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Annotanusi. CTpyKTypHO-IMHAMHUYecKUe (KHHETHYECKHE) U areHTHbIe (MHOTOYacTHYHBIE OPOYHOBCKHE)
MOJICNT WCIIONB30BaHbl Uil HM3y4YeHHs poib pH B perynsiiuu SJIEKTPOHHBIX TIOTOKOB B 00JACTIX
®otocuctemsr 11 n @orocucremsl I npu nepexnodeHUr HOPMAIBHOTO PEXKUMa aKTHBHOTO (POTOCHHTE3A U
(uKcaum yriaepoaa Ha peXXuM HEaKTUBHOTO (POTOCHHTE3A M IPOAYIIMPOBAHMUS MOJIEKYJIIPHOTO BOJOPO/IA.
MynpruMacTabHass KHHETHYEeCKas MOJENb ONHMCHIBAeT »JeKTpoHHbIe nmoTokn B DC II, m3menenne
KOHLICHTPALIH IIPOTOHOB B CTPOME M BOCCTAHOBJIEHHE ITyJIa IIIACTOXWHOHOB B (DOTOCHHTETHYECKOM Iy TH
U B LIEX XJI0opoabIxanus. Ha ee ocHOBE MmpeayioxkeH KHHETHIECKUI MEXaHN3M CKauYKO0OPa3HOTO MaAeHH
axktuBHOCTH Dotocucremsl 11, 3akucienus ctpomsl B obnactu Potocuctems! 11 1 mepexiroueHust MOToKa
3JIEKTPOHOB Ha ITyTh XJIOPOJbIXaHHsl. MHOrOYacTHYHbIE OPOYHOBCKHE MOAEH ONMCHIBAIOT KOHKYPEHTHOE
B3aMMOJICHCTBHE MOJICKYJ (eppeaoKCHHA, MPHHUMAIONIET0 IeKTPoHsl 0T PCI1, ¢ anbTepHATHBHBIME
aknentopamu: NAD(P)H (nyts ¢ukcaumu CO,) 1 runporenasoi (IyTh NPOU3BOJICTBA BOAOPOA). AHANIN3
pe3yabTaTOM MHOTOYACTUYHOTO MOJEIHUPOBAHUS U AJIEKTPOCTATUUYECKUX CBOMCTB B3aMMOJCHCTBYIOIIUX
MOJIEKYJI IOKa3aJl, 9TO MOTOK JIEKTPOHOB OT (heppeJOKCHHA Ha THPOreHasy BO3pACTAeT MPH LIETOUHBIX
3HavyeHnsx pH (~8-8.5) B okpectHOCTH akuenTopHoro yyactka @ortocucremsl 1. [lomydyeHHbIe pe3yabTaThl
MOATBEPXKIAET MIMPOKO OOCYXKIAEMYIO0 B JINTEPAaType THUIIOTE3Y O PEryJIsSTOPHOH pONM JIOKaIbHBIX
3HavyeHni pH B mponeccax (orocuHTe3a.

Knrouegvle cnoea: ghomocunmes, 31eKmpouHbill MPAHCROPM, 8000POO-8bIOETSIOUUE MUKPOBOOOPOCU,
KUHemuyeckue Mooeiu, MHO204aCUuyHble OPOYHOBCKUE MOOenU, (heppedOKCUH.

BBEJIEHUE

O heKTUBHBIM METOJIOM H3Y4YEeHHUS] OMOJIOIMYECKUX HSHEPrornpeoOpasyrouX CUCTEM SIBISETCS MaTeMaTH4ecKoe
MojienpoBaHue. COBpeMEHHbIE MOJIENHN MO3BOJISIIOT CHCTEMaTH3UPOBATh Pa3HOPOIHBIC IKCIIEPUMEHTAIbHbIE (DaKThl U
MIPOBEPSITH THIIOTE3Bl O MEXaHU3MAaX, JIE)KAIINX B OCHOBE PETYJSILHH CUCTEM >KUBOM KIETKH. ISl M3y4eHHs MPOIeCCOB
Ha pasHBIX MPOCTPAHCTBEHHBIX M BPEMEHHBIX MaciiTabax d(QQEKTUBHBIMU OKAa3bIBAIOTCS pa3JIMUHbIE THUIIBI
MaTeMaTH4ecKOro U KOMIBIOTEPHOTO OIUCAaHKs, KOTOPbIe MOTYT OBITh IPUMEHEHBI JUIS aHAIN3a YKCIIEPUMEHTAIIBHBIX
JaHHBIX W aHadu3a OMO(PHU3MYECKUX MEXAaHM3MOB HM3Y4aeMbIX MPOLECCOB M IOMCKA ONTHMAIBHBIX YCIOBHHA JUIS
TIOJYYEHHS TEX WM MHBIX LEJIEBBIX IPOIYKTOB.

Haunbonee pacnpocTpaHEeHHBIM METOJIOM MOJIEIBHOTO OIMCAaHMS IIPOLECCOB B CYOKJIETOUHBIX CHCTEMax, B TOM
quciie B QOTOCHHTETHYECKOH MeMOpaHe, SBISIETCSA «CHCTEMHO-THHAMHYECKHI» MOAX0 K MOJESITHPOBAHHIO, OCHOBHBIM
MaTeMaTHIEeCKUM arlapaToM KOTOPOTO TPATUIIMOHHO SIBITIOTCS CHCTEMBI TG depeHIaIbHbIX ypaBHeHuH [ 1, 2].

B mopnensx hoTocHHTETHYECKOi dHepromnpeodpasyolieii MeMOpaHbl B Ka4eCTBE MEPEMEHHBIX PACCMATPHUBAKOTCS
KOHIICHTPALMK COCTOSHUH MyJIbTU()EPMEHTHBIX KOMIUICKCOB, IPONOPIMOHAIBHEIC BEPOSTHOCTSAM ITHX COCTOSHHH, a
TaKOKe KOHLEHTPALUH APYTUX KOMIIOHEHTOB (POTOCHHTETHYECKOH MEeMOpaHB! (IIOABMKHBIX IEPEHOCYNKOB HJIEKTPOHOB,
noHOB). KiHeTHUeckne MoJIenn pa3HoH CTENEeHH JeTalH3aliH ITO3BOJISIOT aHATU3HPOBATh SKCIIEPUMEHTAIILHBIE JaHHBIC,
PErUCTPUPYEMBIC CIEKTPAJIbHBIMH METOAaMH1 OT CYCIICH3UU KJICTOK MI/IKpOBOI[OpOCHGﬁ B pa3/IMYHBbIX YCIIOBUAX, U ICJIaTh
BBIBO/IbI 00 U3MEHEHHSX B q)OTOCHHTeTH‘-ICCKOfI SN B pa3HbIX YCIIOBUAX SKCIICPHUMCHTA. prOH_[eHHI)Ie KUHCTHUYCCKUC
MO/IEITH MO3BOJISIIOT JaTh KAYECTBEHHOE ONMCAaHKE HAOI0IaeMbIX HEJIMHEHHBIX SIBIICHUH.

Jnst Bocmpou3BeneHHsT Ha MOJETH HPOLECCOB B3aWMOAEHCTBUSI OMOJOTMUECKHX MAaKpPOMOJIEKYJI W H3Y4YeHHS
MEXaHM3MOB TAaKOTO B3aHMOJIEHCTBHS HEOOXOIUMO MOEIMPOBAHHE MPOLECCOB Ha CYOKIETOYHOM M MOJIEKYJISIPHOM
ypoBHe. [Ipu 5TOM Ba)XHYIO POJIb HTPACT HHTEPHEP, B KOTOPOM NPOUCXOIUT TAKOE B3aUMoJIeiCcTBIE. B mocineaHue roast
B CBSI3U C OypHBIM pa3BUTHEM HH(YOPMAIMOHHBIX TEXHOJIOTHH NPU MOJCIUPOBAHUM CHCTEM CaMOM pa3sHOM MPUPOJIBI
MOJYYWJIN PACTIPOCTPAHCHNE TaK HA3bIBAEMBIC «arceHTHBIE» MOJENHU. «ATEHTHBI» (OOBEKTHBIH, aTOMHUCTHYECKHH,
KOPITyCKYJISIPHBIN) METOJ MOJCIMPOBAHHS IIPEATIONATracT BEIBOJUTE CBOMCTBA CJIOKHBIX CHCTEM U3 CBOWCTB H CIIOCOOO0B
B3aHMOJICHCTBHS COCTABJIAIOIINX OTH CHCTEMBI «areHTOB» WM «aTOMOB» — HEKHX IPOCTEHIINX OOBEKTOB,
COCTaBJIIONIMX 3Ty CHUCTEMY. B KadecTBe «areHToB» B MOJICKYJIIPHOM MOJCIHPOBAHHU BBICTYNAIOT aTOMBI MM HX
arperarsl (course-grain — KpyIHO3epHHCTOE MOJICITUPOBaHKE), B OPOYHOBCKOM MOJIEIIUPOBAHIH — OMOMAKPOMOJIEKYJIbI.

