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Bropast yacTh cTaThy MOCBSAIIEHA aTeHTHBIM — MHOTOYAaCTUYHBIM GPOYHOBCKUM M MOJIEKYJISIPHO-TUHAMU -
YeCcKMM MOoJeJIsIM. B 9TUX MoieJisIX Ha OCHOBE arnapaTra OpoyHOBCKOTIO U MOJIEKYJISIPHOTO MOAESIMPOBAHUST
OIMMCHIBAIOTCS ABWKEHUE M B3aMMOJCHCTBUE WHAMBUMYAIBHBIX OCJIKOB — IMEPEHOCYMKOB 3JIEKTPOHOB
(OpOyHOBCKHME MHOTOYACTMYHBbIE MOJAEIU) U MHIAUBUIAYATbHBIX aTOMOB B MOJIEKYJaX — IEePEeHOCUUKaX
3JIeKTpoHa (MOJeKyIsipHast nMHaMuka). [TpsiMble MHOTOYaCTUIHBIE MOJIEJIM B SBHOM BUIE MOIEIUPYIOT
OpOYHOBCKYIO UG DY3UIO TTOIABUKHBIX OEJIKOBBIX IIEPEHOCUMKOB U UX 2JIEKTPOCTATUYECKUE B3aMOIeii-
CTBUSI C MYJIbTH(EPMEHTHBIMU KOMITJIEKCAMU KaK B PaCTBOPE, TaK U B UHTEpbepe 6MOMeMOpaHbl. AHAJIN3
9TUX MOJIeJIeil pacKpbiBaeT poib NMMDDOY3UU U DJIEKTPOCTATUUYECKUX (haKTOPOB B PETYISILIUU 3JIEKTPOHHOTO
TpaHCITOPTa, BIUSHUE TeOMETPUH PEaKIIMOHHOTO 00beMa, MOHHO# cuiibl 1 pH KileTouHOI cpebl Ha CKO-
POCTb peaklnii TpaHCTOPTa DJAEKTPOHOB MEXy OesiKkaMu-TiepeHocurnkaMu. COBMECTHOE UCTIOIb30BaHUE
METOHI0B KHUHETUIECKOTO 1 OPOYHOBCKOTO MHOTOYACTUYHOTO MOACIMPOBAHMST TTO3BOJISIET U3yJaTh PETYJIsI-
LIUIO 11EJIOCTHO# CUCTEMBI 3JIEKTPOH-TPAHCITOPTHBIX IMPOLIECCOB Ha CYOKJIETOUYHOM U MOJIEKYJISIPHOM YPOB-
HSIX, MEXaHU3MBbI MEPEKITIOYCHHUS DJIEKTPOHHBIX ITOTOKOB B KJIETKaX PaCTeHUI M BOIOPOCIEii, OIleHUBATh
ONTUMAaJbHbIEC YCIOBUS IS TOJAYYEHUs] KJIETKaMU MUKPOBOIOPOCEl 1eJeBbIX MPOAYKTOB, HAIIPUMED,
BOIOPOJA KaK aJIbTepHATUBHOTO TOTUIMBA. [1epCreKTHBBI pa3IMYHBIX METOIOB MATEMAaTUIECKOTO MOIEIIH -
pPOBaHUS B UBYYEHUM CYOKIIETOUHBIX CUCTEM OOCYKIAIOTCS B 3aKJII0UeHUU. MaTepuall CTaTb OCHOBAaH Ha
pe3yabTaTax UCCIeIOBaHM, BRIITOJHEHHEBIX Ha Kadenpe 6nodu3nku 61ororndeckoro ¢axyiapreta MI'Y
uM. M.B. JlomoHoCOBa.
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BBEAEHWE

B wuHTtepbepe ¢doTocuHTETMYECKO MeMOpaHbI
2JIEKTPOHHBIM TPAHCIIOPT OCYIIECTBISIETCS TTOJBUX-
HBIMU TIEPEHOCUMKAMU, B3aUMOJICICTBUE KOTOPHIX C
MYJIbTU(DEPMEHTHBIMU KOMILJIEKCAMU HE COOTBET-
CTBYET IPEJICTaBICHUSIM 0 CBOOOTHOM nudPy31n 1 0
clydaliHbIX COyIapeHUsIX o TUIly peakluil B pac-
TBOpax. Hampumep, B y3KOM JIIOMUHaJIBHOM IPO-
CTpaHCTBE (POTOCUHTETUUECKO MEMOpPaHbI MOJIEKY-
el TactonuanuHa (Pc), pasmepbl KOTOPBIX CpaB-
HUMBI C IIIUPUHO TIOMUHAJIBHOTO IIPOCTPAHCTBA, HE
MoryT cBobomHo mnepememiarbcs (Haehnel et al.,
1989). Mx o011iee KOJIMYECTBO B 00BEME JIIOMEHA OJI-
HOIi T'paHbl, KaK U KOJWYECTBO MAaJIOMOABUXHBIX B
MeMOpaHe PEaKLIMOHHBIX LIEHTPOB, COCTABIISIET Ne-
CSITKM—COTHU MOJIEKYJI, YTO 3HAYUTEIbHO MEHbIIIe
KOJIMYeCTBa, HEOOXOAUMOTO ISl ClydyaliHbIX CTOJK-

HOBEHUI U IJIST peaju3alliy 3aKOHa JAEMCTBYIOIINX
Macc.

Pesynbrarel, MOMydeHHBIE METOIOM BJIEKTPOH-
HOIi MUKPOCKOMHWU, CBUACTEIBbCTBYIOT O IUIOTHOM
pPacTIOIOXXEHUN MYJTbTH(EPMEHTHBIX KOMIUIEKCOB B
MeMOpaHe, YTO AejlaeT HEBO3MOKHBIM CBOOOIHYIO
muddysuio mnactoxuHoHa (PQ) Bo BHyTpumem-
opanHoMm mpoctpaHcTBe (Kirchhoff et al., 2002).
[aHHBIC 2JIEKTPOHHON MUKPOCKOIMWH TTOKA3bIBAIOT
TakXe, YTO MeMOpaHHbIE KOMIUIEKCHI BBICTYMAIOT Ha
3HAYUTEILHOE PACCTOSTHUE BHYTPH JIIOMUHAJIBHOTO
npoctpaHcTtBa (Albertsson, 2000, 2001; Dekker,
Boekema, 2005; Ruban, 2012). D10 orpaHu4yuBaeT
IBUXKEHUE MOJIEKYJ TTOABIDKHOTO MepeHocurnka Pc,
TepenaroIero 3JeKTPOHBI C ITUTOXPOMHOTO KOM-
iekca Ha @CI. To ke oTHocuTcs U K 1uddy3un B
CTPOMAJIBHOM MPOCTPAHCTBE, TIIe MOJIEKYIIBI (heppe-
nokcuHa (Fd) ydacTByIOT B IIepeHOCE 3JI€KTPOHOB I10
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Puc. 1. CreHa B Mone/in MHOToYacTUYHOM 6poyHoBcKoi nuHamuku (Kovalenko et al., 2017).

JMHeitHOMY 1 muKimdeckomy (Bokpyr @CI) myTsim.
OCcoOEHHOCTH TEOMETPHUHU 1 TeTEPOTEHHBIN XapakTep
cpenbl (JItoMeHa U CTPOMBI), B KOTOPOIi Iepemelia-
FOTCSI TIOJIBMKHbBIE MIEPEHOCUYUKU, MOTYT OBbITh yuTe-
Hbl B KMHETUUYECKUX MOJIEJISIX TOJIbKO KOCBEHHO B
dopme Hekux 3(pheKTUBHBIX 3HAYEHUI (peHOMEHO-
JIOTUYECKUX TTapaMeTpOB — KOHCTAHT CKOPOCTEN pe-
akumii. B gsBHOM Buze OpoyHOBcKas nud@y3us 1mo-
JIBUKHBIX OEJIKOBBIX TIEPEHOCYMKOB KaK B pacTBoOpE,
TaK U B UHTEpbepe OUOJIOrnyeckoii MeMOpaHbl MOIe-
JIMpYeTCs B TaK Ha3bIBAEMbIX MPSIMbIX MHOTOYaCTHY-
HbIX Mozensix. MHTerpanbHble XapaKTepUCTUKU CU-
CTeMbl (BEpOSITHOCTU MEPEXONO0B, KOHILIEHTPpALIMU Be-
1IECTB, CpeAHSs KMHETUYECKasl SHeprusi) B TaKux
MOJIEISIX PACCUMTBHIBAIOTCSI KaK yCpeaIHEHHbIE XapaK-
TEPUCTUKU B3aMMOJEUCTBYIOIINX OEJIKOB IO BCEMY
aHcamoJIIO.

IMpsimast Mozenb AaeT HarIsAHOE TPEXMEPHOE BU-
3yajJbHOE IIpeICTaBJIeHUE O JUHAMUKE IIPOLIECCOB B
CHICTEeMeE B Pa3HBIX IIPOCTPAHCTBEHHBIX 1 BDeMEHHBIX
MaciluTadax, BO3MOXKHOCTh HAaOJII0ATh 3a OBEACHU -
€M OTIECJIbHBIX KOMITOHEHTOB U MOJy4aTh YCPEeIHEeH-
HBbIE CTAaTUCTUYECKUE CBEICHUS IO BCeMy aHCaMOJTIO.
Ilpumep clieHBI B MOJEJIM MHOIOYacCTUYHOI Opo-
YHOBCKOI1 [MHAMUWKU IpeACTaBlIeH Ha puc. 1.

