeiics ¢ MoJie-
KyJIaM¥ TTaCTOXMHOHOBOTO myJia Mexay @C2 u OCl.

Peaxipmu s51ekTpoHHOro nepenoca. C moMoIbo cu-
CTeMbl OOBIKHOBEHHBIX AU(depeHIInalbHbIX ypaB-
HeHuit (cM. [IpritoxeHre) ONMUChIBaeTCs TTOBEAEHUE
CIIEYIONINX TIEpEMEHHBIX Monenu: [Py ] u [Pggo] —
KOHLIEHTPALIMY OKUCIEHHBIX LIEeHTPOB P, (mepBuu-
HBIi1 1oHOp 251eKTPoHOB B PC1) u Py, (mepBuyHbIiA
noHop 371eKTpoHoB B PC2), [PQ,] — KoHLEHTpa-
1I1sI OKUCJIEHHOTO IJIAaCTOXMHOHA, IIPOYHO CBSI3aH-
Horo ¢ PC2, [PQg] — KOHLEHTpaLMsI OKUCIEHHOTO
ractoxuHoHa B @C2, B3aumorneiicteytomero ¢ PQ,

1 OGUIENPUHATHIM TEPMUHOM «MHIYKIMOHHBIE SBJIEHNS» HA3bIBAIOT (POTOCUHTETUYECKHE MTPOLECCH (HATPUMEDP, HEMOHOTOH -
HbII BBIXOM (hiyopecleHIIMU XJIopodusuia uiu MHOToGa3Hasi KWHETUKa JIEKTPOHHOTO TPaHCIIOpTa), KOTOpbie HAOII0Aa0TC y
MHTAKTHBIX PACTEHUIA, afallTUPOBAHHBIX K OIPEIeIEHHBIM YCIOBUSIM HEIMOCPEACTBEHHO ITepe] HayaaoM u3MepeHuii. st Mome-
JIMPOBAHMS MHAYKIIMOHHBIX SIBJICHUI, CBI3aHHBIX C afanTalMeil pacTeHUi K CBETY WJIM K TEMHOTE, Mbl BApbUPOBAJIM HayalbHbIE
COCTOSIHUSI DJIEKTPOHHBIX ITEPEHOCYMKOB ¥ pH (CM. ommcaHue METOIUKN PACYETOB U ITOAIMCH K PUCYHKAM).
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Puc. 1. I[Ipoleccsl 31eKTPOHHOTO M TIPOTOHHOTO TPAaHCITOPTa, pacCMaTpUBaeMble B MOIENIM, M CXeMa KOMIIapTMEHTAIN-
3allMM MOHOB BOAOPOAA U TPAHCMEMOPaHHbBIX TOTOKOB MPOTOHOB, ONMUCHIBaeMbIX B Monenu. O6o3HaueHust: LIKb — mukn

KanbBuna—beHcoHa; Fd — ¢peppenokcnn; FNR — deppenokcuH-NADP-penykraza; DT — unkandeckuii 31eKTpOHHbIN

TpaHcnopt; Py, u Py, — nepBuuHble noHOPHL 25eKTpoHa dorocuctemsl 1 (PC1) u porocucremst 2 (PC2) COOTBETCTBEH-
HO; PQ, — mepBUYHBIi1 IaCTOXMHOH, CBsI3aHHBII ¢ poTocuctemoii 2 (PC2), PQy — BTOpUUHBIIA IIACTOXMHOH, OOMEHH -
BaIOIIMIICS C MOJIEKYJIaMU TUTACTOXWHOHA, BXOISIIIUMM B ITYJT 3JIEKTPOHHBIX TiepeHocunkoB Mexny @C2 u hotocucreMoit

1 (@C1); Pc — nnacrounanut; PQ — ruiactoxuHoH (okucineHHast ¢opma); PQH, — rutacroxunon (BoccraHoseHHast pop-
Ma); by f — UMTOXpOMHBII KoMIutekc b f; PTOX — TepMuHaibHbIE OKCHIA3BI.

n PQ, [PQ] — KoHIIeHTpaInsT OKUCIEHHBIX MOJIEKYJT
IyJIa TIJIACTOXMHOHA, BKIIIOYEHHBIX B 1IETTh MIepeHoca
3J1eKTpOHOB 0T PC2 K LIUTOXPOMHOMY KOMILJIEKCY
bef, [Pc] — KOHLIEHTpaLMs OKUCTIEHHBIX NTEPEHOCU U -
KOB, SIBJISIIOIIMXCSI HEIOCPENCTBEHHBIMU JOHOPaMU
JIEKTPOHOB JUTsl OKUCJIEHHBIX 1IEHTPOB Psy, (ruracro-
LIMAHWH B XJIOPOIUIACTaX M/WJINA LIMTOXPOM Cy Y Lia-
HobakTtepuit), [Fd] — KkoHIIeHTpalist OKMCIEHHOTO
deppenokcnna, [N*] u [NH] — KoHLEeHTpaLny tep-
MuHanbHOro akuenTopa ®C1 B OKMCIEHHOI U BOC-
CTaHOBIIEHHOM (opMax, cooTBeTcTBYyIOIE NADP*
u NADPH. Ilepemennas [ATP] cooTBeTCTBYeT KOH-
uentpauun ATP. Tlepemennsie [H ] u [H]] — cyms
KOHIIEHTpallli MOHOB BOIOPOA B JIIOMeHe (BHYTpH-
TWIAKOMIHOE MIPOCTPAHCTBO) U B CTPOME COOTBET-
ctBeHHO. CumTaeTcs, B IEPBOM IIPUOJIDKEHUH, YTO
BCE MEPEHOCUYMKU 3JIEKTPOHOB PaBHOMEPHO pacrpe-
IIeJICHBI B TUJIAKOMIHOIT MeMOpaHe, a CKOPOCTh Iie-
peHoca 351ekTpoHoB Mexay PC2 u ®CI1 He TUMH-
TUpyeTcsa nng@y3neit MOOMILHBIX TTEPEHOCUYNKOB

a5eKTpoHa (cM. obocHoBanue B [15—-17])%. Cucrema
KUHETUYECKNX YPaBHEHHUIA M1 OCHOBHBIC MapaMeTphI
Monenu npuBeaeHsl B [Ipunoxennu. B HacToseit
paboTe KOHLEHTpAIUsl MOJIEKYISIPHOTO KUCI0poaa
[O,] nosaraercs MOCTOAHHON, YTO COOTBETCTBYET
XOPOIIIO a3PUPYEMOIi CUCTEME.

Heuyurxauueckuii anexmpounnsiii mparncnopm (HOT)
cBg3aH ¢ BocctaHoBineHneM NADP™ 3a cuer anek-
TpoHOB, nocrynaromux B OTL or ®C2 (H,0 -
OC2 - PQ - by f~> ®C1 -~ Fd » NADP*). Akuenro-
poM anekTpoHa B ®C1 sapnserca peppenokcud (Fd).
JIBa a71€KTpOHa OT ABYX BOCCTAHOBJIEHHBIX MOJIEKYJI
dbeppenokcuna (Fd™) nepenocarcs Ha NADP™ ue-
pe3 deppenokcuH-NADP-penyktazy (FNR). Boc-
cTaHoBjieHHas Moiekylia NADP- npoTtoHupyetrcs
3a CYET MOHOB BOIOPO/A, MOCTYIAOIINUX U3 CTPOMBI
(NADP- + H* » NADPH). INotpe6aenne NADPH
u ATP onuceiBaeTcs eHOMEHOJIOTMYECKU C TTIOMO-
o GyHkumu k-p-([NADPH],[ATP],pH,,,), 3aBu-
caweit or koHueHTpauuii [NADPH], [ATP] u pH

2 JTuby3MOHHO-KOHTPOIMPYEMBIE TIPOLIECCH 3NIEKTPOHHOTO M MPOTOHHOIO TPAHCIIOPTa B XJOPOIJIACTAX OMKMCAHbI B PAMKaX
MOJIENTN, YINUTHIBAIOIIEH JTaTepATbHYIO TeTePOTeHHOCTh THIIAKOMTHBIX MeMOpaH [30].
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ctpoMmsl (pH, ), npenyioxeHHo paHee B paboTtax
[27-32]. B Momenu mipemyCMOTPEHO, UTO 3alllelaum -
BaHUe cTpoMbl (yBenmueHue pH, ) yckopser norpe-
onenne NADPH u ATP B LIKDB (curmMmonnHas 3aBu-
CUMOCTh 3(D(PEKTUBHOI KOHCTAHTBI K -pc 3aBUCSIICH
ot pH_ . mapameTpmyeckn, cM. [Ipunoxkenue).

Ilpu yuxkauueckom snexkmponHom mpancnopme
(IDT) Bokpyr @C1 371eKTpOHBI BO3BpAIIalOTCSI OT
deppenokcuna (Fd) B merms mexmy @C2 u @C1 (Ha
ypoBHe tractoxuHoHa) yepe3 FQR [21]. Bo3amoxen
npyroit myth LHDT, korma snexkTpoHsl oT Fd Bo3Bpa-
LIAI0TCS Ha TJTACTOXUHOHOBLBINM yyacTok DTLI uepes
Fd-NADH-okcunopenykrasy tuna 1 [18-22]. On-
Hako 3P PEeKTUBHOCTL paboThl Takoro mytn LIDT
He3HauuTellbHa [22], ¥ TO3TOMY B TaHHOM paboTe
9TOT LIMKJI HEe paccMaTpuBaICs.

YuuTeIBaIOTCS TaKXe APYyTAe KaHAIBI IEpeHoca
3JIEKTPOHOB: @) MPUTOK 3J1eKTpoHOoB B DTLI 3a cuer
BHEIIHUX MCTOYHUKOB, 0) OTTOK 3JEKTPOHOB OT
®DC1 — mepeHoc 31ekTpoHa oT @C1 Ha MoJIeKyITy
O, (peakuusa Menepa [37, 38]). B pesynsraTte peak-
1 Menepa o0pa3yloTcsl CyIIlepOKCUIHbBIE paguKa-
Japl O, KOTOpbIE AUCMYTUPYIOT C 0Opa3oBaHUEM
nepokcuna sogopona (H,0,) u MmonekynsapHoro Kuc-
nopona (205" + 2H" - H,0, + 0,); monexynst H,0,
pasnaratored 10 O, u Bonbl. B urore, oT MosIeKyIbl
BombI, pasnaraemoit B @C2, 31eKTpOHBI TIEPEHOCITCS
K MOJIEKYISIpHOMY Kuciopony (O,); KOHEYHbIM IIPO-
JTYKTOM 3TOTO LIMKJIa OKa3bIBAETCs MOJIEKYJIa BObI.
BOTO0 ncesdoyuxauveckuii MyTh epeHoca 3JIEKTPOHOB
(umkn «soma—sona», H,0 - ®C2 - ®C1 - 0,~ H,0
[12, 13]). LIukm «<Boma—Boma» obecreanBaeT ePeHOC
IIPOTOHOB B JIIOMEH, MOAAECPKMBasi TEM CaMbIM CHUH-
te3 ATP. ITo pa3HbIM MUCTOYHMKAM OTHOCUTEIbHBIN
BKJIaJ 3TOT0 L[MKJIa MOXET coCTaBisaTh oT 10 1o 60%
OT 0011Iero MOTOKA 3JIeKTpOoHOB [37, 38].