«ATEHTHOE» U «CHCTEMHO-ANHAMHYECKOe» OIMCAHMS B3aUMHO JOIOJHSIOT IpyT Apyra. B Gousbmoii Mepe cocob
ONUCAHMS ONpPEAENACTCS LETIMH MOAENUPOBaHUA. [y OTBeTa Ha KaueCTBEHHBIC BOIPOCH O THIE ANHAMHYECKOTO
MOBEACHUSI CHCTEMBI 4acTO Y0OHO ONHCBHIBATh CHCTEMY C ITOMOILBIO YIIPOIIEHHOH «(hEHOMEHOIOTNYECKON» MOAEIH.
KonnyecTBeHHOE COOTBETCTBUE MOJCJBbHBIX W J3KCICPUMCEHTAJIBHBIX KPUBBIX TpeGyeT JACTAJIbHOI'O KHHETHYECKOI'O
onucanus. [ns BbisicHeHust ¢usnueckux (OMOPHU3MYECKUX) MEXaHW3MOB B3aWMOIEHCTBUSI OMOMaKpOMOJIEKYJ B
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KJIETOYHBIX CHCTEMaX, HEOOXOIAMMBI areHTHbIE (aTOMUCTHYECKHE) MoJeny. VX coueTaHue Mo3BOIAET IMPOIUThH CBET Ha
CIOCOOBI PETYJISIMN TPOLIECCOB B CIOKHBIX KHUBBIX CHCTEMAaX, KAKOBBIMU SIBIISIFOTCS. MUKPOBOZOPOCIIH.

CraThs MOCBAIICHA 00CYKICHUIO PE3yJIbTaTOB, IOIYYCHHBIX Ha Kadeape OnopHu3uKH OMOIOTHIECKOTO (haKyIbTeTa
MI'Y npu MoAenupoBaHHMH IMPOLECCOB (OTOCHMHTETHUECKOTO AJIEKTPOHHOIO TPAHCIOPTa B BOJOPOA-BBIICISIONIMX
MHKPOBOJIOPOCIISIX ~ METOJaMH  KMHETHYECKOro M OpOYHOBCKOTO MojenupoBaHus. CHCTEMHO-THHAMHYECKHE
(KMHETHYEeCKHe) M aTOMUCTHYECKHe (OpOYyHOBCKHME) MOJAENM INPHUMEHEHB! JUISi W3YyYeHUS MEXaHH3MOB PpeTryJISINN
MIPOIIECCOB AJIEKTPOHHOTO TPAHCIIOPTA, OINPECISIIONINX aKTHBHOCTh BOJOPO-BBIICIISIIOIINX MHKPOBOJIOPOCIEH,
paccMaTpuBaeMbIX B Ka4eCTBE NOTSHIIMAIBHOTO HCTOYHNKA aTbTEPHATUBHOTO TOIUIMBA (MOJIEKYJISIPHOTO BOJIOPO/A).

Bonopoa-Beiaesiionme Mukposoaopocan. Opranusanus GoToOCHHTETUYECKON L enHu.

MonekyspHBIi BOZOPOJ IIPEACTABIseT COO0M OJIMH U3 BUJIOB AJIFTEPHATHBHOTO TOIUTMBA MPUBJICKATEIbHBIN TEM,
YTO €ro CropaHue ¢ KUCIOPOJIOM JIaeT eIMHCTBEHHBIN NMPOAYKT — BOMY, HE HAHOCSIIYIO Bpela OKpY’KarouleH cpeze.
Hexoropsie hoTocHHTE3MpYIONIME OPraHU3MBbI, B TOM YHCIIE IHAHOOAKTEPHU M 3€JECHBIE MUKPOBOIOPOCIH CIIOCOOHBI
BBICTATE Ho B aHA3pOOHBIX yCIOBUSAX B TeMHOTE [3, 4]. HeoOxonmmbIM KaTanu3aTopoM PEakluH SBISETCS pepMEeHT
THIPOTeHA3a, TOHOPOM 3JICKTPOHOB YIS THAPOTEHA3bI CITY)KUT Majibiii Oenok deppenokcut (D) — KOHSUHBIN aKIETITOP
3JICKTPOH-TPAHCIIOPTHON 1enu (HOoToCHHTe3a. B OOBIUHBIX YCIOBUAX AKTUBHOW pabOTHl (POTOCHHTETHUYCCKOW IICTH
®otocucrema Il (PC II) sBuseTcs MCTOYHUKOM KHUCIOPOJA, KOTOPBI WHTHOMPYET SKCIPECCHIO T'MApOreHasbl. B
YCIIOBUSIX TOJOJMAHMS B KJIETKAaX HapyIIArOTCsl IMPOILECCH CHHTe3a OenkoB, manaet 3¢ ¢extnBHOCTH padoter DCII,
CO3/IAf0TCS] aHA3POOHBIE YCIIOBHUS, dKCIpeccUpyeTcs (PepMEHT THIpOTeHa3a U BO3ZHUKAET JIEKTPOH-TPAHCIOPTHBIH Iy Th
C BBLICNIEHHEM BOAOpOJa. B mpupozae 3TOT mpolecc, IMO-BUAMMOMY, HOCHUT 3allUTHBIM XapakTep, MperoTBpalnas
TIEPEBOCCTAHOBJICHHE 3JIEKTPOH-TPAHCIOPTHON IIETTM M BO3HMKHOBEHHWE OIACHBIX IS KJIETKH aKTHBHBIX (OpM
kucnopona [5]. Ha pucynke | npuBeneHa cxema 3J1eKTPOH-TPAHCIOPTHBIX TPOIIECCOB 3€JIEHBIX MHPOBOAOPOCIEH.

B mocnenHue rompl aKTUBHO BEIYTCSl HCCIIEAOBAHUS 10 W3YUYCHHIO YCJIOBHH, NPHBOAAMINX K YBEJINYCHHIO
KOJINYECTBA BOJIOPO/Ia, BBIIENSIEMOr0 MUKpoBoopocisimu [6-8]. MccaenoBanus BeLyTCsl B HECKOJIBKUX HANPaBICHUSX:
0TOOp ECTECTBEHHBIX BOJIOPOA-BBIACISIIONINX BUAOB, HAIIPABICHHBIM MyTarcHe3, ONTUMH3ALUs yCIOBUH BRIPAIINBAHNS,
W3yYCHNE MEXaHW3MOB BHYTPUKIETOYHOW M MOJIEKYJSIPHOM PETYIALUH HPOLECCOB, NPUBOAAMINX K IEPEKIIOUCHHIO
MeTaboJIM3Ma KJIETKH Ha MyTh BbIICICHHS BOJOPO/IA.

Ha nepBom »3Tame BbIpalllMBaHMs BOJOPO-BBIICISIONIEH KYJIBTYPbl HPOUCXOJUT HOpPMajbHbIA (hoTOCHHTE3:
¢uxcarust CO,, BEICBOOOXKIEHNE KUCIOPOa B pe3yibrare okuciienus HoO u Hakoruienue 6uomaccsl. Ha Bropom aTare
KJIETKH [TOMEIIAIOT B YCJIOBUS TOJIOaHus (HE0CTaTKa Cephbl, a30Ta Wik Mg), 9To IPUBOJUT K MHTHOMPOBAHUIO IIpoLiecca
OMocHHTE3a M OCTAaHOBKE pOCTa KJIETOK. B mepBylo ouepenb MPOUCXOJUT MHIMOMPOBaHUE CHHTE3a (PEepMEHTOB IUKIIA
Kanpeuna (PybucKo) n 6enka D1 peakumonnoro nenrpa @CII. [Tockonbky @CII mocTossHHO MOBpPEXAAETCS HAa CBETY B
pe3yibrare (OTOOKHCIICHHS, B OTCYTCTBHE CHHTE3a M BoccTaHOBIeHUs Oenka D1 ckopoctu okucnenus Boasl OCII n
BBIJICTICHUST KHcIoposa manaioT. OJHOBPEMEHHO NpH TOJNOAAHWM M CHIDKeHMH akThBHOCTH PybucKo Bomopocin
HAYMHAIOT HAKATUTMBATh KpaxMai B KOHIICHTPAIHsIX, B 8-20 pa3 IpeBbIIIalOMMX KOHIICHTPAIIUH B HOPMAJIbHBIX YCIOBHSX [9].
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Pucynok 1. DJIeKTpOH-TpaHCIOpPTHAs Lenb (OTOCHHTE3a BOAOPOA-BBIACISAIOMMX opraHm3moB. PSII —
®orocucrema I, Lur bef — muroxpomusiii bsf-komruieke, Pc — mracronmanun, PSI — ®@orocucrema I, PTOX —
IUIACTU/IHAS TepMUHaJbHas okcunaza, Fd — deppenokcnn, Hd — rumporenasza, FNR — deppenokcun-HAJD™-
penykrasa. CTpenkaMy I0Ka3aHbl IyTH 3JEKTPOHOB U IPOTOHOB
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B pesynbraTe, KOTAa CKOpOCTh BBIAEIECHUS] KUCIOPOAA CTAHOBHUTCSI MEHBILE CKOPOCTU €ro MOIJIOMIEHHs B MpoLecce
JbIXaHWA, KyJIbTypa OBICTPO CTAaHOBMTCSI aHa’pOOHOW, YTO JAeT CHUTHAJI K CHUHTE3y THIPOTCHa3bl M BBIICICHUIO
MOJIEKYJIIPHOTO BOJIOPO/IA.

