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Marematiueckoe MOJEIMPOBAaHUE — OCHOBA Ul aHAIM3a PErysiiuud (OTOCHHTETHYECKOTO Iie-
peHoca 3JIeKTPOHOB B XJOpoIiacTax. B IaHHOH cTraThe NaH KpaTKHi 0030p HAIIMX KOMITBIOTEPHBIX
MozeJell OKCUTEHHOTo (poToCHHTE3a B KOHTEKCTEe pH-3aBUCHMOIl peryisiiiny 3IeKTPOHHOTO TPAHCTIOP-
Ta B XJIOPOIUIACTaX BbICIIMX pacTeHui. [IpoaHanu3upoBaHbl albTepHATUBHBIE ITYTH MEpeHoca dJeK-
TPOHOB, MPAHCTUIAKOUAHBIM TpaHcmopT MpoToHOB U cuHTe3 ATP. PaccmarpuBaroTcsi MeXaHU3MBI
pH-3aBHUCHMOro KOHTPOJIS HEUMKINYECKOTO MEepeHoca JEKTPOHOB M aKTUBAIMM Lukia KanbBuHa-—
Bbencona (UKB). MonenupoBanue mpoueccoB 3IEKTPOHHOTO M IPOTOHHOTO TPaHCIOPTa B (POTOCHH-
TETHYECKUX CHUCTEMaxX OKCUTEHHOTO THIIA, ONMUCHIBAEMOE B HACTOSIIEH paboTe, aJeKBaTHO OTpakaeT
KMHETHKY PEOKC-TIPEBPAIEHUH P\ . MIIACTOXUHOHA, ITACTOUUAHNHA, PEPPENOKCHHA U IPYTHX JIIEK-
TPOHHBIX MEPEHOCUYHKOB, a TaKke (POTOMHAYIHPOBaHHbIe n3MeHeHus: pH B momene u B ctpome. [Ipo-
aHAJIM3UPOBAH BKIIAJ] aJbTEPHATUBHBIX MyTEH JIEKTPOHHOTO TPAHCIIOPTa Ha MPOLECCH 3JEKTPOHHOTO
U IPOTOHHOTO TpaHcmopTa. [lodydeHbl KMHETHYeCKUEe KpUBBIC, WILTIOCTPUPYIOIIKE Ipouecch (HoTo-
CHUHTETHYECKOTOB KOHTPOJIS B aJallTUPOBAHHBIX K TEMHOTE MHTAKTHBIX XJIOpoIUIacTax (MPpH HU3KOMI
HavanpHO# aktuBHOCTH LIKDB).
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Mathematical modeling is the basis for analyzing the regulation of photosynthetic electron
transport in chloroplasts. This article provides a brief overview of our models of oxygenic
photosynthesis in the context of the pH-dependent regulation of electron transport in chloroplasts.
Alternative electron transport routes, transthylakoid proton transport, and ATP synthesis are analyzed.
The models consider the mechanisms of pH-dependent control of electron transfer and activation
of the Calvin—Benson cycle. Kinetic curves illustrating the processes of photosynthesis control in
chloroplasts adapted to darkness (low initial Calvin—Benson cycle activity) have been obtained. The
mathematical modeling of electron and proton transport processes in oxygenic photosynthetic systems
performed in this work has made it possible to adequately describe the kinetics of redox transformations
of P, plastoquinone, plastocyanin, ferredoxin, and other electron carriers, as well as photoinduced
pH changes in the lumen and stroma, and to analyze the contribution of alternative electron transport
routes to electron and proton transport processes.
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1. BBenenue

CorlacHO COBPEMEHHBIM IPEZCTaBICHUSIM (DOTOCHHTE3 MPEACTaBIsIeT co00i psan poToduznye-
CKUX W OMOXMMHYECKUX MPOIIECCOB, B PE3yJbTaTe KOTOPHIX PACTEHHS 3a CYET SHEPIHH COJHEYHOTO
CBETa CHHTE3UPYIOT YINIEBOJbI (caxapa). MHOTOYHMCICHHBIE cTaauu (POTOCHUHTE3a MPHUHSITO Pa3ieisiTh
Ha JBe OOJBIINE IPYIIIBI TPOIIECCOB — CBETOBBIC M TEMHOBBIC cTamuu (otocuHTe3a [Edwards, Walker,
1983]. CBeToBbIMHU cTanusAMHU (POTOCHHTE3a NMPHUHITO Ha3bIBaTh COBOKYITHOCTH IPOIIECCOB, B PE3yilb-
TaTe KOTOPBIX 3a CYET PHEPTUU CBETa CHHTE3UPYIOTCS MOJEKYIbI ageHo3uHTpudocdara (ATP) u mpo-
UCXOIUT 00pa30BaHUE BOCCTAHOBIICHHOTO HUKOTHMHaMUAaaeHUHIUHYKIeoTH (ochara (NADPH) —
COGIIMHEHUS, 00JIaJafoIIero BHICOKMM BOCCTAaHOBHUTEIBHBIM TOTeHIHanoM. Momnekynsl ATP BeimonHsi-
I0T POJIh YHUBEPCATHHOTO MCTOYHUKA YHEPTHH B KICTKE. DHEPTUS MAKPOIPTUUECKUX (TO €CTh OOTaThIX
sHeprueit) gocdaTHbIx cBsazeir Monekynbl ATP, kak H3BECTHO, HCIIONB3YETCsI B OONBIIMHCTBE OHOXU-
MHUUYECKHUX MpoleccoB, noTpedmstomux suHepruto [Skulachev et al., 2012]. Baxneiieil 0coOEHHOCTHIO
paboThl (POTOCHHTETHYECKOTO arapara sBISAIOTCS BBICOKas d(PPEKTHBHOCTH TPpeoOpa3oBaHus YHEPTUH
COJJHEYHOTO CBETa, YMEHHE (POTOCHHTETUYECKHX CHUCTEM aJallTUPOBATHCS K W3MEHSIONIMMCS yCIOBHU-
sIM BHEIITHEW CpeJibl U 3allMIIaTh ce0sl OT pa3InYHbIX HEONAronpusTHbIX Bo3aercTeuil [Horton, 2012].
[Ipexe yeM MpHUCTYNUTH K OOCYKJISHHIO KOHKPETHBIX MEXaHW3MOB PETYIISIIUN CBETOBBIX CTaAHN (oO-
TOCHHTE3a, KPaTKO HATIOMHUM, KaK YCTPOEHa IIeMb MEePEHOCa AIIEKTPOHOB B XJIOPOIIACTaX U KaKUM
o0pazom ee (hyHKIHMOHHpOBaHUE obecrieunBaeT cuHTe3 ATP.

®DOTOCUHTE3 HAYMHACTCS C MOMIOMICHUS KBAHTOB CBETA CBETOCOOMPAIONINMH AHTCHHBIMUA KOM-
ruiekcamu. CBeTocoOuparolasi aHTeHHA MPEACTaBIsIeT cO00 MaKpOMOJIEKYISIPHBIA KOMILIEKC, Mpel-
Ha3Ha4YeHHbIA U1 3¢ pexTuBHOrO ynaBnuBanus ceeta [Blankenship, 2002]. B xmopomnactax aHTeH-
HBI KOMITJIEKC COIEPKUT OOJBIIOE YUCIO (JI0 HECKOIBKHX COTEH) MOJIEKYJ XJIOpO(HIIIa M HEKOTOpOe
KOJTMYECTBO BCIIOMOTATENbHBIX MUTMEHTOB (KapOTHHOWIOB), TIPOUHO CBS3aHHBIX C OCNKOM. Y pacrte-
HUIl OCHOBHBIMH CBETOCOOMPAIOIIUMH IMUTMEHTAMH CITy)KaT MOJIEKYIbl XJOpohmia ¢ U XJIOpOQHII-
Ja b, TOVIOIAIOIIMEe BUAUMBIA cBeT ¢ JuHOW BOMHBI A < 700-730 uM. M30mupoBaHHBIC MOJICKYITBI
XJOpOo(UIIa MOTIOMAI0T CBET JIMIIb B ABYX CPaBHUTCIBHO Y3KHX IOJIOCAX CONHEYHOTO CIEKTpa —
mpu A = 660-680 uM (kpacHblid cBeT) U A =~ 430-450 M (YIBTPadHOICTOBBIA CBET), YTO, pa3yMe-
ercsi, orpaHuuuBaeT 3(Q(EKTUBHOCTh HCIIONB30BAHUS BCErO CICKTPA COJIHEUHOTO CBETA, MaJaroIlero
Ha 3eJeHbIi JcT. OJJHAKO CIIeKTPabHBINA COCTaB CBETA, MOMIOIAEMOTr0 CBETOCOOMpatoIIell aHTEeHHOMH,
B JICHCTBUTEILHOCTH 3HAYUTENHHO mupe. OOBICHICTCS 3TO TEM, UYTO CIIEKTP TMOINOIICHUS arperupo-
BaHHBIX (hopM xytopoduiia, BXOAAIIMX B COCTaB CBETOCOOMpAIOIIel aHTSHHBI, CIIBUTAETCS B CTOPOHY
6onpmmx quH BoMH. Kpome 3TOro, Hapsay ¢ XJIOopoQHIIOM B CBETOCOOMPAIONIYIO aHTCHHY BXOIST
BCIIOMOTaTeNbHbIE TTUTMEHTHI, KOTOPhIE YBETUYMBAIOT 3PPEKTUBHOCTh CBETOCOOpa 3a CYET TOTO, YTO
OHH TIOIJIOIIAIOT CBET B TE€X OONACTAX CHEKTPa, B KOTOPBIX CPABHUTEIHHO CJIA00 TOIVIOMIAIOT CBET
MOJIEKYITBI XJIOPO(HIIa — OCHOBHOTO ITMTMEHTa CBETOCOOMPAIOIEH aHTeHHBI. Y PacTeHUH BCIIOMOTa-
TEIHHBIMH MTUTMEHTAMU SIBIITIOTCS KaPOTHHOMIBI, ITOTJIOMIAOIINE CBET B 00NacTH A ~ 450-480 HM.

VY OKcHUTeHHBIX (POTOCHHTE3MPYIOIIUX OPraHU3MOB (PacTeHUH, BOJOPOCIEH, IHMaHOOAKTEpHil)
UMEIOTCS J1Ba MMUTMEHT-OeIKOBhIX Komruiekca — ¢orocuctembl | u I (OCI u DPCII), comeprkantue
peakuuoHHbIe HEHTPBI P U P, B KOTOPBIX MPOUCXOAUT IEPBUYHOC pasieincHue 3apsnoB. Poro-
XUMHYECKUH PEaKIMOHHBIN LEHTP MpeNcTaBisieT co0oil 0colOyro mapy (IuMep) MOJEKYN XJIOpOQHII-
713, KOTOPBIC BBIMONHSIIOT POJIb JIOBYIIKK YHEPTUH BO3OYXIACHMUSI, OIy>KIAIOIIETO M0 MTUTMEHTHOW MaT-
puIe cBetocoOMparomeil aHTeHHBI. DHEprus BO30YXIIEHHBIX ITMTMEHTOB IEPENaeTcss pPeaKIMOHHBIM
uenrpam P o u P, MHMIMUpYs pasnenenus 3apAnoB U GyHKIMOHMPOBAHUE LEMH TEPEHOCA DIIEK-
TpoHOB. OT BO30YXkIEHHBIX HEHTPOB P, 1 P o) IMEKTPOHBI MOCTYNAIOT K aKIENTOPaM 3JIEKTPOHOB,
a 3aTeM TEePEHOCITCS MO AMEeKTpoH-TpaHcHopTHOH nenu (DTLL), obecrieunBasi HAKOIUICHUE SHEPTUU
B BUJC BOoCCTaHOBICHHBIX Moyiekyl NADPH — koneunoro akmentopa asnekrpoHoB B ®CI [Edwards,
Walker, 1983; Blankenship, 2002; Skulachev et al., 2012]. FicTOUHUKOM 3JIEKTPOHOB JUIsi BOCCTAHOB-
neunst NADP' 1o NADPH sBISAIOTCST MOJICKYJIBI BOJIBI, OKHCIIIEMBIC KOMITIIEKCOM PACIIEIUICHUS BOJBI
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B OCII. Oxkucnenue HZO MPUBOIUT K BBIJICTICHUIO MOJICKYJISIPHOTO KHCIIOPOAa O2 U BBICBOOOKICHUIO
HOHOB Bojopona B momeH (H,O — 2e™ + 2H" + %02). Takum oOpa3om, QyHKUMOHUPYS B TaHIEME,
OCII u OCI obecrieurBarOT MEPEHOC NIEKTPOHOB OT MOJICKYJBI BOABI K OKHUCIICHHBIM PEaKITHOHHBIM
uentpam (orocucrembl I (P7,)) 10 1myTH, BKIHOYAIOMIMM I1yJ [JIACTOXUHOHA, KOMIUIEKC HUTOXPOMA
(Cyt) b [ v nnacrouuaHuH [Witt, 1979; Haehnel, 1984; Tikhonov, 2018; Johnson, 2025].