TpancmemOpaHHBIi nepeHoc NpoToHoB. B Monenun
paccMaTpuBaeTCs HaKOIUIEHUE MPOTOHOB BHYTPU
THJIAKOWJIOB B pe3yJIbTaTe pa3ioskeHns Bonbl B P C2
n okucinennsd PQH, 1MTOXpOMHBIM KOMIUIEKCOM b, f.
YuuThIBaeTCs, YTO B JJIOMEHE M CHAPYKM TUJIAKOM-
OB (B CTpOMe) MOHBI BOIOPOJA MOTYT CBSI3bIBAThCS
C IIPOTOH-aKIENTOPHBIMU (Oy(hepHBIMU) ITPyTIIIaMU
(Buf), yncio KoTOphIX 3HAYUTENHLHO TMPEBBIIIACT
YUCJIO JIEKTPOHHBIX NIepeHocuuKoB ([Buf]/[P;],
~100, cM. mogpoOHee [27—-32]). Brixom mpoToHOB 13
JIIOMEHA B CTPOMY MOXET IIPOUCXOAUTD ABYMS Iy TSI~
mu: uepe3 ATP-cuHTazy (conpscerHbiii ¢ CAHTE30M
ATP notok npoToHOB J,rp) ¥ IIYTEM YTEUKHU IPO-
TOHOB B 00x01 ATP-cuHTa3b! (naccugHwiit TpaHC-TH-
JIAKOWIHBIN MOTOK MPOTOHOB J,, ). MBI Iojiaraem,
B MEPBOM NPUOIMXKEHUU, YTO KOHLIEHTpallu UO-
HOB BOIOPONA B CTPOME U B JIIOMEHE HE 3aBUCST OT
IIPOCTPAHCTBEHHBIX KOOPAMHAT, YTO SKBUBAJIICHTHO

out

YCJIOBUIO «OBICTPOTO NepeMelnnBaHus». B monenu
YYUTBIBAETCS OOMEH MPOTOHAMU MEXAY CTPOMOiL
U LUUTO30JIeM (IIOTOK MPOTOHOB J ). 3HaUeHUE
pH B uTo30s€e (IMPOCTPaHCTBO MeXIY 000I0UKOM
XJIOPOIUIACTA U KJIETOYHON MEMOpaHOil) cuuTaeTcs
MMOCTOSTHHBIM 3a CYET BBEICOKOM Oy epHOit eMKOCTH
uuroriasmbl (pH,, = 8).

B HacTos1ieit paboTe Mbl UCXOAUM M3 TOTO, YTO
B XJIOPOIJIACTaX BBICIIMX PAaCTEHHUII OCHOBHOI1
BKJIad B npouecchl cuHTe3a ATP u aHepro3zaBucu-
MYIO PETYJISLIMIO 3JIEKTPOHHOI'O TpaHCIOpTa U MPo-
neccol cuHTe3a ATP BHOCUT mpanc-TuIakKouaHas
pasHocTtb pH (ApH), B To BpeMsl KaK OTHOCUTE/b-
HBIM BKJIAO MpaHCc-TUIIAKOUTHON pa3HOCTU 3JIeK-
TPUUECKUX MOTEHIMAOB (AQ) B 3TU MPOIECCH HE
BeJIUK (M0 KpaliHee Mepe B KBa3MCTallMOHaPHBIX
COCTOSTHUSIX; CM. OOCYXXJIeHWEe 3TOrO Bompoca B pa-
6orax [39—41]). ITo 3Toi1 mpUYMHE MBI HE paccMma-
TPUBAaeM, B TIEPBOM MPUOIUKEHUU, TEHEPAIUIO AP
B KauecTBe (paKTopa, ONpenessioliero TMHAMUKY
CPaBHUTEIBHO MEIIEHHBIX UHAYKIIMOHHBIX IIPO-
LIECCOB B XJIOpOILJIacTax.

st MmomenupoBaHMs IIPOLIECCOB 3IEKTPOHHO-
ro ¥ IPOTOHHOTO TPaHCIIOPTa B YCJIOBUSIX CUHTE3a
ATP (u36bITOK cybcTpaTOoB (hocHOpUIUPOBAHUS
ADP u optodocdara, MeTaboamueckoe COCTOSIHIE
3) WIx B COCTOSIHUM (POTOCHMHTETUIECKOTIO KOHTPO-
711 (HemoCTaToOK cyocTpaToB ochopuiInpoBaHUs,
n36bIToK ATP, cocTosinue 4) Mbl BapbUpOBaIN Ta-
paMeTp MOJEU K,rp, ONPEAEISIONINI TOTOK MPO-
TOHOB J,p uepe3 ATP-cunTasy. B Metabonnyeckom
COCTOSIHUM 4 CyMMapHasi CKOPOCTb 00pa30BaHMS
ATP paBHa HyII0 (CKOPOCTH MPOILIECCOB CMHTE3a
u rugpoausza ATP, katanusupyeMbix ATP-cuHTa30i1,
pPaBHBI APYT IPYTY); B 3TOM Ciy4yae Mbl MPUHUMA-
eM, 4TO K,pp = 0. B cocTognuu 3, korna cunrtes ATP
npeBanupyeT Haja rugpoanzom ATP, cripaBeniviBo
ycrnoBue kyrp > 0.

Omucanue uHAyKIuN GayopecueHmun Xa0pogui-
Ja a. KBaHTOBBII1 BBIXOI (PIyOopeCceHIINN XJIOPO-
dmwmwia (Xn) a — mokazaresib coctossHusg @CA, Ko-
TOPBIIA IIUPOKO UCIIONb3YeTCs Il AUATHOCTUKU
(PyHKIIMOHAJILHOTO COCTOSIHUS XJIOPOILIAcTOB [33—
36]. U3MepeHUs CIEKTPOB U MHTEHCUBHOCTU (h1y-
opecueHInY XJI @ MTO3BOJISIIOT CYIUTh 0 (OYHKIINO-
HupoBann MCA Ha pa3sIMYHBIX YPOBHSIX CTPYK-
TYPHOI OopraHu3alMu XJOPOIIacToB (in vitro u in
vivo). I1pn KOMHaTHBIX TeMIlepaTypax OCHOBHOM
BKJIaJ BO (piyopecueHuo X a (6onee 20%) BHO-
CIT TMMMUTMEHTHI cBeTocoOmpartoteit anteHHsl D C2.
MHoro4YuceHHbIe JIUTepaTypHble JTaHHbIE CBUIIE-
TEJbCTBYIOT, YTO MHTEHCUBHOCTh (PIyopecleHIIUN
XJ1 a 3aBUCUT B MEPBYIO OYepelb OT PEIOKC-COCTOSI-
HUSI 9JIEKTPOHHBIX IIEPEHOCYMKOB Ha aKIIEIITOPHOM
BUOJIOTUYECKMUE MEMBPAHBI Ne
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Puc 2. Cxema npo1ieccoB MUTPALIMK SHEPTUU U 3JIEKTPOHHOTIO MepeHoca Ha akuenTopHoii cropoHe MC2, paccmaTrpuBae-
MBbI€ B paMKAaxX HACTOSIIEH MOIEIN IJIs ONUCAHUS MHIYKIMKY (IIyOPECUEHIIMH XJI0pOdUILIa.

yuyactke @C2 [42]. B kauecTBe ITepeHOCUYMKA DJIeK-
TPOHOB, OIIPEACIISIONIETO YPOBEHD (hIyOPECICHIINH,
OOBIYHO pacCMaTPUBAETCS MOJIEKYJia IIEPBUUYHOTO
ractoxuHoHa PQ,. OKMCIIEHHBII aKLENTop AJIeK-
TpoHa (PQ,) MOXHO ynonoouTs «gomoxumuueckomy
myuiumento», KOTOPbI KOHTPOIUPYET (P (HEKTUB-
HOCTb hoToxummudeckoi peakuuu B @C2 — nepeHoc
9JIEKTPOHA OT BO30YKI€HHOTO MEPBUYHOTO JOHOPA
P¢g0* K TUTaCTOXMHOHOBOMY ITyJly (4epe3 heodUTuH,
Phe, monekynsl minactoxuHona PQ, u PQg), u tTem
CaMBbIM BJIMSIET HA MHTEHCUBHOCTD (DIyOPECLICHIINM.
[Tocne BoccranoBnenus: PQ, v HakormieHust MoJie-
ky1 PQH, B OTL Mexay doTocucremamMmu OTTOK
3JIEKTPOHOB OT Pq) K PQ 3amemisercs, B pesyibrare
yMeHbIaeTcs: poToxumMmuieckass akTuBHOCThL D C2.
I1Tpn 3TOM 5P PEKTUBHOCTH MUTPALIMUA DHEPTUU OT
BO30YXI€HHBIX IMTMEHTOB CBETOCOOMpPAIOIIIEH aH-
TEHHBI K PEaKIIMOHHBIM LIeHTpaM P, ymMeHbL1aeT-
cs1, BO3pacTaeT AUCCUIIAINS B TEIUIO SHEPTUHU BO3-
OyXI€HHBIX MUTMEHTOB U YBEJIMUYMBAETCS BBIXOM
dayopecueHuuu (X a* - Xi a + hv). TakuMm obpa-
30M, HAKOIUIEHHE M30BITOYHOTO YKCJIa BOCCTAHOB-
JIeHHBIX TIepeHocunkoB B DT, mpensgarcTBytonmx
peokucienuto PQ,~, ociabnser «hoToxummyeckoe
TylieHUe» (payopecueHUn X1 a, 00yCIOBIEHHOE
cpabaTbiBaHWEM LIEHTPOB P,

st MogenupoBaHUS KpUBOW WHAYKIUU ITy-
opecleHIIUM XJI @ Mbl UCTIOJIb3yeM NPUOIKeHUeE,
ornupaloieecss Ha OOIIENPUHSITYIO TOUKY 3PEHUS
[42], 4TO OTHOCUTENBHBIN BKJad «gomoxumuue-
cK020 myuieHus» GIyOpecleHIIUU yMeHbIIaeTcs
MponopuroHaibHo KoHUueHTpauuu [PQ,~]. Takoe

MpUOJMKEHUE OIpPaBAbIBA€TCS CylIECTBOBaHUEM
JUHEMHON 3aBUCUMOCTH MEXIY CKOPOCThIO HE-
UKJINYECKOIo 3JIEKTPOHHOIO IIepeHOoca B XJIOPO-
IiacTaXx U MHTEHCUBHOCTBIO IepeMeHHOI (ayo-
pecueHuny Xi a komrurekca ®C2 [42, 43]. «CurHa-
JIOM», 3aITyCKAIOIINM LIEMb COOBITUMN, MPUBOISIINX
K YCWIEHUIO Heghomoxumuueckoeo myuenus (HDOT)
(nyopecueHIMHU, ABIIETC (POTOMHAYLIMPOBAHHOE
3akucineHue momeHa (pH,, ¢) [44]. Unnykuus HOT
KOHTPOJIMPYETCS PETYIATOPHBIM OeakoM PsbS, xo-
TOPBIN IIPOTOHUPYETCS MPU BO3pACTAHUM KOHIICH-
TpalMy IMIPOTOHOB BHYTPU TUJIAKOUAOB (YMEHbIIIE-
Hue pH, ) [45, 46].