Takum 00pa3oMm, JIEKTPOHBI Ha TUAPOTCHA3Y MPHU TOJIOAHUH MOCTYIAIOT Kak OT octarouHoi padotel DCII, Tak u
OT Karabonm3Ma OJHIOTEHHOIO cyOcTpara (pasjoxeHue Kpaxmaina). Kuciopona, BBIICISIONIMICA B pe3yjbTaTe
paznoxxennst HoO runporenasoi, Ucronb3yercst Uil JbIXaHHsS, YTO ITO3BOJISIET MOJJIEP)KUBATh aHA3POOHBIE YCIIOBUSL.
MHOTOYNCIIEHHbIE SKCIIEPUMEHTAIBHBIE Pa0OTHI MOKa3alli, YTO OCHOBHBIE M3MEHEHHs 3JIEKTPOHHOTO TPaHCIOpPTa B
MIPOLIECCE TOJIONAHMSI TPOUCXOIAT Ha ABYX KIIFOUEBBIX y4acTKax, CBA3aHHBIX ¢ akientopHsiMu qomeHamu OCII u OCIL.

B nponecce ronomanus akrusHocTh PCII, peructpupyemas MeTooM (IIyopeclieHINH, CHIBHO MalaeT, MPHIEM
MajicHue 3TO MMEeT TOporoBblii xapaktep [10], 9TO yKa3bIBaecT Ha CYIIECTBOBAHHE TPHUITEPHOTO MEXaHU3Ma,
OTBETCTBCHHOTO 32 IEPEKIIOUEHHE THIIa MeTaboiaM3Ma KIETKHM C pEeXMMa aKTHBHOTO (DOTOCHHTE3a HA PEXHAM
HEaKTUBHOTO ()OTOCHHTE3A U BBIAEIEHHS Bofopoaa. [Ipy 3ToM mpakTHUecKH peKpamiaeTcs TpaHCMEMOpaHHbIH ITepeHoC
MIPOTOHOB, COIPSDKEHHBIN ¢ 3JeKTpOHHBIM TpaHcmopToM depe3 PCII. KormeHTpamnwst mpoTOHOB BOJM3H aKIEITOPHON
CTOPOHBI MEMOpPaHBI MOBBIIIAETCS Ha MOpsiiok oT pH 8 (craumoHapHOe 3HaYeHUe TpH akTUBHOM (hotocunTese [11] no
smayenuid pH 7. B pabote [12] ¢ ucmosb30BaHHMEM MaTEMAaTHYECKOH MOZEIH MOKa3aHO, 4yTo pH MOXKeT CiyXuTh
peryjMpyromum mnapaMmeTpoM, YMCHBIICHHUE BEIHWYHMHBI KOTOPOIO MNPUBOAUT K IMEPCKIIOYCHHUIO C AKTHBHOI'O THUIIA
(oTocuHTE3a, COOTBETCTBYIOIIETO BHICOKOMY 3HAUCHHIO PETHCTPUPYEMOH B 3KCIIepUMEHTe XapakTepuctuku Fy/Fn, Ha
HEaKTUBHBIN PeXUM (POTOCHHTE3A, COIIPOBOXKIAIOIIUICS BBIICIIEHHEM MOJIEKYIIIPHOTO BOJOPO/IA.

Ha akuenropnoii cropone ®@otocuctems! I (OCI) npoucxoauT nepekiroueHne 3JIeKTPOHHOro MoToKa uepe3 D
(menocpencTBeHHO aknenTupyromuii 31ekTposl ¢ PCI) ¢ ximaccmdeckoro myTH (oTrocumHTe3a C  (QUKcarmei
atMocdeproro yriekucioro raza (CO») m oOpa3oBaHHEM OpPraHWYECKHX BEHIECTB depe3 (PepMeHT (epperoKCHH-
HAI® -penykrasy (®HP) Ha myTh mpomsBoicTBa Bomopoxa uepe3 (epMmeHT ruaporenasy. AxtuBHocTh DCI,
obecreunBaoIas MOTOK IEKTPOHOB HA BOAOPOJ U MPpou3BoAcTBO AT®D, mpu 3TOM coXpaHsETcs 3a CYET HOCTYIIICHUS
9JIEKTPOHOB M3 IyJla XMHOHOB M IMKJIMYECKOTO 3JIEKTPOHHOIO TpaHCHOpTa. BaxxHBIM (DakTOpoM, BIHMSIOIIMM Ha
3¢ PEKTUBHOCTD BBIZICTICHUS BOJOPOA, SIBISETCS KOHKYPEHIMA MEKAY Pa3IMIHBIMI META00IMYECKIMU My TAMH 3a D
B aHa3pOoOHBIX YCIOBUSIX, KOHKYpPEHIHMS MeKIy ruaporenazoil u ®HP 3a @p sBisiercs GpakTopoM, OrpaHHUHBAOIIAM
BbIIesieHHe Bopopoaa [13]. [lyisg BeIACHEHHS MEXaHHU3MOB IEPEKIIOYEHHUS 3JIEKTPOHHBIX MOTOKOB oT dx ¢ ®HP Ha
THJPOTeHa3y W BIMSHUS JIOKAJIBHOW KOHIIGHTpAIlMM MPOTOHOB Ha OJTOT Ipolecc Oblia paspaboTaHa mpsMas
KOMITBIOTEpHAsT MOJIENIb IPOIECCOB B3aMMOJECHCTBHs OenkoB: JNoHopa ®Pn m anprepHaTMBHBIX aknentopoB ®HP un
THJPOTeHa3bl METOJIOM MHOTOYacTUYHOW OpOYHOBCKOW MUHAMHKH. [IpoBeneH aHain3 3JIEKTPOCTaTHYECKUX CBOMCTB
B3aMMOJICHCTBYIOIIMX MOJIeKyJl foHOpa Dn u akuentopa — ®HP unu runporenassl [14, 15].

DJIEKTPOH-TPAHCNIOPTHAS CHCTEeMa MMKPOBOJIOPOCJIei B YCI0BHSIX cTpecca.

B HOpMaJIBHBIX YCIIOBHSIX OCHOBHYIO POJIb HTPAET JIMHEWHBIH 3JIEKTPOHHBIN TPAHCIIOPT, 00eCTIeYNBAIOLINI IIEPEHOC
anektpoHoB oT OC II wepes nuToxpomusnid komiuieke k OC I n naee B nuki gukcanuu yriepoga Kamssuna-bencona
(puc. 1) 1 conpspKEHHBIN TEPEeHOC B TIOMEH MPOTOHOB, HEOOX0MUMBIX Uit paboTel AT®-cuHTa3sl. B ycnoBusx crpecca
npoucxonut nHaktuBaIs OCII, moTok snekrponos Ha Berxoae OCII magaet, BaxXHYIO poiib HAUMHAIOT HTPATh TPOIIECCHI
XJIOpOAbIXaHUA, OGCCHC‘IHB&IOLHCFO IMPUTOK JJICKTPOHOB B (l)OTOCI/IHTeTI/I‘IeCKyIO ICMb Ha YPOBHE IJIACTOXHHOHOBOI'O
nyna oT HAJI(®)H, obpasyroierocst B ICHTPaIbHBIX KaTaOOJUYECKUX MyTAX [NIMKOJIN3a, TEHT030(h0oc(haTHOTO MIYHTA U
nukiaa Kpebca. Onextponsr ¢ HAJ(D)-H, obpasyromierocs B HEHTPalIbHBIX KaTaOOMMYECKHX IIYyTSIX TIHKONIN3A,
neHTo30¢ochaTHOro MyHTa U nukia Kpedca, mepeHocstcs Ha miiacToxuHoH (PQ), KOTOpkIi B BOCCTAHOBIICHHOH (opme
IUTACTOXUHOIA NTepeaeT 31eKTpoHsl nocpeactBoM PTOX Ha KOHEUHBIH akIENTOp — KUCIOPO, K OJTHOBPEMEHHO CITYXKHUT
UCTOYHHMKOM HJeKTpoHOB Ui PC 1 (yepe3 muroxpomublii komruiekc u Pc, puc. 1.) Xnopoxasixanue sBisercs
JIOTIOJTHUTEBHBIM CIIOCOOOM PEryJIMpOBaHUs OKHCIUTEIBHO-BOCCTAHOBUTEIBHOTO COCTOSHUS myna PQ B xyopomacrax
U CTUMYJHpYETCS B YCIOBHSX BBICOKOTO ypoBHs BoccraHoBiieHHOcTH HAJI(®)-H n myna PQ. B temnHoTe B HOpMe
puMepHO 25 % BTOPHYHBIX aKLIENTOpoB Qg IMPUCYTCTBYET B BOCCTAHOBJIEHHOH (hopme [16], 4TO CBUAETENBCTBYET O
CYIIECTBEHHOIl pOJM XJOpJABIXaHWS HA HA4YalNbHBIX JTamax (oTocHHTE3a W B HOPMAIBHBIX YCIOBHAX. Poib
XJIOPOJIBIXaHUS CYIIIECTBEHHO BO3pAcTaeT B YCIOBUAX CTpecca.