B peakmonnom nentpe @CII 0HOAEKTPOHHBIE, IBYX3JIEKTPOHHBIE (COMPSKEHHBIE C 3aXBaTOM
JIByX NMPOTOHOB M3 BOJHOM CTpoMaibHOM (asel ¢ oOpasoBanuem PQH,) 1 ueThipexanekTpoHHbIe (co-
MIPOBOXKJIAIOIINECS BBHICBOOOXKICHUEM YETHIPEX MPOTOHOB B JIFOMEH B XO€ OKHCICHHsS BOJBI) IpoLec-
CBI HaXOJATCSI B TECHOM (DYHKIIMOHAIILHOM COTpsDKeHHH. HapyieHrne 3TuX 3B€HbEB MOXKET MTPUBOIUTH
K 61okupoBanuio padorsl @CII. Hapymierne 3Toro conpsiKeHnuss MOKET UMETh MECTO MPH Pa3IMIHBIX
a0MOTHYECKUX CTPECCOBBIX BO3ACUCTBUSX. YKa3aHHOE COIPSDKEHHE SBISETCS BaYKHBIM JIEMEHTOM KO-
OpJIMHAIIMH IIPOIECCOB MTepeHO0Cca MEeKTPOHOB H MPOoToHOB B DCII 1, BEposATHO, UTpaeT CyIeCTBEHHYIO
poib B peryasauuu 3(p(ekTHBHOCTH IMepeHoca 3apAg0B M aJanTalud (OTOCHHTETHYECKOTO arapa-
Ta K U3MEHSIOMUMCS yenoBusaM cpensl [Shinkarev, Wright, 1993]. ®oropeaknnonnsie neHTpbl OCI
BOCCTAHOBIIMBAIOT MOJeKyIbl peppenokcuna (Fd* + e~ — Fd); or BoccTaHOBIEHHBIX MOJIEKYI Beppe-
nokcuana (Fd) snextponsr nmepenocsarcs Ha NADP* — koHeuHbIH akmenTop smekrporos B OCIL.

DeppeoKCHH, PacTIOJIOKEHHbIN Ha akientopHoi cropoHe PCI, HaxoquTCca Ha NepecedeHun
myTed B menu snekTpoHHoro tpancropra (OTLl) m moroMy WrpaeTr KIIIOUeBYIO pOIb B pacrpere-
JICHUW DBJIEKTPOHOB IO AJIBTEPHATUBHBIM IyTAM 3JIEKTPOHHOTO TPAHCIIOPTAa Ha aKIENTOPHOW CTO-
pore ®CI [Buchanan, 1980]. 3a cueT 3TOro momIep>KUBaeTCsS ONTHMAIBHOE OKHCIHUTEIBHO-BOCCTA-
HOBUTENILHOE COCTOSIHUE TIEPEHOCUYHMKOB IEKTPOHOB M obecneunBaercs: otHouienue ATP/NADPH, orm-
tuMansHOe st pyHknuonuposanus L[KB [Buchanan, 1984; Allen, 2003]. OcHOBHBIC ITyTH OTTOKA
anektpoHoB ot DCI crenyromue: (1) Hermukmuaeckuiét myTh (HOT), cBA3aHHBIN ¢ BOCCTaHOBJICHU-
em NADP*; (2) uuknnueckuii Tpancnopt 1ektpoHoB Bokpyr ®CI (LIDT) [Bendall, Manasse, 1995;
Allen, 2003]; (3) unkn «Boja—Boaa», B KoTopoM aiekrponbl o1 OCI Boccranasmusaor O, 1o H,O
(peakist Menepa) [Asada, 1999]. Boccranosiennsie Monekyibl Fd oraator snekrporst NADP* uepes
deppenokcua-HA JId-penykrazy (FNR), mommepkuBasi Tak Ha3bIBAEMBIH HEIUKIUICCKUN DJICKTPOH-
ueiii Tpancnopr (HOT): H,O — ®CII —» ®CI — FNR — NADP"/NADPH. AnsrepHaTuBHBIH
nyTh okucieHus Fd cBszan ¢ mepenocom snekrpoHoB oT Fd B IIOT Ha ypoBHE myna miiacTOXHHO-
na PQ/PQH, [Joliot, Joliot, 2002; Shikanai, Yamamoto, 2017]. Monekyinbl Fd MoryT Takxe CiyuTh
JIOHOpaMH DJIEKTPOHOB ISl MOJIEKYJISIPHOTO KUCIIopoja (peakuus Menepa) u/vim Juis BOCCTaHOBIICHHS
tuopenokcrHa (ThR) [Buchanan, 1984; Nikkanen, Rintamaki, 2019]. Peakuust Menepa npenorBpa-
IIaeT «IIepeBOCCTAaHOBICHUE» akienTopHor cropoHsl OCI, TeM cambiM cTUMYHpPYs (HYHKIIMOHHPOBA-
aue ®CI u HOT [Shimakawa et al., 2016].

CTpyKTypHBIE 0COOCHHOCTH XJIOPOILIACTOB BKIIIOUAIOT B CeOsl HEPABHOMEPHOE pacipeieiecHHeM
ANEKTPOH-TPAHCIIOPTHBIX KoMILIeKcoB u ATP-cuHTa3bl BAONE JaTepaibHO HEOTHOPOIHBIX THIIAKOW/I-
HBIX MeMOpaH. IT0 0cOOCHHOCTh (DOTOCHHTETHUYECKOTO alliapaTa XapakTepHa JJisl XJIOpOIIacTOB BbIC-
mux pactenuit [Kirchhoff et al., 2017; Wood et al., 2018; Stachelin, Paolillo, 2020; Tikhonov, 2021].

DOTOMHAYIIMPOBAHHBINA 3MEKTPOHHBINA TPAHCIOPT OOECIEUUBACT CO3JAHHUE MPAHCTUIAKOUIHON
Pa3sHOCTH /IEKTPOXMMHUYCCKUX MOTCHIHANA IPOTOHOB Ayl . = (/JH+ )in - (,uw)out. OcgeleHne MpuBo-
JIUT K 3aKUCIICHUIO JTIOMEHA (BHYTPUTHIIAKOUIHBIX KOMIAPTMEHTOB XJIOPOIUIACTOB) U 3allleIaduBaHUIO
CTPOMBI (IIPOCTPAHCTBA MEX/y THIAKOMIAMU M OOOJOYKOW XIIOpoIuiacta). Auy,, CIy)KUT JBHXKYLICH
cwioit juist padbotel ATP-cunTassl (cM. 0030psl [Pomanosckuii, Tuxonos, 2010; Junge, Nelson, 2015;
Kiihlbrandt, 2019]). O6a komnonenTa Ay, . — TpancTHIaKonaHas passocts ApH = pH,, —pH; u pas-
HOCTB SJIEKTPUYECKHUX HOTCHUHANOB Ay = ¢ — — SHEpreTHueckyu obecneunsaior padory ATP-cuH-
Ta3pl, o0ecnieunsas cunte3 ATP us ADP u oprodocdara (P.) [Cruz et al., 2004; Soga et al., 2012].

[ToMUMO SHEPreTUYECKON POJIH, IPOLECCHI CBETOMH/IYIUPOBAHHOTO 3aKucieHus momena (pH, |)
U 3amenaynBanue cTpombl (pH , T) cBA3aHBEI ¢ perynsnuen 3J€KTPOHHOIO TPAHCIOPTa B XJIOPOILIA-
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CTax, KOTOpble 00eCIIeYnBaIOT YCTOWYMBOCTh M JKM3HECMOCOOHOCTh PAacTeHUI B YCIOBHUSAX aOHMOTHYe-
ckoro crpecca [Horton, 2012]. Oqun 13 MEXaHU3MOB PETYIISIIIMKA — paclpeieIeHHe CBETOBOW 3HEPTrUu
Mexay @CI u OCII, koropoe perymupyercsi oopaTuMbIM (HochOpUIUPOBAaHUEM OCITKOB CBETOCOOM-
paromieii anteHHsl OCIL [Allen, 1992; Kono, Terashima, 2014]. JIpyroli mMexaHu3M CBsi3aH CO CHH-
keHneM (oroxumudeckoil aktuBHOCTH DCII, BBI3BaHHBIM JTOCTATOYHO CHIIBHBIM 3aKHCIIEHHEM JTIO-
MeHa. DJTO sBI€HHE M3BECTHO Kak HedoTtoxummueckoe Tymienune (HPT) Bo3OyxneHus xiopoduiiia
(Chl) [Demmig-Adams et al., 2014; Ruban, 2016; Murchie, Ruban, 2020]. ITotok 31ekTporoB ot ®CII
K OCI sBisieTcss y3KUM MECTOM B IIENIH NTepeHoca 3JIEKTPOHOB OT KoMIuIekca paciieruienus Boasl OCII
kK NADP*. Okucnenne PQH, HUTOXPOMHBIM KOMILIEKCOM b f 3aMEIAETCSA NPH 3aKMCIICHUH JIIOMe-
Ha [Rumberg, Siggel, 1969; Jarvi et al., 2013; Tikhonov, 2016]. Heuukinnueckuii iepeHOC 31EKTPOHOB
(H,0 — ©CII - ®CI - FNR — NADP*/NADPH) yckopsiercst npu 3aIlelaqynBaHuN CTPOMBI 3
cuer akTuBanuu ukia Kamseuaa — bercona (LIKB) [Buchanan, 1984; Balsera et al., 2016].

Maremaruyeckoe MoJeIupoBaHre — 3(P(EKTUBHBIM HHCTPYMEHT JUIsl aHAJIM3a MEXaHHU3MOB
pH-3aBHCHMO# perynsaiuu mporeccoB GoTocuHTe3a B Xyoporutacrax [Lazar, 2009; Laisk et al., 2009;
Rubin, Riznichenko, 2014; tup6er u ap., 2014; Tikhonov, Vershubskii, 2014; Stirbet, Govindjee,
2016]. B Hammx cTaThsAX JAaHHOH CEpHH IyOIHKAIIUH 00OOICHBI PE3yIbTaThl HATUX TEOPETHUCCKUX
MCCIICIOBAHUN PETYJSIIUK MPOLECCOB MEPEHOCa MIEKTPOHOB U MPOTOHOB B Xjoporuiactax [Tikhonov,
Vershubskii, 2014; Tikhonov, Vershubskii, 2020; Bepmryockuii u np., 2025; Bepuryockuii, THXOHOB,
2025; Vershubskii et al., 2011; Vershubskii et al., 2017]. B ocHOBe 3TOro — KOMITBIOTEPHOE MOJICIIH-
pOBaHHE OCHOBHBIX IPOIIECCOB AIEKTPOHHOTO W MPOTOHHOTO TPAaHCIOPTa B XJIopoluiacTax. Bzammo-
JIEHCTBHE AIIEKTPOHHBIX MEPEHOCYHKOB OITUCHIBAETCS C MTOMOIIBIO CHCTEMBI TU(PepeHIIHaTbHBIX ypaB-
Henuit (OLY). Pe3ynbrarel pacyeToB CpaBHHBAIOTCS C 3KCIIEPUMEHTAIBHBIMU JIaHHBIMH O KHMHETHKE
penokc-npespaienui P, 1 BoccTaHOBICHHM/OKUCIEHUH TTyna TiactoxuHona PQ/PQH,. B konrexk-
cte mpobneMbl pH-3aBUCHMOM PEryssIuu IEKTPOHHOTO TPAHCIOPTa MBI OMUCHIBaeM romeocras pH
B JIIOMEHE ¥ CTPOME XJIOPOILIACTOB MPHU PA3INYHBIX META0OINYECKIX COCTOSHHSIX.

Hmxe mpeacraBieHbl pacyeTHbIC JNAHHBIC [0 KHHETHKE PEAOKC-MPEBpAeHUd P, ). MIacToxu-
HoHa (PQ), mnactormanuna (Pc), deppemokcuna (Fd) m apyrux sieKTpOHHBIX MEPEHOCYUKOB, a TaK-
ke Qorounmynuposanusie usmenenns pH B momene (pH, ) u B crpome (pH,, ). TIpoanannsnposan
BKJIaJl aJIbTEPHATUBHBIX ITyTEH AJIEKTPOHHOTO TPAHCIOPTA B MPOLECCHl AIEKTPOHHOTO M MPOTOHHOIO
TPaHCIIOpTa B paMKax pa3paOOTaHHOW HAMHU paHEe PacUIMPEHHON MOIEIM PEryJSLUH 3JIEKTPOHHOTO
TPAHCIIOPTA, KOTOPas BKIHOYAECT NMEPBUYHbBIA M1acTOXuHOH (PQ, ), csasannbiii ¢ ®CII, n Bropu4HbId
1acToxuHoH (PQp), KOTOpbI OOMEHMBAETCSA ¢ MOJIEKYJIaMH IUIACTOXUHOHOBOTO Tyna mexay PCII
u ®CI. B mozmenn yuuThIBaIOTCS Takke M3MeHeHus koHueHTpauuu ATP, pH B mromene u B ctpome
B 3aBHCHMOCTH OT MHTEHCUBHOCTHU U CHEKTPAIbHOIO COCTaBa CBETA.