Hust ommcanust HOT Mbl ncxonum u3 peHome-
HOJIOTMYECKON MOJIEIIH, TIPEMJIOXKEHHON HAMU paHee
[27-32]. C ¢popManbpHOIT MaTeMaTHIECKON TOUKH
3penusa ycuwieHne HOT skBuBajeHTHO YMEHBIIIE-
HUIO YKMCJIa aKTUBHO (DYHKIMOHMPYIOIIUX CBETOCO-
ouparonux KomiiekcoB @C2. B Hateit Mmomenu 3To
3aJaeTCsl YMEHbIIEHUEM ITapaMeTPUIeCcKoro Koad-
¢duuumenra L,(pH,)* = Lya(pH;,). Koaddpuunent
o(pH,,) xapakrepusyetr 3¢pGeKTUBHOCTb PabOThI
ueHtpoB PC2 B 3aBucuMoctu ot pH, . 3HaueHue
L,(pH;,)* ymeHbL1aeTCS NpU 3aKUCIEHNUU JIIOMEHA
(pH;,%) B COOTBETCTBUMU C IMIIUPUYECKOI CUTMO-
MIAIBbHOM 3aBUCMMOCTBIO KoadduumeHTa o(pH,,)
ot pH,, (cM. nmonpo6Hee [27-32]). Takum obpaszom,
BBOIS IMapaMeTPUYECKYIO 3aBUCUMOCTh MHTEHCHUB-
HocTu cBeTa L,* ot pH,, (cMm. [Ipunoxenue), Mbl
MojenpyeM ociadieHue aktuBHocTu PC2 3a cuer
yewtenust HOT nipu monmxkenuu pH, 3.

3 Unnykuuss HOT Ha ceety u 3atyxaHue HOT B TeMHOTe — 3TO 06paTUMBbIe Tpoliecchl (IO KpaifHeil Mepe, yacTUuHO [44—46]).
Yeunenne HOT npu ocBellieHUU MPOUCXOAUT B Pe3yJIbTaTe CPABHUTEBHO ObICTPOTo MoHMXeHus pH,, (1ecsaTku cekyHn), UHULIM-
MPYIOIIETo Kackaja COObITHIA, BhI3bIBalolnX peopraHusaimio ®CA u ocnabiaeHue dporoxumuieckoii aktuBHoct P C2. XapakTep-
Hble BpemeHa ocinabnernst HOT B TeMHOTe COCTaBISIOT NecsITKY MUHYT. [1o3TOMY TIpy omrcaHny CPaBHUTENBHO OBICTPHIX MeXa-
HU3MOB pH-3aBUCHMO¥ peryssiuuy 31eKTPOHHOTO TPAHCIIOPTa MbI IPUHMMAEM, YTO MOCJIe CBETOMHIYLIMPOBAHHOTO YMEHBILIEHUS
ko3 duunenta a(pH,,) 10 MUHMMAaIBHOTO YPOBHS €T0 3HaUE€HUE He MeHseTcs (o KpaliHell Mepe, B TeueHue 4 MUH).
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8 BEPIIYBCKW u np.

YuuteiBass 1Ba OCHOBHBIX (haKTOpa TYIICHUS
dlyopecleHIIUN — ghomoxumuieckoe U Heghomoxu -
Muueckoe TylieHUe, Mbl IIPUHUMAEM, UTO BBHIXOJL,
dayopecueHuun F(f) MOXeT ObITh OIMCAH MOJIY3M-
MUPUIECKUM YPABHEHUEM:

F(#) = Fy Ly(pH;,)*x(0.2 + 0.8 [PQ,(1)]). (1)

MHuoxurens L,(pH,,)* = L,a[pH,;, ()] onpenenser
3¢ PeKTUBHOCTh cpadaTbiBaHUSI (POTOXUMUYECKUX
uentpoB PC2; 3nech a[pH,, ()] — dyHkuus, 3aBu-
cdalas napamerpuyecku ot pH; (7), koropag yuu-
TeiBaeT BKiaag HOT B ymeHbIIeHUE (iryopecleH-
UM (IBHBIIA BUI 3TOM (PYHKIINUM OIKCAH B HAIIIMX
pabotax [27-29]). B nmpaBoii yactu ypaBHeHus (1),
B CKOOKax, CTOMT COMHOXMTEIb, OTHOCSIIMICS
K omoxumuueckomy myuenuro GhJIyopecueHLUH.
Bri6op koadpdpuuuenton 0.2 u 0.8 caemaH Ha oc-
HOBaHUU JUTEPATYPHBIX JTaHHBIX, CBUIETEIbCTBY-
IOIIUX, YTO IJIsI OTKPHITHIX peaKIIMOHHBIX LIEHTPOB
®C2 (y HaC 3TO COOTBETCTBYET Cy4Yal0 OTHOCUTENb-
Hoit kKoHLeHTpauuu [PQ,]/[Pygl, = 1) BeIxOn ay-
opecueHumu F(f) coctapisger = 20% oT MaKCUMaJb-
HOTO YpPOBHA F,_, , COOTBETCTBYIOLLETO «3aKPbITBIM»

neHTpaM @C2, He cIOCOOHBIM IlepenaBaTh 3JIeK-

tpoH akuenropy PQ, ([PQ,]/[Pssoly = 0) [42—-44].
[NocrosnHasa F, — HOPMUPOBOYHBIIA MHOXMUTEb.

PE3VJIBTATbBI 1 OBCYXIEHWE

Kunernka nHayknuu ¢iyopecueHumm XJaopogui-
ga. Ha puc. 3 mokazaHbl KpuBbIe MHAYKIIUN (DIIyO-
pecueHumu XJ1, paccuuTaHHbIe 1o popmyne (1) ais
TpeX MHTEHCUBHOCTEMN eCTBYIOIIEro cBeTa, 3a1a-
BaeMbIX ITapaMeTpamu Moxeiau L, u L,. I1peanona-
raeTcsl, YTo OCHOBHOM OTTOK 3JieKTpoHOB oT P C1
cBsI3aH ¢ TnepeHocoM ajiekTpoHoB B LIKbB. IIpu
3TOM, OJHAKO, MBI YYUTBIBAEM BO3MOXHOCTHU aJlb-
TepHATUBHBIX IIOTOKOB 2JIeKTpoHOB — LI T Bokpyr
®DC1 u orTok s5ekTpoHOoB oT DC1 K MoJIeKyaIp-
HOMY Kucjiopony. BUnHo, 4To pacueTHbIe KpUBbIE
BEPHO OTpaxaloT OCHOBHbIE 3aKOHOMEPHOCTU IKC-
IIEpUMEHTAILHO HAOM0maeMoii MHOTO(ha3HOI K1-
HETUKU MHIYKIUU (IyopecleHIUn X1 @ (KUHEeTH-
yeckas kpuBast O-J-I-P-S5-T) B IUCTbSIX pacTeHU
[24-26, 33—-36]. CpaBHUTENBHO OBICTpast HaYaJIbHask
cragus (yuactok O-J-1-P) orpaxaer pocT diryopec-
LICHIIMY, O0YCJIOBJICHHbBIII BOCCTAHOBJIECHUEM 2JIEK-
TPOHHBIX MIEPEHOCYMKOB Ha aKIIEIITOPHOM yJacTKe
DC2 (puc. 4).

Tpu da3sl KpUBO «Obicmpoil uHOYKyuu» GIIy-
opecueHuuu Xia a (O-J-I-P) MIMpoOKO UCHOJb-
3yI0TCS B KayecTBe IMoKasaTejeil, ciyXalux
IUIST 3KCIpecc-MoHUTOpuHTa cocTostHust ®CA

XJIOPOILIACTOB, MAaHOOAKTEPpUI M OTHOKJICTOU-
HBIX Bomopocieil (cM. 0630psl [23, 24-26, 34, 35,
42]). B xauecTtBe (IyopeclIeCHTHOTO ITapaMeTpa,
YyBCTBUTENbHOTO K cocTtostHuio DTILI, yamie Bce-
ro paccMaTpHMBAIOT OTHOLIEHUE ITepeMEeHHOMI (IIy-
opecueHUMU Fy K MaKCUMaJIbHOMY YPOBHIO [}
(cM. ompeneneHUs 3TUX MapaMeTpoB Ha puc. 3).
PacueTsl 1moKa3bIBalOT, YTO C YBEJIMYCHUEM MHTEH-
CUBHOCTH CBETa CKOPOCTb pocTa (hIyopecleHIIUN
BO3pacTacT W yBEINIMBACTCS MaKCUMAaJIbHBIN yPO-
BeHb (payopecueHuuu P. [Tpu aTOM pacteT oTHOILIIE-
Hue Fy/Fp, 4TO OOBSICHSETCS YBEINYEHUEM TTOTOKA
3JIEKTpOHOB 4yepe3 OC2.