B nutepatype oGcyxmaeTcsa BOIpoc O Pe3KOM YBEIWYEHHH NpHU cTpecce ducia Qp — HEBOCCTAHABIMBAIOLIUX
nentpoB ®@II, To ecth GoTocHcTEM, B KOTOPHIX HE IPOUCXOAMT MEPEHOC 3JIEKTPOHA C MEPBUYHOrO XMHOHA QA Ha
BTOPUYHBIA XUHOH Qp. B HOpMaNbHBIX yCIOBHAX NMEPBUYHBIN XMHOH Qa, IPUHUMAET ¥ OTAAET OJUH 3JeKTpoH. Ecnn
nepeHoc 3eKTpoHOB ¢ Qa Ha Qp 3a0JIOKMPOBaH, NPOUCXOIAMT HAKOIUIEHHE BOCCTAHOBJIEHHBIX (opM Qa, mpu
B030yxaeHnn PLI oOpasyrorcs TpumuieTHble (OpMBI Pego, KOTOPBIM MOXKET IpEIIIECTBOBATH 00pa30BaHHUE IBAXKIIBI
BOCCTAHOBIICHHBIX (pOpM XHHOHA Qa, KOTOpBIE MPOTOHUPYIOTCS, 00pa3ys xuHoI QaH, [17]. B OOBIYHBIX YCIIOBHSIX
(oTocuHTE3a NEPBUYHBIM XUHOH Qa SIBISETCS OTHORIEKTPOHHBIM NEPEHOCUYMKOM, TOTJa KaK BTOPUYHBIH XMHOH Qp
MIEPEHOCHUT J1Ba 3JIeKTpoHa. OJIHAKO B PAacTBOpE MOJEKYJBI O0OMX XHHOHOB, MMEIOIIMX OAWHAKOBOE XHMHYECKOE
CTPOCHHUE U OTHOCSIINXCS K KIaccy yOMXuHOHOB 10, CIOCOOHBI K IBYX3JIEKTPOHHOMY BoccTaHOBIeHHIO [ 18]. B cocrase
OC II cunmpHasg cBI3b XHHOHA QA OOYCIAaBIMBAET €ro ‘‘HEMOJBIDKHOCTH B PEAKIOHHOM LEHTPE M CHOCOOHOCTH
NepeaBaTh TOJBKO OIWH 3JIEKTPOH B OOBIYHBIX YCIOBHSX. B yCIIOBHSX TOJNOJAaHWS W YACTUYHOM Jerpajanun
cTpykTypHbIX OeiakoB ®PC II cBsa3b Qs ¢ OCIKOM MOXKET 3HAYMTENIBLHO OciabeBaTh, a €ro CIOCOOHOCTh K
JBYX3JIEKTPOHHOMY BOCCTAHOBJIGHHIO BO3pacTaTh. B yCIOBUSX MHHEpaJbHOTO TOJIOJaHHS B TEMHOTE 00pa3yroTcs
BOcCTaHOBJIeHHbIE (GopMmbl PQ 1, Kak cieacTBHe, HaKAIUIMBAIOTCS BOCCTaHOBJIEHHBIE (GopMbl Qa, YTO NMPHBOAUT K
00pa30BaHMIO ABAX/IBI IPOTOHMPOBAaHHEIX (popM xuHONa (QaH>).
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Pucynok 2. Cxema mporeccoB, IPUBOAALINX K MEPEKITIOUCHUIO ITyTel IMepeHoca IEKTPOHOB MpH Toonanuu [12].
A. Cxema mepexoloB MexIy cOCTOSHUSMH QotocucteMsl II. ITyHKTHpOM 00BEREHBI COCTOSHHS C OAWHAKOBHIM
KOJIMYECTBOM 3JIEKTPOHOB. b. Cxema TpaHCIIOpTa IPOTOHOB B CTPOME BOJIM3H THIAKOMITHON MEeMOpaHEL. Vst — IPUTOK
HNPOTOHOB U3 CTPOMBI K MeMOpaHe THIIaKouzaa, kst — OTTOK IIPOTOHOB B cTpoMy. B. Cxema OKHCIUTEIBHO-
BOCCT@HOBHTENBIBIX PEAKIUH IUIACTOXMHOHA B Iienu (oTocuHTe3a M xyoponsixanusi. NADH-perunaporenasa B
peakiu katanusupyet nepenoc 3nekTpoHoB ¢ NADH na PQ (knan). PTOX - mnacTuanast TepMHUHaANBHAS OKCHIA3a, B
peakuuu kprox KaTaaM3UpyeT nepeHoc »j1eKTpoHoB ¢ PQH:» Ha kuciopoj Ha JIIOMHHAJIbHOM CTOpOHE MeMOpaHbI
THIIAKOHUA. kps — PEaKIs OKUCICHHS IITACTOXHHOHA B IIeNH (hOTOCHHTE3a

B npennoxenHol Hamu Mozenu [12] npennonaraercs, 4To peryJisinus TpaHCIIOpTa JIEKTPOHOB B XJIOPOILIACTAaX B
YCIIOBUSIX CTpecca, IMPUBOJSMIAs K IIEPEKIIOUCHHI0 MeTaboiu3Ma Ha IyThb 0Opa3oBaHUs BOAOpPOJA, CBSI3aHA C
YBEIMUYEHNEM YPOBHS BOCCTaHOBJIEHHOTO mactoxuHoHa (PQH») n oOpa3zoBaHneM ABaXIbl IPOTOHUPOBAHHBIX (HOPM
xuHoNma QaH,. CymecTBeHHOW 0COOCHHOCTBIO PETYJISAIHA SBIAETCA TOT (aKT, YTO HKCIEPUMEHTANBHO HaOIltoqaeMast
nHakTHBamuss @C Il mpoucxomuT 3a OTHOCHTENBHO KOPOTKHE NpPOMEXKYyTkH BpemeHu (puc. 2) [19]. Takoe
CKauK00Opa3HOEe, «TPUITEPHOE» MEPEKIIOUYEHHE C OJHOTO pPEeXHMa Ha JPYrod CBHIACTENBCTBYET O CYIIECTBEHHO
HEJIMHEWHOM MpHUpoJie HaOIIOAAEMBIX SIBIICHHH.

MopeJb nepek/JrYeHns 3JIEKTPOHHBIX IOTOKOB HA YPOBHE IIyJ1a XHHOHOB.

Cxema Bo3MOxHbIX cocrossHuii @CII, onucaHHBIX B Mopenu, n3o0pakeHa Ha PUCYHKE 2, B HEE BKIIOYCHBI
COCTOSIHHMS, COJIepKalllne JBaX1bl IPOTOHUpOBaHHYIO (hopmy QaHa.

ITocnenoBaTenbHOCTh MEPBUUYHBIX MPOLIECCOB NMEPEHOCa 3JEKTPOHOB B peaknnoHHOM IieHTpe PCII TtakoBa. B

TEMHOTE PEAKIMOHHbIE LEHTPbl HAXOAATCA B OTKPBITHIX COCTOSHMAX, () L (w) u 0 AQB (w2). Iox neiictBuem cBera
MIPOUCXOIUT BO30YXJAEHHE NMUTMeHTa Pego, pa3felieHHe 3apsioB M INEPEHOC MIEKTPOHA Ha MEPBUYHBIN aKIENnTop

deodurun (k1), a 3aTeM BoccTaHOBIICHHE IEPBHYHOIO XHHOHA ¢ o6paszoBanueM dopm O, (x1)u O, 0, (x2), KOHCTaHTa
k7. OGpaTHbIii Iepexo]i ¢ KOHCTaHTaMH k-1 U k-7 omuckiBaeT duryopecuentmio coctosunii O, (x1) 1 Q,0, (x2). B
peakimu (k2) 3JCKTPOH MEPEXOJUT HA BTOPHUYHBIA XMHOH QB, obpasyercs popma Q,0, (x3). Crnenyrommii KBaHT
CBETA, MOTJIONIACMBIH B PeaKIny ks, BhI3biBaeT obpazosanue Gopmbl O, O, (v1). [lanee B peakiuu k4 BTOPOii 31I€KTPOH
< 2-
nepexoauT Ha BTOpHuHbIA xuHOH (J,, 06pasys Gopmy Q,0, (12) ¢ NOIHOCTBIO BOCCTAHOBJIECHHBIM BTOPHYHBIM
2—
xuHoHoM. IIporonnpoBanue cocrosuus (),  (12) IPHBOAUT K BBICBOOOXICHHIO MOJIEKYJIbl BOCCTAHOBICHHOTO
mnacroxunona POH, w3 ), -caiita (ko). 3aTeM 21EKTPOHBI € IyJa IUIACTOXMHOHOB YXOIST IO LEMA JMHEHHOTO
Tpancnopra dorocuntesa (kps). Monekyna P Q B peakumsx ks 1 k¢ 3anumaet mycroit Q) -caitr cocrosamit Q , (wi) u
p 6 h IT H’ ,
O, (x1), obpasyst dopmbt Q,0, (w2) u Q, Oy (x2). [Ipucoenunerue aByx npotoHos crpombl /1] k popme Q) (x1)

(ks) Bemer k obpasoBanuto kommnekca (), H, (v), koTopblil sBAseTCA TyNMKOBOH (POPMOH M B JalbHEHIIMX PEAKIMAX

HNEPEeHOCca PIEKTPOHA HE yUacTBYET.