2. Onucanmne Moaejan

2.1. dnekmponnslit mpancnopm

Ha puc. 1 cxemaTnyHO M300paskeHBI IMyTH JIEKTPOHHOTO MEPEeHOCa, PACCMOTPEHHBIE B HAIUX
padorax [Tikhonov, Vershubskii, 2014; Tikhonov, Vershubskii, 2020; Bepuryockuii u ap., 2025; Bep-
mryockui, Tuxonos, 2025; Vershubskii et al., 2011; Vershubskii et al., 2017]. PaccmaTpuBaeTcst moTokx
anekTpoHoB Mexay PCII u OCI, xoropslit obecreunBaeTcs MOOMIBHBIMU NMEPEHOCUUKAMHU 3JIEKTPO-
HOB — miacToxuHonoM (PQH,) n nnactonmanunom (Pc). Monekynsl okucientoro deppenokcuna (Fd™)
BBIMOJIHSOT POJIb aKIETITOPOB, MPUHUMAOIIUX AeKTpoHbI 0T ®CI. PaccMaTpuBaroTCst ClieyroIue my-
TH TIEPEHOCA IEKTPOHOB OT OKUCIEHHOTO (heppenokcruHa: 1) HEMUKIMYECKUH SIeKTPOHHBINA TPAHCIIOPT
(HOT) or ®CII k ®CI u manee k NADP™ (uepes Fd*/Fd-mys, snexTpoHHbIi MOTOK Jypp); 2) HMKIH-
yeckuii nepeHoc snekrporoB (LI3T) Bokpyr OCI (Jpp). HOT obecneunsaer obpazosanne NADPH
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H* — NADP*/NADPH

hv, Crpoma, keq kpx | 2¢7 (HIT)
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Fd*/Fd —  °
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Puc. 1. Ilpouecchl mepeHoca JIEKTPOHOB U NMPOTOHOB B pamkax monenu. O6osnauenus: Py, u P,y — doro-
cuctemsl [ u Il coorBeTcTBeHHO; HOT — HemMKINYeCcKHit mepeHoc AekTpoHoB; [[DT — nmukimueckuii mepeHoc
s1ekTpoHoB. Fd — dpeppenoxcnn; PQ u PQH, — nmactoxuuon u miactoxunon; PQ, 1 PQ, — MoseKybl miacTo-
xuHOHa, cBs3anHbie ¢ DCII. Ha nuarpamme nokasanbl 3HaYeHUS 3(Q(OEKTUBHBIX KOHCTAHT PEAKIMN YACTHIHOTO
MEPEHOCA AICKTPOHOB. DT KOHCTAHTHI BAPbUPOBAIUCH YIS MOJCITUPOBAHUS KHHETHKH MPOLECCOB (TOAPOOHO-
ctu cM. B TekcTe). [lapamerpsl L, u L, 00603Ha4aroT IOTOKKM KBaHTOB cBeTa, Bo3Oysxaaromux @CI u OCIIL. B sroit
pabote 3HaYeHUs KOHCTAHT CKOPOCTH, YKa3aHHBIC Ha PUCYHKE, OBLTH TaKUMH K€, KaK U B cTaThe |BeprryOckuii,
TuxoHoB, 2025]

Onaroxaps mocrymenuto snekrporos or OCII (H,O0 — PSII - PQ — byf — PSI - Fd —
— NADP*/NADPH). IMapamiensao ¢ H3T Mbl yuuThiBaeM HUKIHYECKHiA TiepHOC 31ekTporoB (I[DT)
Bokpyr DCI, mpy KOTOPOH MEKTPOHBI OT BOCCTAHOBJIEHHBIX MOJIeKyll Fd Bo3BpamaroTcs B 1iemns mnepe-
Hoca 71ekTpoHoB Mexkay PCII u OCI na yposHe miactoxunonosoro myna (PQ/PQH,) [Bepury6ekuit
u 1ap., 2025].

ATBTepHAaTHBHBIE TyTH OKUCIIEHUS (peppeloKCHHA BKJIIOYAIOT B ce0sl MEPEHOC AIIEKTPOHOB Ha
MOJICKYIISIpHBIH Kucaopon (J,,) 1 Ha THopenokcut (Jp,). Boccranosinennbiii Tuopenokeut (ThRH,)
CIIy’)KUT MOAYJSATOPOM aKTUBHOCTH ATP-CHHTa3bl M pPeryisaTopoM TPaHCIOPTA JIEKTPOHOB Ha aKIleN-
TopHoil cropore DCI (mogpoOHOE MOAETUPOBAHUE ITHX MPOIECCOB OMHUCAHO B pabore [BepuryOckuii
u 1p., 2018]). AnbTepHaTHBHBIN MyTh ABMKCHUS 3JICKTPOHOB, PEaTH3YEMBIH 3a CUET IEPEHOCA DIIEKTPO-
HoB or Fd™ x O, (peakuus Mesepa), 00ecrneunBaeT MCEBAOUUKINYECKUH MY Th IBUKEHHS SICKTPOHOB
or ®CI (ITIDT) [Mehler, 1951; Asada, 1999; Foyer, Noctor, 2000]. Cynepokcuansle pamukaisl O3,
MOSIBJISIFOIMECS] B pe3yibTare peakiuu Merepa, pearupyroT Ipyr ¢ APYroM, odpa3ysl IMepeoKCH]| BO-
nopona (H,0,) u monekynsapusrii kuciopon (205~ + 2H™ — H,0, + O,); monekyner H,O, B cBoto
OYEepe/Ib PA3NaraloTCss Ha MOJEKYISpHBIA Kucnopon O, u Bomay. B pesysnbrare aBa SI€KTPOHA OT MO-
nekynbl Bozibl, okucienHod B OCII, nepexonsar Ha kuciaopoa O,; KOHEYHBIM MPOLYKTOM 3TOIO LUK
SIBIIICTCST MOJICKYJIa BOIBI (IIUKII «BOJA —BOIAY: HZO — PSII —- PSI — ()2 — HZO).

Otrok anekrponos or ®CI k tuopenokcuny (ThR + 2e” + 2H" — ThRH,) npuBoaut x 06-
pa3soBaHMIO BOCCTaHOBJIEHHOTO THopenokcuna (ThRH,) — menmaropa sneKTpOHHOTO IEpeHoca, Ko-
TOPBIA yckopsieT padbory ATP-cunTasel m crumymupyer padory LIKB [Nikkanen, Rintamaki, 2019].
[TonpoGHocTH MozenupoBanue nporeccos ¢ yqactueM ThRH, onmcansl B pabote [Bepury6eknii u ap.,
2018].

2.2. Ilpomonnwiit mpancnopm, cunmes ATP

MBIl paccMmaTpuBajId CBETOMHIYLIMPOBaHHbIE M3MeHeHHs pH B moMeHe (BHYTPUTHIAKOMIHOE
npocTpancTBo) u B ctpome (pH, u pH ) kak ocHOBHbIE (hakTOpbI PH-3aBUCHMOI PETYISIUH DIIEK-
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TPOHHOTO TpaHcIopTa B xyoporutactax [Heldt et al., 1973; Tikhonov, 2013; Tikhonov, 2014; Tikhonov,
2016; Bepurybekuii u np., 2025]. Ha puc. 2 cxemMaTudHO MMOKa3aHbl MPOIECCHI, CBA3aHHBIE C U3MEHe-
HusiMu pH, KoTOpbIe yunThIBaNM B HAalMX padorax. 3akucieHue jgomena (pH, |) mpoucxomnut B pe-
synbrare pasnoxenns soasl B OCII (H,O — 2e™ + 2H ) u oxucnenns PQH, (PQH, — 2e™ + 2HY).
Ipororuposanue PQ mpu ero Boccranosnenun 8 ®CII (PQ+2e™ +2H; , — PQH,) u npoToruposanue
monekyn NADP™, Boccranosinennsix O®CI (NADP' + 2¢™ + Hf, — NADPH), cBs3anbl ¢ moroiie-
HUEM MOHOB BOJOPO/IA U3 CTPOMBIL. Mbl yuuTBIBAIIM, 4TO CHUWKEHHE PH. TOIaBIAET HOTOXMMUYECKYIO
aktuBHOCTh DCII (sBnenue Heoroxumuueckoro tyieHus (NPQ) Bo3Oyxaenus 8 @CII) u 3amemsier
okucienre PQH,. NPQ 6bu10 cMOEIMpoBaHo (popMaibHBIM CIIOCOOOM, IyTeM YMEHBIIEHHUS KOJUYe-
CTBa KBaHTOB cBeTa, Bo3Oyxmaromux OCII (mapamerp L,), npu 3akucienuu moMena [Vershubskii et
al., 2011; Bepmryockuii u ap., 2025].

Buermmusist MeMbpana,

CTPOMa (pHout) T]JR
-CER._

2H* p

Hurozoms (pH,y)

Puc. 2. Cxema MoieaupyeMoro 3JIeKTPOHHOTO U MPOTOHHOTO TPAHCIOPTa B XJoporuiacTax. CTpenku moKa3bIBa-
0T ITyTH 3JICKTPOHHOTO M IPOTOHHOTO TPAHCNOPTa, BKIo4as padoTy ATP-cuarasnoro kommiekca (CF -CF)).
B wactHocTH, Ha cxeme oGo3Hauensl mytn HOT (H,0 — PSII — PQ — b.f — PSI — Fd — NADP™), IIDT
u [IOT (uukn «soga-—soga»: H,O — PSII — PSI - MV — O, — H,0). Kb — nukn Kanssuna - bencona

IMorok snexkrponos or ®CI B LIKb koHTponupyercs BenuuuHod pH @ 3allenaunBaHue CTPO-
mbl (pH,,,T) ctumynupyer padory LIKB [Buchanan, 1980; Andersson, 2008]. CeeTonHaynpoBaHHOE
3aIeTaYMBaHIE CTPOMBI MTPOUCXOAUT M3-3a MOTIIONMICHUS MPOTOHOB mpu BoccTanoBieHnu PQ B OCII
(PQ + 2¢™ + 2H]; — PQH,) n Boccranosnennn NADP* (NADP* + 2¢~ + H* — NADPH) [Heldt
et al., 1973]. Pa6ora LIKb yckopsercs ¢ pocrom pH , [Werdan et al., 1975; Buchanan, 1980]; B mMo-
TSI 3TO OIHCHIBACTCS (YHKITUCH Jppc(PHoys [ATP], [NADPH]), koTopasi 3aBUCHT OT KOHLICHTpa-
uuii [NADPH], [ATP] u Bennuunsl pH B crpome (pH, ). [Torpebnenne NADPH u ATP B IIKb ycko-
psieTcs 0 Mepe 3allEeauuBaHUsI CTPOMBI, YTO B paMKaxX Halllel MOJAEIN OMHCBIBAETCS CUTMOUIATbHON
3aBUCUMOCTBIO QyHKIMH Jyp~ 0T pH . [lonpoOHoCcTH MonenupoBanus 3Tux pH-3aBUCHMBIX TIpOLEC-

coB mpuBeneHbl B padorax [Tikhonov, Vershubskii, 2014; Bepmryockuii u ap., 2025].
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J1s MOIeIMpoOBaHKs [TACCHBHOIO IIOTOKA MPOTOHOB Jp,e YCPE3 HOHOOOMEHHBIC NEPEHOCUH-
ku [Zhou et al., 2021] mbI BBIOpay KOHCTAHTY HPOTOHHOM MPOHHIIAEMOCTH THUIIAKOMIHOW MeMOpaHBbI
TaK, 4TOOBI COIIACOBATh PACCUNTAHHYIO BennynHy ApH ¢ sKcriepuMeHTaIbHBIMU 3HAYCHUSIMU TIPU pa3-
JIMYHBIX META0O0JIMYECKUX COCTOSIHUAX xJtoporriactoB [Trubitsin, Tikhonov, 2003; Tikhonov, 2013]. Mst
TaK)Ke paccMaTpUBaIId TTACCHBHYIO YTEUKY IIPOTOHOB M3 JIFOMEHAa — TPAaHCMEMOpAHHBIH ITOTOK ITPOTO-
HOB uepe3 MPOTOH-aKlenTopHbie rpymisl M~/MH, cBsi3anHbIe ¢ MeMOpaHOW. DTH IPYNIBI y4acTBYIOT
B ITPOTOHHOM OOMEHE MeXy 00beMHBIMHU (ha3aMU JIFOMEHa U CTPOMBI M BKITFOYAIOT Oy(epHbIe TPYIIIIHL,
csa3annble ¢ MemOpanoit (M~ + HY & MH & M~ + HJ ).