Ilocne mocTuKeHUsA 3KCTpeMyMma P IIpoucxo-
IUT CPaBHUTEIBLHO MEIJIEHHBI CIlal MHTEHCUBHO-
ctu dpayopecueHuuu (yuyactok P-S-T). Ob6palaet
Ha ce0s1 BHUMaHUe TO, YTO MeIJeHHAasl KMHETHKa
cnaaa ¢pJayopecleHIINY, Ha3biBaeMast 0ObBIYHO KPU-
BO «medaennoll undykyuu gayopecyenyuu» (P-S-T),
BO BCEX CJIy4asiXx MMEET YETKO BBIPpaKEHHbBIN IBYX-
(dasnwIit xapakTep (yuactku P-Su S-T), dTo Xapak-
TEPHO IIJISI TMCThEB BHICIIMX PACTEHUM, afalnTUPO-
BaHHBIX K TeMHOTe [33—35]. IByx¢da3Hast KWHETHKA
claja UHTEHCUBHOCTHU (DIyopeclieHIIMM Ha KpUBOM
P-S5-T otpaxaet coOBITUS, CBSI3aHHBIE CO CBETO-
WHOYLIMPOBAHHBIMU M3MEHEHUSIMU PEIOKC-CO-
CTOSTHUS 3JICKTPOHHBIX MEPEHOCYMKOB Ha yYacTKe
nerm Mexay @C2 n ®C1 n aktuBaumeit IIKb. Ha
HAYaJIbHBIX CTAIMSAX OCBELIEHUS, MOJIEKYJBl PQ,,
PQg 1 PQ BoccTaHaBIMBAIOTCA; 3aTEM MIPOUCXO-
nut peokuciaenue PQ,~, PQ,~ u PQH, (puc. 4), uto
00YCJIOBJIEHO YCKOPEHUEM OTTOKA 3JIEKTPOHOB U3
DT mexay dorocucremamMu K ®C1 3a cyeT akTH-
Bauuu LIKbB B pe3ynbrare cBeTOMHAYLIUPOBAHHOIO
3auienayuBanus ctpomsl, pH T (cM. monpoGHee
HIUXeE).

O6paTnM BHMMaHMWE Ha TO, YTO ITO Mepe OCBe-
LIEeHUs XJIOPOIJIACTOB MHTEHCHUBHOCTD (hJlyopec-
LICHIIMK MagaeT U CTAHOBUTCS HUXE MCXOIHOIO
(dboHOBOrO) ypoBH4 F|),, MpeaLIECTBYIOILETO HaYaly
OCBeIIeHUS. DTO COIIACYeTCsI C TEM, YTO B Pe3yiIb-
TaTe CBETOMHAYLIMPOBAHHOIO 3aKUCJICHUS JIIOMEHA
npoucxonut ycmwieHuss HOT, mpu 3ToM yMeHbIIIa-
€TCS YMCJIO TUTMEHTHBIX KOMILJIEKCOB, CITYXKaIllUX
WCTOYHUKOM CBEUYCHMUSI.

Konokonoobpa3zHasi 3aBUCUMOCTb IEpEMEHHON
[PQH,] oT BpemMeHHU oCBelleHNs XOPOLIO COMIACY-
€TCsI C DKCIIEPUMEHTAIbHBIMU TaHHBIMM O TUHAMM -
Ke 3ar0oJIHeHUS 3JIEKTPOHAMH ITyJIa TIEPEHOCUNKOB,
pactosioxkeHHBIX Mexkny PC2 u DC1, onmmcaHHBIMU
Hamu B paborte [47] oJist TMCTheB KUTANCKOM pO3bI
(Hibiscus rosa-sinensis).

M3BecTHO, YTO KOHKPETHBINA BUI KPUBBIX MEI-
JICHHOM MHAYKIINHU (PIyopecleHIINT, HaOII0maeMbIX

BUOJIOTUYECKHWE MEMBPAHBLI Ttom42  Nel 2025



OKCUTEHHBIY ®OTOCUHTE3: UHAVKUUA ®JIYOPECHUEHLIUU XJIOPODUIIIIA 9

WHuteHcuBHOCTH (hityopecueHumnu F,
OTH. eI
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Bpewms ocBenieHust, ¢

Puc. 3. KuHetuka uHaykuuu ¢hJyopecueHLIUUn XJo-
podwta, paccuuTaHHasT OISl Pa3TIMYHBIX UHTEHCUB-
HocTelt aeiicTByrolero csera. [lapamerpel monenu L,
n L, (npu L,/L, = 1.5) COOTBETCTBYIOT CIEAYIOLINM
WHTeHCUBHOCTSAM cBeTa: I = 100 KkBaHTOB/C BO30YXK-
natomx @C1; 2 — 150 kBanros/c; 3 — 300 KBaHTOB/C
npu ycinosuu L,/L, = 1.5. Ipyrue napameTpbl Moze-
m: Ly/L, = 1.5; [PQ]y/[P70]y = 20. HauanpHble ycio-
sust: [PQ,4(0)1/[PQul, = 0.01; [PQy(0)1/[PQyl, = 0.1;
[PQH,(0)]/[PQ], = 0.2. Py, [Pc(0)]/[Pc], = 0.005;
u [Fd(0)]/[Fd], = 0.85. KoHcTaHTbl 0OpaTHBIX peaKLuii
kg M kapggo (CM. pHC. 2) TOsIaraau paBHbIMU HYJIO.

B DKCIIEpUMEHTE, 3aMETHO BapbUPYET B 3aBUCUMO-
CTH OT POJa U BUIA PACTCHMUM, a TAKXKE OT YCIOBUIA
aKKJIMMAIl¥, BIUSIOIINX HA CTPYKTYPHO-(YHKIIH -
oHaibHEIEe cBolicTBAa DCA pacTeHMIA (COCTaB ITUT-
MEHT-0EIKOBBIX KOMILIEKCOB, CTPYKTYPHBIE CBOM-
CcTBa MeMOpaH xjioporuiactoB) [35, 48—52]. AHanu3
BJIMSHUS 9TUX (paKTOpPOB HA MHAYKIIMOHHEIE SIBJIE-
HUS POTOCHMHTE3a B paMKax Hallleil MoieIn BO3MO-
JKeH IIyTeM BapbMPOBaHMSI OCHOBHBIX ITapaMETPOB
MOJEN U CPAaBHEHMUSI TEOPETUUECKUX MHIYKIIMOH-
HBIX KPUBBIX C 9KCIIEPUMEHTaJIbHBIMU. Pe3ynbpraThl
TaKOro aHaju3a B paMKaxX MOJEU, IIPenToXKeHHOMN
B HacTosleil padore, OyayT NoaApOOHO OIMCaHBbI
B Halllei ciemyiomieii paboTe.

IIpomecchl 3J€KTPOHHOTO TPAHCHOPTA,
cBsi3aHHble ¢ oTocucremoii 1

Kunernka (poTOMHIYIMPOBAHHBIX U3MEHEHUI pe-
JOKc-cocTosinus uentpos P,y .. Ha puc. 5 nmokasaHbl
pacdeTHbBIe KpUBbie MHOTO(a3HOI KMHETHKHU (POTO-
VHIYLMPOBAHHOIO OKUCIEeHUs P, 1 BocCTaHOBIIE-
HUs Py, mocie BBIKJTIOYEHMST CBETA PA3IMYHOM UH-
TeHCHUBHOCTU. BugHo, 4TO B OTBET Ha BKJIIOUECHUE
CBeTa MPOMCXOAUT ObICcTpoe okucieHue Py, (dhasa
A,y), KOTOPOE 3aTeEM CMEHSIETCS MAaJEHUEM KOHLIEH-
TPALMK OKUCIEHHBIX HEHTPOB P;oy ([Po]) 10 mpo-
MEXYTOYHOTO YPOBHS A, OCJIE YETO TPOUCXOAUT
BUOJOTMYECKME MEMBPAHBI
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Puc. 4. Kunetuueckue KpuBble (POTOMHIYLIMPOBAHHOIO
BOCCTaHOBJIEHUSI TpeX GopM Iu1acToxuHoHa, PQ,, PQ,
u n(PQH,),, paccuntaHHble 111 UHTEHCUBHOCTH JAeii-
CTBYIOIIIETO CBETa, COOTBEeTCTBYyIomIei 150 KkBaHTOB/C,
Bo3byxnmatomux PC2. UHgeke «n» B 0003HAUYCHUU
(PQH,),, yka3biBaeT, yTo paccMaTpUBaeTCsl # MOJIEKYJT
PQH, (otHocutensHo P C2), BxoasuX B Myl MoJie-
xy1 PQ/PQH,, xoTopble He CBsI3aHbI HEMOCPENCTBEHHO
¢ @C2. B pacuerax, pe3yabraThl KOTOPBIX ITPEACTaBIIE-
Hbl Ha TAHHOM PUCYHKE, 00l11ee YUCIIO MOJIEKYJI IJIacTO-
xuHoHoBoro nyna (PQ + PQH,) 6bu10 pasHo n = 10.
C yuetoM Toro, yto Mosiekyna PQH, — aByxanekrpoH-
HbII MePEHOCUYMK, MaKCMMaJbHO BO3MOXHAs «3JI€K-
TPOHHAsI eMKOCTb» ITACTOXMHOHOBOTO TTyJia paBHa 20
9KBUBaJeHTaM. 3HaAUYE€HUS OCTaJbHBIX ITApaMETPOB MO-
JIEJIM TaKue Xe, KaK JJIsl pacyeToB, Pe3yJbTaThl KOTOPbIX
MpeACTaBICHBI Ha puC. 3.

CPaBHUTEILHO MEIJICHHOE peokuciaeHue Py, Poct
KOHIIeHTpatuu [Ps,] OT ypoBHs A, 10 cTalMOHAp-
HOTO YPOBHS A, XapaKTepu3yeTcsl I1ByMs da3amu:
OTHOCHUTEJIBHO OBICTPOH (4,—A4,) 1 3aMeNIEHHOM
(A;—A;). CraumoHapHbIil ypoBeHb P, (BenrnunHa
A5) BO3pacTaeT C yBeJMYEeHUEM UHTEHCUBHOCTH CBE-
Ta. 3aMeJIeHHble cTaiuu peokuciaeHus P, (4,4,
n Ay,—A5), KaK II0Ka3aJau Hallu pacyeThl (CM. HAXKE),
00YyCJIOBJIEHBl YCKOPEHUEM OTTOKA BJIEKTPOHOB OT
peaKLMOHHBIX LEHTPOB P, 3a cueT akTuBauuu
IIKDB npu cBeTOMHAYLUPOBAHHOM 3allieJJauMBaHUU
cTpOMHI [6, 53] 1 3a cuer ocnabieHus GOTOXMMUYE-
ckoii aktuBHoCcTH P C2 B pe3ynbTaTe CBETOMHAYLIM -
POBAHHOTO 3aKHUCJIeHUs ToMeHa [44—49].
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Puc. 5. KuHetuka (poTOMHAYLMPOBAHHBIX U3MEHEHUI
KOHILICHTpAaLWii OKMCIIEHHOI (DOPMBI (hOTOpEaKIIMOHHO-

ro eHrpa P, paccuutaHHas 1t pa3HbIX MHTEHCUB-
HOCTEH IEeMCTBYIOILIETO CBETA, YKA3aHHBIX B MOAMMUCH K
puc. 3: I — 100 xkBaHTOB/C; 2 — 150 kBaHTOB/C; 3 — 300
KBaHTOB/C. BepTMKaJIbHBIMU CTpEIKaMU ITOKa3aHbI MO-
MEHTBI BKJIIOUEHHS Y BBIKJIIOYEHUS CBETA.