B menu xyopoapIxaHusi pacCMOTpPEHBI JIBE CTaJUH: BOCCTAHOBJIEHHME IIacTOXWHOHA anekTpoHamu NAD(P)H B
peakuny, KaTaJu3upyeMOH JeruaporeHas’oil ndh, W OKHCICHWE IUIACTHIHOM TepMUHanbHOW okcupazoii PTOX c
MIEPEHOCOM JJICKTPOHOB Ha KHCIOpoJA. s ommcaHMs HPEACTABICHHBIX Ha CXEME IPOIIECCOB 3alMCaHa CHCTEMa
OOBIKHOBEHHBIX An(PepeHINaIbHBIX ypaBHeHHH. CHucTeMa peaylHupoBaHa C y4eTOM KBAa3MPABHOBECHBIX CTAIUH U
3aKOHA COXPaHEHUsI, MOIPOOHKINA BEIBOA JaH B padore [12].

OxoHYaTenbHAs! CHCTEMA yPaBHEHHUI NPUBEIICHA HIDKE!
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fc=q1—(q_l+qs[H§T+qs—ql)x+(q_s—ql)V+(q_3—ql)y, (M
2

J}ZQ3X_(Q73+CI9|:H::| )y (2

\Ezqg[H:Tx—quv, 3)

0=V, ~k, H ~q,[H | y=q[H T x+q.v )

. 2
PQH, = k- NAD(P)H - (1= POH, ) = (kproy - Oy + kps)- POH, + g, [ HI | y. (5)

3neck: X=X, +Xx,+X; — cymma BeposTHOCcTed coctosHuii ®C II, B KOTOpBIX HMEETCS OJMH 3JEKTPOH
(Q,+0,0,+0,0;). y=y,+y, — cymma BepositHocteil cocrosiuuii ®C II ¢ AByMs SIEKTPOHAMH
(0,0, +0,0;). v — KOHIEHTpamus jBaX/bl NpoTOHHpoBaHHOTO mepsuunoro xmmowma O H,; H' -

KOHLEHTPALKs. IPOTOHOB B cTpoMe BOmm3u MemOpansl; POH, - koHUEeHTpanyst BOCCTAHOBJIEHHOTO IUIACTOXMUHOHA;

NAD(P)H wu O, coorsercrayior xounentpammsam NAD(P)H w xucnopona. gi — sbdextupHbie KOHCTaHTHI

CKOpOCTeH, BEIpaKEHHBIE Yepe3 COYEeTaHMsI KOHCTAaHT CKOPOCTEH MCXOIHOM MOJIENH, CBS3aHKI ¢ KOHIeHTpanueil PQ u
KOHCTaHTaMH PaBHOBECHS PEaKIUi, MPUBEICHHBIX Ha PHCYHKE 2, clIeayronmmM obpasom [12]:

K, K,-PQ s K,-PO+1 . 1
T1+K,-PO1+K,) "

—ks (
1+K,-PO(1+K,)

q; =k 6)

1K, PO+ K, T

Vpasuenus (1)-(3) coorBercTByIOT nepexonam mMexny cocrossHusiMu OC II (puc.2 A). YpaBuenue (4) onucsiBaer

+ o
M3MEHEHHe KOHLEHTPALUH IpoToHOB F7 | B cTpoMe BOIM3H POTOCHHTETHYECKOI MEMOPaHBI 3a cueT 0OMeHa IPOTOHAMH
) +
ctpomsl u npumem6pannoit odnactu (V, —k, - H ), u ux norpeGnenne B peaxkumsix ®C 11 (peaxuun ks, ks ko,

puc. 2A, B). Vpasuenue (5) onuceiBaer usmenenne POH. , B Xone BoccTaHOBNeHUs] MoneKynamu NAD(P)H (kuan,

puc. 2B) u OKMCIEHMS IUIACTHJHOM TEPMHMHAIBHON OKCHAA30i B XjopojbixaHuu (peakuust kprox puc. 2B),
BoccTaHoBieHust porocucremoii 11 (ko, prc. 2A) u okucnenus B uenu gportocuntesa (kps, puc. 2B).

XapakTepHoe BpeMsI BOCCTaHOBJICHHSI IIEPBUYHOIO XMHOHA B PEakusiX OTOCHHTE3a, ONMCHIBAEMBIX YPABHEHUSIMH
(1)-(3), cocrasnster 0,1-200 mc [2]. Bpemst ycraHOBiIeHHS! CTallOHApHOTO 3Ha4YeHUst pH B cTpoMme U JItoMeHe mocie
ocBeleHus — ypasaeHue (4), cocrasisier 30-50 c. Bpemst HakoruieHus M pacnaja KpaxMalia i OeJIKOB IPH MUHEPAITLHOM
TOJIOIAHWHN OTPEAEIAET CKOPOCTh M3MEHEHHUS! CTENEHN BOCCTAHOBJIEHHOCTH ITyJa IUIACTOXHMHOHA NPH XJIOPOJBIXaHUN
moexynamu NAD(P)H (5). OHo cocraBisieT okoso 30 4. YUuTeIBast, 4T0 ypaBHEHHE (5) OMUCHIBACT MPOIECCHI TOpa3ao
6onee memeHHsIe, 4eM ypaBHeHHUs (1)-(3), koHIeHTpanuio mwiacroxuHoHa PO B ypaBHeHusxX (1)-(3) MoxHO cunuTaTh
napameTpoM. KoHUEHTpanus NpoTOHOB [H N ] BxoauT B moacuctemy (1)-(3) xak mapamerp, MOCKOJIBKY SBISETCS
MEJUICHHO MEHSIOIICHCS MEePEeMEHHON, OTHOCUTENBHO OBICTPBIX CTaAMH INepeHoca 3JIeKTpOoHOB B ¢otocucteme II. B
pabore [12] mnokazaHo, uto pH MOXET CIYXUThb pETYJIMPYIOIIUM I[apaMeTpoM, MEPEKIIOYAONIMM PEXUM
(YHKIIMOHMPOBAHUSI CHCTEMBI C aKTMBHOTO ()OTOCHHTE3a Ha IyTh BBIICICHHS BOJOPOJA, M MOJYYEHBI MOJEIbHBIC
KPHBBIE JUTs HE HAOI01aeMbIX IIPSIMO B DKCIIEPUMEHTE MEVICHHBIX TepeMeHHbIX. [TapameTprr Monenu porieccos B GCII
UAEHTH(UIMPOBAHEI [0 JaHHBIM WHIYKIMOHHBIX KpUBHIX (iyopecueniuu Ha | u 111 atanax pocra KynbTypsl. Mozensb,
KaK M 9KCIIEPHMEHT, IEMOHCTPHPYET CKauKooOpa3HOe H3MEHEHHE ITIEPEMEHHBIX Ha BpeMeHax rnopsiaka 15 gacos mocie
HayaJia ToJI0/IaHus KYIbTYpPHI.

HennHelHbIH MeXaHU3M KMHETHYECKOIl pery/isiiuy B yCJIOBHSAX I0JIOIaHUS

B 00BIYHBIX yCIIOBHSIX HAa CBETY OCHOBHOM ITOTOK 3JIEKTPOHOB B (DOTOCHHTETHIECKON IIETIH UAET OT PEAKIIHOHHOTO
nentpa ©C II va myn PQ u nanee gepe3 muroxpomusiii kommmieke Ha OC 1. [Ipu 3TOM B KIIeTKaxX MPOTEKAeT aKTHBHBIN
¢orocuHTe3. OKUCIUTENHFHO-BOCCTAHOBUTENbHBIE dSKBUBaNeHTH NAD(P)H TtpaTsitcs Ha CHHTE3 OpraHHYECKOTO
BEIIIECTBAa, B MUTOXOHIPHAIHHOM JBIXaHUH, IPOMCXOIUT 3amacaHue kpaxmaia. [Ipu BeIpamuBaHHM MUKPOBOAOpPOCIEH
B Cpele ¢ HEeIOCTAaTKOM IHTATEeNbHBIX BEIIECTB B IIEHTPAIBHBIX KAaTaOOJMUYECKUX MYTAX MPOHCXOTUT PACIICTIIICHHE
Kpaxmaja, 4TO CONpPOBOXIAETCsl HakoruieHneM BocctaHoBlieHHBIX ¢opm NAD(P)H [20]. IMpoucxomur mepexoa B
aHadpoOHyo a3y, MHrHOMpoBaHUE AbixaHus, Ha kotopoe NAD(P)H Gonee He TpaTurcsa. MiMeeT MeCTO HaKOIUICHUE
BocctaHoBlieHHBIX (hopM NAD(P)H u yBenuuenue moroka 3mektpoHoB or NAD(P)H ua PQ. Ilpu 3Tom yBenuumBaercs
JI0JIs1 BOCCTAHOBJIEHHOTO IUTACTOXWHOHA U YMEHBIIIAETCs N0JI1 HEMTPaIbHOIO IUIaCTOXMHOHA. HeWTpanbHBIX MOJIEKYI