MOAEIN MHOIZO‘IACTI/I‘{HOPI
BPOYHOBCKOUW IMHAMUWKU

B mocnenHue romsl MeTom MHpPSMOIO MHOIroda-
CTUYHOTO MOACIUPOBAHUSI pa3pabaTbIBaeTCs ISt
aJeKBAaTHOTO BOCIIPOM3BEICHUST IIPOLECCOB 3JIeK-
TPOHHOTO TPaHCIIOpPTa C YYacTUEM ITOIBMKHBIX IIe-
PEHOCUUKOB B (POTOCUHTETUUECKOM MeMOpaHe. Mo-
JIey ToBeaeHus MOOMIbHBIX 0eKoB Pc n Fd u ux
B3aUMOJICICTBUS ¢ MYJIbTU(EPMEHTHBIMUA KOMILIEK-
camu onucaHbl B padotax (Kosanenko u ap., 2009,
2014, 2016; Kusazesa u ap., 2010; PusHndeHko u ap.,
2011, 2014; YctuHuH u ap., 2013; Xpyes u ap., 2013,
20156; dwsxkoHoBa u ap., 2016; Kovalenko et al.,
2006, 2010, 2011a,b, 2017; Riznichenko et al., 2010;
Diakonova et al., 2016; Riznichenko, Kovalenko,
2019), a takxe B kHurax (Rubin, Riznichenko, 2014;
Rubin, 2017).

YCITEXY COBPEMEHHOM BUOJIOTUH

C noMOIIBK 3TOr0 METOAA BOCIIPOM3BOIUTCS
nuddy3noHHoe TiepeMellieHue U B3aUMOJEUCTBUE
OTAEIbHBIX MOOUJIBHBIX MIEPEHOCUYNKOB JIEKTPOHOB
6enkoBoii mpuponsl (Pc, Fd) ¢ mynpTudepmMeHTHBI-
Mu KoMiuiekcamMu (puc. 2). CoOTBETCTBYIOIINE pe-
3yJbTaTaM MOJIEIUPOBAHUSI BKCIIepUMEHTaJIbHbIE
JaHHBIE MPEACTABISIOTCS B BUAE CYMMApHOTO CIIeK-
Tpa TOMIOLIEHUST BCeil COBOKYITHOCTH MaKpPOMOJIEKYJT
B KJIETOUHOI cycrieH3uu. [ToaTomy misi conocraie-
HUS C 3KCIEPUMEHTOM HEOOXOAUMO IPOCYMMUPO-
BaThb JaHHBIE MOIEIUPOBAHUS ITO BCEMY aHCAMOIIIO
OTIEJIbHBIX MAaKPOMOJIEKYJI, IepeMeIIatoINXCs U B3a-
UMOIECMCTBYIONINX B PEaKIMIOHHOM O0beMe.

B peanbHBIX ITpolieccax MOJIEKYJIBI O€JIKOB-IIepe-
HOCYMKOB 3JIEKTPOHOB OCYIIECTBIISIIOT OpPOYHOBCKOE
IBUXKEHME B Cpede M OJHOBPEMEHHO BCTYIAIOT B
3JIEKTPOCTATUYECKUE B3aUMOJECUCTBUS APYT C JpPY-
IT'OM U C 3apsDKeHHOI MMOBEPXHOCTHIO (DOTOCUHTETH -
yeckoil MmeMOpaHsbl. [Ipyu moctaToyHOM CONMXKEHUM
MOJIEKYJIbI IOHOPA U aKlenTopa CIIOCOOHBI 00pa3o0-
BBIBAaTh OKMCJIMTEIbHO-BOCCTAHOBUTEIBHBIA KOM-
miaekce. B pesynbraTe mociaenyooimmx KoHdopMam-
OHHBIX U3MEHEHUII B HEM 00pa3yeTcsi BHYTPUMOJIC-
KyJIsIpHasl 3JIEKTPOHHAsI Tpoma M oOecHedyrBaeTCs
TYHHEJIbHBIII MEPEHOC 3JEKTPOHA C MOJIEKYJIbI-I0-
HOpa Ha MoJeKyJy-akuenrtop. s onmucaHusi KOH-
(OopMalLIMOHHBIX OBMZKEHUII B TAKOM peaKIIMOHHOM
KOMILJIEKCe HEOOXOIMMO YK€ MPUMEHEHUE METOA0B
MOJICKYJISIPHOM NTWHAMMKM, a IJjis ONMCaHUS COD-
CTBEHHO IIepeHOca 3JIEKTPOHA C PEaKIIMOHHOTO 1IeH-
Tpa MOJIEKYJIbI-TOHOPA HAa peaKIIMOHHBIN 1LIEHTP MO-
JIEKYJIbI-aKLIeNTOpa BHYTPU KOMIUIEKCAa — NPpUMEHE-
HHE METOI0B KBAHTOBOM XWMMUU.

Onucanue 6poyHOBCK020 08UNCEHUSL
U 31eKmpoCcmamu4ecKoe0 83aumooeiicmeaus 6eaKoe

J11s1 ynpolieHusI pacyeToB IBUKEHUS BO BHYTPU-
KJIETOYHOM Cpelie MOJIEKYJIbI OCIKOB ITPEICTABISIIOTCS
B BUJIE 2JUIAIICOUIOB BpallleHMsI, Y4aCTBYIOIIMX B MO~
CTyHaTeJIbHOM U1 BpalllaTeJIbHOM IBW:KeHUM. JIBrxKe-
HHE MOJICKYJT MOTUMHSIETCS ypaBHeHMIO JIaHKeBeHa,
KOTOpPOE OMUCHhIBACT U3MEHEHUE KOOPAUHAT LIEeHTpa
MacC KaXI0M MOJIEKYJIbI IO IEHCTBUEM CIIy4aiiHOMN
(TOJTYKM CO CTOPOHBI OJIMZKAMIIEro OKPYXEHUS) U
ToM 140
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Puc. 2. Cxema 2J1eKTpOH-TPaHCIIOPTHBIX TpolieccoB npu ¢oTocuHTe3de. [1okazaHbl 1Be TUIAKOMIHbIE MeMOpaHbl U JIIOMU-
HaJIbHOE MPOCTPAHCTBO MeXAy HUMK. B MeMOpaHy BcTpoeHbl MmyabTudepMmeHTHBIe KoMIuieKChl DCI, -1I 1 uuToXpoMHbIit
KoMIuieKc. Moekyibl MOOuIbHOro 6eiika Pc nuddyHaupyioT B TIOMUHAILHOM ITpocTpaHCTBe. CTpesIKy ITOKa3hIBaIOT ITyTH
nepeHoca aekTpoHa. CBsi3b ¢ uukioMm KanbBuHa ocyuiectsisier 6enok deppenokcut (Fd) wim dnaBonokcu (Fld).

3JIEKTPOCTAaTUYECKOM CUJIbI B BSI3KOI cpene. Tpex-
MepHbIE MOJEIU MOJIEKYJ CTPOWIMCH T0 AAHHBIM
Protein Data Bank (PDB, http://wwpdb.org). Dnek-
TPOCTAaTHYECKOE TI0JIe BOKPYT MOJIEKYJIBI OeIKa pac-
CUUTHIBaeTCs 1Mo ypaBHeHMIo [lyaccoHa—bobiiMana.
[MpuHIUITEI pacdeTa IBMKEHHS MOJICKYJT OICAHBI B
cratbsix (KoBanenko u mp., 2008; Kovalenko et al.,
2006). OGBIYHO pacueT 3JEKTPOCTATUUECKOIO ITOJIS
IJIST OMMTHOYHOM MOJIEKYJIBI OeJTKa, OKPYKeHHOI pac-
TBOpHUTEIEM W MOOMJIBHBIMU 3apsimaMu (MOHaMM),
TMPOU3BOAUTCS OOWH pa3 MPH ITOATOTOBKE MOIEIM.
B ciygyae MHOro4acTWYHBIX MoIesleili cymMMapHOe
BIIEKTPOCTATUYECKOE TI0JIe pacCMaTPUBAETCs KaK Cy-
TIEPITO3UIIHSI TTOJIEM OTAETBHBIX MOJIEKYJI C YIETOM MX
TOJIOKEHWS 1 OPUEHTAITNMN.

s ormmcaHus 3JIeKTPOCTaTUUECKUX B3auMoeii-
CTBUI1 HAJO PACCUYUTATH DJIEKTPOCTATUYECKYIO CHITY U
€e MOMEHT, JeiicTBylIlIne Ha OeJIOK CO CTOPOHBI
npyrux 0enkoB. HeoOxommMo YYMTBHIBATH TOJIBKO
OeJIKM, HaxXoAsIIUecs Ha PacCTOSTHMUSIX, MEHbIINX
MaKCHUMaJbHO BO3MOXHOIO PACCTOSIHUSI BJIEKTPO-

VCITEXY COBPEMEHHOM BUOJIOTUM  Tom 140

Ne 5

CTaTUYECKOTO B3aUMOIEUCTBUSI, KOTOpoe sl Oeli-
KOB COCTaBJIsIeT 0KoJIo 35 A (Punkenblrreitd, [1Tu-
ubiH, 2002; Finkelstein, Ptitsyn, 2016). ITpu 66ab1mx
PACCTOSTHUSIX MEXIY MOBEPXHOCTSIMU GEJIKOB 2JIeK-
TPOCTAaTUYECKUE B3aUMOIEICTBUSA OYEHB CIaOBbl M3-
3a SKPaHUPOBAHUS JIEKTPUUECKOTO OIS TUTTOISIMU
MOJIEKYJI BOIbI 1 TPOTUBOMOHAMU B PacTBOpE.