ITocite BRIKIIIOYEHMSI CBETA IPOUCXOIUT BOCCTA-
HoByieHue P;fy, B pe3ysibTare MpUTOKa 3JIEKTPOHOB OT
BOCCTaHOBJIEHHBIX MOJIEKYJ rutactoxuHona PQH,.
XapakTepHoe BpeMst BOCCTaHOBJIEHUS Psf) B TEMHO-
T€ TocIie 4 MUH OCBEIIEHUS COCTABIAET T/, = 36 MC,

[Pc,,l, oTH. en.

120
Bpewms, ¢

180

240

BEPIIYBCKUWM u np.

YTO XOPOIIIO COMIACYETCS C DKCIIEPUMEHTAILHBIMU
JaHHbIMU [6, 15, 17, 53, 54]. 3ameTnM, 4TO 3TO Bpe-
Ms B 2 pa3a MpeBbIlIaeT BpeMs MOJIYBOCCTAHOBIIE-
HUS P7+00 B xJIoporuiacrax (1, = 18 Mc), y KoTopbix
HE MMPOMCXOAUT JOCTATOYHO CUJIBHOTO 3aKUCIICHUS
JIOMeHa. YBeJIM4YeHUe T, OOYCIOBICHO 3aMejlie-
HUeM okuciaeHust PQH, npy noBellIeHWN KOHLIEH-
Tpalluu (AKTUBHOCTH) MOHOB BOAOPOIA BHYTPU TH-
Jnakonnos. Jlenporonuposanue PQH, — o6s3aTens-
Hoe yciosue ais okuciaeHus PQH, uuroxpoMHbIM
KoMmIiekcoM [12—-17, 54]. Ymenbiuenue pH nomeHa
(pH,,}) mpenarcTeyer nenporonuposanuo PQH,,
CBS3aHHOMY C BBIXOOM NIPOTOHOB B tomeH (PQH,
- PQ + 2H" + 2e7), 4T0 B CBOIO OYEpEIb MPEIAT-
ctByeT okuciaeHuto PQH,, 3amennss npurok siek-
tpoHoB o1 PQH, K P,

Kunernka pemokc-npeBpanieHuii IIacTOMAHAHA
1 maacroxuHoHa. CKOpOCTb BOCCTAHOBIEHUS Pry,
B TEMHOTE (T,,, = 36 MC) ONpenenseTcst CKOPOCThIO
okucieHusa PQH,, kotopas KOHTponupyeTcs Beau-
yuHoii pH;,. [lepeHOC 3JIEKTPOHOB Yepe3 IJIacTo-
uuaHuH (Pc) mpoucxonut GBICTPO U HE TOPMO3UT
okuciaenue PQH,. Ha puc. 6a nmoka3aHbl pacuer-
Hble KUHETUYECKUE KPUBBIC peIOKC-TIPeBpalleHUI
Pc B oTBeT Ha BK/IIOUEHME CBeTa pa3jMYHOM MH-
TEHCUBHOCTHU. BuaHO, 4TO cpasy Iociie BKIIOUYEHMUS

1.0

0.8

o
o

[Fd,,], oTH. en.

: Fdred
02
0 i 1 | Il | 1 | Il i
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Puc. 6. Kunetuka (poToMHAYIMPOBAaHHBIX U3MEHEHW KOHIIEHTpAIIMii OKMCIEHHBIX (pOpM TIacToiimaHuHa (a) u dheppe-
NOKCUHA (0) B 3aBUCUMOCTH OT MHTEHCHMBHOCTH IieiicTByomero cBeta: I — 100 kBaHToB/c; 2 — 150 kBaHTOB/C; 3 — 300 KBaH-
TOB/C. BepTUKaNbHBIMU CTPEJIKAMU TTOKa3aHbl MOMEHTBI BKJIIOUCHUS U BBIKJTIOUeHUsI cBeTa. OTHOCUTEIbHAS KOHIIEHTpa-

uus Fd pasna [Fd] /[P0l = 8.
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CBETa MPAKTUYECKU BCE MOJEKYJbI PC OKUCISIOTCS, Cunre3 ATP, conpsKeHHBIIl ¢ reHepamueii TpaH-
CKOPOCTb 3TOTO MpOoliecca YBEIMUMBACTCS C POCTOM  CTHJIAKOMAHOM pasHoctd pH, . Boiie Mbl o6cynnnm
WHTEHCUBHOCTU CBETA. 3aTeM 4acTh MoJiekyn Pc  1Ba ¢akropa pH-3aBUCHMOIi perynaumnu sJ1eKTpoH-
OBICTPO BOCCTaHABJIMBAETCS 3a CUET IIPUTOKA 3JIeK- HOIO TPAHCIIOPTa, KOTOPBIE IIPUBOAAT K HEMOHO-
TpoHOB oT PQH,. OnHako B nanbHeiieM noury Bce TOHHBIM N3MCHCHUAM KOHLEHTpaLUi P7J60, m1acTo-
MOJIEKYJIBI PC PEOKMCIISIIOTCS, IOCKOJIBbKY MPUTOK ~LMaHMHA 1 (eppelokcuHa: /) yCKOpeHHe OTTOKa
311eKTpoHOB 0T PQH, MpoMcXomuT MeieHHee, uem  JIEKTPOHOB OT ®C1 B UKD 3a cuer 3amenaunBa-

UX OKHCJIeHue, 3a cueT pa6otsl ®C1. Tlocine Bpi- HUA CTPOMBI U 2) TOpMOXeHUe okucnenus PQH,
IPU 3aKUCJIEHUNU JIIOMEHA. DTU NPUUUHBI, HAPSLY

¢ seneaneM HDT, o6ycnaBimBamoT MHOTOMa3HEIE
U3MeHeHUs BbIxona ¢ayopecueHunu (puc. 3). Apy-
Ha puc. 66 nokasaubl KPpUBbIC CBETOMHAYLUN- i hakTop pH-3aBucuMOii peryrsauuu GpoTocuH-
POBaHHbIX PelOKC-NPEBPALEHNH PEPPENOKCHHA  reryyeckix MPOLECCOB, O KOTOPOM TOMIET pedb
(Fd). Cpasy nocne BKIto4eHUsI cBeTa okojo 50% HIKE, — 9TO BJIMSIHHE MpoleccoB cuHTe3a ATP
MoJsiekys Fd GbICTpO BOCCTaHABIMBAIOTCS, 3aTEM g tpaHcMeMOpaHHYI0 pasHocTh pH — Tak HasbiBa-
4acTh BOCCTAHOBJIIEHHBIX MOJIEKY/T Fd™ peokucisi- empie 3¢hekTsl «hPOTOCHHTETUUECKOTO KOHTPOJIS»
eTcs 3a cyeT orToka 31ekTpoHoB B LIKbB, LIOT Bo- [6, 12, 54].
kpyr @Cl u nepeHoca s1eKTPOHOB Ha O, (CM. €Xe-  Hjy puc. 7a moKa3aHbI KMHETHYECKNE KPUBBIC
My Ha puc. 1). [locne BRIKTIOUEHUS CBETA, KOTIA  ¢perorHIyLMPOBAHHOTO 3aKKCICHHS JTIOMEHA W 3a-
MpPeKpaiaeTcst MPUTOK 21eKTpoHOB K Fd ot ®CL,  yeaynpanms crpomsl, KOTOpBIE MIOKA3BIBAIOT, YTO
MPAKTUYECKU BCE MOJIEKYIBl (DepPEOKCHHA OKA~ B CcTAIIMOHAPHOM COCTOSIHUM BO3HUKAET mpauc-
3bIBAlOTCSI OKMCIEHHBIMU: B TeMHOTE MoJieKyabl Fd~ TuaakouaHas pasHocts pH (ApH = pHout — pHin)’
OKMCISIOTCS 3a CYeT B3aMMOAEUCTBUS C PQ 1 Opy- cayxamagd UCTOYHUKOM DHEPTUMU OId paGon
rumu Metabonuramu (pyHkumonuposanue LIKB, ATP-cunrtassl (MogenupoBaHue (PyHKIIMOHUPOBA-
peakuust Menepa u L1OT). Hust ATP-cuHTa3b! ObLIO TOAPOOHO OIMMCAHO HAMU

KJIIOYCHMSI CBeTa BCe MOJIEKY/IbI Pc BoccTaHaBIMBa-
IOTCS B pe3ysbTaTe MpUTOKa 271eKTpoHOB 0T PQH,.
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Puc. 7. KuneTtuka dorouHaylIMpoBaHHbIX u3MeHeHuil pH BHyTpu Tinakounos (pH;,) u B ctpome (pH,,) (naHenb a) 1 KoH-
ueHtpauuu ATP (maHens 6), paccuuTaHHBIE IJIs1 pa3HbIX MHTEHCUBHOCTE NEMCTBYIONIEro CBETA, YKa3aHHBIX B MOAIUCH
K puc. 3: 1 - 100 kBanToB/c; 2 — 150 kBanTOB/C; 3 — 300 KBaHTOB/C. BepTUKAJIILHBIMU CTpeJIKaMU ITOKa3aHbl MOMEHTHI
BKJTIOUEHUSI ¥ BHIKJTIOUEHUST CBETA.
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12 BEPIIYBCKWM u np.

paHee B pabortax [55, 56]). BugHo, 4yto B cTaumo-
HapHOM COCTOSIHUM yCTaHaBJIMBaeTCS 3HAUCHUE
ApH = 1.5—2.0 (B 3aBUCUMOCTHA OT UHTEHCUBHOCTU
cBeTa). Dto obecrieunBaeT cuHTe3 ATP (puc. 76).
KBazucrauuonapHasa koHueHTpaunust ATP, onpene-
Jissemast 6aJaHCOM TPOIIECCOB CUHTE3a U TUAPOIN3a
ATP, yBenuunBaeTcsl ¢ ”THTEHCUBHOCTBIO CBETA.