IJIACTOXMHOHA, CIIOCOOHOrO BOWTH B CBOOOIHBIM QB -CalT, CTAHOBUTCA BCce MeHble, CIeACTBUEM SBJSETCS

Russian Journal of Biological Physics and Chemistry, 2018, vol. 3, No. 4, pp. 763-772



768 MO/IEJTHPOBAHUE B BHO®U3UKE

0.24

| |
i
P
0.22|-PQH, 3 : N E—
=
0.18 b
0.16 b
0.14 e
0.12 : :
0.1 beoed
5 10 14 | 20 25 30 35
| |
32 {—
o Hs* /1
2” [ am
24 ; ; 2
20 }/ !
\{ |
/|
|
1
§ 1 20 25 30 35
[
[
| |
{ |
I
eV,
1\ 1
0.2 1
\\ !
|
0.1 }ﬁi—---n..'-.n- L
0 5 10 15 20 25 30 35
Bpems (4)

Pucynok 3. Kunernka nepexirodeHUst CHCTEMBI B IPOIECCE CEPHOTO TONOJaHus. BepxHss kpuBas - M3MEHEHHE
KOHIICHTPALUH BOCCTAHOBJICHHOT'O IJIACTOXUHOHA, CPEHSSI KPUBAsl - M3MEHEHHE KBa3UCTAIIMOHAPHON KOHIIEHTPALIUU
HPOTOHOB B CTPOME, HIKHSISI KPUBAS - N3MEHEHHE KBAa3UCTAMOHAPHON CKOPOCTH IIEPEHOCA 3JIEKTPOHOB C HEPBUYHOTO
Ha BTOPUYHBIH XUHOHHBIN akuenTop. Touky — SKCepIMEHTaIbHbIE TaHHBIE U3MEHEHUS aKTUBHOCTH (hoTocuctems! 11,
nonyuennsie B [19] mns C.reinhartii B ycnoBusx cepHoOro roigofanus. JIuHus — MopenbHas KpuBas M3MEHEHMS
KBa3HUCTAIMOHAPHON CKOPOCTH MEPEHOca IIEKTPOHOB B poTocucTeMe 2, momydeHHast Ha Moenu [12]

nHakTuBanus OC II. YMensmenue akrusHoctd OC Il npuBOIUT K NOAABIECHUIO IEPEKAUUBAHMS IPOTOHOB U3 CTPOMBI,
YTO NMPHUBOJUT K MX HAKOIUICHWIO BOJM3M THJIAKOMIHOH MeMOpaHBI M JIOKAIBHOMY 3aKHCJIEHHIO CTPOMBI. V30BITOK
MPOTOHOB B CTPOME IIPUBOJUT K 00Pa30BaHMIO M HAKOTUICHHIO ABAXK/IbI IIPOTOHMPOBAHHON ()OPMBI IEPBUYHOTO XHHOHA

Q AH , ¥ HaKOIIEHHIO QB -HEBOCCTAHABIIMBAIOIINX IIEHTPOB. BO3HWKAET METNIA MOJOKHUTEIBHON OOpaTHOW CBS3H,

KOTOpasi 00yciIaBIMBaeT TPUITEPHOE (CKAYKOOOpa3HOE) MEPEKII0OUeHNE B HOBBII pEeXUM, B KOTOpoM QoTocuctema 11
HaXOJAUTCSl B HEAaKTHUBHOM COCTOsHUH. HenuHeliHas KuHeTHYecKas OpraHu3alys 3IEKTPOH-TPAHCIOPTHBIX MOTOKOB
MIO3BOJISIET PACTUTEIBHON KIIETKE B YCIOBHAX CTPECCa JOCTATOYHO OBICTPO, CKAYKOOOPa3HO, MIEPEKITI0YaTh 3IEKTPOHHBIC
MOTOKH, TIPEAOXpaHsst POTOCHHTETHIECKHUIT almmapaT OT pa3pyIIeHHs.

Iepexnouenne NoToKa 3JeKTPOHOB B akuenTopHoii yactu PCI ¢ nytn ¢puxcanun CO2 Ha NyTh BblAeTdeHUS
BOJOPOJA.

AKTHBanus XJIOPOJbIXaHUS U BOCCTAHOBIICHHE ITyJIa INIACTOXUHOHOB IIPH HeaKTHBHOI (hotocucteme 11 mo3Bomsier
®orocucreme 1 nponoikaTh IMOJIydaThb 3JEKTPOHBI OT LIUTOXPOMHOro komiuiekca u Pc. Hapsany c axtuBanuei
[UKJIMYECKOTO  3JICKTpOHHOro TpaHcmopta Bokpyr @OCI, moTok snekTpoHOB 0T PQ-myma, oOecneueHHbII
XJIOpOIbIXaHHeM, moaaepxuBaet padoty OCI.

[{uxsimaeckuid TpaHCTIOPT OCYIIECTBISIETCsT B HerocpeacTBeHHoU Onm3octu o1 DCI, To ecTh B CTpOMaNBHBIX U
MapruHajJbHBIX ydacTKaX (POTOCHHTETHYECKOH MEMOpaHBI, U CONPSDKEH C IEPEHOCOM IIPOTOHOB BHYTPH THJIAKOWJIA,
KOTOPBIN BJEYET 3a COOOM 3alienayBaHue CTpOMBI BONM3H akuenTopHoi ctoponsl OCI B nponecce ocBemenust. s
OTBETa Ha BOIIPOC, MOKET JIM AaHHBIH Mporiecc U3MeHeHNs1 pH BIMATH Ha CKOPOCTH B3anMMOAEHCTBHUS (eppenoKCHHA C
ero OenkaMu-NapTHEPaMH, MBI TIOCTPOMJIHM CEPUI0 MHOTOYACTHYHBIX OpPOYHOBCKMX MOJEIeH B3auMOAEHCTBUS
(eppenoKkcrHa 1 ero albTepHATHBHBIX akienTopoB: @®HP u rugporenassr.

B paspaboraHHOM HaMH MeTOJEe MHOTOYACTHYHOW OpPOYHOBCKOW MUHAMHUKHA OeNKH COMIKArOTCS M 00pa3yroT
KOMIIJIEKCHI 32 CUET ABYX (PM3UIECKUX IPOLIECCOB: TUPPY3UHN U AEKTPOCTaTHIECKUX B3anMoaehcTsmii [ 1, 21, 22]. benku
paccMaTpuBarOTCsl Kak TBEpPIbIE Tella, UCTOYHHKOM HH(popmanuu o (opmMe MOBEPXHOCTH OEIKOB M PaCHpEACICHUN
MOBEPXHOCTHHIX 3aps0B sBisgercss PDB. Metox mo3BosisieT u3ydaTh B3aUMOJICHCTBHE OETIKOB Kak B PacTBOPE, Tak U B
WHTEpbepe KieTouHol memOpanbl. [logpoOHoe ommcanue mogenei B3ammopeictBus ®n ¢ ®HP u rumporenasoii
nmpenacrasieHo B paboTax [14, 15].

CpoiicTBa O€JIKOB 3aBHCAT OT KOHLEHTPAIlMd HOHOB BOJIOpPOJa B cpejie. B xmoporutacrax pH MOXXET OTKIOHATHCS
OT OOBIYHOM JUTS IUTO30J1s1 BeIMUMHBI pH=7 B 3aBUCHMOCTH OT BHELIHUX YCJIOBHUI1 M IPOTEKAIOUIHUX B KJIETKE ITPOIIECCOB.
B knerouHbIx komnapTMeHTax pH MOXeT ObITh PEryisTOPHBIM MEXaHHU3MOM, M3MEHSFOLIMM CKOPOCTH B3aUMOACHCTBUS
0€JKOB Jpyr C APYrOM M JIPYyTUMH THUIIAMH MOJIEKYJI, MX PAacCTBOPUMOCTh M KOH()OPMALMOHHYIO CTaOMIBHOCTB. [liist
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Pucynok 4. 3aBUCHMOCTH KOHCTAaHTBI CKOPOCTH CBsi3biBaHUS (eppenokcuHa ¢ ®HP (myHkTHpHas NWHHUA) H

rugporeHasoil (crutommHas yuHUS) oT pH [15]. Kaxknas Touka — cpemHee ISATH pacdeToB, MOKasaH 95%-HbIH
JIOBEPUTEIIbHBII HHTEPBAT

OLIEHKH BIHSHUs M3MeHeHus: pH cTpoMbl Ha pacnpepeneHue nmotokoB or dn, HaMH ObUIM PacCYMTAHbI 3aBUCUMOCTH
cKopocTeit 00pa3oBaHus KoMIUIeKcoB peppenokcuta ¢ ®HP u @ ¢ ruaporenasoii (puc. 4).