3nadenne pH murosoms (pH,y,) paccMarpuBamm B KadecTBe (HKCHPOBAHHOTO MapamMeTpa Mojie-
JIH, BEIMIMHY KOTOPOro BapbupoBaiy B uHTepBane pHy, = 6-8 [BepuryOckuii, TuxoHos, 2025]. Takoe
MIPEIITONIOKEHHIE OBLTO MPUHATO C YUETOM BBICOKOW OydepHOH emMkocTH muToruia3Mbl [Trinh, Masuda,
2022]. Xopomuo u3BeCTHO, 4TO 3P (EeKTHBHAS CKOPOCTH JIaTePaIbHOTO IBMKEHHUSI IPOTOHOB B XJIOPO-
IJIacTax 3aBHCHT OT NMPHUCYTCTBUS B HUX MPOTOH-CBs3bIBarommx (Oydepusix) rpynmn (BufH) [Junge,
McLaughlin, 1987]. BydepHble cBOWCTBa XJIOPOIJIACTOB MOJACIUPOBAIH, PACCMATpPHBAasi CBSI3bIBAHHE
HOHOB Bopopona ¢ OydpepusiMu rpynmamu (Buf™ + H < BufH), nokanu30BaHHBEIMU 110 00€ CTOPOHBI
TUJAKOUIHONW MEMOpaHbI.

O6mree guciio Oydhepusix rpymnn (Buf) Obuto Ha qBa MOpsiaAKa OOJIBIIE, YeM Y IEPSHOCYHKOB JICK-
TPOHOB (OTHOCHTENIBHO peakiHoHHBIX LeHTpoB PCI), B = % ~ 100-400. 3nauenue pKy st oTux
rpynn ObuIo TIPUHATO paBHBIM PKy = 6,5 (060cHOBaHHE BHIOOpA XapakTEpPUCTHK Mojenu «Oydep»
ObuTO TIpuBezieHO B padore [Bepuryockuii, Tuxonor, 2025] TakuM 00pa3om, 4TOObI pacCUUTaHHAs pa3-
Huta ApH cooTBeTcTBOBaNIa SKCIIEPUMEHTAIBHBIM 3HAUEHUSAM MTPH Pa3IMYHBIX META00IMIECKIX COCTO-
SHUSIX XJIOpOILIacToB). PUTHPOBaHUE MapameTpa MOACTH B MO3BOIMIO MOIXYYUTh COOTBETCTBYIOLINE
3HA4YEHUSI CKOPOCTHU JOCTIDKEHHSI PABHOBECHON KOHIIEHTPALIMHU JIEKTPOHHBIX ITEPEHOCYHKOB, COTIIACY-

OmuUeCcs € SKCIEPUMCHTAJIbHBIMU JaHHBIMU.

2.3. lucppepenyuanvuvie ypasnenusn. Yucnennvie memoowvl pewienus u 0codeHHocmu
6bIYUCTICHUT

J1st omucaHusl peakiuii mepeHoca JICKTPOHOB U MPOTOHOB HCIIONB30BATN CHUCTEMY OOBIKHO-
BEeHHBIX muddepeHInanbHeix ypaBaeHnid (O/1Y), nmpuBeneHHYIO B MPUIOKCHUH. bbUTa HCIoib30BaHa
cuctema OIlY ans cremayronmx MepeMEeHHBIX: [P;OO] u [ngo] — OTHOCHTEJIbHBIC KOHIIEHTPALIUN OKHC-
JICHHBIX LHEHTPOB P, 1 P o), nepBuaHbIX 10HOpOB 3nektpoHoB B PCI n OCIL; [PQ, | — oTHOCHTEB-
Has KOHLEHTPALKs OKMCIEHHOIO ITACTOXUHOHA, MPo4uHO cBsizanHoro ¢ OCII; [PQg] — oTHOCHTEIBHAS
KOHIIeHTpalus okuciieHHoro miacroxuHona B ®CII, BzaumopeiictByrormiero ¢ PQ N PQ. [PQ] — ot-
HOCHUTENbHASI KOHIICHTPALIUS OKUCICHHBIX MOJIeKya PQ B Imysie MOJIEKy/ IIaCTOXMHOHA, YIaCTBYIOIINX
B [IEPEHOCE DIIEKTPOHOB K KOMILICKCY LUTOXpoMa b f, [Pc] — OTHOCHTENbHAs KOHLIEHTPAIUSI OKHCIICH-
HBIX TIEPEHOCUYHUKOB, KOTOPBIC SIBISTFOTCS MPSIMBIMHU TOHOPAMH 3JICKTPOHOB (TIACTOLMAHUH B XJIOPOTLIA-
CTax W/WJIM LIATOXPOM C B IMAHOOAKTEPHUSIX) JUIs OKUCIEHHBIX IIEHTPOB P;roo’ [Fd*] — otHOCUTEIBHAS
KOHIIEHTPAIMsA OKKCIEHHOTO (peppenokcuna, [N ] u [NH] — oTHOCHTENbHBIE KOHIIEHTPAIIMH OKUCIICH-
HOIl ¥ BOCCTAQHOBJICHHO# (hOpM KOHE4HOro akuenrtopa 3ekrponoB B OCI, coorBercTByonme NADP*

u NADPH. Ilepemennas [ATP] coorBeTcTByeT OTHOCUTENBHON KOHIeHTparuu ATP ([[}‘,':Z(SJU ) Iepe-

MEHHbIE [Hf] u [H] | sIBISIFOTCST KOHLIEHTPALMSIME HOHOB BOZOPO/Ia B JIIOMEHE M CTPOME COOTBETCTBECH-
HO. B cuctemax ¢ xopormeil aspanueid mpeanoaaragoch, YTO KOHIEHTPAIHSI MOJICKYISIPHOTO KHUCIOPO-
na ([O,]), B3anmoneticteyromero ¢ @CI, nocrosHua.

JlJ1 9rCcIeHHOTO MOJENMPOBaHHS HCIOJb30BaH cuctemy Octave, KoTopas TPeIOCTaBIsIeT BCe
HE0OXOAMMBbIC MHCTPYMEHTHI JUISI YHUCICHHOTO pemieHus kecTkux cucreM OJY B 3amauax xmmmude-
CKOW KMHETHKH, Takue kak: MATLAB-coBMecTuMBIA nHTEp(dEHC I JETKOro mepeHoca Kojaa, Habop
pemarteneil Ui pa3nuuHbIX KiIaccoB 3amad (okectkue, Hexectkue O/1Y), rubkast HacTpolika mapamer-
poB uepe3 odeset u odeget, aganTUBHBIN mar it 3Q(OEKTUBHOIO U TOYHOTO WHTETPUPOBAHUS, TOJI-
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JIepKKa MaTpHUIl MacC M Pa3pekeHHBIX CTPYKTYP, BOSMOXKHOCTh 00OpPaOOTKU COOBITHI W BU3yaIH3aIUN
B pEaIbHOM BpPEeMEHH. DTH BO3MOXKHOCTH JenaroT Octave MOJTHOLEHHON Cpeoi JUIs MOJASIUPOBaHUS
XHUMHKO-KHHETHYECKUX MPOIIECCOB.

Hnst uaterpupoBanus cuctemsl O/1Y Obum ucnons3zoBan meton Pozenbpoka mopsnka (2, 3) —
3TO CEMEWCTBO YMCIIEHHBIX METOJOB, NMPEIHA3HAYCHHBIX ISl PEUICHUS JKECTKHUX CUCTEM OOBIKHOBEH-
HBIX TU(PepeHInaIbHbIX ypaBHeHNH. B koHTekcTe pemareneii, coeMectuMbIx ¢ MATLAB, aToT MeTox
peanu3oBaH B GyHKIHH 0ode23s. DTOT METOM MPEACTABIAET COOOH MOTyHEsIBHBIN MeTon PyHre — KyTThl,
KOTOpBIH coYeTaeT B ceOe YCTOMYMBOCTD HESIBHBIX METOIOB C BBHIYMCIHMTEIHLHON 3()(EKTHBHOCTBIO 32
CUET WCIOJBb30BaHMs MPUOIKEHHBIX MaTpuIl SkoOu. KiroueBast miest 3aKkiIto9aeTcsi BO BBEICHUH Mart-
pHLbl SIK0OM HENMOCPEACTBEHHO B YHCICHHYIO (opMyny. DTO MO3BONSET HA KAKIOM IIare pemars Ju-
HEHYI0 cucTeMy aireOpanyecKuX ypaBHEHHI, YTO 3HAYMTEIHHO MPOIIE, YeM pellleHHe HEeTHHEHHBIX
cucTeM, TpedyeMoe B TIOJTHOCTBIO HESIBHBIX METO/ax.

Bribop pemarens ode23s oOycnoBieH kecTKocTbio (stiffness) cucrembl anpdepeHnnantbHbIX
YpaBHEHHIA, ONMUCHIBAIOIICH KHHETUKY XMMHYECKHX pEeakmuid. B XMMHUYeCKOW KWHETHKE >KECTKOCTh
BO3HHMKAET M3-3a HAJIUYMA PEaKIUi C CHIIBHO Pa3IMYaIOIMMUCSA KOHCTAHTaMU CKOpocTeill. DTo mpu-
BOJUT K TOMY, YTO B CHCTEME OJHOBPEMEHHO MPUCYTCTBYIOT YpE3BBIYAIHO OBICTpHIE (MUILTHCEKYHIbI
U MEHEee) U MeJICHHbIe (CEeKYHbI, MUHYTBI) IPOLECChl. MaTeMaTHueCcKn 3TO MPOSBISETCS B TOM, YTO
MCKOMOE pelIeHHe H3MEHSETCSI MEJUIEHHO, HO PSJIOM C HUM CYIIECTBYIOT PEIICHHUs, KOTOPhIe MEHSIOTCS
o4eHb ObicTpo. CTaHAapTHBIE HEXKECTKUE pelarTely, Takue kak ode45, st obecnedeHus: ycTOHInBOCTH
BBIHY)K/JICHBI MCIIOJIb30BaTh KpaifHe Majblii IIar MHTETPUPOBAHMS Ha BCEM IMPOTSHKEHHH pacdera, 4To
JIeNIaeT BBIUMCIICHUS] HEOIIPaBJaHHO JOJITUMH WM Jake HEeBO3MOXKHBIMHU. Pematenu ¢ cyddukcom s
(stiff), Brmrowast ode23s, HCHOIB3YIOT HESBHBIE METOIBI M CIIEIUAIBLHO pa3pa0OTaHbl Ui PeIIeHHs
JKECTKHX 3a7a4. B ocHoBe ode23s nexxut momuduuupoBaHHbI MeTol] Po3zeHOpoka BTOpOTo mopsijKa.
OTOT MeTox sIBIsieTCsl L-yCTOHUMBBIM M TpeOyeT Ooblie BBIYUCIUTEIBHBIX 3aTpaT Ha OIUH ILar, HO
MO3BOJISET JIeJaTh IIard 3HAYUTEIHbHO OOJBIIEro pa3Mepa, 4TO B MTOTE MPUBOIUT K TOpa30 MEHBIIIe-
My 00IeMy KOJMYECTBY ILIAroOB U, CJIEA0BATENbHO, K Oojee 3(pekTuBHOMY pelieHno. MeTox XopoIo
3apEKOMEHI0BaN ceds B 3aJja4aX XUMHYECKOH KHHETHKH.