IIpu cOmmxeHuMn C OpyruMu Oeskamu, OeJIoK
OPUEHTUPYETCS B DJIEKTPUUECKOM MOJe, CO3JaBae-
MOM 3TUMU OeIKaMU, U MOXKET 3aHSITh BHITOJHYIO T10-
3ULIMIO JUIS1 TIOCJIEAYIOIIero o0pa3oBaHus TpeaBapu-
TeJBLHOTO KoMmIuiekca. Kak rmoAaTBepauin pe3yibTaThl
BBIUUCIIUTENbHBIX 3KCIIEPUMEHTOB, MTPOLIECC IIEKTPO-
CTaTUYECKOIl OpMEHTAlUM 3HA4YMTeIbHO (Ha 1—2 mo-
psiliKa) yBeJIMUMBaeT HabJIogaeMyl0 KMHETUYECKYIO
KOHCTaHTY CyMMapHO# CKOPOCTH peakliuu I0 cpaB-
HEHUIO C TeM, KaK ecjid Obl OEJIKM COyIapsiucCh Cly-
YallHbIMU MECTaMU CBOMX ITOBEPXHOCTEH B pe3yJibTa-
Te YUCTO OPOYHOBCKOI'O ABVKCHMUS O3 IIpeaBapy-
TEJIbHOM 3JIEKTPOCTATUYECKOM B3aUMHOI
OpUEHTAlIUU.
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Cmaoduu e3aumooeiicmeus beixos

IlepeHoc snekTpoHa MeXmy OeaKkaMM BKIIOYAET
HECKOJIbKO CTaJIvM:

1) nuddy3nonHoe aABMKeHUE (ITOCTyIIaTeIbHOE 1
BpalaTeJbHoe) Oeyika IoHd JCHCTBHUEM CJIy4YaliHOI
OPOYHOBCKOI CHJIBI K MECTY JOKMHTA WJIN IBUKCHIE
MOJBUXKHOTO OesiKa K IpYyromy O€JIKy, SIBJSIIOLLEMYCS
YacThI0 BCTPOEHHOTO B MEMOpaHy MYJIbTU(hEPMEHT-
Horo komiuiekca. [Toka Gellku HaxoAsaTCcsI Ha OTHO-
CUTEJILHO OOJIBIIMX pacCTOSHUSIX (>35 A) mpyr or
Jpyra, 3J€KTPOCTaTUYECKUMU B3aUMOIAECUCTBUSIMU
MEXXIy HUMU MOXKHO IIpeHeOpeyb;

2) Ha pacCTOSIHUSIX, MEHBIIIUX 35 A (paccrosiHue
3JIEKTPOCTATUYECKOTO B3aMMOAECHCTBUS), CUJIbI B3a-
MMOIIEMCTBUSI MOBEPXHOCTHHIX 3apsIoB Ha OejlKax
CTAHOBSTCS CPaBHUMBIMM C OpPOYHOBCKOI CHJIOM.
HanbHeiiee coMuxkeHUe U yaajieHue 0eJIKoB (BO3-
MOXHO, MHOTOKpPaTHOE) IIPUBOIUT K MX B3aMMHOI
OpUMEHTAallMM, OOJIBIIYIO POJIb B KOTOPOI UTpaeT Bpa-
IIaTeJIbHOE ABUKEHNE

3) npu COMMKEHUU PEeaKIMOHHBIX LIEHTPOB ABYX
0OEJIKOB Ha pacCTOSTHME, paBHOE TaK HAa3bIBA€MOMY pa-
ANyCY B3aNMOIEHCTBHsI (00bIYHO cocTapisieT 15—20 A),
BO3MOXHO obOpa3oBaHne IUPHY3MOHHO-CTOIKHO-
BUTEJIBHOIO MpPENBapUTEIbHOIO KOMIIJIEKCa C mpa-
BWJILHOM B3aMMHOI1 KoH(purypamnueit. 3 Hero mo-
XeT oOpa3oBaThbCsd (PUHAIBHBIN KOMILJIEKC, B KOTO-
pOM yXe OCYIIECTBIJISIETCSI COOCTBEHHO peaKIUs
rnepeHoca aynekTpoHa. Ecnu npeaBapuTeIbHBIN KOM-
MJIeKC TI0f NIEMCTBUEM OpPOYHOBCKOI CHIIBI YCITEN
pacnacTbcsl, TO MHAWBUAYAJIbHbIE O€JIKA OTISITh TIPO-
JIOJDKAT OpOYHOBCKOE ABVKEHUE

4) nmepexon U3 NpeaBapUTEILHOTO B (hMHAJIbHBIN
KOMILJIEKC TPOUCXOIUT B pe3yjbTaTe CIOHTAHHBIX
KOH(pOpPMalIMOHHBIX ABUXEHW 1 KOMITOHEHTOB Ipe/i-
BapUTEJIbHOTO KOMILJIEKCAa Ha pPacCTOSHUSIX, TAe
BKJIIOUAIOTCSl BaH-JIep-BaajbCOBbl B3aMOAEUCTBUSI.
K ob6paszoBannio (pMHAIBHOTO PEaKIIMOHHOTO KOM-
IUIeKCa MPUBOIMUT CJIOXHAsI I10CIEI0BaTEIbHOCTD
MPOLIeCCOB, 00ecneynBarolIMX KOH(MOpMaIlMOHHOE
COOTBETCTBHME MOJIEKYJ JOHOpa M akuenrtopa. s
CO3MIaHUSl YCIOBUI TYHHEIUPOBAHUS 3JEKTPOHaA C
MOJIEKYJIbI-IOHOPA Ha MOJIEKYJIy-aKLeNTop B3auMO-
JeCTByIOIIME OeKu, oOJanalmoniMe CIOXHOU Mpo-
CTPAHCTBEHHOM CTPYKTYPOM, TOJDKHBI IIPaBUJIBHO B3a-
WMHO COPUEHTUPOBATHCS WM KakK Obl MPUTEPEThCS
IpyT K npyry. Hajinuue 3aBUCUMOCTU CKOPOCTU pe-
aKIMM OT MIOHHOM CUJIBI CBUAETEIBCTBYET O BAXKHOMU
POJIN 2JIEKTPOCTATUYECKNUX B3aUMOAECUCTBUI B 0Opa-
30BaHUU TaKOTO TMpeaBaApUTETbHOTO TP PY3rUOHHO-
CTOJIKHOBUTEJIbHOIO KoMIuiekca (preliminary, en-
counter complex);

5) B ¢UHAJIBLHOM KOMILIEKCE CTAaHOBUTCS BO3-
MOXHBIM TYHHEJIbHBIM MEPEHOC 2JIEKTPOHA MEXIY
peaKIMOHHBIMU IIEHTPaMHM OEJIKOB TOHOpPa M aKIIeIT-
TOpAa;

6) mocie OCyIIeCTBICHUS peakIny HepeHoca
BJIEKTPOHA W3MEHSIIOTCSI 3JIEKTPOHHO-KOHGbOpMa-

YCITEXY COBPEMEHHOM BUOJIOTUH

PU3HUYEHKO, PYBHUH

IIMOHHBIC B3aWMOACUCTBUSA, M KOMILIEKC B XOmIe
KOH(MOpPMaILIMOHHBIX MepexonoB pacnamaercs. O0-
pasyeTrcs Iapa 0eJIKOB, B KOTOPOU OBbIBIIMIA TOHOP
BJIEKTPOHA OKa3bIBaeTCS OKMCIICHHBIM, a OBIBIIMIA
aKIenTop — BOCCTaHOBJIEHHBIM. benku-nepeHoc-
YUKHU CHOBA F'OTOBBI K YYaCTUIO B CJIEAYIOIIEM aKTe
TepeHoca 3JIeKTpOoHa.

C mmoMonipo MeTona MHOTO4acTUIHO OPOyHOB-
CKO#l TMHAMWKU ObUIM BOCHPOU3BEACHBI MPOLIESCCHI
B3aMOJICMICTBUSI IOABIDKHBIX IIEPEHOCUYMKOB C
MYJbTU(MDEPMEHTHBIMHA KOMILIEKCAMHU (pUC. 2): B3au-
MOJIECTBUSI MOJeKyabl Pc ¢ KodakTopoM 1LMTO-
xpoMmHoro komiiekca Lut /B pactBope (Kovalenko
et al., 2008); BzaumoneiictBust Pc ¢ Llut fu ¢ moHOp-
Hoii yacThio @CI B momeHe Twiakorna (Kuszesa u ap.,
2010; Kovalenko et al., 2017); B3aumoneiictBust Fd ¢
akuenTopHoit yacteio OCI u manpbHeHIIIMMU aKlIeT-
TOpaMU 3JIEKTPOHOB — deppenokcuH-HAI D -pe-
nykrazoit (FNR) u runporenaszoii (Hd) (Diakonova
et al., 2016). B Bepcusix Momesiv, OMUCHIBAIOIIUX CO-
BOKYITHOCTbD IIPOIIECCOB B (DOTOCUHTETUIECKOM MEM-
OpaHe, MBI pacCMaTPUBaJIX B IBHOM Buze 1, 3 1 6 cTa-
mun (KoBanenko u ap., 2008, 2014; KusizeBa u 1p.,
2010; Yecruaun u gp., 2010, 2013; Kovalenko et al.,
2011a,b, 2017).