IMukIMYecKuii TPAHCHOPT 3JEKTPOHOB BOKPYT
®C1. Ha puc. 8 nmpuBemeHbl pe3yJbTaThl pacye-
TOB, TTOKAa3bIBAIOIIINE, KAK ITUKIMIYECKUI MEpEeHOoC
a5ieKTpoHOB BOKpYT @ C1 mposBnsgeTcsd B KUHETHU-
K€ MHAYKIIMOHHBIX MPOLIECCOB, OLIEHUBAEMbIX MO
MHTEHCUBHOCTU (iryopecieHunu X1 a (MaHeab a),
(dorookucnenuio ueHTpos P,y (manens 0) u do-
TOUHAYUMPOBAHHBIM U3MEHEHUSM KOHIIEHTPAIIUU
BOCCTAaHOBJIEHHBIX MOJIeKy1 PQ MmiacToXuHOHOBO-
ro nyna PQ/PQH, (naHens ¢). YBeanueHue oTHO-
CUTENbHOTO BKJIaJa IIUKJINYECKOTOo MyTU NlepeHoca
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Puc. 8. KuHetnka nHayKuuu iyopecueHIInn XJIopo-
¢unna (a), GOTOMHAYLIMPOBAHHBIX U3MEHEHUMN KOH-
LIEHTpalUil OKUCIeHHOM (GOpMbI (hOTOPEAKIIMOHHOTO
ueHtpa P,y* (6), miacroxunona PQH, (), paccuu-
TaHHasg MpPU UHTEHCUBHOCTU JAeiicTByloliero ceeta 150
kBaHTOB/C (nipu L,/L, = 1.5) 1 pa3HbIX NOTOKOB LIUKJIM-
YeCKOro 3JIEKTPOHHOTO TPaHCIOPTa, 33aBaeMbIX OTHO-
LIEHUEM KOHCTAaHT CKOPOCTeH Kpo/kpn: 1 — kpo/key = 0;
2— kpo/ken = 0.15; 3 — kpo/kpn = 0.35

a5eKTpoHOB BOKpyr MC1 3aMeTHO cKa3bIBaeTCs
Ha BCeX 9TUX IoKazaTeasaX POTOCUHTETUYECKOMN aK-
TUBHOCTH XJIOPOILJIACTOB: @) YBEIUYMBAETCS aMILIM-
TyHda OBICTPOIi (pa3bl KPUBOM MHAYKIIMU (pIayopec-
LCHIIUM, 0) YMEHBIIAETCS «IIpOBajl» HEMOHOTOH-
HOW KpuBoii porookucienus P,y,, u ) B TeueHue
WHIYKIIMOHHOIO IIe€PHOaa MPOUCXOIIT KOJIOKOIO-
oOpasHble u3MeHeHus nepemeHHoi [PQH,], npu
atoMm nepeMeHHas [PQH,] Bospacraer, yto 00y-
CJIOBJIEHO 00Jiee MHTEHCUBHBIM BO3BPATOM 3JIEK-
TpoHOB oT Fd™ B rutactoxnHoHoBHI 1y1 PQ/PQH,.

SAKJIIIOYEHUE

B Hacros1eit paboTe onucaHbl pe3yabTaThl Ma-
TeMaTUYECKOTO MOIEIMPOBAHUS MPOILIECCOB BJIEK-
TPOHHOI'O W IIPOTOHHOTO TpaHCIIOPTa B TUJIAKO-
WIHBIX MeMOpaHaX XJIOPOIUIACTOB, CONPSIKEHHBIX
¢ cuHTte3oM ATP. B ocHOBY 3TOro MccijenoBaHUs
JIerJIa Hallla paHHSAS KWHeTUYecKass Momenb [27—
32], paciuvpeHHas 3a cYeT BKIIIOYEHMS B Hee ABYX
9J€KTPOHHBIX MEPEHOCUMKOB Ha aKIEIITOPHOM
yuactke ®C2 (PQ, u PQy). biaronaps atomy Mel
CMOIJIM CMOJIeJIMPOBaTh MHOTO(Ma3Hy10 HEMOHO-
TOHHYIO KUHETUKY UHIYKIIMU (iiyopecteHInu X
a (xpuBast O-J-1-P-S-T), cornacyiomyiocst C U3BEeCT-
HBEIMU 3KCIIEpUMEHTAIbHBIMUA JaHHBIMU, a TaKXKe
onucaTh peloKc-mpeBpalleHus GpoTopeakiinoH-
Horo ueHrpa P,,, T1acToxuHoHa, IIacTolMaHuHa
u ¢eppenokcuHa. ITonydeHHBIe pe3yabTaThl 00b-
sICHSII0TCS B paMKax pH-3aBucumoii peryasiuu
3JIEKTPOH-TPAHCIOPTHHIX IIPOLIECCOB, CBI3aHHBIX
¢ PYHKUIMOHUPOBAHUEM PEaKIMOHHBIX LEHTPOB
®OC1 u ®C2, npoleccaMy OKUCIEHMS TIACTOXUHO-
nma n aktuBanuu LIKB (muxn Kanpsuna—bencona).

OTMeTuM, 9YTO KOHKPETHBINA BUA SKCIIEPUMEH-
TaJIbHBIX KPUBBIX Obicmpoil U MedAeHHOU VHIYKINU
¢dnyopecueHIMY U OTOMHIAYLIMPOBAHHBIX pe-
InoKc-npespauieHuii P,,, MoxeT 3aBuceTs OT pona
1 BUOA PaCTEeHU, a TakKXKe OT YCIOBUI X aKKJIM-
Mallud, BIUSIONIMX Ha CTPYKTYPHO-(YHKIIMOHAJIb-
HBle cBoiicTBO PCA (cocTaB MUTMEHT-0EITKOBBIX
KOMILIEKCOB, Mopdoorus aucteeB) [51, 52, 57, 58].
Hama mMonenp mo3BojisieT aHaJIM3UPOBaTh BIUS-
HUE CTPYKTYPHO-(PYHKIIMOHATBHBIX cBOcTB @ CA
Ha MHIYKIIMOHHEBIE TTPOLIECCHI CBETOBBIX CTaauil (DO-
TOCHHTE3a IMyTeM BapbUpPOBaHUs ITapaMETPOB MOJIE-
1 (OTHOCUTEIbHBIE KOHLIEHTPAIMY 3JIEKTPOHHBIX
IIEPEeHOCYMKOB 1 BaphbMPOBAHNE KOHCTAHT CKOPO-
cTeil ucciaenyeMbIx IpoieccoB). IlokazaHo, B yacT-
HOCTH, 9TO YBEIWUECHNE OTHOCUTENLHO BKiIana L[DT
3aMETHO IIPOSIBIISICTCSI B KMHETUKE MHIYKINU (DIIy-
OopecLeHINN XJI @ U B KUHETUKE CBETOUHIYLIMPO-
BaHHBIX peloKc-npespalteHuii P, (puc. 8). Teo-
peTUYeCKOMY aHaJIU3y BIUSHUS APYTruX (pakTOpPOB
BUOJIOTUYECKMUE MEMBPAHBI 2025
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CTPYKTYpHO-(GYHKIIMOHAIBHOM OpraHn3auuu ¢oTo-
CHHTETUYECKOTO allapaTa XJIOpOILIaCTOB (B YaCTHO-
CTU, BapraOeIbHOM CTEXMOMETPHU 3ICKTPOH-TPAHC-
MMOPTHEIX U CBETOCOOMpPAIOIIMX IHUTIMEHTHBIX
KOMIUIEKCOB) Ha MHAYKIIMOHHBIEC SIBICHUS OyOyT
IMOCBSIIICHBI HAIII JaIbHEHUIIIE UCCIICIOBAHMSI.

B 3akimoueHre OTMETUM, YTO MCIIOIb30BaHHBIN
B HacTosIeill padoTe MOIX0M IJIsl TEOPETUIECKOTO
aHaJIM3a UHAYKIIMOHHBIX IIPOolIeccoB (POTOCUHTE3A,
OCHOBAaHHBII Ha ONMMCAaHUU KMHETUKM KITIOUEBBIX
cTaguii 3JIEKTPOHHOTO U IIPOTOHHOTO TPaHCIIOP-
Ta, C OMHOI CTOPOHBI, U MCIIOJIb30BAHUHU TTPOCTHIX
MMOJTYSMIIUPUIECKUX METOAOB OLeHKN 3(PhEeKTUB-
HOCTH MHOTO(AKTOPHBIX MPOLECCOB, KAKUMU SIB-
nsrores pH-3aBucumas aktuBauusg LIKB u HOT,
C IPYroii CTOPOHbBI, MO3BOJIMI HAM CMOIEIUPOBaTh
JIUHAMMKY CJIIOXHBIX MHAYKIIMOHHBIX SBJICHUI
B PaMKaxX CPaBHUTEIbHO IIPOCTOM MaTeMaTUYECKOM
monenu. IloaydeHHBIe pe3yabTraThl XOPOIIO COIJia-
CYIOTCSI C 9KCIIEpMMEHTaJIbHBIMU TaHHBIMU, YTO
IMO3BOJISIET HAAESITHCS HAa BO3MOXHYIO IIPOTrHOCTH -
YeCKyI0 3HAYMMOCTh MOAeau (HallpuMep, aHaJu3
CTPYKTYPHO-(PYHKIIMOHAIBHBIX B3aMMOCBSI3E IIpHU
OKCcUTeHHOM (oTocuHTe3e). MBI HageeMcs, 9YTO
JajibHeilee pa3BUTHE Halllel Moaean (HarpuMmep,
y4aet BiusHUS A@ [59] 1 naTepanbHOI reTeporeHHO-
CTU TWJIAKOMAHBIX MeMOpaH [30]) mMOo3BOJUT AeTaab-
Hee aHaJIM3UpOBaTh JUHAMUKY CIOXHBIX MHOTO-
(G aKTOPHBIX MPOIECCOB OKCUTEHHOTO (hOTOCUHTE3a
IIPY BEIPAIIMBAHUY PACTEHUI B M3MEHSIIOLINXCS yC-
JIOBUSIX OKpYXKalOIleil cpesl.

Nctounnku c¢unancuposanus. PadboTta mpo-
BOoAMIACh B paMKax TeMbl Hay4YHO-UCCJIEIOBa-
TeIbCKUX paboT dusmyeckoro ¢akynaprera MI'Y
nMeHu M. B. JlomoHocoBa «®Dusmueckue ocHO-
Bbl CTpOEHUSI, PYHKIIMOHUPOBAHUS U PEryJisi-
uuu o6uonoruueckux cucrtem» (I'ocpeructpanus
Ne 012004 085 35) u yacTuyHOM (UHAHCOBOIA IO -
nepxke ¢hoHaa «BoabHOE neno».

KondaukT naTepecoB. ABTOPHI 3asIBJISIIOT 00 OT-
CYTCTBUM KOHMJIMKTA UHTEPECOB.