B pemarene ode23s ucnonp3yercss afanTUBHBINA IIar MHTEIpUpPOBaHUs. B ocHOBe MeTona nexar
JIBE BIIOKEHHBIE (opMyibl Po3eHOpoKa: BTOpast MCIONB3YeTCs ISl BBIYMCIICHUS PEICHUs, a TPEThs —
JUTS OLICHKH JIOKAJIbHOW MOrpenIHocTi. Ha KakJoM 1m1are pemaresb BRIYUCIAET OLEHKY OMNOKH U, OC-
HOBBIBasICh Ha HEl, aBTOMaTHYECKH IOJIOMPAET pa3Mep CIEAYIOIIEro mara. JTO AejaeTcs JJIs TOro,
YTOOBI YAOKUTHCS B 33/laHHBIE TOJIH30BaTEIeM JOMYCKH TOYHOCTH. Mcnoip3oBaHue (PUKCHPOBAHHOTO
mrara Jijisl )KeCTKUX CHCTeM He PEKOMEHJ/YeTCs, TaK KaK 3TO NMPOTHBOPEYHT CaMOW IEH HCIOJIh30Ba-
HUs ode23s. AANTHBHBIA IIAr KPUTUYECKH BAXKEH IS KOPPEKTHOTO W 3(P()EeKTHBHOTO pelreHus Io
HECKOJIbKMM TMPHYMHAM: Ha HadaJIbHBIX OBICTPBIX (a3ax B MUIUIMCEKYHIHOM AMAIa3oHe, TJIe MPOHC-
XOIAT OBICTPBIE PEaKIMU, pellaTellb aBTOMaTHYeCKH YMEHBIIHT IIar J0 HeoOXOAWMOW Malloi Belwn-
YMHBI, YTOOBI 3aXBaTUTh KPYThle M3MEHEHMs KOHIIEHTpaluid u obecneyuTh ycTouuBocTh. [lo mepe
MIPOTEKAHUS PEaKIUU U U3MEHEHHS CKOPOCTEH MPOIIECCOB PelIaTellb JUHAMUYESCKH TTOICTPauBaeT IIar,
YBEIUYMBasl €ro Ha MEJICHHBIX YYacTKaxX M YMEHbIIass Ha ObICTPHIX. Takoi Mojxxos rapaHTHPYeET, YTO
BBIOpaHHBIN IIar BCera 00ecIeunBaeT Kak YCTOMUMBOCTD PEIIeHHs, TaK M ero 3aJJaHHyI0 TOYHOCTh Ha
BCEM MPOTSKEHUU MOJIENHMPOBaHMs. TOYHOCTh pacueToB KOHTPOJIMPYETCS C MOMOIIBbIO 33 aHUSI OTHO-
cutenbHOro (RelTol) m abcomorHoro (AbsTol) gomyckoB ommOku. )i 3amad XUMUYECKOW KHHETUKH,
IJie KOHIIEHTPALMU BEIIECTB MOTYT pa3jM4yaTbCsi Ha MHOTO MOPSAKOB, PEKOMEHIYETCsS YCTaHaBIMBATh
OTHOCHTENBHO KecTKHe omycku. Hampumep, B nmTeparype BeTpeuarorcs sHadenus RelTol = 1078
1 AbsTol = 107'°. D1u 3HAaueHNs 0GeCTIEUNBAIOT BEICOKYIO TOYHOCTD, HEOOXOMUMYIO IS KOPPEKTHOTO
ONHCAHM KHHETHKH, 0COOEHHO BOIM3M TOUEK PABHOBECHS MIIM IPU MaJIbIX KOHIEHTpauusax. OObIYHbIE
3nauenus nopaaka 107°-1078. Ha kaxaom mare pemrarens BEIYHCISET BEKTOP OMHMOOK €IT U CPABHHU-
BAaeT €ro ¢ JOIyCTUMBIM BEKTOPOM tau, KOTopblid paccumnthiBacTcst kak max(RelTol = abs(y), AbsTol).
Ilar mpuHUMaETCS TOJIBKO B TOM CIIy4ae, €CJIM OIIUOKA 110 BCEM KOMITOHEHTaM PelIeHUs He MPEeBbIIa-
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et ponyctumyto (all(err < tau)). B mpoTuBHOM citydae miar yMEHBIIAETCS U BEIYUCICHHE TTOBTOPSIETCS.
Taxoil mMoAX0 TrapaHTHUPYET, YTO PElIeHHe BO BCeX TOYKAaX BPEMEHHOIO MHTEpBasla COOTBETCTBYET 3a-
JTAHHBIM KPUTEPHUSIM TOYHOCTH.

Br100p HauaJIbHBIX YCIOBHH ABISIETCSl KPUTHUECKH BaKHBIM 3TAIIOM, IOCKOJIBKY PEILICHUE JKECT-
kux cucrteM OJ1Y upe3BbluaifHO YyBCTBUTEIBHO K MX 3aMaHMi0. [y MopenupyeMol CUCTeMBI (ajar-
TUPOBAaHHbIE K TEMHOTE XJIOPOILIACTHI) HayaJIbHbIE KOHLECHTPALUHM BCEX YYacTBYIOIIMX BEIIECTB HE
MOTYT OBITh BBIOpaHBI MPOU3BOIbHO. OHM JOIKHBI OTpaXkaTh (PU3MOIIOTHYECKOE COCTOSIHUE CHCTEMBI
B HauaJIbHBII MOMEHT BpeMeHH. B nanHol pa®oTe HayalbHbBIC YCIOBHS OBUIM OIIPEAEICHBI HA OCHOBE
KOMOWHAIIMK JBYX ITOJXOAOB: 1) HCIONB30BaHBI OMYOJIMKOBAHHBIE B HAyYHOW JMTEpaType 3HAuCHUS
KOHIIGHTPAllMid U [apaMeTPOB COCTOSIHUS Ul AHAJIOTMYHBIX OMOJIOIMYECKUX OOBEKTOB MJIM YCJIOBUH
(310 ObOecrieunBaeT (GU3NOJOIMYSCKYI0 000CHOBAHHOCTh HAYaJIbHOM TOUKHM); 2) COOCTBEHHBIC IKCIICPH-
MEHTalIbHbIE pe3ynbTaTsl. [IpoBeneHbl H3MepeHHs, MO3BOIUBIINE YTOUYHUTh Ha4yaJIbHbIE KOHLIEHTPALUN
KJTFOYEBBIX METa0OJIHMTOB M COCTOSHHE (PEPMEHTOB JUIsi KOHKPETHBIX HCIOJIb3YyEeMBIX 00pa3loB (XJIO-
POILIACTOB) B YCJIOBHMSIX TEMHOBOM afanTaluu. JTO TapaHTUPYET, YTO MOJEIb MAaKCHUMAJIBHO TOYHO
COOTBETCTBYET PEalbHOMY HKCIIEPUMEHTAIILHOMY OOBEKTY.

Cucrema OJlY 1 BbIOOp OCHOBHBIX IapaMeTPOB MOJAEIH, MCIOJIH30BAaHHOW B 3TOM HCCIIEI0Ba-
HUM, 000CHOBaHBl M ONHMCAHbI B MPUJIOKEHUH W B Hamled mpeapitymeil padore [Beprrydckuii u np.,
2025]. Pacdets! nmpoBoaminch Ha padoueii ctaniuu Lenovo ThinkBook ¢ mpomeccopom Intel Core i7
gen. 13, 64 GB oneparnBHOI MaMATH.

3. DJIEeKTPOHHBII TPAHCIOPT M siBJIeHUE (POTOCHHTETHYECKOT0 KOHTPOJIS

3.1. Peookc-npespawenua P, Fd, PQ, Pc u NADP

Hwke npuBeneHbl TUIWYHBIE KUHETHUECKHE KPUBBIE OKHUCIUTEIBHO-BOCCTAHOBUTEIBHBIX IIEpe-
X008 P\ ¥ MOABIKHBIX [EPEHOCYMKOB ICKTPOHOB, @ TAKXKE MpPOLECCh u3MeHeHust pH B jomene
U CTPOME XJIOPOILJIACTOB, aJalTHPOBAHHBIX K TEMHOTE. B MCXOZHOM COCTOSIHUH (B MOMEHT BpeMe-
uu ¢ = 0) JmoMeH u cTpoMa xsoporuiactoB umenu nedrpanbubiid pH (pH;, = pHy,, = 7,0). Mei Takxe
HPEANONIOKIIN, YTO B UCXOTHOM COCTOSHMM B XJIOPOIUIACTAX, aJallTUPOBAHHBIX K TEMHOTE, PEaKLUU
KB 0butn manoakTuBHEI (~ 10 % 0T MakCHManbHOW CKOPOCTH).

Ha puc. 3 mpencraBieHbl THIHYHBIE BPEMEHHbBIE 3aBUCHUMOCTU (orookucnenus P, mocie
BKJIIOYCHUS CBeTa, 3GQEKTUBHO BO30yXkIaromero odoe GporocucTeMbl. OTH KPUBBIC MOACIUPYIOT HH-
JYKIUOHHBIE IIPOLECCHl B aJallTUPOBAHHBIX K TEMHOTE XJIOPOILIACTAX i1 Situ, IPU KOTOPBIX OTTOK
anekTpoHoB 0T PCI k [IKb n3Ha9ambHO MPOUCXOAUT MEAJIEHHO. MBI IpeAronaraeM, 4To OOIui Iy

[Fd]
Mostekyn Fd 3HauuTenpHO TpeBhImaeT koinmdecTBo neHTpoB OCI (ﬁ = 8).
70040

[locne BKIHOYEHHS OCBEWIEHUs MPOUCXOAUT ObicTpoe okucienue P (dasza A). Ammmtyna
9TON (pa3bl YBETUYHMBACTCS C POCTOM eMKocTh myia PQ [BepmryOckwmii, Tuxonos, 2025]. 3ateM KoH-
LEHTpAIKs OKMCJIEHHBIX LEHTPoB PJ ) manaer jo npomexyrounoro yposHs B. [lanenune yposus P
B TEMHOTE OOBACHSAETCS OBICTPBIM BOCCTAHOBJIEHHEM PJ ) 32 CYET 3JIEKTPOHOB, MOCTYNAKOIIUX OT 1K~
TPOH-TPAHCIIOPTHOM LIETH, B TO BpeMs KakK OTTOK 31eKTpoHOB oT PCI OblT orpaHnyYeH H3-32 HEAKTHB-
Horo LIKB. Tlocie HekoTOpOii 3a/IepKKK MPOUCXOIUT CPABHUTEIBHO MEUICHHOE peoKucienue Poq .,
KOTOpOe Xapakrepusyercs IByMs ¢aszamu: Obictpoit (B-C) u memienHou (C-D). Takas KuHETHKa
OKHCJIUTEIIbHO-BOCCTAHOBUTEIBHBIX TIPOLECCOB P\ COOTBETCTBYET SKCIIEPUMEHTAIIBHBIM JaHHBIM LISt
aJaNITUPOBAHHBIX K TEMHOTE JINCTHEB BBICIINX PACTCHUN PA3TUYHBIX BUAOB (CM. MpUMeEps! B [MapuHuH
u 1ap., 2025]). C yBelIn4eHNEM HHTEHCHBHOCTH CBETA MPOIOJDKUTEIBHOCTE (ha3bl 3aIepyKKU COKpalia-
eTCsl, a CTAllMOHAPHBIN YPOBEHb [P;oo] yBennuBaeTcst. OTHOCUTENBHO MEUIEHHOE peoKucienue Poq
npu ocsetneHun (¢pazer B-C u C-D) MOXKXHO OOBSCHHUTH OBYMs pHUUHAMU: (1) yCKOpEeHHEM OTTOKa
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Puc. 3. Kuneruka n3amMeHeHnit nepeMeHHON [P;oo] OTIMCHIBAIOMIAsT (POTOMHIYIIMPOBAHHOE OKHCIICHHUE P700 B XJIO-
porutacrax, aJanTUPOBAaHHBIX K TeMHOTe (HU3Kas HadanbHas aktuBHocTh LIKbB, neramm cm. B [Tikhonov,
Vershubskii, 2014]). Koncranra ckopocTy kyp~, XapakTepusyiomas oTTok 3i1ekTpoHoB ot Fd B 1IKb, nonara-
macek kypo = 1072 ¢!, Kpusbie 1 u 2 mosydeHbl [jis JBYX 3HAYEHHH KOHCTAaHTHI kFQ, KOTOpas OIpeeIsieT

paboty OTLI: kpuBas 1 — kFQ = 0; kpuBas 2 — kFQ =0,2-1072 ¢!, OTHOCHTENBHBIE YT (heppeTOKCHHA U TIIa-

Fd P
cToxuHOHa et = 8y L% — 9, KoHIneHTpanuu ocTaabHbIX IEPEHOCUUKOB 10 OTHOMIEeHUIo K P ¢ [P o ], =
(P00l (P00l 700 68010
= = = — . [PQL,O)] _ .
= [PQyly = [PQgl, = [Pyg0ly- Bydepnas emrxocts B, = 200. HavanbHble 3HAYECHUSA IEPEMEHHBIX [P(\I)\A]O =0,01;

[PQp (O] _ . [PQH, O] _ . [PeO)] _ . [FdO)]
PQ,l, 0.1 PQl, 0.2 Pcl, 0,005; [Fdl,
1 OCII, cocrapmsor 150 kBanToB ¢~ (OCI) 1 250 KBaHTOB ¢! (DOCII), COOTBETCTBEHHO. MOMU(HITPOBAHHBIIH

puc. 5 u3 [BepmryOckuii u mp., 2025]

= 0,85. CBeToBBIC NOTOKH, MONIONIeHHbIE MUrMeHTaMu OCI

NEKTPOHOB OT P\, BhsBaHHbIM akTuBanued LIKb npu 3aimenaunBanui cTpomsl, W/uim (2) peryisiu-
et poroxumuueckoit akruHoctH PCII u 3ameniennem oxkucienus PQH, kommiekcom b f, BbI3BaH-
HbIM 3akucieHueM tromeHa [ Tikhonov, 2018]. ITocnenaue nBa GakTopa 3aMeIIIOT IIOTOK 3JICKTPOHOB

or OCII P;OO.