IIpodykmuensie u HenpodyKmueHule
CMOAKHOBUMENbHBIE KOMNACKCL

HanHble mo KoHgopMaluu o0pa3ylolIuxcs B
rmporecce COMMKEHWS W B3aUMHOW OpHMEHTAIIUM
MPOAYKTUBHBIX U HETTPOAYKTUBHBIX KOMILJIEKCOB MO-
JIEKYJI JOHOpA 1 aKIIETITOpa JICKTPOHOB ITPUBEICHBI B
pabotax (XpymeB u ap., 2015a; KosaneHko u mp.,
2016). I1poBeneHHbIN aHAIN3 TpacKTOPUil TN Py3u-
OHHOT'O IBIIKCHHST MOJIEKYJI B KOMITBIOTEPHBIX 3KC-
TIepUMEHTaX TIO3BOJISIET BBISIBUTH Haubojiee JacTo
BO3HUKAIOIIE BapuUaHThl MX B3aMMHOTO PacIloOjio-
JKEeHUS, OIEHUTh SHEPTUIO B3aMMOACHCTBUS MEXIY
MOJIEKYJIAMU ¥ TIOJIYIUTh OIIEHKY KOHCTaHTBI CKOPO-
CTH peaKlIMM accolraliuy O6eJIKOB.

Ponb anexTpocTaTUYecKMX B3aUMOACHCTBUIL B
00pa3oBaHMM OKUCIUTEIbHO-BOCCTAHOBUTEILHOTO
KOMIIIEKCA IBYX OCJIKOB M3y4yanaach IS TTapbl OTO-
CUHTETUYECKUX OEJTKOB-MEPEHOCUNKOB 3JIEKTPOHA —
Pc u Hurt f (Xpywes u ap., 20156; KoBajeHko u 1p.,
2016; Kovalenko et al., 2006). benku Pc vt Llut fsaBisi-
IOTCSI OKMCJIMTEJIbHO-BOCCTAHOBUTEIBHBIMU TapTHE-
paMM C YETKO JIOKAJIM30BAHHBIMU PEaKLIMOHHLIMU
LIEHTPaMU1 — aTOMaMM MEI U XKeJie3a COOTBETCTBEHHO.
BOTa napa 0eJKOB SIBISIETCS KIaCCUIECKUM 00BEKTOM
sKcnepuMeHTanbHoro uccienoBanust (Cruz-Gallar-
do et al., 2012) 1 u3ydyeHusT METOIOM OPOYHOBCKOI
nguHamuku (Ullmann et al., 1997; Ubbink et al., 1998;
Pearson, Gross, 1998; Gross, Pearson, 2003; Gross,
Rosenberg, 2006). O6pa3oBaHHbIe (hMHATbHBIC KOH-
durypalimy B3auMHOTO pacnojoXeHusT 0eJIKOB aHa-
JIM3UPOBAJIUCH C TIOMOIIBIO METOAOB (haKTOPHOTO U
KJ1acTepHoro aHanu3a (Xpyuies u ap., 20156). Ana-
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Puc. 3. Ctpykrypa komruiekca Pc—Lut fu3 PDB (cneBa) u kiactepoB, MOTYYEHHBIX B XOJI€ BBIYUCIUTEIbHBIX IKCIIEPUMEH-
TOB. B LieHTpe — KJlacTep MPOAYKTUBHBIX KOMILIEKCOB, ClipaBa — KJacTep HEMPOAYKTUBHBIX KOMIUIEKCOB (XpyIleB U 1p.,

2015a).

JIN3 HECKOJBbKUX THICSIY CTPYKTYp II0Ka3ajl, YTO B
npoiiecce tndPy3mum odpas3yeTcs IBa TUITA CTOJIKHO-
BUTEIbHBIX KOMILIEKCOB (pucC. 3).

B xnactepe npaBUIbHBIX KOHUTypaluit (puc. 3,
B LICHTpE) B3anMHasl opueHTauust mojaekyn Pc u Lyt f
COOTBETCTBYET OPMEHTALIMM B (PYHKIIMOHAIBHO aK-
TUBHOM KOMILJIEKCce (cjieBa), CTPYKTypa KOTOPOIO
omnpejelieHa 10 JaHHBIM SIIEpPHOr0 MarHUTHOTO pe-
3oHaHca (IMP) — crtpykrypa PDB 1D: 2PCF (Ub-
bink et al., 1998). B 311X aKTUBHBIX KOMILJIEKCaX aTOMBI
Pc oGnapgaroT JOCTAaTOYHOM TIOJBUKHOCTBIO, YTOOBI
OCYIIECTBUTH AajibHEliIee COMMKEHNE aKTUBHBIX
LIEHTPOB JABYX MOJIeKyJ 0ekoB. Haob6opoT, B KinacTte-
pe HeIpaBWJILHBLIX KOHMUTypanuii (CripaBa) B3auM-
Has opueHTaums mojekyin Pc u Llur f He cooTBeT-
CTBYET OpMEHTAlMU B (PYHKIMOHAJbHO aKTHUBHOM
KOMIIJIEKCE, a caMu MOJIeKyJbl Pc o61agaroT BecbMa
OrpaHMYEHHOM ITOIBMXKHOCTBIO.

Tubpuonsie 6poyHOBCKUE/MONCKYAAPHBIE MOOCAU
83aUMO0elicCMEUs: (PomMoCcUHMemu4ecKux 6eaK06

KiactepHsblii aHanu3 OECITKOB THICSY TPaeKTO-
puii GPOYHOBCKOTO IBMXKEHUsSI B Ipoliecce HOpMHU-
poBaHUS ITpeaBapUTEIILHOTO KOMIIIeKca 6ekoB Pc n
LIvT f TTI03BOJIWIT BBISIBUTH Pa3IMUHbIC SHEPTreTUUECKU
BBITOAHbIE METAaCTAOWIIbHBIE COCTOSHUs. KoHeuHbIe
KOH(pUTYypamu MOJEKyJ B TpyIIie Hambojiee 4acTo
BCTpEYAIOIIMXCS TPACKTOPUIA, BEAYILIMX K (DOPMHUPO-
BaHUIO TIPeIBAPUTEIBHOIO KOMILUIEKCA, ObLIN 3aTeM
HMCIOJIb30BaHbI B KAUECTBE HAYaIbHBIX U1 paCUeTOB
MocJjienyloleili BHYTPUMOJIEKYJISIDHOI ITUHAMUKMU.
COOTBETCTBEHHO, HAa 3TOM 3Talle B XOJIe MOJIEKYJISIP-
HO-IMHAMWYECKOTO pacueTa Mpoucxoamyio (Jinbo He
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MPOUCXOAWIO) 0Opa3oBaHue (PUHAIILHOIO KOMILICK-
ca, rae atoM Menu Pc u atom xxenesa Llur f commka-
JIMCh OO PACCTOSIHUI, Ha KOTOPBIX OCYIIECTBIISETCS
TYHHEJIBbHBII IIEPEHOC 3JIEKTPOHA.

KomrmbloTepHOe BoCcIpon3BeeHUE TIpoliecca 00-
pa3oBaHus KoMmiuiekcoB 0enkoB Pc u Llut f (Fedorov
et al., 2019) O6bL10 TIPOBEACHO A1l Pa3HBIX BUIIOB Op-
TaHU3MOB: BBICIIIUX PACTEHUI, 3eJIEHBIX MUKPOBOIO-
pocieii U LIMaHOBBIX OakTepuii. MertacTaOMIILHBIC
KOH(popMalMM, MOJy4yeHHbIE C ITOMOIIbI0 MeToaa
KJIACTEPHOTO aHAJIN3a, CPABHUBAJIUA CO CTPYKTYPaMU,
HE3aBUCUMO MOJIY4eHHBIMUA MeToioM SIMP.

Janubie AMP n peHTreHOCTPYKTYPHOTO aHaIn3a
IOKAa3bIBAIOT, YTO OEJIKM BBHICIINX PACTCHUIT U 3ej1e-
HBIX BOJIOPOCJICii MMEIOT CYIIIECTBEHHO OTINYAIOIIIe-
ecsl pacIripelnesjeHue 3apsaa B 00JIaCTM KOHTaKTa I10
CpaBHEHUIO C OelkaMu M3 1MaHoOakTepuil. Kom-
IJIEKCHI M3 IMaHOOaKTepUil 3HAUNTEILHO PA3HSTCS B
OTHOILIEHUU CYMMAapHOTO 3apsiga Ha 6enkax. Tem He
MEHee, BO BCeX 9TUX OpraHm3Max B nape 6eiakoB Llnt f—
Pc ocymectBiasgercs oomMeH amekrpoHamMu. Ha puc. 4
MpEeACTaBICHbl PE3yJIbTaThl MOJIEKYISIPHO-IUHAMU-
YyeCKMX pacdeToB B3ammopaciictBusts Pc u Llut f u3
Beicinx pacteHuit (Fedorov et al., 2019). OtmeTum,
YTO JIJISI ONIMCAaHMsI HEITOCPEICTBEHHO Mpoliecca TyH-
HEJILHOTO TIepeHoca 3JIEKTpoHa ¢ aToma Xeje3a Llut f
Ha aToM Meau Pc Hamo mcnosib30BaTh METOIBI KBaH-
TOBOI XVUMUMU.