MuHUMasbHBIE 3HAUEHHs KOHCTAaHThI JJIsl 00enX map OeJIKOB COOTBETCTBYIOT 3HaueHussM pH 4 u 10; npu stux
3HavyeHnsx pH Hapymiaercs HatmBHas KoHpopmanust OenkoB. B obmactu 3nawenmii pH 5-7,5 xoHCTaHTa CKOpOCTH
CBSI3bIBaHMA TUAporeHassl 1 O NpakTUUECKU HE U3MEHSETCS, PE3KO yBEJIMUMBAETCs, AOCTUrast MakcumyMa ripu pH 9, u
BHOBB CHIDKaeTcs. TakuM 00pazoM, pu U3MEeHeHUH pH cTpoMBI XJI0pOIIacToB OT MpuMepHoO 6 eauHul pH B TemHOTE
70 8-8,5 eauHUII HAa CBETY M3MEHSIETCS CPOJICTBO OEITKOB APYT K JIPYyTy. PaccMOTprM SKBHNOTEHITNATIBHBIE TOBEPXHOCTH
oemkoB (eppenokcuna, ®HP u runporenassl npu 3tux pH n nornoit cune [ = 100 MM, oTpakaromiue pacrpeneieHue
3apsAIoB Ha MoJIeKynax (puc. 5, 6). TeMHO-cephIii IBET COOTBETCTBYET MOJIOKUTEIHHO 3apsHKEHHBIM O0JIACTSIM, CBETIIO-
CEpBIil — OTPHULIATENBHO 3apsKEHHBIM 00JIACTSIM.

DKBHUITOTEHITHATBHBIE TOBepXHOCTH MoseKynbl @HP nmerot croxayro ¢popmy. [Ipu pH = 6, uro cootBercTBYeT pH
CTpOMBI B TeMHOTe (pucC. 5), MoyeKyja 3apspkeHa NosokuTenbHo, U kogaktop (DAJ]) pacmonoxeH B obiactu
TIOJIOXKUTEIBHOTO TTOTeHIMana. MoJeKya IMeeT HECKOIBKO OTPHLATENILHO 3apsDKEHHBIX 0o0acTel, BKIIIoYast 001acTh
BONIM3M AaKTUBHOTO IeHTpa. HeoaHOPOAHOCTh 3KBHIIOTEHIHMAJIBHBIX TOBEPXHOCTEH 0OECreunBaeT MNpPaBHIbHYIO
opuentauuo @HP no orHomeHuio k Oenky-mapTHepy. DKBHUIOTEHIMAIbHAS MOBEPXHOCTh MOJIEKYJBI THAPOTEHAa3bl
(puc. 5B) MoxxeT ObITh pa3jielieHa Ha MOJOXKUTEIbHYI0 U OTPUIATeNbHYI0 dacT. JKene3o-cepHbIi KIacTep OKpYKeH
MOJIOKUTETILHBIMU 3apsJaMHU, TPOTHBOIOJI0KHAS YaCTh MOJIEKYJIBI 3apsKeHa oTpuIaTensHo. O 3apsyKeH OTpULIATeTIbHO
(puc. 5b). Monekyna @ nmeeT 1Ba HEOONBIINX YIaCTKa C MOJOKUTEIBHBIM OTSHIIMAIOM: OAWH M3 HUX PacIlojoXeH
BONMM3M Kodakropa Monekynsl @n [2Fe-2S]-kmactepa, atom skene3a KOTOpOro (OpPMHPYET STOT MOJOKHUTEIbHBINA
y4acToK, BTopast 00J1acTh paclosIoKeHa Ha IPyroi CTOPOHE MOJIEKYJIbI JaJeKO OT aKTUBHOTO IIeHTpa. TakuM o0pa3zoM,
npu pH = 6 BoccranoBneHHbI Pp (3apsHKEHHBIA OTPUIATENIFHO) OPHEHTHPYETCS B SJIEKTPUYECKOM I10JI€ MOJICKYIIbI-
aknenrtopa, ®HP nim ruaporeHassl, MpUTATHBAs MOJIOKUTEIBHBIE 00J1aCTH MOJIEKYJIbI-IapTHEpa. CONMKEHHE MOJIEKY T
B NPAaBWJIBHON OPHUEHTAIMH MaJlOBEPOSTHO, aKTHBHBIE HEHTPHI kKak D, tTak u ®HP u rumporenassl pacroiokeHsl B
00J1aCTAX C MOJOKUTEIBHBIM OTCHIIATIOM.

=)

deppenokcuH
[2Fe-29]

\vé

OAfl
®HP

[4Fe-4S]
MpgporeHasa

Pucynok 5. Oxsunorennuansisie noepxHoctn OHP (A), deppenoxcuna (B) u rupporenasst (B) mpu pH = 6,
1=100 MmM. CBetno-cepslil IBET COOTBETCTBYET HOTEHIMALY —/ MB, TeMHO-cepblii — noTeHMany +7 MB
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B

deppenoKCHH
[2Fe-2S]

B

oAl
OHP

[4Fe-4S]
MoporeHasa

Pucynok 6. DxBunorenuuansisie noBepxHoctd OHP (A), deppenoxcuna (B) u ruaporenasst (B) mpu pH = 8§,
[ =100 MmM. CBetio-cepblii IBET COOTBETCTBYET MOTEHIMATY —7 MB, TeMHO-CephIii — moTeHImany +7 MB.

ITpu pH = 8 y ®n (puc. 6b) HeOonbmast 0067aCTh IOJIOKUTEIHFHOIO MOTEHIMANa OCTAETCsl TOJIBKO HA CTOPOHE,
MPOTHBOIIOJIOXKHOH OT KEJIe30-CepHOTo KiacTepa. Pacnipenenenue 3apsaa Ha runporenaze 1 ®HP ocraercs tem xe, 9yTo
npu pH = 6 (puc. 5A, B) — o0e MOneKysabl OCTalOTCS B OCHOBHOM OTPHIATENHHO 3apsDKEHHBIMH, (opMma HX
9KBUIIOTCHIMAIBHBIX TIOBEPXHOCTEH coxpansercs. OTHaKO B 3TOM Cllydae *keJe30-cepHblil kinactep dx pacronoxeH B
o0ylacT OTPHUIATENBHOTO MOTEHIMANa U B Tpolecce OPOYHOBCKOTO BPAIATEIbHOIO ABMKEHHS OPHEHTHPYETCS II0
HAlpaBICHUIO K aKTUBHBIM IIEHTPaM MOJICKYI-aKIeNTOpoB. KMHETHYECKN 3TO MPOSIBISIETCS] B YBEIMUCHUN KOHCTAHTHI
ckopoctu B3aumozerictus ®x ¢ ®HP u runporenasoit (puc. 4). Takoil pe3yapTaT COOTBETCTBYET (HYHU3NOTOTHIECKUM
npoueccaM B xyoporuiacre. ®HP naunHaeT B3aumoeiictBoBath ¢ O He cpasy MOCIE Hayaja OCBEILEHNUS, a JIUIIb [10CIIE
3aliesaynBaHus CTpombl 10 BennunH pH=8-8,5. Ilpu 3THX 3Ha4YEHHAX MPOMCXOAUT BbIcBOOOXKIeHHe Moiiekyd PHP,
MMMOOWIIN30BaHHBIX Ha MEMOpaHe, B CTPOMAaJIbHOE TIPOCTPAHCTBO, U CTAHOBHUTCS] BO3MOXKHBIM 00pa30BaHNE KOMILIEKCa
On-OHP.

B cimyyae ruaporeHassl n3MeHeHne pH B CTOpOHy IIENOYHBIX 3HAYEHWH BeAET K YMEHBIICHUIO 00JacTH
MOJIOKHUTETBHOTO 3apsima B OKpecTHOCTH [4Fe-4S]-kmacrepa. KoHcranTa ckopocTH o00pa3oBaHHs KOMILIEKCA
On-runporenaza npu pH 7, cymecTBeHHO Bo3pacTaeT, Mosekyiaa D JIerko HaxoAWT B Tpolecce OpPOyHOBCKOTO
JIBIDKCHUS B 3JIEKTPOCTATHYECKOM T0JI€ THIPOTeHa3bl IPABUIIbHYIO0 OPHEHTANMIO IO OTHOLICHUIO K Kodakropy. To xe
apieHue uMeer mecto st OHP, omHako y Hee paciipeneneHue moTeHnuana Oonee rereporenHoe, u 3¢gdekr pocra
3¢ GEeKTUBHOCTH B3aMMOJEHCTBHS IPH pocTe pH He Tak sIPKO BBIPaXKEH.