B skcnepuMeHTax ¢ JUCThAMH, aJallTUPOBAHHBIMU K TEMHOTE, O CKOPOCTH TOCTYIUIEHHUS 3JIeK-
TPOHOB B PJ, ) MOKHO CyIUTh MO CKOPOCTH BOCCTaHOBJIEHHS PJ . B TEMHOTE MOC/IE BBIKIHOYEHHS
OCBelIeHUs. JTOT Mpouece KOHTponupyercs BHyrputmiakouanbiv pH. - [Tikhonov, 2018]. Hampu-
Mep, BpeMs IOJNyBOCCTAHOBIICHHS T, MOC/C NPEKPALICHHS OCBEIICHHA COCTABISICT T, = 36 Mc
(mocme 4 MUHYT OCBeUIEHHs)). ITO BPEMs B [Ba pa3a MPEBBILIAET BPEMsI MONYBOCCTAHOBIECHUS T, P
1ocJie KpaTKOBPEMEHHOIO OcBelleHus (712 ~ 18 Mc), KOTOporo ObUIO HETOCTATOYHO AJS CHUIILHOIO
3aKHUCJICHUS JIIOMEHa. DTH JaHHBIE XOPOIIO COIIACYIOTCA C HAIIMMU IKCIIEPHUMEHTAIbHBIMU JaHHBIMH,
MOJIYYEHHBIMU JUIsl pa3JIMYHbIX BUJOB pacTeHuit [MapuHus u ap., 2025]. 3amennieHue BOCCTaHOBIECHUS
TOC/Ie JUTUTENBHOTO OCBELICHHUS, XaPAKTEPU3YIOUIEECs YBEIUUCHHEM T », IPOMCXOIUT H3-3a 3aMe/ie-
Hus okucnenus PQH,, BHI3BAHHOTO 3aKMCIEHUEM JIIOMEHA. DTO MPOMCXOUT MOTOMY, YTO JENPOTOHHU-
posanue PQH, conpoBokIaeTcs BEICBOOOKICHUEM MIPOTOHOB B JIIOMEH, YTO ABJISETCS HEOOXOMMMBIM
ycnosueM mns oxucinenns PQH, (PQH, — PQ + 2H: + 2e7). 3akucienue JOMeHa HPENATCTBYET
nenporonupoBannio PQH,, TeM cambiM 3aMeUIs €10 OKMCIIEHHE U MPETISATCTBYS MOTOKY JJIEKTPOHOB
x P37, [Tikhonov, 2018].

Ha puc. 4, a nmokasano, 4to Hapsay ¢ OKHCIEHUEM P, Npyrue nepeMeHHble MOIENU (KOHIEH-
tpaunu NADPH, Fd, PQH, u Pc™) 1eMOHCTPUPYIOT HEMOHOTOHHOE TIOBEICHUE NP OCBELICHUU. JTH
MEPEHOCYNKH OBICTPO BOCCTAHABIMBAIOTCS IOCJIE BKIIOUEHHS OCBELICHHsSI, HO 3aTeM MEIJICHHO OKHC-
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Puc. 4. Kunernka GpoTOMHAYIIMPOBAHHBIX MPEBPAIICHUN TTEPEMEHHBIX [P;OO], [Fd], [PQH,], [Pc”] u [NADPH]
B XJIOPOIUIACTaX, aJallTHPOBAHHBIX K TEMHOTE (HHM3Kasi M3HavyanbHas aktuBHoCTh LIKbB, manens a), namenenns pH
B momene (pH, ) u B ctpome (pH,,,) (manens 6). Dbdexrunas nnTeHCMBHOCTS cBeTa — 150 kBanTos/c st OCI

% = 1,5); xonctanta DT — kg, = 0,15 - 1072 ¢~!. HauanbHble yCIOBHSL: [?[ETPIS?:] = 0,5; [1{)1%:?;] = 0,01;

1
[PQz (O] _ . [PQH,(0)] _ . [Pe(O)] _ . [FdO)] _
QT = 0,1; QL = 0,2; Pel, = 0,005; Fal, = 0,85. OcTayibHbIe KOHCTAHTHI TaKHe e, KaK U Ha puc. 3

nstioTest. HEMOHOTOHHOCTB 3THX MPOLECCOB MOXKHO OOBSCHUTBL TEM, 4TO CHWieHue pH, mnoxasmiser
notok 2nekrpoHos or ®CII, a nosbimenue pH , yckopser ortok snexrponos B IIKB (puc. 4, 6).
Kax Mpl oTMewanu Bbllle, B caMOM Hayalleé OCBELIEHHs JUCTHEB, aJalTHPOBAHHBIX K TEMHOTE, Iy-
JIBI OKHCJICHHBIX TIEPEHOCUYHKOB AIJIEKTPOHOB Ha akmentopHoit crtopone ®CI (Fd m NADP) OrvicTpo
BOCCT@HABJIMBAIOTCS, B TO BpeMsI KaK UX ITOBTOPHOE OKHCIIEHHE 3aTPyAHEHO M3-32 JOBOJBHO MeIlICH-
Horo oTrToKa anekTpoHoB B LIKb (puc. 4, a). CornacHo moznenu Boccranosinenne ThR ¢ momomsio Fd
(ThR — ThRH,), xotopoe aktuupyet pabory LIKb u yckopsier pabory ATP-cunTassel, ctuMynupyer
OTTOK 37eKTpoHOB 0T DCI. DTOT MeXaHU3M HPOSABIAETCS B KHHETHKE CBETOMHIYIIUPOBAHHBIX OKUCIIH-
TENIbHO-BOCCTAHOBUTEIBHBIX MEPEXOHBIX MpoleccoB B P (He 1mokasaHo, cMm. puc. B [Bepurybckuii
u ap., 2018]). Ormerum, yto BenmunHa ApH nocruraer crammonaphoro 3HaueHuss ApH ~ 1,5-2,0
B 3aBUCHMOCTH OT YCJOBHH OCBeIIeHHs (MHTEHCUBHOCTH M CIIEKTPAIBHOTO COCTaBa CBETa) U MeTado-
JIMYECKOTO COCTOSTHHS XJIOPOIUIAcTOB (CM. dKcriepuMenTanbHbie ganHbie B [Tikhonov, 2013; Tikhonov,
2014]). BesBanHOE CBETOM yBENIMUYEHUE mpancTUIaKouHok pasnoctu ApH (ApH = pH, —pH. ) ctu-
mymupyeT cuaTe3 ATP. CtabunbHbiil ypoBeHb ATP 3aBucut ot 6anaHca MeXIy CKOPOCTBIO BEIpaOOTKH
u notpedienuss ATP B LIKbB [Tikhonov, Vershubskii, 2014].

3.2. pH-3asucumas pezynayusa 31eKmpoHHO20 MPancnopma

VYpoBau pH B mromMeHe W cTpoMe — OCHOBHBIE (akTopbl pH-3aBHCHMOW peryisiiiiy IMepeHo-
ca JJIEKTPOHOB B xJioporuiactax. ComIacHO HAIllMM pacuyeTaM paBHOBECHbIC 3HadeHus pH B JitomeHe
¥ CTPOME YIOBIETBOPSIOT CIIEAYIOMUM HepaBeHcTBaM: pH, =~ 6,2-6,4 < pHy = 7.2-74 < pH
~ 7,8-8,0 [Bepuryockuii, Tuxonos, 2025]. /lnamason 3HadeHuii MozxenbHOro mapamerpa pH,
~ 7,2-7,4 ObLIT BBIOpaH B COOTBETCTBUH C JINTEPATypHBIMH JaHHBIME [Zhou et al., 2021; Trinh, Masuda,
2022]. Paccuntannble 3Ha4eHust pH, v pH,, HaXo#sATCsA B XOPOIIEM COIIACHH € SKCIIEPUMEHTaIbHBIMU
nmaaabeIME [ Trubitsin, Tikhonov, 2003] u, Mo-BUANMOMY, SIBIISTFOTCS OIITHMAIBLHBIME 151 () ()EKTHBHOTO
(DYHKIIMOHMPOBAHUS XJIOPOIUIACTOB PACTCHUI B U3MEHSIFOIIUXCS YCIOBUSIX OKPYKAIOIIeH cpesbl (KoJie-
0aHUsI MHTEHCUBHOCTH U CIICKTPAJILHOI'O COCTaBa CBETa, aOMOTeHHBIN CcTpece).

Q

out

X
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Puc. 5. Kunetnueckue KpuBble, MILTIOCTPUPYIOIINE MTPOIECCH KOHTPOJIs (POTOCHUHTE3A B a/IaITAPOBAHHBIX K TEM-
HOTe XJjoporuactax (Hu3kas HadaibHas akTMBHOCTH 1IKB). IlpencraieHsl rpadukn 3aBUCUMOCTH PacYeTHBIX
3HAUCHNH Tl_/lz OT BPEMEHH OCBEIIEHHS, COOTBETCTBYIOIINE XJIOPOIIIACTaM Kjlacca b ¢ pasinMIHBIMU HavdaIbHBI-
Mmu koHueHtpauusmu ADP. Kpussie 3a, 30 u 3B oTHOCATCS K CIEIYIOUUM HadaJbHBIM €MKOCTAM Iyna ADP:

ADP ADP ADP
IADP}, IADP}, [ADP), _ 200. MeTabomM4eCKOE COCTOSI-
[P700]0 [P700]0 [P700]0

HHEe 4 oTHOCHTCS K XyoporuactaM 0e3 ADP; merabonmdaeckoe COCTOSIHHE 5 COOTBETCTBYET «pPa30OIICHHBIMY
xnopomnactam (pH, = pH, ). Momudunuposanusiii puc. 4 u3 [Bepury6oekuii, Tuxonos, 2019]

HMHJIEKC a — = 100; magexkc 6 — = 150; ungexc B —

Ha puc. 5 npencraieHsl Hallld pacueTHbHIC AAHHbIC, WUIIOCTPUPYIOILUE SIBICHHE (POTOCHHTE-
tuaeckoro koHTpoms (PCK), koTopeiii perynupyercst 3a cuer uamenenus Oamanca ATP/ADP [Witt,
1979; Tikhonov, 2018]. UToOBI IPOMJUTIOCTPUPOBATE ATOT MEXaHWU3M, MBI JIJISI TIPOCTOTHI CMOICITHPO-
BaJIM MEPEHOC HIEKTPOHOB B Xjoporuiactax kinacca b (puc. 5). Tepmun «kmace by nmogpasymeBaet, 4to
M30JIMPOBAHHBIC XJIOPOILIACTBI HE couepkar (epmentoB u meradonuros LIKB, HO anexTpoH-TpaHCc-
HOpPTHAS LIEMb XJIOPOIJIACTOB (hYHKIMOHUPYET 3a CUET U30bITKA NCKYCCTBEHHBIX aKLEIITOPOB JIEKTPO-
HOB (HallpUMEpP, METUIIBUOJIOTEHA), KOTOPBIE MOTYT OBICTPO MEPEHOCUTH 31eKTpoHbl U3 OCI Ha O,, Tem
caMbIM TMOJJIEPKUBAs MCEBAONMKIMYECKUM MEPEHOC JIEKTPOHOB: HZO — PSII — PSI » MV — O2
[Tikhonov, 2018].

PaccMotpuM, Kak B paMKax Halled MOAEIHM MOKHO OMHCATh PEryisinuio (OTOCHHTE3a B XJIOPO-
IUIACTaX, BBI3BAHHYIO (POTOMHIYLMPOBAaHHBIMU M3MEHECHUSIMH B aJJCHWJIATHOM CTaTyce XJIOPOIJIACTOB.
Ha puc. 5 mokaszaHo, Kak 3TO ABJIEHHE MOXET OBITh CMOJETUPOBAHO JJIS XJOPOIUIACTOB C Pa3ivy-
HBIMH Ha4aJIbHBIMU KOHLEeHTpauusamu ADP. Teopetndeckue KpuBble, IOKa3aHHBIE HA PUC. 5, XOPOILO
COIIACYIOTCSL C DKCIEPHUMEHTAIBHBIMU JaHHBIMH (cChUIKH cM. B pabotax [Tikhonov, 2013; Tikhonov,
2014]). B merabomiveckom coCTossHuM S («pasobmieHHbie» xyopomtactel, korna pH, = pH,, ApH =
= 0) ckopocTb Tl_/lz Obula BBICOKOM € CaMoOro Haudaja OCBELIEHHs XJIOpOIUIacToB. B skcmepumMeHTax
coctostane ApH = 0 (MeraOoindeckoe COCTOSIHUE 5) MOAIEPIKUBAJIOCH H00ABICHUEM NPOTOHO(GOPOB,

KOTOpbI€ TIPUBOAAT K BhipaBHuBanuio pH, wu pH, [Skulachev et al., 2012; Tikhonov, 2018]. Eciu

+

ycnosue pH; = pH,,, = 8 3apuxcuposano (pH,, 8), T0 MbI momyuaem GwpicTpeiii cnian P7, (yBeque-

out
HUE Tl_/lz).