CooTBercTBHE NpUHIUNAM 3TUKH. HacTosimasa
CTaThsl HE CONEPXKUT OMMCAHUS KaKUX-JIM0O ucce-
JOBAHUI ¢ yJacTHEM JIIOACH WU XUBOTHBIX B Kaye-
CTBE OOBEKTOB.
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Oxygenic Photosynthesis: Induction of Chlorophyll a Fluorescence
and Regulation of Electron Transport in Thylakoid Membranes In Silico

A. V. Vershubskii’, V. I. Priklonskii’, A. N. Tikhonov’ *
"Moscow Lomonosov State University, Faculty of Physics, Moscow, 119991 Russia
*e-mail: an_tikhonov@mail.ru

The paper describes an extended mathematical model for the regulation of the key stages of electron transfer in the

photosynthetic chain of electron transport (CET) and the associated processes of trans-thylakoid proton transfer and

ATP synthesis in chloroplasts. This model includes primary plastoquinone PQ,, associated with photosystem 2 (PS2),
and secondary plastoquinone PQj, exchanging with plastoquinone molecules that are part of the pool of electronic

carriers between PS2 and photosystem 1 (PS1). The model adequately describes the multiphase non-monotonic

curves of chlorophyll fluorescence induction and the kinetics of P, redox transformations (photoreaction center
PS1), plastoquinone, changes in ATP and pH concentrations in lumen (pH;,) and stroma (pH_,) depending on

the illuminating conditions of chloroplasts (variation in intensity and spectral composition of light). The results of
computer simulation are consistent with experimental data on the kinetics of photoinduced P, transformations in

the leaves of higher plants and the induction of chlorophyll a fluorescence. The obtained data are discussed in the

context of "short-term" mechanisms of pH-dependent regulation of electron transport in intact chloroplasts (non-
photochemical quenching of excitation in PS2 and activation of Calvin—Benson cycle reactions).

Keywords: chloroplasts, electron and proton transport, mathematical modeling
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MMPUITOXEHUE

B ocHoBe MomenmpoBaHUs 3JIEKTPOH- U IIPO-
TOH-TPAHCHOPTHHIX IIPOIECCOB B XJIOPOILIACTaX
HCITOJIB3YETCSI CCTeMa OOBIKHOBEHHBIX TUddepeH-
LIMaJIbHBIX YpaBHEHMIA, MPEIIOXKEeHHAs HAMU paHee

BEPIIYBCKWM u np.

[27—32, 55, 56]. Cucrema ypaBHeHuit (S1—S10)
OMUCHIBAET MOBEAECHUE IJEKTPOHHBIX MEPEHOCUM -
KOB, UBMEHEHUS KOHLIEHTPALIMI TPOTOHOB BHYTPU
TUJIaKouaa [Hi+] U B CTpOME [H(f] , UIBMEHEHUE KOH-
ueHTtpauuu ATP, BeigeneHue u moTpedaeHue MoJie-
KYJISIPHOT'O KMCJIOPOa.

@: @ X([ADN]—[ATP])xJ ., (1) — 0, xkcpc (NH],[ATP)), (S1)
d[NH] _ + N T INET ~
=k XHG I (INo =N [NH))— k- x[NH] )
— kng X[Hg 1x[PQIX[NH]—kcpc (NH],[ATP)),
N
d[i I_ ke (NH][ATP) —[N*1x{0.5k gy x ([Fd]y —[Fd])+ kg }+kng X [HS IX[QIx[NH],  (S3)
=] _ {kepq <[HE 1X[PQI+ ki XN 14 ko <[0; I} x ([ Fdly —[Fd]) -
dt (S4)
—Lyxkpa00 X[Fd]x([Pmo lo —[P;[)o]),
A0 _ 1 5s kit 1101 KOX1 X (IPQly ~[PQI)+
a2 o xR =10, 1 +hox s X ([Pcly —[Pel)+0.5x kgo x ([Fd]y —[Fd])|’ ®
d| P,
%: Ly xkp0 <[Fd1x([Prog T —[Prog1) — kpe x[Prog I ([Pl ~[Pel), (S6)
dg;c] =kox, x([Pcly —[Pc])x[0,]+ kpe x[Pro 1 ([Pcly —[Pc]) — o4 x ko (IPQL[Pe],[H 1), (S7)
$: 0.50¢ko([PQL[PeL,[H 1)+ 0.5k gy, ([PQI) —[PQI)[O,]1+kpq (IPQly —[PQI)[PQg]- .
~[PQIH{ [{knoINH]+0.5kgq (IFd]) —[Fd])+ kqg (IPQg ]y —[PQg 1)},
N kng X[NH]+kpq x ([Fd], —[Fd])+
X o X +
Ly([H{" ) x kpggo X([Paso]o —[nggo])
1 KoBo dHg]_ 2 . . (9)
(Ko +[HID?| dr 1 | Hone XTHS I (INo ] [N ] = [NH]) — k- x[NH]+ [
+kpo X[0,1%([Fd]y —[Fd])+ kcc (NH],[ATP]) +
et (1) — I pass () — (ADN] = [ATP])x J s 7p (1)
Lo KBy |dIHF]_ 2 ko X[y 1+ 2x 0y xkpo(IPQLIPeL[H D- 10
(K +[HD?] dt L |~ (6)— (IADN]—[ATP])x J ypp(f) '
Crexuomerpuueckue KoabbuimeHTsl o, = '/,  u dynkums L,(pH,) onmuchBaoT KOIUIECTBO KBaH-

1 ®,= 3/, XapaKTepU3yIoT MEPEHOC MTPOTOHOB Ye-
pe3 ATP-cunTasy u pacxon ATP u NADPH B peak-
uuax uukia Kanssuna—bencona [3]. [Tapamerp L,

TOB CBE€Ta, NONAaNA0IMUX B €AMHUILY BDEMEHU K pe-
aKLMOHHBIM LieHTpaM P,y u Py, cooTBETCTBEHHO.
BennuuHbl, OTMEYEHHBIE HIDKHUM UHIEKCOM «0»,
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CyThb MaKCHMAaJIbHbIE KOHLIEHTPAIlM COOTBETCTBY-
roux nepemeHHbIX. [N], 1 [ADN] — cymmapHbie
KoHueHTpauuu Bcex ¢popM NADP 1 aneHUHOBBIX
HYKJIEOTUJOB COOTBETCTBeHHO. KoHCcTaHTa 0y — 1o-
BEPXHOCTHAS TUIOTHOCTb b4 /f~-KOMIUIEKCOB B MEM-
OpaHe; Ky, 0, Kpggor Kpgs Kpes Kproos Krq» Kros Kens knus
k=5 ke M kyg — 9P dbeKTUBHBIE KOHCTAHTBI CKOPO-
CTeil peakluii, MOKa3aHHbIX Ha puc. 1.

(Ly / 2)|(1— Loy )[2—e MPHi—PKI o

(Ly / DI~ Ly )P PRI o

Ly(pH;)=

Koncrante &k, Ly u L, ;, — mapaMeTpbl MOZAETIN.
3aBucumocts L,(pH;) ot pH; umeeT curmounnHwlii
BUJI, ONIACKHIBAad yMEHbIIEHUE L, B uHTepBae or pH
8 (tne L,=Ly) nopH 4 (rne L, = L,L,;,)-

N _kS

min max N

l—i—exp{

kcpe (NHL[ATP]) =

ITepBblii MHOXMUTENDL B hopmyJie (S12) apasieTcs
¢yHkuueit bonbliMaHa, GEHOMEHOJIOTUYECKHU OTTH -
chiBaroleit pH-3aBucuMyIo akTuBaLnio GEepMEHTOB
IIKDB 3a cyeT (oTOMHAYLIMPOBAHHOTO 3alllelauynBa-
HUS cTpoMbl. IIpu ero BbIOOpe Mbl UCXOAWIU U3 JIN-
TepaTypPHBIX TaHHBIX 0 BIUSHUU pH cTpombl Ha ak-
TuBHOCTH muKia LIKB [3].

B xauectBe pyHKUMM J 7p(f) ObLIA UCTIOIB30BA-
Ha (GYHKILMSA, ONMCHIBAIOIIAA IIOTOK IIPOTOHOB Ye-
pe3 ATP-cunTasy,

[Hj](loAPH —1)

Jarp(t)=J )
ATP 0a+[Ho+](10ApH_|_B)

(S13)

rae J, — HopMUPOBOUHBINA KodhduuneHt. Koad-
¢ueHTH o U 3 B ypaBHeHuH (S13) onpenestorcs
3HayeHueM pK, mpoToHMpyeMOii rpynIibl U COOT-
HOIIIEHUEM 3(1)l§beKTI/IBHLIX KOHCTAaHT CKOpOCTeH k;
uk,; a=10""(1+k,/k) v p=k, /k . KoHcran-
THl k; U k, XxapakTepusyloT 3 HEKTUBHbIE CKOPO-
CTH IIepeHOCAa MOHOB BOIOpoma K A~ ¢ BHyTpeHHEH
Y BHEILIHEN CTOPOH TWJIAKOUAHOW MeMOpaHbl COOT-
BETCTBEHHO. YUUTHIBAsI, UYTO KUCJIOTHBIE TPYMIIHI A~
potopa ATP-cuHTa3bl MOTYT HAaXOAUTHCS B pa3HBIX
MOJIOXKEHUSX OTHOCUTEIBHO MEMOPAHHOM CyOBhenu-
HULBI @, 3HAYEHUsI KOHCTAHT k| U k,, BOOOILIEe rOBO-
psi, MOTYT paznuyaTbcsi. OTMETHUM, YTO OTHOIIIEHUE
B=k, / k aBigerca napaMeTpoM MOIEIN, KOTOPBII
BUOJOTMYECKME MEMBPAHBI
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L1t MozneIMpoBaHUs IPOLECCOB HEPOTOXUMMU--
YeCKOro TYLIEHU KOHCTaHTa L,, XxapakTepusylouias
41CJI0 KBAHTOB CBETA, MOMAAA0UIMX B €IUHULLY Bpe-
MeHU K Py, Oblna 3anana B Bune pynkuuu L,(pH;),
3aBucsLLei oT BennuuHbl pH;. TakuM crnocodbom Mbl
YUUTBIBAJIM, YTO NIPU 3aKUCJIEHUU JIIOMEHA MPOUC-
XOOUT ocnabiaeHne GOTOXMMUYECKON aKTUBHOCTU
OC2. Oynkuus L,(pH,) umeer cnenyromuii BULI:

pH; >pK

pH. <pK (S11)

ITorpedbnenue NADP u ATP B nukine KanbBu-
Ha—beHcoHa omickIBaeTcs B 0000IIeHHOM hopMe
dbyHKUMER, TPEMTOXEHHOM paHee [56].