MbI TakXe NpPOBEIH CEPHIO BBIUMCIUTEIBHBIX SKCIHEPHMEHTOB, B KOTOPHIX B PacTBOpPE B3aMMOJEHCTBOBAIN
MOJIEKYJIBI TPEX THUIIOB: JOHOPA — BOCCTAHOBIEHHOTO (peppemOoKCHHA M ABYX KOHKYpPHPYIOIIMX akientopoB — FNR u
ruaporeHassl [14]. XapakTep n3aMeHEHUH KOHCTAHTHI B3aWMOJEUCTBUS TOT K€, UTO M 3aBUCUMOCTEH oT pH KOHCTaHT
CKOpOCTEH MapHBIX B3auMoJecTBuil. B 00oux THIax Mozeneil MHHHMallbHBIE 3HAYCHHS KOHCTAHTHI UIA 00enx map
6emnkoB cooTBeTcTBYIOT 3HaYeHUsIM pH 4 u 10; npu takux pH HaunHaeT HapymaThCcsl HATUBHAsI KOH(pOpManus OenkoB. B
obnactu 3HaueHnd pH 5-7,5 KOHCTaHTa CKOPOCTHM CBSI3bIBaHHS THIPOTeHa3bl M (peppelOKCMHA IMPAaKTHYECKH HE
H3MEHSeTCs, a 3aTeM Pe3K0 YBEIUIUBAeTCs, JocTHraeT MakcuMmyma npu pH 9 u BHOBB cHmxaercs. I[1pu atom npu pH 6,5
KOHCTaHTa CKOPOCTH CBS3bIBaHUS (DeppeOKCHHA C THAPOTEHa30i B TAPHOW MOJIENN IPUMEPHO B TPH pa3a MEHBIIE, YeM
KOHCTaHTa ckopoctu cBs3eiBanust @ ¢ ®HP; B TpoitHoil — npuMepHO B 1Ba pa3a. JlaHHBIN pe3yabTaT coriacyercs
SKCHEPUMEHTAIbHBIMU AaHHBIMU: IIpU pH 7 okoio 85 % anexrpoHoB unaet Ha @HP u Tonsko 15 % — Ha ruaporenasy
[13]. B mmpokom amamazone pH, ot 5 10 9, KOHCTaHTa CKOpOCTH cBsi3biBaHUA (peppenokcuaa u ®HP mpaktuueckn He
nm3menserca. C poctoMm pH KOHCTaHTa CKOPOCTH B3aMMOJCHCTBHA (eppefOKCHHA W THAPOTCHA3bl 3HAYUTENBHO
BO3pacTacT. DTO yKa3bIBAET Ha PA3INUMs B MEXaHU3MaxX BIMAHUA pPH Ha CKOPOCTH 3THX ABYX peaknunii. 3amenaynBaHne
CTPOMBI Ha CBETy HE BIMACT Ha CKOPOCTh B3amMmopehcTBus (eppemokcmra m ®HP, HO wrpaer BaxHylO pois B
YBEIMUYCHNH CPOJCTBA (eppesloKCHHA K THApPOTreHase. B pesynpraTe, ycmimBaeTcst OTTOK 3JIEKTPOHOB Ha BOJOPOX U
MIPOUCXOIUT «Pa3rpy3Kay EKTPOH-TPAHCIOPTHOM LEIH.

3AKJIIOYEHHUE

Cucrema (OTOCHHTETHYECKOTO 3JIEKTPOHHOTO TpaHCHOpTa (YHKUMOHHPYET B THJIAKOMIHBIX MeMOpaHax
xJytoporutactoB. @oTocuHTeTHYECKHE peaknnoHHbIe eHTpbl D ClI, pacmonokeHHbIe B TpaHAIBHBIX 001aCTIX MEMOpaHBI,
u OCI, pacnonokeHHblE B MaprHMHAJIBHBIX Y4YacTKaX, Pa3HECEHBl B IPOCTPAHCTBE. AHAJIN3 MPOLECCOB B BOAOPOI-
BBIIENAIOIUX MUKPOBOJOPOCISIX YCIOBHSAX TOJIOJAHMS IO3BOJSET BBIABUTH POJIb JIOKAIBHBIX pH B mepexmodeHue
3JEKTPOHHOTO MOTOKA HA MyTh BBIAEICHUS BOJOPOAA. AHANIN3 HKCIIEPUMEHTAIBHBIX JAHHBIX C TOMOLIbI0 KUHETHUECKUX
MoJienied pasHoil cTeneHn netanm3anyu [12] mOKa3plBaeT, YTO JOKAIbHAs KOHIEHTpAIMs INPOTOHOB B 00JIACTH
oOpamennoro B crpomy akuenropHoro ywactka ®CII yBennueHa mo cpaBHEHHIO C OJIaronpUSATHBIMH YCIOBHSIMH
aKTHBHOTO (QoTocHHTE3a. B ycioBHSAX TONOZaHWS HapymaeTcs pe-cmHTe3 Oenka D1, magaer akTHBHOCTh
BOJIOPA3JIAraloliero KOMIUIEKCa, TPaHCMEMOpPaHHBIM IIEPEHOC TPOTOHOB BHYTPb THIJIAKOMIOB OJIOKHpYETCS.
KonnenTtpanus npotoHoB B o6nactu akuentopHoit wacti OCII cpaBHUBaeTCS ¢ KOHIICHTPAIIUEH IIPOTOHOB B IUTOILIA3ME
(pH=7). Ilonmwxkenne pH BKIIOYaeT TPUITEPHBIA MEXaHM3M CKaYKOOOPA3HOTO MEPEKITIOYCHHUS B HOBBIA PEXHUM, B
KoTopoM ¢otocucteMa Il HaxoaUTCs B HEAKTUBHOM COCTOSIHUH.
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Wnas cutyamus umeer mecto B okpectHocTH DCI. JIMHEHHBIH MOTOK 3JIEKTPOHOB OJOKHPYETCS BCIEICTBHE
ne3aktuBanuu OC II. OnHako B Myn MIACTOXMHOHOB HOCTYMAKOT 3JIEKTPOHBI 3@ CUET XJIOPOABIXAHUS, MPOJOIIKACT
paboTath nukiaHueckuii Tpancnopt BOKpyr ®CI. DT 3JICKTPOHHBIC MOTOKU IMOAJICPKHBAIOT COMPSIKCHHBIA MOTOK
NPOTOHOB B JIIOMEH 4epe3 ITyJl IJIaCTOXMHOHOB, CBS3aHHBIX C IIUTOXPOMHBIM KOMIUIEKCOM, 00ECIeUnBaloIui paboTy
AT®-cunTassl. B Teuenne 3Toro nepuoaa B okpecTHocTH aknentopHoit yactu @CI coxpaHsieTcs AOCTaTOYHO HHU3Kas
KOoHIEeHTpauust mpoToHoB (pH=8,5). Pesymbrarel MHOrouacTuyHoro OpOyHOBCKOro MojenupoBanusi [14, 15]
MIOKa3bIBAIOT, YTO NPU 3TOM IIOTOK DJIEKTPOHOB HAa THAPOTEHasy CIIOCOOCH YCHENIHO KOHKYPHUPOBATH C IOTOKOM
anekTpoHoB Ha ®HP. Takum oOpa3om, BKIIOYAETCsl aKTHBHBIA 3JEKTPOHHBIH MOTOK ¢ ®J Ha MyTh NMPOU3BOJICTBA
BOAOPOJA, IPEIOTBPAILAIOIINI IEPEBOCCTAHOBICHUE LIETIH.

[ToxydeHHble ¢ TOMOLIBIO MAaTEeMaTHYECKMX MOJENed pe3ysibTaThl IO3BOJIAIOT JaTh OHMO(U3NUECKYIO
MHTEPIIPETAlNIO HAOII01aeMbIX 3KCIIEPUMEHTAIBHBIX (DAKTOB U ITOATBEP)KAAIOT 00CYKIAEMYIO B JIUTEPAType TUIIOTE3Y

0 PEryJISTOPHOM posu JToKansHoro pH B mporeccax GhoTocHHTE3a.
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KINETIC AND MULTI-PARTICLE BROWNIAN MODELS OF SWITCHING FLOWS IN MICROALGAE
PRODUCING MOLECULAR HYDROGEN
Riznichenko G.Yu., Plyusnina T.Yu., Dyakonova A.N., Khrushchev S.S., Kovalenko I.B., Rubin A.B.
Moscow State Lomonosov University
Leninskiye Gory 1, Moscow, 119234, Russia, e-mail: riznich46@mail.ru

Abstract. Structural dynamic (kinetic) and agent (multi-particle Brownian) models are used to study the
role of pH in the regulation of electron fluxes in the areas of Photosystem II and Photosysteml when
switching the normal mode of active photosynthesis and carbon fixation to the regime of inactive
photosynthesis and the production of molecular hydrogen. A multiscale kinetic model describes electron
fluxes in PS II, an increase of the proton concentration in the stroma, and the reduction of the plastoquinone
pool in the photosynthetic pathway due to the chloro-respiration chain. Based on this model a kinetic
mechanism of the jump in the activity of Photosystem II, the stromal acidification in the Photosystem II
region and the switching of the electron flow to the path of chloro-respiration is proposed. Multiparticle
Brownian models describe the competitive interaction of ferredoxin molecules, which take electrons from
PSI, to alternative acceptors: NAD(P)H (CO; fixation pathway) and hydrogenase (hydrogen production
path). The analysis of the results of multiparticle modeling and electrostatic properties of interacting
molecules showed that the electron flux from ferredoxin to hydrogenase increases at alkaline pH values
(~ 8-8.5) in the vicinity of the Photosystem I acceptor site. The results obtained confirm the hypothesis
about the regulatory role of local pH values, widely discussed in the literature in the processes of
photosynthesis.

Key words: photosynthesis, electronic transport, hydrogen-production from microalgae, kinetic models,
multiparticle Brownian models, ferredoxin.
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