B cnyuae 3eneHbIX pacTeHUi, aHCaMOJb 0O6pa3o-
BaBIIMXCS B Tpoliecce TUMEOY3MOHHOTO ITBIDKCHUS
CTPYKTYp C BHYTpeHHEel aHeprueit 8 k7T pazouBaeTcs
Ha JBa 3HAUYUTEJIbHO OTJIMYAIOIIMXCS KJjacTepa.
B nepBom kiactepe (puc. 4, Al, 61% cTpykTyp) MO-
JIEKYJIBI OeJIKa MMEIOT OpUEHTAINIO, OJTM3KYIO K Ta-
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Puc. 4. llenTpanbHble CTPYKTYpHI IepBoro (Al) u Broporo (B1) ki1actepoB nud@dy3M0OHHO-CTOJIKHOBUTEIbLHBIX KOMILIEKCOB
Pc u LuT f13 BBICIIMX paCcCTEeHUI C 9HEPTHEH BIIEKTPOCTATUUECKOTO MpUTSLKeHUsI 6oJee 8 k7. PaccTosiHe MeXIy aToMaMu Me-
nu Pc u xxenesa LIUT £, mosayyeHHOE U3 pacyeToB MOJIEKYJISIPHON TMHAMMKM, UMEIOIIMX B KAUYECTBE UCXOAHBIX KOH(MOpMaLMit
LEHTPAJIbHYIO CTPYKTYpY IepBoro (A2) u Broporo (B2) kinactepoB. CtpykTypsl 1tepBoro (A3) u Broporo (B3) ¢puHaabHBIX KOM-
TUIEKCOB, TIOJIyYeHHBIX U3 MOJIEKYJISIpHO-AMHaMu4eckux pacuetos (Fedorov et al., 2019).

KOBO#1 B 3KCITEpUMEHTAILHO TTOIYIYCHHOM (DYHKITH-
OHAJILHO aKTMBHOM KOMILIeKce. B aToM Kiactepe
MoJtekyia Pc 3a cueT BpallleHUS TTOJ IefiICTBUEM TeTI-
JIOBBIX (DITYKTyarnii MMeeT BO3MOXHOCTD 3aHSITH BBI-
TOIHYIO UTS TIEpeHOca JIEKTPOHA MO3ULIMIO0 OTHOCH-
TenbHO remMa Lt f. PaccrostHue MexXmy KohakTopaMu
AKTUBHBIX [ICHTPOB COCTaBJISIET OKOJIO 1.5 HM.

Bo BTOpoM kitactepe (puc. 4, B) monexkynsspHast
JIWHAMMKa IIPUBOIUT K METAaCTaOMIbHOM CTPYKTYpE,
oTJIMYaoIIEeics OT 3KCIlepuMeHTalbHO. Paccros-
HHE MeXITy KodakTropaMu OOJIbIlIE M COCTaBIISICT
okozo 3.7 HM. Pc HaxoauTcd 31ech B IIEPEBEPHYTOM
MOJIOXXKEHUU OTHOCUTEJIbHO OPUEHTALMU, KOTOPYIO
OH MMEEeT B aKTUBHBIX KOMIUIEKCAX, MOJYYEHHBIX
npu oMot AMP. OueBUIHO, YTO CTPYKTYPHI BTO-
poro KJjiacTepa HaXoIsITCSI B HEMIPOAYKTUBHBIX METa-
CTaOMJILHBIX COCTOSIHUSIX, KOTOPbIe HE MOTYT OBITh
JIETKO pa3pyIllIeHBI IT0 ASHCTBUEM CIIydaifHOM Opo-
YHOBCKOM CUJIBI. B yClIOBUSIX HU3KOU MOHHOM CUJIBI
cpenbl, Korma MMeeT MeCTO cjlaboe SKpaHMpOBaHUE
2JIEKTPUYECKUX 3apsiIoB Ha ITOBEPXHOCTIX OEIKOB,

YCITEXY COBPEMEHHOM BUOJIOTUH

CTAaOMIBHOCTh 3TUX HEMPOMYKTUBHBIX COCTOSTHUIA
Bo3pacTtaeT. OOpa3oBaHME TaKMX METacTaOMJIbHBIX
HEAKTUBHBIX COCTOSHUII MOXET OBITh OCHOBHOII
OPUYUHOM CHIDKEHUSI JOJIM aKTUBHBIX OeJIOK—OeI-
KOBBIX KOMILJIEKCOB, YTO HaOJIIogaeTcsl B BKCIIepU-
MEHTaX IpU HU3KUX 3HAYCHUSIX MOHHOM cubl (KHs-
3eBa u ap., 2010; Meyer et al., 1993).

OO61Iasg mociaenoBaTeIbHOCTh 3TAIllOB 00pa3oBa-
HUSI 3JEKTPOH-TPAHCIIOPTHOTO KOMILJIEKCa OEJIKOB
Pc u Llut f BEICIIVIX pacTeHUI NpUBEIeHA Ha CXeMe
Ha puc. 5.

B oTiuuue oT BBICIIMX pacTeHU, y LIHaHOOAKTe-
puii oOpa3oBaHUE KOMILJIEKCA IIPOUCXOIUT Oe3 IIpe/ -
BapUTEJIbHOM B3aMMHOM OpMEHTALMU MOJIEKYJ I10
CTOJIKHOBUTEJILHOMY TUIY, @ KOHCTAHTHI CKOPOCTEit
ATUX peaKlMii He 3aBUCSAT OT MOHHOM CWJIbI. B aTmx
9BOJIIOIIMOHHO 00Jiee APEBHUX OPTaHM3MaXx JIEKTPO-
CTaTUYeCKHWEe B3aMMOJACHCTBUS, IMO-BUIAMMOMY, HE
UTparoT 0co00it poinu B GOpMUPOBAHUN KOMILJIEKCOB
(GOTOCUMHTETUUECKNX PETOKC-0EIIKOB.
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COnukeHue 1 B3auMHasl OpueHTAalIus
MOJIEKYJ, 00yCIOBIeHHAs
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Puc. 5. Cxema o6pa3zoBaHust 6e10K—0EIKOBOTr0 KOMIUIEK A 151 DJIEKTPOH-TPaHCIOPTHBIX O6eskoB Pc u Llut f Beicimnx pacre-
HMiL. Ej, — 9Heprus 3J1eKTpOCTaTUIeCKOTO B3auMoeiicTBusl. I — cBobonHast nuddy3ust MOJIEKyT; 2 — B3aMHasi OPUEHTaLMs,
00yCJIOBJIEHHAS DJIEKTPOCTATUYSCKUMHU B3aUMOJEHCTBUSIMU; 3 — (DOPMUPOBAHME IHEPTeTUUECKU BBITOAHBIX KOH(MOpMALIWii;
4 — tpancdopmarys tudy3MOHHO-CTOIKHOBUTEIBHOTO KOMIUIEKCA B METACTAOMIIBHOE SHEPTETUYECKU BHITOTHOE COCTOSTHUE;
5 — dopMupoBaHUe (pHATBHOTO KoMILIeKca ((pyHKIIMOHAILHO aKTUBHAsI KOH(UTypalus) myreM KOH(MOOPMallMOHHBIX U3Me-
HEHUI1 B pamKax 0enok—0OenkoBoro uHrepdeiica (Fedorov et al., 2019).

MEXAHW3MBbI PET'VJIALONN
IMTPOLUECCOB ®OTOCHUHTE3A
B BOAOPOA-BbLIAEIAIOLLINX

BOAOPOCIIAX. KWHETUYECKHNE
1N BPOYHOBCKHWE MOJIEIN

Boigenenue H, 3e1eHbIMU MUKPOBOIOPOCISIMU
HabOIogaeTcs Iociie MHKYOaIlny KJIETOK B aHa3po0-
HBIX YCJIOBMSIX B TemMHoTe. Karamusatopom 3TOoro
mpoliecca siBisieTcs hepmeHT Hd, B KauecTBe ToHOpa
anekTpoHa mist Hd Beictynaet 6enok Fd — KoHeuHbI
aKIIETITOP 2JEKTPOH-TPAHCTIOPTHOM 1eN (DOTOCUH-
Te3a. B 0OOBIYHBIX YCIOBUSIX KUCTOPO, SIBSIETCS MH-
ru6uropoM Hd. B ycimoBusIX roogaHust akTUBUPYeET-
Csl TECMHOBOE BOCCTAaHOBJICHUE ITyJIa XWUHOHOB B MPO-
liecce XJIOPOIbIXaHUSI, 4YTO 3aTPyAHSIET Tepexo
snekTpoHoB oT PCII K Q,, HapyIIaeTcsT pecUHTE3
6enka D1 ®CII, o6HOBIEHHE KOTOPOrO B HOPMaJib-
HBIX YCJIOBUSIX TPOMCXOAMUT Kaxkiable moyyaca. Ilo-
3TOMY TTPU TOJIOMAHMH TTonaBisieTcst akTuBHOCTh D CII,
CKOPOCTH OKHWCJICHUSI BOIBI W BBIIEICHUST KUCIOpOIa
magatoT. Korga cKkopocTh BbIAENIeHUS] KUCIOPOaa CTa-
HOBUTCSI MEHbIIIE CKOPOCTU €r0 MOIIOIIeHUS B TIPO-
mecce IbIXaHWs, KyJbTypa KJIETOK CTAaHOBHTCS aHad-
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po6Hoii. @epment Hd akTuBHpyeTcsS M, KakK Cleld-
cTBUE, (opMUpYyeTCS BJIEKTPOH-TPAHCIIOPTHBIMA
yTh, BEAYIIN K BEIACICHNUIO Bogopoaa. B ycinoBu-
SIX TOJOIAHUSI OOBIYHBIM JIMHEHWHBIN TpPaHCIIOPT
3JIEKTPOHOB, HallpaBJICHHBII B LUK (PUKCALIUU YT~
nepona KanpBuHa—beHcoHa, HapylaeTcsl, 3TO Be-
JIET K MePEBOCCTAHOBIECHUIO 3JIEKTPOH-TPAHCIIOPT-
Hoit uenu. @opMUpPOBaHME TOIIOJIHUTEIILHOTO ITyTH
2JIEKTPOHOB Ha MyTh 00pa30BaHUsI BOOOPOIa O3B0~
JISIET UCMOJIb30BaTh U30BITOYHBIE 2JIEKTPOHBI, TIOHU-
KaeT BEPOSITHOCTb OOpa3soBaHUsI aKTUBHBIX (HOpM
KH1CJIOpoAa U, TAKMM 00pa3oM, HOCUT 3alllUTHBIN Xa-
paktep (Melis, Happe, 2001).