B merabommdeckom coctossuun 4 (B orcyrctBue ADP), korma moTok IpOTOHOB W3 JIFOMEHA
B cTpomy depe3 ATP-cuHTa3y orpaHudeH, HHAYLIHPOBAHHAS CBETOM reHeparus ApH mpuBoauT k 3Ha-
YUTEIBHOMY 3aMEUICHHUIO ITOTOKA AJICKTPOHOB (puc. 5, kpusas 4). B mpucyrcTuun ADP (kpusbie 3a, 30
U 3B, TOKAa3aHHBIC HA PHC. 5) MBI MOIYYUIH OBICTPHIN MOTOK AIIEKTPOHOB B HaYalle OCBEIICHUS;, OJHAKO
CKOPOCTh TOTOKA 3JICKTPOHOB MOCTENECHHO YMEHBIIACTCS MOCIE OmpeAeieHHoN 3anepkku. C mocrte-
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neHHbIM ucromenuem myna ADP (ADP + P, — ATP + H,0) nepenoc nporonos 4epes ATP-cuntasy
3aMeaNIsieTcs, YTO IMPUBOJAUT K OoJiee 3HAUUTENbHOMY 3aKHCICHHIO JIIOMEHAa M K 3aMEIJICHHIO TOTOKa
37eKTPOHOB. [IponomKuTeNnbHOCTD Jar-ha3bl yBEJIMUYNBACTCS C POCTOM HayaJlbHOHM KoHIeHTpauuu ADP.
IIpu Huskoit koHnerTpauuu ADP (kpuBas 3a) IOTOK 3JI€KTPOHOB 3aMeUIsIeTCs IOYTH cpa3y Mocie Ha-
yajia OCBEIIECHUSA. JTO HMPOUCXOMUT M3-3a OBICTPOrO 3aKHCICHHUS JIIOMEHA, BBI3BAHHOTO OBICTPBIM HC-
tomienueM ADP. Ilpu Gonee BbIcOKMX HayanbHBIX KoHUeHTpauusix ADP (puc. 5, kpusbie 30 u 3B)
HPOIOJDKUTENBHOCTD J1ar-(ha3sl YBEJIIMUNBACTCS, OCKOJIBKY ncueprnanue myna ADP 3anumaer Gomnbiie
BpeMeHH. Takum o0pa3oM, NPUBECHHBIC BBIIIC AaHHBIC SIBISIIOTCS HAIATHON HIUTIOCTpanueil ¢geHo-
MEHa (OTOCHHTETHYECKOI0 KOHTPOJIA (IIEPEXOAbl «COCTOSHHE 3 <> COCTOSIHUE 4») U PEryIupyroTCs
M3MEHEHHMSIMHU aJICHHJIATHOTO cTaryca xJjopormiactoB (otHoueHue ADP/ATP).

4. 3akJoueHue

MaremaTuyeckoe MOACIHPOBAHUE TIPOLIECCOB AIEKTPOHHOTO U TIPOTOHHOTO TPaHCIOpTa B GoTO-
CHUHTETHYECKHX CHCTEMaX OKCUTE€HHOTO THIIA TIO3BOJIMIIO aJIeKBAaTHO ONMHCATh KHUHETHKY peIOKC-TIpeBpa-
ueHuit P 1 MpoaHanu3MpoBaTh BKJIA/| AllbTEPHATUBHBIX ITyTEH JIEKTPOHHOTO TPAHCIIOPTA B MIPOLIEC-
CBI 2JIEKTPOHHOTO U MTPOTOHHOTO TpaHcropra. [lomydeHHble TaHHBIE aIeKBATHO OMHCHIBAIOT OCHOBHBIE
3aKOHOMEPHOCTHU CJIOKHOW KMHETHKH (POTOOKHCIIEHUS P\, HAOIIONaeMbIE B JIMCTHSX BBICIIMX pacTe-
Huit (puc. 3). Ha mauanpHOM dTame ocBemieHus, korna [IKb He akTuBUpOBaH, 3HAYUTEIBHBIN BKIIA]
B OTTOK MIEKTPOHOB OT D CI uUrparoT HUKINYECKUE NEKTPOHHbIE TOTOKU BOKpYT PCI u peakius Me-
nepa. Bo Bpemsi mHIyKuIMOHHON (haszbl 3TH MOTOKH criocoOcTByrOT TeHepauun ApH u cuntesy ATP.
ITo mepe axtuBarnuu 1IKb motpebnenne ATP u NADPH Bo3pacraet, 4To IPUBOAUT K POCTY HEIHKIIH-
YEeCKOro AEKTPOHHOTO TpaHCHopTa. B pamkax Hamieil MoJenu Mbl CMOIIIM CMOJIETUPOBATh THITHYHBIC
KpUBBIE MHOTO(A3HOW KWHETHUKHA HHIYKIUH (uryopecteHnun xiaopodwmwmnia a (kpusas O-J-I-P-S-T),
KOTOpBIE MBI IIPEJCTABUM BO BTOPOMl CTaTbe NAHHON CEPUM.

Pesynbrarhl HalIMX YUCIIEHHBIX AKCIIEPHUMEHTOB TMOKa3alid, 4To pH-3aBHCHMBIE TIPOIIECCHl pe-
TYISAIUN 3JIEKTPOHHOTO TPaHCHOPTa (TOPMOXKEHHE AJIEKTPOHHOTO TPAHCIIOPTA Ha TUIACTOXWHOHOBOM
ydacTKe W yCHUJIEHHE JMCCHIALs dHepruu B cBeTocobupatomiel anrenne PCII) npenarcTByioT n30bl-
TOYHOMY YMEHBIICHHIO BHYTPUTHIAKOHIHOTO pH M TeM cambIM NpeaoTBpalIaoT MOBpEXIeHNE (o-
TOCHHTETHUYECKOI0 armapaTra. OTH MEeXaHU3Mbl o0ecriednBaioT ycraHosieHue ApH, ontumansHoe A
sdpdexruBHOTO cHTEe3a ATP, HO, ¢ IPYroif CTOPOHBI, OHM TPEJTOTBPAINAIOT CIHUIIKOM CHIIBHOE 3aKHC-
JICHUE JIIOMEHa, KOTOPOE MOIJIO Obl MPUBOAUTH K HHTMOUPOBAHUIO (POTOCHHTETHYECKOTO aImapara.

5. llpuioxkenue

Jlyis MozielIMpOBaHUsl AJIEKTPOH- M IPOTOH-TPAHCIIOPTHBIX IPOLIECCOB B XJIOPOILIACTAX UCIIONB3Y-
eTcs cucTeMa OOBIKHOBEHHBIX (D (epeHITnaIbHBIX YPaBHEHUH, IpeasioxkeHHas Hamu panee [ Tikhonov,
Vershubskii, 2014; Tikhonov, Vershubskii, 2020; Bepuryockuii u np., 2025; BeprryOckuii, TuxoHoB,
2025; Vershubskii et al., 2011; Vershubskii et al., 2017]. Cucrema ypaBaenuii (S1)—(S10) omuceiBa-
€T MOBEIEHUE DIIEKTPOHHBIX MepeHocynkoB (mepemennsie [PQ], [Pc], [Fd], [N*], [NH]), usmenenus
KOHLICHTPAIMH MPOTOHOB BHYTPH THJIAKOHIA [Hf] u B ctpome [H] |, n3menenue xonnenrpauun ATP
(nepemennas [ATP]), Bbinenenne u norpebiaeHre MOJIEKYIAPHOTO Kucnopoza (nepemennas [O,]). Ile-

+
PEMCHHAasA [P7OO] — OTHOCHUTCJIbHAA KOHLUCHTpAaUIWsA OKHCICHHBIX LEHTPOB P700'

d[ATP
% = w; + ([ADN] = [ATP]) - J (1) = w, - kepc(INHI, [ATPY), (S1)
d[NH] . .
—— =k [H3] - (INo] = [N*] = [NH]) ~ k. [NH] - ©
— g - [H3 ]+ [PQ] - [NH] = ke (INH], [ATP)),
d[N*
% = kepe(INHI, [ATP]) — [N*] - {0,5kgy, - ([Fd]y — [Fd]) + kpc) + kyg - [Hy ] - [Q1 - [NHI,  (S3)
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d[Fd] N N
— = {krq - [HI] - [PQ] + ki - [N*] + kg - [0,1) - ([Fd], — [Fd]) - (S4)
=Ly kpgp - [Fd] - ([P700]0 - [P;oo])’
d[O,] +
a 0,25 - ky o - [Peso = 10,1 {kox1 -([PQly = [PQD + (s9)
+koxa * ([Pely = [Pe]) + 0.5 - kg, - ([Fd], — [Fd])},
d|p?
[dzoo =Ly - kpyop - [Fd] - ([Pmo]o - [P;roo]) — kp - [P;roo] - ([Pc]y = [Pc]), (S6)
d[P
% = koxa - (IPcly = [Pe]) - [0,] + kp, - [P | - ([Pl — [Pe]) = oy - ko (IPQI, [Pel, [Hf]), (S7)
d[P
[d—tQ] = 0,50, kg (IPQ, [Pel, [Hf]) + 0,5kox, (IPQly — [PQDIO, | + kg (IPQ], — [PQDIPQ] —
— [PQ] [H ] {kyo[NH] + 0,5k (IFd], — [Fd]) + kop(IPQg ], — [PQy D). (S8)
{1 P S AL B [H] - {nq - INH] + kg, - ([Fd], - [Fd]) +
(Ko + [HGD? | dt oe e
+L, ([Hf]) “kpego ° ([P680]0 - [Pgso])} +kyy - [Ho ] ([No] - [N"]- [NH]) - (S9)

— ky- - [NH] + kgg - [0,] - ([Fd] — [Fd]) + kcc(INH], [ATP]) +

+ J ot (1) = Jass (1) = (JADN] = [ATP]) - J o1 (0),

d|[H;|
di

K.B.
i

(k5 + 5]y
— Joass(D) = ([ADN] = [ATP]) - J y1p(0).

= ko [ngo] +2- 0, kpg ([PQ], [Pc], [H+]) -

(S10)

B ypasuenusx (S9), (S10) coBokynHocTs mapamerpos monenu K;, K, u B;, B, xapakrepusy-
10T OydepHbie cBolcTBa cucTeMbl. 31ech K., K, — KOHCTAHTbI PABHOBECHS Ul PEAKIMH CBS3bIBAHHUS
IPOTOHOB Oy(hepHBIMHU TIpyIIIaMU, HAXOASAIIMMHUCS COOTBETCTBEHHO BHYTPHM M CHAapY)XU THUJIAKOUIOB
meMmOpanbl; B., B, — KOHIEHTpauuu 5Tux OyhepHbix rpymm. Bribop >Tux KOHCTaHT 000CHOBaH B pa-
oorax [Vershubskii et al., 2011].

Tabmuua 1. XapakTepHble BpeMeHa MPOMEXKYTOUHBIX OKUCIUTEIbHO-BOCCTAHOBUTENBHBIX PEaKIUid IPU MEPEHO-
ce DJIEKTPOHA MO (POTOCHHTETHYECKOH 1IN 3JIeKTPOHHOTO TpaHcnopra [Bepuryockuii u ap., 2025]

Cranns Dddexrnpnas | XapakrepHoe Bpems, T, , ()

nepeHoca KOHCTaHTa

JJEKTPOHA CKOPOCTH Monemb OKCTICpUMCHT
H,0 — Py, koo 107 107%-6-107*
Peso — PQy Kpres0 6-107* 6-107*
PQ, — PQy kg 2-107* 2-107*
P — Fd kpkpr00 21074 1072-7- 107!
Fd — NADP ke kg 1072 2-107*-1072

Fd — PQ keq 2-107! 1072-7- 107!