[ATP]x[NH] sD)

OTpenensieT XapakTep 3aBUCUMOCTH MOTOKA TPO-
TOHOB OT TpaHCcMeMOpaHHoIT pasHocTi pH (ApH =

=pH,, — pH,,). [1pu onpeneneHHbIX 3HAUEHUSX Ta-

paMeTpoB o U B 3aBUCUMOCTD J,rp(f) oT ApH nmeer
BHJI CUTMOU/IBI, YTO OTpakaeT IOPOTOBBIN XapaKTep
pa6otel ATP-cunTassl. boiee monpoo6Hoe 000CHO-
BaHUe BbIOOpa (PyHKIIMI, OMUCHIBAIOIIUX TPAHC-
MeMOpaHHbIe IOTOKM IPOTOHOB, NpUBeACeHO B [55].

3HadyeHUs 3(PPEKTUBHBIX KOHCTAHT CKOPOCTE,
XapaKTepU3YIOIIUX pPa3IMYHble CTaluM MepPeHO-
ca anekTtpoHa o LIOT oT Bogopaculiemisionero
koMmIuiekca PC2 K pa3mmuHbM aknentopaM PCI,
BBIOMpAI Ha OCHOBAHUM JIMTEPATYPHBIX JAHHBIX
M0 KMHETHUKE YaCTHBIX pPeaKIMil 3JICKTPOHHOTO
TpaHCHOpTa Ha pa3nuuHbIX yyacTkax LIOT (tadxa. S1).
CoOTBETCTBYIOIIME KOHCTAHTHI CKOPOCTEi HAXOMmSIT-
¢S B TMana30oHax XapakKTepHbIX SKCIIEPUMEHTAIbHbIX
BpEMEH 3JIEKTPOH-TPAHCIOPTHHIX ITporeccoB. Jlrs
YTOYHEHUS 3HAYeHU 3¢ (EeKTUBHBIX KOHCTAHT, KC-
IOJIb30BAaHHBIX B Hallleil MOMIEIN, Mbl CPABHUBAJIU
pe3y/bTaThl PaCUyeTOB C SKCIIEPUMEHTAIbHBIMU JaH-
HBIMH, TTOJTYYeHHBIMU JUISI pa3IMIHBIX (POTOCUHTE-
TUYECKUX CUCTEM OKCUTEHHOTO THIIA (XJIOPOILIACTEI
BBICILIMX pacTeHMi, HMaHOOaKTepuu) (CM. TIoapo0-
Hee [56]). B xauecTBe KpuTepHs afieKBaTHOTO BbIOO-
pa KOHCTaHT CKOPOCTE MbI UCIOJIb30BAIN COLJIa-
CHe TEOPETUYECKUX KPUBBIX C 3KCIIEpUMEHTAJIbHBI-
MU 3HAYCHUSIMU CKOPOCTH ITepeHOCa 3JIEKTPOHOB
Ha ygacTke Mexny @C2 nu @Cl1, a Takke 3HAYECHUIN

2025



18

BEPIIYBCKUWM u np.

Ta6anua S1. XapakTtepHble BpeMeHa MPOMEXKYTOYHBIX OKUCIUTEIbHO-BOCCTAHOBUTEIBHBIX PEAKLIMIA TIPU TMIEPEHOCE
3JIEKTPOHA MO (POTOCHHTETUYECKOM LIEMU 3JIEKTPOHHOTO TpaHCIIOpTa

Cranus DddekTHBHAg KOHCTAHTa XapakTepHoe Bpemsi, Ty, C
repeHoca 3JeKTpoHa CKOpPOCTH MOETH SKCIIEPHMEHT
H,0 - Py, ku,o 104 107°—6 - 10
Pggo = PQ, Kpesoa 6-10° 6-10°
g ong 210 2107
Py, ~ Fd kpe Kproo 2104104 102—7 - 10°!
Fd > NADP ke Ky 102 210410
Fd- PQ kiq 210" 1027 - 107!
Fd- 0, ko, 9-107 2-102-7-107"
PQ; - PQ kgq 610 610

pH BHyTpuTHIaKouaHOroO npocrpancrtsa (pH;,) u pH
ctpomsl (pH, ) B MeTaboanuecKUX COCTOSAHUSAX 3
(ycnoBust uHTeHcMBHOro cuHTe3a ATP) u 4 (cocto-
sitHUE (DOTOCUHTETUIECKOTO KOHTPOJIS).

CoBokynHOCTb apaMmeTpos moaenu K, K, u B,,
B, xapaxkrepusylor Oy(depHble CBOICTBA CUCTEMBI
(cM. monpo6Hee paboTsl [27—-32, 55, 56]). 3necs K,
K, — KOHCTaHTBI PaBHOBECHS JJISI PEAKLIMU CBS3bI-
BaHUS IIPOTOHOB Oy(EepHBIMU I'PYIIIIaMM, HAXOIsI-
IIVMUCSI, COOTBETCTBEHHO, BHYTPU U CHAPYKM TH-
JJAKOUJOB MeMOpaHbl; B;, B, — KOHLEHTpAaLUU 3TUX
Oydepnbix rpynn. [Tapamerpst Mmonenu /, u [, xapak-
TePU3YIOT TOJIIINHY JTIOMEHA U PACCTOSTHUE MEXIY
TUJIAKOUIaMM TpaHbl. B Momenn npuHUMAanIock co-
otHoweHue / /I, = 0.1. BeIOOp 3TUX KOHCTAaHT 060-
CHOBaH B paborax [27—32, 55, 56].

B naHHOi1 paboTe BBeICHBI ABE HOBEIC ITIEPEMEH-
Hble — KOHILICHTpAallMM OKUCJICHHBIX MEPBUYHBIX
1 BTOpUYHBIX XMHOHOB ([PQ,], [PQg]), nocneno-
BaTeJIbHO MoJydyamwliue 3JeKTpoHbl oT PC2 u me-
penarolme ux MoJIeKy/IaM IJIACTOXMHOHOBOTO IIyJIa.
Hnsa yuera atux npouecco B @C2, comtacHo puc. 2,
cuctema auddepeHInaIbHbIX ypaBHeHU (S1—
S10) 6w1a paciminpeHa 3a c4eT gJoOaBIeHUS ypaB-
HEHUI, ONMCHIBAIOIIUX MOBEACHUE TEPEMEHHBIX

d[Pgg]
dt

d[PQ,] _
dt

[PQ,] m [PQg], cBA3aHHBIX C ypaBHEHUEM I
epeMEeHHOM’ [ngo] — KOHIIEHTpAaLMe OKUCIECH-
HBIX LEHTPOB Py, (MEpBUYHBII TOHOP 3JEKTPOHOB
B PC2). Py, OTHAET 3/IEKTPOH MOJIEKYJIE TUIACTO-
xuHoHa PQ,, ceszanHoro ¢ ®C2. BoccraHOBNEH-
Has moJiekyna PQ, oTnaer ayieKTpOH BTOPUYHOMY
maactoxuHoHy PQg (PQ; PQg — PQ,PQgp). Ilna-
CTOCEMUXMHOH PQj ocTaercs IJIOTHO CBSI3aHHBIM
¢ Qg-caiiTom 10 Tex Mop, MOKa BTOPOIl 2JEKTPOH,
nocrynawoiuii ot PQj, He o6ecnieunt odpa3oBaHue
MMOJIHOCTHIO BOCCTAHOBJIEHHOTO BTOPUYHOTO XHU-
HoHa (PQ; PQg » PQ, PQg) u He npousoiiner ero
MMPOTOHUPOBAHNUE 32 CUET MOMIOIIEHUS ABYX MPOTO-
HoB u3 ctpombl (PQg + 2HY , » PQyH,). Ckopocthb
repeHoca 371eKTpoHa ot PQ, K BTOpUYHOMY XMHO-
Hy PQp 3aBUCUT OT €ro OKMCIUTEIbHO-BOCCTaAHO-
BuTesbHOTO cocrostHus. Ilpu pH 6.5 mocrossHHas
BpemeHU okucieHus PQj cocrasisina 0.2—0.4 mc
co cBsizaHHbIM PQp 1 0.6—0.8 Mc co cBsI3aHHBIM
PQg. Korna PQjg-caiit cBo60oneH, monexyna PQ us
yJia TJIaCTOXWHOHA JOJDKHA CHavaja CBS3bIBAThCH,
XapakTepHOE BpeMd MepeHoca 3JIeKTpoHa oT PQj
K PQgu obpasosanua PQyzH, cocrasnser oxkoo 2-3
Mc. BocctanosnenHnas monekyna PQgzH, nucconu-
npyeT oT @C2 B 06MeH Ha OKUCIEHHYIO MOJIEKYTY
PQ niacToxmHOHOBOTO Iyna.

= Ly([H{ 1) x kpggoa X [HE 1x[PQa 1 ([Psso lo — [Pgso ) — Kit,0 [ Pefo]. (S13)

kag X([PQA]O —[PQA])X[PQB]+kAP6go X([PQA]() _[PQA])X[ng%O]_

(S14)

—Lz(HiJr)X kpegon ¥ ([P680 lo— [PG—EO]) X[PQal,

BUOJIOTUYECKHWE MEMBPAHBLI Ttom42  Nel 2025
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d[PQg]
dt

—kop %([PQly —[PQI)x[PQg].

= kg X[Hy 1x([PQgly ~[PQg1)x[PQ]—0.5xkzp x(IPQ4 Iy ~[PQA1)x[PQp]—

(S15)

B ypaBHenusix (S14) u (S15) nmepeMeHHble — 3(p(DEKTUBHBIE KOHCTAaHTHI CKOPOCTEH COOTBET-

[PQ,] 1 [PQg] — cyTb OTHOCUTENbHBIE KOHLIEH-
Tpalliy OKMCJICHHBIX XUHOHOB, CBSI3aHHBIX ¢ P C2,
[PQ] — oTHOCUTenbHAd KOHIIEHTPAIIST OKHUCIICH-
Horo PQ nyna, [Hj)”] — KOHILICHTpALXs IPOTOHOB
B cTpoMe. [TOCTOSHHbBIE BETUIMHBI kg, ko ¥ Kpggoa

BUOJIOTUYECKUNWE MEMBPAHBLI

TOM 42
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CTBYIOIINX peakiuii. KOHCTaHTBI Kop M Kpggop 000-
3HA4aloT COOTBETCTBYIOIINE UM OOPaTHBIE PEAKIIUH.
KoHCTaHTBI, OTMEUEHHBIE HUXKHUM UHIEKCOM «0»,
CYTb MaKCUMaJIbHblE KOHLEHTPALUA COOTBETCTBY-
IOILUX NTEPEMEHHBIX.
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