Opeanusayus pomocurmemuueckoil
uenu 6000p0o0-6vl0esouUx 600opocaeil

CxeMa 3JIEKTPOHHBIX IIyTE€il B KJIETKaX 3€JIEHBIX
MUKPOBOAOPOC/IEH MpeacTaBieHa Ha puc. 6.

Ha 15—16 meHb CEpHOTO TOJOHAHUS ¥ BOIOPOII-
BbIACNSIIOIIUX Bogopocheit Chlamydomonas reinhardtii
aktuBHOCTh PCII pe3ko mamaer (puc. 7, HUDKHSIS
KpuBasg; Antal et al., 2007), 1 B KJIETOYHOI KYJIbType
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Puc. 6. DyieKTpOH-TpaHCMOPTHAs LieTb (POTOCUHTE3a BOAOPOI-BBIACISIIOIINX MUKPOBOIopocieii. CTpekaMmu MoKa3aHbl IyTH
rnepeHoca 371ekKTpoHoB U TpoToHoB. PTOX — plastid terminal oxidase (plastoquinol terminal oxidase) — rutacTumgHas TepMu-

HaJlbHasA oKcHaasa.

YCTaHAaBIMBAIOTCS aHa’poOHBIe ycioBus. Ilocie
3TOTO KJIETKW MHUKPOBOHOPOCIICH HAYMHAIOT BBIIE-
JISITh MOJIEKYJISIPHBIN BOTOPOI.

Bcemencreue nomasnenns aktuBHoct MCII, mo-
ToK 371eKTpoHOB 0T @CII B nyn PQ u ganee k ®CI
namaeT. Ha akuentopHoii cropoHe @CI B 0ObIYHEBIX
YCIOBUSX OCYIIECTBIISIETCSI TOTOK 3JIEKTPOHOB Uepe3
Fd ¢ ¢ukcanueii atMocghepHOro yriieKucjaoro rasa
CO, u c oO6pa3oBaHUEM OPraHWYECKUX BEIIECTB B
nukie KanpBuHa—beHcoHna depe3 ¢pepment FNR.
BOTOT KJacCUUYeCKUil MyTh MepeksovaeTcsl Ha IyTh
nepeHoca dJIEKTPOHOB Uepe3 aKTUBUPOBaHHBIM dhep-
meHT Hd ¢ BbiaeneHreM Bogopoaa. CaM MOTOK BJIeK-
TpoHOB B cucteMe K ®CI npu 3ToOM coxpaHseTcs 3a
cuer octatouHoii aktuBHoctu M®CII, a Takxke TO-
CTYIJIEHUSI 3JIEKTPOHOB uepe3 IMyJl XMHOHOB PQ c
ydyactueMm Komiuiekca LUt byf u opraHuyeckux mpo-
IYKTOB ¢poTocHHTe3a (KpaxMania). B aTux yciaoBusix
obecneunBaeTcs nmpousBoacTBo ATd 3a cyeT akKTUB-
HOTO LIMKJINYECKOTO 3JICKTPOHHOTO TPaHCIOPTa BO-
kpyr ®CI. HemocpencTBeHHOE TIepeKITIOUCHIE Me-
TaboJIM3Ma KJIIETKW MPU TOJIOAAHNU B PEXUM BbleJe-
HUSI BOIOPOJIa MPOUCXOAUT 1OCTATOYHO OBICTPO, UTO
YKa3blBaeT Ha CYILECTBOBaHMWE TPUTTEPHOrO MeXa-
HU3Ma PEryJsLuu.

YCITEXY COBPEMEHHOM BUOJIOTUH

J1J1s1 BBISICHEHUSI BO3MOXKHOI poiy uaMeHeHust pH B
TPUITEPHOM MEXAHU3ME MEPEKITIOUEHMS JIIEKTPOHHBIX
MOTOKOB Ha akienTopHbIX yyacTkax @CI u -11 MbI mc-
MOJIb30BaIM COBMECTHO KMHETUUECKHWE M MHOIroYa-
CTUYHBIE OPOYHOBCKME MOICIIH.

Oobmas cucrema auddepeHINATbHBIX YypaBHE-
Huit (IlmocHuHa u ap., 2013) onuckeiBaeT mepexomabl
Mexny pasHbiMu cocTtosiHussMu @OCII, nsmMeHeHue
KOHIIEHTpallu1 IIPOTOHOB BOIMU3M (POTOCUHTETHUYE-
CKOIf MEMOpaHEBI 32 c4eT 0OMeHa IIPOTOHAMU CTPOMBI
1 TpaHaJIbHOI MpMeMOpaHHOI 00J1acTU, TTIOTpedIe-
Hue npoToHoB B peakuusax @CII. B mongenu yaurthbi-
BaeTCs TaKXKe 00pa3oBaHMe ABaXKAbl IIPOTOHUPOBaH-
Hoil opmbl Q,H,, KOTOpOEe MPOUCXOAUT MPU BBICO-
KMX KOHLIEHTpalusx mpoToHoB (Martin et al., 2011).

Mogenp OblIa peAyLMpOBaHA C YYETOM pa3HbIX
BPEMEHHBIX MaclITaboOB, MPOUCXOASAIINUX B CUCTEME
npoueccoB (ILmocauHa 1 np., 2013). MneHTndnkaims
mapametpoB Moaenu POCII nmo 3KcreprMeHTaIbHOMI
KWHETUYECKON KPUBOM MHIYKIIUU (hIyOpPECLICHIIMU B
YCJIOBUSIX TOJIOJIaHUS MIOKA3bIBAET, UTO B HAYaJle ToJI0-
JIaHUS Y TOCTIe MTPOAOJIKUTEIbHOTO MoJIOIAHUSI COOT-
BETCTBYIOIIME 3HAYEHUS JIOKaJbHOTO pH BOIM3M aKk-
uentopHoii yactu @CII cyiiecTBEHHO pa3inyaloTcs
(puc. 7, cpemnHsIst KpuBas).
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PasButue mpoueccos Boau3u @CII B ycaoBusix
TOJIONAHUS IPOXOAUT Yepe3 TpHU ¢ashbl.

®a3za | — KoHIIEHTpaMsI BOCCTAHOBJICHHOTO TTa-
croxuHoHa PQH, MemyieHHO, B TeUeHUE NPUMEPHO
15 4 rosomaHus, yBeJauuuBaeTcs (BEpXHsIsI KpUBasi,
puc. 7) 1O NOCTMXXEHUSI KPUTUUECKON BEJIUUYMHBI
(PQH, = 0.24). 1o aToro MmomeHTa (f = 15 4) KOHLEH-
Tpallisl TIPOTOHOB (CpemHsIsT KpuBasi) HaXOMUTCS

BOJIM3W CTAlIMOHAPHOTO COCTOSTHUS (H:)l, COOTBET-
CTBYIOIIETO aKTUBHOMY (hOTOCUHTE3Y (HUXKHSISI KpU-
Bas) 1 aKTUBHOMY TTOTPeOJIEHUIO TPOTOHOB.

®aza Il — noctmxeHue 3HaueHust PQH, kputu-
YeCKOI BEJIMYMHBI MPU POCTE KYJBTYPbl M pPe3Koe
yMmeHbllleHre aktuBHoct PCII B ycinoBusx crpecca,
YTO TMPUBOIUT K TPUITEPHOMY YBEJIUUYEHUIO KOHIICH-
Tpauuu TnpoToHoB BOMM3M @CII (cpemHsisi KpuBasi,
puc. 7) 1 ckaukoobpazHomMy — 3a 10—20 MMH — yMeHb-
LIEHUIO CKOPOCTH MEPEeHOCa JIEKTPOHOB V3 (HUXKHSIS
KpuBasi, puc. 7).

®a3za 11l — cucTema IMTENBHO, Ha MPOTSKEHUH
JIECSITKOB YaCOB, HAXOAUTCSI B HOBOM CTallMOHAPHOM
COCTOSTHUY, COOTBETCTBYIOIIEM CHUKEHHOI aKTUB-
Hoctu PCII.

Takum 06pa3om, COrjacHO MO/, B XOIe TOJI0-
JIaHUS TIPOMCXOIUT MOCTENEHHOE HAaKOIUJIEHUE W3-
OBITOYHOTO KOJIMYECTBA BOCCTAHOBJIIEHHBIX (OpPM
PQ, npu nocTukeHUn KpUTUUECKOTO YPOBHSI KOTO-
poro pe3ko mnanaeT akTuBHocTbh DCII. Takke pe3ko
coKpallaetrcsi IMOTpedsieHue W IOTOK MPOTOHOB
BHYTPb TUJIAKOUIa, COOTBETCTBEHHO, BO3PACTaeT KOH-
LIEHTpalsl TPOTOHOB BOJM3M aKIENTOPHON YacTh
DOCII. B Mogenu ameKBaTHO BOCIIPOM3BOAMUTCS TPUT-
TepHOe TIEPEKIIIOUEHE CUCTEMBbI U3 YCTOMUMBOIO CTa-
IIMOHAPHOT'O COCTOSIHUSI B HayaJsle roJ0daHMsl, COOT-
BETCTBYIOILIETO AKTUBHOMY 3JIEKTPOHHOMY TpaHC-
MOPTY U MHTEHCUBHOMY MOTOKY MPOTOHOB BHYTDb
TUJIaKoua, B IPyroe cralilioHapHOEe COCTOSIHUE, KO-
TOpOE XapaKTepU3yeTCsl TMOMaBJIEHHBIM 3JIEKTPOH-
HBIM TpaHciiopToM yepe3 OCII 1, cOOTBETCTBEHHO,
CYIIECTBEHHO OOJBIIMMU KOHLIEHTPALIUSIMU TIPOTO-
HOB BOM3Uu akuentopHoit ctopoHsl PCII. Takum
00pa3oM, H3MEHEHHE JIOKaJIbHOW KOHUEHTpaluu
MPOTOHOB BOJIM3M akuenTopHoii yactu ®CII caykut
pPeryJasiTOPHBIM (DaKTOPOM, MEPEKITIOYAIOIIUM CUCTE-
My C aKTUBHOTO Ha HEAaKTUBHBIN TUIT (DOTOCUHTE3A.
Teneps cunTe3 AT® mpoucXoauT 3a cUeT TeHepalun
TpaHCMEeMOpPaHHOTO I'paiueHTa KOHLIEHTPAllMU MPO-
TOHOB IIPU CONPSIKEHUH C LUKIMYECKUM IMOTOKOM
anekTpoHoB BoKkpyr MCI (Riznichenko et al., 2017).