Fd— O, ko, 9.-102| 2-1072-7-107"
PQy; — PQ ks 6-107* 6-107*
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Crexuomerpuyeckue KOOQpOUIHUEHTHI W, = 13—4 U w, = % XapaKTepHU3yIOT MEPEHOC MTPOTOHOB Ye-

pe3 ATP-cunrasy u pacxon ATP u NADPH B peakumsx LIKb. ITapamerp L, u ¢pynkuust L,(pH,) omu-
CHIBAIOT KOJIMYECTBO KBAHTOB CBETA, IOMA/AI0NINX B CAMHHIYY BDEMEHHU K PEAKIMOHHBIM LeHTpaM P,
v Po, COOTBETCTBEHHO. BeNMUYMHBI, OTMEUCHHBIC HWKHUM HHACKCOM (), CyTh MaKCHMaJbHBIE KOH-
LIEHTPAIUK COOTBETCTBYIOIIMX nepeMeHHbIX. [N]; u [ADN] — cymmapHbie KoHLeHTpanuu BCex Gopm
NADP u afieHHHOBBIX HYKJICOTHIOB COOTBETCTBEHHO. KoHcTaHTa 0, — TOBEPXHOCTHAs IIOTHOCTH
b f-KOMILIIEKCOB B MeMOpaHe; kipy . Kpego> kPQ, kpe> Kpa0o> kFQ, keo» kens *onpg kN,, koo 1 kNQ — 30-
(eKTUBHBIE KOHCTAHThI CKOPOCTEU pPEaKlMi, MOKAa3aHHBIX HA pHC. 1. 3HAUCHUS KJIFOUEBBIX KOHCTAHT
CKOPOCTEH peaKIuil MpuBeneHbI B Ta0muIe 1.

Jlyist MOZIENMPOBaHUs MPOLECCOB HEPOTOXMMUYECKOTO TYLIEHHsI KOHCTaHTa L,, XapaKTepu3yro-
1Iask YUCJIO KBAHTOB CBETA, MOMAMAIONIMX B €IUHHIY BpeMeHH K P o, Obuta 3anana B Buue QyHK-
unn L,(pH;), 3aBucsieit or Bennunnbl pH, [Bepiuy6ekuit u ap., 2025]. Takum crocoO0oM Mbl ydu-
TBIBAJIM, YTO IIPU 3aKHCICHUH JIIOMEHA TIPOUCXOIUT ociabnenue goroxumuueckoil aktusHoctu DCIL
DyHKIMA Lz(pHi) HMMeEeT CJIeIYIOUIUN BU/I:

L
) (1= Ly [2 = PP w2 ] pH, > pK,

Ly(pH,) = (S11)
L
70 [ A | pH, < pK.

Koucrantsl k, Ly u L, — napamerpbl Mozenu. 3aBiucumocts L,(pH;) ot pH, nMmeer curmoniublii Buj,
ONKChIBas ymMeHbleHue L, B unrepsane ot pH = 8 (rne L, = L)) no pH =4 (rne L, = L)L . ).

IMorpednenue NADP u ATP B IIKB omnuceiBaeTcsi B 000011eHHON (opMe (DYyHKIUEH, Mpeyio-
»keHHOM panee [Vershubskii et al., 2011]:

Konin ~ Kiax [ATP] - [NH]
kepc(INHI, [ATP]) = [ —mi2 ke |- v v . (12
re |+ exp {pHg}—(Xo} mox | 1 KSATP] + A§INH] + K [ATP] - (NH] 12

[epBeiii MHOXHTENE B Qopmynie (S12) asusercst pyHkuued bonbimana, peHOMEHOIOTHYECKH OHCHI-
Baromeit pH-3aBucumyto akrusamuio gpepmenros LIKD 3a cyer ¢poToMHIyIUPOBaHHOTO 3aIlleIauuBaHUs
ctpoMsl. IIpu ero BEIOGOpPE MBI HCXOIWIN U3 JIUTEPATYPHBIX JAHHBIX O BIUAHUU pH CTpOMBI Ha aKTUB-
HocTh 1ukia LIKb [Bepmryockuit u mp., 2025].
B xasecte Qynkuun J,,,(f) Obuta MCMONb30BaHa (YHKIKS, ONMMCBHIBAIONIAS MOTOK MPOTOHOB
yepes ATP-cunrasy:
[H7](10%H — 1)
JATP(t) = Joa N [H;] (IOAPH +ﬁ) .
J, — HopMupoBouHbIi kKodGpuument. Kosbduunentsr @ u B B ypauenuu (S13) onpenensiores 3Ha-
ueHueM pK, MpOTOHHPYEMOH TPyl U COOTHONIEHUEM ()(PEKTUBHBIX KOHCTAHT CKOPOCTEH k| U k_,:

(S13)

k k
— -pK 2 — 2
a = 107P%a (1 + kl) upg= T Koncrautel k; ¥ k, xapakrepusyror 3(pGeKTHBHBIE CKOPOCTH MEPEHOCa

MOHOB BOJOpOJa K A~ ¢ BHYTPEHHEH M BHEIIHEH CTOPOH THJIAKOMIHOH MeMOpaHbl COOTBETCTBEHHO.
YuuThIBast, YTO KUCIOTHBIE IPyMIiel A~ poropa ATP-crHTa3bl MOTYT HaXOJUTHCS B Pa3HBIX IOJIOKEHU-
AX OTHOCHTEJLHO MEMOPAHHON CyObEJMHHUIIbI @, 3HAYEHHUs KOHCTAHT k, U k,, BOOOIIE TOBOPS, MOTYT

k o
pazimyarbes. OTMETUM, YTO OTHOIIEHHE 5 = 2 ABJISETCS MapaMETPOM MOJIENH, KOTOPBIH ONpENensIeT

1
XapaKTep 3aBUCHMOCTH MOTOKA MPOTOHOB OT TpaHcmeMOpanHo# pasnoctu pH (ApH = pH, — pH,).
ITpu onpeeneHHBIX 3HAYEHUSX TIAPAMETPOB @ U 3 3aBUCUMOCTD J , 1p(f) OT ApH vMeeT BUJI CUTMOM/IBL,
YTO OTpa’kaeT MOPOToBbIM xapakrep padoTel ATP-cunrasbl. bonee moppoOHoe oOocHOBaHME BBIOO-
pa (QyHKIUA, OMUCHIBAIOIIMX TPaHCMEMOpaHHbIe IOTOKK IPOTOHOB, mpuBeaeHo B [Vershubskii et al.,
2011].
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3nadenus 3QPEeKTUBHBIX KOHCTAHT CKOPOCTEH, XapaKTepU3YIONUX pa3InyHble CTaIUHN TIepeHoca
anekrpona mo HOT ot Bomopacmemstomniero komrekca OCII k paznmuuabsiM akientopam OCI, BeOH-
paJii Ha OCHOBaHWH JINTEPATYPHBIX JAHHBIX 110 KWHETHKE YACTHBIX PEaKIHi 3JIEKTPOHHOTO TPaHCIIOp-
Ta Ha pa3nuuHbiX yuactkax HOT. CooTBeTCTByIOMINE KOHCTAHTHI CKOPOCTEH HAXOITCS B IHANIA30HAX
XapaKTePHBIX IKCIIEPUMEHTAIBHBIX BPEMEH AJIEKTPOH-TPAHCIOPTHBIX MPOIeccoB. i yTouHeHHs 3Ha-
yeHu 3((EeKTUBHBIX KOHCTAHT, UCIOIH30BAHHBIX B HAIlIEW MOJENN, Mbl CPABHUBAIN PE3yIBTAThI Pac-
YETOB C DKCIIEPUMEHTAIGHBIMU JAHHBIMH, TTOJTYYEHHBIMHA JUIS PA3JINYHBIX (POTOCHHTETHYECKHX CHCTEM
OKCHUT'€HHOTO THMNa (XJIOPOIUIACTHI BBICIIMX PAaCTeHMH, IIMaHOOAKTepuH; cM. oapobHee [BepuryOockuii
u 1ap., 2025]). B xauecTBe KpUTEpHs aIeKBAaTHOTO BEIOOpPA KOHCTAHT CKOPOCTEH MBI HCIIOIB30BAIN CO-
IJacHe TCOPETHUUCCKUX KPHUBBIX C SKCIIEPHUMEHTAIBHBIMHI 3HAYCHUSMH CKOPOCTH MEPEHOCA AIICKTPOHOB
Ha yyactke mMexay OCII u ®CI, a raxke 3Hauennii pH BHyTpuTHIaKOMaHOrO npocrpanctsa (pH,)
u pH crpomsr (pH,) B MeTabomuyeckux cocrosHusax 3 (ycnoBusi nHTeHcuBHoro cunresa ATP) u 4
(cocTosiHre (POTOCHHTETHUYECKOTO KOHTPOJIS).

PeakuunonHslil HeHTp Pg ) 0TIaeT aekTpoH Moiekyie miactoxuHona PQ,, cessannoro ¢ OCIL
Boccranosnennas monekyna PQ, oTHaeT seKTpoH BTOpHYHOMY MIacToxuHOHy PQp (PQ,PQ, —
— PQ,PQp). [nacrocemuxunon PQy ocTaercs MIOTHO CBSA3aHHBIM € Qp-CalTOM 10 TeX Mop, MOKa
BTOPOM DJIEKTPOH, TOHUPOBaHHbIA PQ) , obecreunBaeT IBOHHOE BOCCTAHOBIECHUE BTOPUYHOIO XUHOHA
(PQ,PQy — PQ,PQR) n mporonuposanue PQy 3a cyer nomiomeHus us ABYX MPOTOHOB U3 CTPO-

= + —
Mel (PQp + 2HG,, — PQgH,). Cropocts nmepenoca snektpona ot PQy k Bropu4HoMy xuHOHY PQp
3aBUCUT OT €ro OKHCJIUTEIbHO-BOCCTAHOBUTENBbHOro coctosHusa. IIpu pH 6,5 mocrosHHas BpeMeHU
OKHCJICHUS PQ; coctapisiaa 0,2-0,4 Mc co CBI3aHHBIM PQB n 0,6-0,8 Mc co CBI3aHHBIM PQB. Korma
Qp-caiiT cBoGozeH, Monekyna PQ u3 myna niuacTOXMHOHA JIOJDKHA CHAYaja CBA3BIBATBLCS, XapaKTep-
HOE Bpems TepeHoca snekrtpona ot PQ, k PQp u obpasosanus PQZH, cocrasuser okono 2-3 mc.
Boccranosnennas monekyna PQgH, muccounupyer or OCII B 00MeH Ha OKUCIEHHYIO MONEKyTy PQ

IIAaCTOXWHOHOBOI'O ITYyJIA.

B nmanHoii paboTe BBEACHHI IBE HOBBIC MEPEMCEHHBIC — KOHIICHTPAIIMN OKHCJICHHBIX MEPBUYHBIX
¥ BTOpUYHBIX XMHOHOB ([PQ, ], [PQg]), nocnenosarensHo nomyyaromue snexrporsl o1 OCII u nepe-
JTAIOIIIE WX MOJICKYJIaM TUIACTOXMHOHOBOTO Tyna. J[Jis ydeTa STUX IPOIECCOB HUCIIONB30BAaHHAS pPaHee
cuctema ypaBHeHu# (S1)-(S10) Oblma pacmmpeHa 3a cueT JOOABICHHS YPaBHCHHM, ONMHCHIBAFOIIMX
nosefenne nepeMenHsiX [PQ, 1 u [PQg], CBA3aHHBIX ¢ ypaBHEHUEM ISl IEPEMEHHOM [ngo] — KOHIIEH-
Tpanuen OKUCIEHHBIX IEHTPOB P g (epBuuHbIii 1oHOp d1ekTpoHoB B OCII):

d|P;,
[d(;SO] =L, ([Hj]) ~kpeson - [Ha]- [PQ4T- ([p680]0 - [ngo )_ ko - [ngo i (S14)
d[PQ,] .
th = koa - ([PQuly = [PQAD) - [PQg] + kypggg - ([PQ4 Ty — [PQD) - [p()go _ 515)
) (H1+ )  kpesoa - ([P680]0 - [Pgso ) [PQ4}
d[P
% = kop  [Hg] - ([PQgly — [PQR]) - [PQ] = 0.5 - kg - ([PQ4 1y — [PQ,D) - [PQR] - s16)

— kpq - ([PQ]y = [PQD) - [PQg].

B ypaBnenusx (S15) u (S16) nepemennsie [PQ,] u [PQg] cyTh OTHOCHTENbHBIE KOHIIEHTPALIMH OKHC-
JIEHHBIX XWHOHOB, cBs3aHHBIX ¢ DCII, [PQ] — oTHOCHTENbHAS KOHIIEHTpaIus okucieHHoro PQ myna.
ITocrosiHHBIE BETUYMHBI kQ A kQB 1 kpgeon — 9DPEKTUBHBIC KOHCTAHTBI CKOPOCTEH COOTBETCTBYOLIMX
peaxnwmii. KoHCTaHTBI kBQ U Kk, pego OOO3HAYAIOT COOTBETCTBYHOIME UM 0OparHbie peakunn. Koncran-
TBI, OTMEUCHHBIC HIDKHUM HHICKCOM (), CyTh MaKCUMAJIbHBIC KOHIICHTPALIUNA COOTBETCTBYIOIINX IEpe-

MCHHBIX.
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