[lepekatouenue 31eKMpOHHbIX NOMOKO8
Ha akxuenmopHoii cmopone DCI.
Mnoecouacmuunas 6poynoeckas moodens

HenocpencrBeHHBIM (haKTOPOM, TIPUBOASIINM K
BBIIEJIEHUIO BOAOPO/A, SIBJISIETCI YCIEIIHas KOHKY-
pennusa Hd ¢ FNR 3a BoccranoBneHHsiii Fd B ycio-
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Puc. 7. KuHeTtnka nepexkiirouyeHUsI CUCTEMBI B IIpoliecce
cepHOro TroJjiogaHus. BepxHsist KpuBass — HM3MeHEHHE
koHueHtpauuu PQH, Bo Bpemsa rononanus. CpenHss
KpUBasi — U3MEHEHNE KOHIIEHTPAIIUK IIPOTOHOB B CTPO-
Me. HrokHsia KpuBasi — pe3Koe CHWKEHUE aKTUBHOCTH
DCII 1 u3MeHeHHEe CKOPOCTU IepeHOoca 3JIEKTPOHOB C
MEepBUYHOTO Ha BTOPUYHBIN XMHOHHBIH aKiienTop B (ase
Il romomaHus; TOYKM — BKCIEpUMEHTAIbHBIC ITaHHBIE
pe3koro usMmeHeHus: aktuBHoctu PDOCII, monaydyeHHBIE
st C. reinhardtii B yCIOBHUSIX cepHOTO rojomaHus (Antal
et al., 2007); nuHUsT — MoJebHasT KpuBasi U3MEHEHUsI
KBa3MCTALIMOHAPHON CKOPOCTH MepeHoca JEKTPOHOB B
®CII, nonyuenHas Ha moaenu (IlntocHuna u ap., 2013).

Busix rojiomanus (Yacoby et al., 2011). [Iasa BeIsiIcHe-
HUSI KOHKPETHBIX MEXaHN3MOB MePeKIIOYSHUS IJIeK-
TpoHHBIX ITI0TOKOB OoT Fd ¢ FNR Ha Hd Opuia
ucclieoBaHa areHTHasi OpOyHOBCKasi MOJelb B3au-
MOJIEHCTBUS 0eIKOB — noHopa Fd u nByx KOHKypu-
pytomux akureriropoB FNR 1 Hd mpu pa3Hbix 3Hade-
Hugx pH.

AHanm3 areHTHOI MoJelIM MoKa3ai, KaK U3MeHe-
Hue pH cpenbl BausgeT Ha pacipeneieHre IMOTOKOB
a5ieKTpoHOB OT Fd, 3a cueT pasHbix pH-3aBucCHUMO-
cTeil cKopocTeil obpa3oBaHMsi KomiuiekcoB Fd ¢
FNR u ¢ Hd. B ob6mactu 3nauennit pH = 5—7.5 konH-
ctaHTa ckopocTu cBsi3biBaHUs Hd 1 Fd npakTuyecku
HE U3MEHSIETCsI, a 3aTeM Pe3KO YBEINIMBACTCS U 10~
cruraeT MmakcumyMma rnpu pH = 9, korma pH crpombr
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(@)

DAL
®eppenokcnH-HAID -
penykrasa

DdeppenokcuH
[2Fe—2S]

PU3HUYEHKO, PYBHUH

(B)

[4Fe—4S]
Tunporenaza

Puc. 8. DksunoreHuratbHbe moBepxaoct FNR — deppenokena-HAJI®* -penykrassr (a), Fd — dpeppenokcuna (6) u Hd —
runporeHassl (B) npu pH = 8. MonHas cuina I = 150 MM. CBeTs1o-cephlii IBET COOTBETCTBYET NOTeHILIMany —7 MB, TeMHoO-ce-
pblit — notennuany +7 mB. @Al — iraBUHAIEHUHINHYKIIEOTH] — PEAKLIMOHHBIN 1IeHTp MoieKysibl FNR, [2Fe—2S]| — peak-
LIMOHHBINA LIeHTp MoJiekyJibl Fd, [4Fe—4S] — peakunonHHbIi LeHTp Mosiekyiasl Hd (Diakonova et al., 2016).

xyioporactoB Bom3u O CI uzmeHsieTcs OT 6 e IUHUILL
pH B temuore no 8—8.5 exunun pH Ha cBety. I1pn
3TOM U mpoucxoguT yBenmdeHue cpoactsa Hd n Fd
JIPYT K JAPYTY.

Ha puc. 8 mpeacrtaBieHbl 3KBUIIOTEHIIUATBLHBIE
noBepxHoctu Fd, FNR 1 Hd npu pH = 8 (IpsikoHO-
Ba u 11p., 2016; Diakonova et al., 2016). TeMHO-cepBbIit
L[BET COOTBETCTBYET ITOJIOKUTEIBLHO 3apsKEHHBIM
006J1aCTIM, CBETIIO-CEPhIil — OTPULIATEILHO 3aPSKEeH-
HBIM O0JIACTSIM.

AHanu3 3KBUNOTEHIIMAJIbHBIX TTOBEPXHOCTEN MO-
KasbiBaeT, uto y Hd mpu menounbix 3HaueHusix pH
¢dopmupyeTcs 1mMpokKass 00JacTh MOJOXUTEIHLHOTO
3apsina B okpectHocTu [4Fe—4S]-xnacrepa. ITostomy
KOHCTaHTa CKOpOCTH oOpa3oBaHus Komruiekca Fd—Hd
npu pH = 7.5—9 cyiiectBeHHO Bo3pacTaeT, a MoJie-
kyna Fd mpuHuMaeT B mpoiiecce OpOyHOBCKOTO JIBU-
XKEeHUs B aJieKTpocTaTudeckoM mose Hd mpaBuib-
HYIO OPUEHTAIUIO IO OTHOILIEHUIO K KOaKTopy.

HTtax, B romogHbIX KJIeTKAX MPY aKTUBHOM LIMKITH-
YECKOM TOTOKE B OKPECTHOCTU aKIECIITOPHOM 4YacTu
DCI coxpaHsieTcsl JOCTaTOUHO HU3Kasi KOHIEHTpa-
nus mporoHoB (pH = 8.5), B pe3yibTare 4ero moToxk
a1eKTpoHOB Ha Hd crmoco6eH ycrenrHo KOHKYpPHUpO-
BaTb C IIOTOKOM 2J1eKTpoHOB Ha FNR. BTu pe3ynbra-
TBI COOTBETCTBYIOT IIPEICTABIEHUSM O BO3MOXKHOI
poJiu JoKajibHOro pH B OTAEIBbHBIX KOMIAPTMEHTAX
KJIETKM B KaUeCTBE PEryJISITOPHOTO (paKkTOpa KJIeTOU-
HBIX IIPOLIECCOB.

3AK/IIOYEHHME

B HacTosmeit ctaTbe paccMaTPUBAINCh COBpE-
MEHHBIE MaTeMaTU4eCKue MOIETN ATUHAMUYECKOTO
MOBeeHUSI OMOJOTMYECKUX CUCTEeM Ha IMpumepe
NEePBUYHEIX ITpolleccoB poTocruHTe3a. OOIIe LIeIbIo
IMHAMWYECKOTO MOIETUPOBAHUS CIIOXHBIX CUCTEM

YCITEXY COBPEMEHHOM BUOJIOTUH

SIBJISIETCSI PACKPBITHE 3aKOHOMEPHOCTEIT M3MEHEHMS
BO BPEMEHMU U UX ITOBEICHUS, U KOJTUYECTBEHHBIX Xa-
PAKTEepPUCTUK B3aMMOACUCTBYIOIIUX KOMIIOHEHTOB.
KimoueBoe yciioBre ageKBaTHOCTU MOJIEIN peaalbHO-
MY OOBEKTY COCTOUT B COOTBETCTBUM CTPYKTYPhI MO-
JIeNy peajibHOM CUCTEeMe, a TaKKe B COOTBETCTBUM
¢dopMbl ypaBHEHUIT MexaHM3MaM 1 MapaMeTpam B3a-
I/IMOD,CﬁCTBVIﬂ €€ COCTaBHBIX 2JICMECHTOB. B MOICJISX
KJIETOYHBIX ITPOLIECCOB 3TO O3HAYAET, YTO B MOJIHOM
MOJEIN JOJKHBI IIPUCYTCTBOBAaTh M3BECTHBIE KOM-
IMIOHEHTHI KJIETOYHOI'O MeTaboaM3Ma, IpeacTaBiIeH-
HBIE B MeTabommuecknx cxemax. Cioma xXe OTHOCSTCS
BCE CBI3U MeXIYy KOMIIOHEHTAMHU, B IIEPBYIO OYEPEIb
npsaMble 1 O0paTHbIE, MOJOXUTEIbHbIE U OTpULIA-
TeabHble. YTO KacaeTcss caMUX MaTeMaTHYECKUX
YpaBHEHMI, TO OHU JOJDKHBI COOTBETCTBOBATH KOH-
KPETHBIM MEXaHW3MaM B3aIMOAECHCTBUIA KOMITOHEH-
TOB, TAKUM KaK CBOOOJHOE coydapeHHUE MO 3aKOHY
JIeCTBYIOIINX Macc, IUM(y3nOHHBIE TTepeMEICHUS
B BSI3KOI cpelie, BHYTPUMOJEKYJISIpHBIE KOoIlepa-
TUBHBIE TMEPEXOObl B MAKpPOMOJEKYJISIPHBIX KOM-
miaekcax. Bce 3TO BO3MOXHO OTpa3uTh B MOMAEIU
TOJILKO Ha OCHOBE HE3aBUCUMBIX JAaHHBIX 3KCIIEPU-
MEHTOB WJIN HAOTIOIeHUIA.

B cBolo ouepenr 3TO TpeOyeT U NpUMEHEHUST Ma-
TEeMaTUYECKMX METOIOB, aAcKBaTHO OTPaXKaIOIINX
XapaKTepHbIE OCOOEHHOCTU B3aUMOAECTBUIL B OMO-
JIOTMYeCcKUX cuctemax. Tak, mo Mepe yriyojeHus Ha-
IIUX 3HAaHUI 00 YCTPOMCTBE OMOJIOTUYECKOM CUCTEMBbI
MCHSAJICA U ITPOJOJI2KACT MEHATHCA apCEHaJI IIPUMECHS -
€MbIX MaTeMaTUYECKUX METOIOB. DTHUM OOYCJIOBJICH
nepexon OT OOBIKHOBEHHBIX AU depeHIaTbHBIX
YPaBHEHU KWHETUKU B TOMOT€HHOM CpeJie K ypaBHe-
HUSIM KMHETUKH, B KOTOPBIX HAPSIAY C XMMUYECKUMU
yJIeHaMH1 YIUTBHIBaeTCsa U I Py3msI BEIISCTB B reTe-
POreHHOM PeaKIIMOHHOM ITPOCTPAHCTBE.
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B otnenbHBIX KOMIapTMEHTaX KJIETKH, TIIe B3au-
MOJICICTBYIOT CPaBHMUTEJILHO HEOOIbIIIE aHCaMOJIN
MOJIEKYJI, CBOIO 3(D(PEeKTUBHOCTH IEMOHCTPUPYET HO-
BBIIT METOI MPSIMOTO MHOTOYACTHYHOTO MOIEINPO-
BaHMs. Ha coBpeMEHHBIX MOIIHBIX KOMITbIOTEpax
MOXHO TaK:Ke aJleKBaTHO B peXHMe pealbHOro Bpe-
MeHH MeTomoM MoHTe-Kapiao BoCIpon3BOIUTH
MPOIIECCHI, OTHOBPEMEHHO MPOUCXOISIINE B MUJI-
JIMOHAX Lieneil aKTUBHBIX 0€JIKOB, KOTOPbIE B3aMO-
IEeNCTBYIOT APYT ¢ ApyroM. [1o-BunmMoMmy, IS anek-
BATHOTO ITOCTPOEHUS TTOJHBIX KJIETOYHBIX MOJeJei
HEOOXOIUMO OOBEINHIATh KHWHETUIECKOE ONMCaHNe
Ha oCHOBe mUddepeHITNaTBPHBIX YpaBHEHUI ¢ METO-
JaMU TIPSIMOTO MHOTOYACTUYHOTO MOIEIMPOBAHUS,
MoHre-Kapjio u BEpOSITHOCTHOTO OIMCAaHMUS Tepe-
XOIIOB B €IMHBIX MAaKPOMOJIEKYISIPHBIX KOMITJIEKCaX.

KoMmmbioTepHOE BOCIIpoM3BelieHEe OPOYHOBCKO-
ro n1ud@y3noHHOTO COMDKEHUSI OSIKOB OCHOBAaHO
Ha ydyeTe HEUCTBUS CIydalHBIX TOJYKOB, KOTOpPHIE
HCIIBITBIBAIOT OEJIKOBBIE MOJIEKYJIBI CO CTOPOHBI OJIM-
XKaMIero oKpyxXeHus. BiamsHue ajgexTpocTaTude-
CKMX B3aMMOIEMCTBUI BHOCHUT CYILIECTBEHHYIO IMO-
IIpaBKy B “CIIy4ailHOCTb” HPOMCXOOSIINX BCTpeU
0EJIKOB, BBI3BIBAsI MX B3aMHYIO HYXXHYIO OpHEHTa-
U0, OTO (pakKTUUYEeCKM O3HayaeT Hajauudue (pakTopa
NAJIbHOACHCTBYIOIIMX B3aUMONEHUCTBUI, KOTOPBIM
MIpUIaeT BEKTOPHBII XapaKTep, Ka3aaoch Obl, YUCTO
CJIydaliHBIM OJIy:KTaHUSIM OeJIKOB. MOXHO Mpeario-
JIOKUTb, YTO 3TUM HE MCUYEPIIbIBA€TCS BEKTOPU3ALIUS
OPOYHOBCKOTO OBIKCHUS B KJIETKE M UTO BO3MOXKHO
CYIIIECTBOBAaHME APYTrUX HAJIbHOAEHUCTBYIOIINX (pak-
TOPOB B3aMMOJEMCTBUI B KileTKe. Hampumep, mpa-
BOMEpPEH BOIIPOC O TOM, KaKOii BKJIad B OTOOp CITy-
YalfHBIX TOJYKOB MOXKET BHeCTU (hopMa OEJIKOBOI
r100YJbl IO OTHOIUEHUIO K MOSBACHUIO IPEeUMYIIe-
CTBEHHOTO PE3yJbTUPYIOIIETO HallpaBJIECHUS €€ Opo-
YHOBCKOIro ABMXKeHHSsI. BooOllle, 3T0 MOXeT roBo-
PUTb O BO3MOXHBIX CKPBITBIX IOKA OT HAC OCOOEHHO-
CTSIX 3JI€MEHTAapPHBIX B3aMMOJICUCTBUIT CTPYKTYPHBIX
3JIEMEHTOB B XKUBOI CUCTEME, KOTOPbIC OBbLIIU BHISIB-
JIEHBI U 1IeJIeCO00pa3HO MCHOJb30BaHbI B OMOJIOTUH
3a MAIMOHBI JIET 3BOJIOLMU Ha HU3IIUX CTPYKTYp-
HBIX YPOBHSIX OpraHu3aliiy XK1BOTO.

B 1uiesioM, kputepuii yCHEIIHOIO MaTeEMaTUIECKOIO
MOJEJIMPOBAHMS 3aK/II0YAETCSI HE TOJbKO B IPaBUJIb-
HOM OIIMCAHUM TMHAMMYECKOIO ITOBEICHUS CUCTE-
MBI 1 B KOJIMYECTBEHHOW 0OOpabOTKE pe3yJIbTaTOB
9KCMEPUMEHTOB WM HabmoneHuit. Hanbonee meH-
HBIM SIBJISICTCSI TOCTVKEHME HOBOI'O IIOHUMAaHMS Me-
XaHU3MOB 1 CIIOCOOOB PETryIsliiy KJI€TOYHBIX IPO-
LIECCOB, KOTOPOE MOXET OBITb HJOCTUTHYTO IIyTEM
U3YYEHUS CBOMCTB al€KBAaTHOM MaTeMaTU4ECKOMN
Moneau. B ucropuu moaennpoBaHus XxapaKTepHBIM
NPUMEPOM 3JeCh CIyXKaT MOMAEIM KojeOaTelbHbIX
IIPOILIECCOB B OMOJIOrMY, HAUYMHAS C KJIAaCCUYECKOit
HEeJIMHEWHOW MOoJe/JId B3aUMOACHCTBUS BUOOB
Bonbreppa—JloTku. ba3oBbIil xapakTep MOJTy4eH-
HBIX 3JIECh PE3yJIbTaTOB COCTOUT B TOM, UTO OBLIO
HalileHO HeOoO0XOAMMOE YCJIOBHE CYIIeCTBOBAHUSI
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KoJe0aHii B OMOJIOTMYECKOMN CHCTEME, a UMEHHO,
HEJIMHEWHBbIA XapaKTep B3aUMOIEUCTBUU €€ co-
CTaBHBIX 3JIEMEHTOB. B 3TOM 1 3akimodaeTcst 3Bpu-
CTUYECKasI LIEHHOCTh MOIEJIMPOBAHMUS, KOTOpas B
MOJIHOI Mepe MPOSIBUIACH B KJIACCUUECKUX MOJEISIX
aBTOKOJICOAHUIT IIpU TJIMKOJIM3E¢ B CUHXPOHHOI
KYJIbType IPOKKeil. ABTopaMu ObLI MOCTYJIMPOBaH
(MM, KaK TOBOPSIT, BJIOXEH PyKaMM) HEJIMHEMHBIN
aBTOKATAJIMTUUECKUII XapaKTep peaklMu IpeBpa-
meHus Gpykro3o-6-docdar B dpykrozonudocodar,
KOTOPBIN B TO BpeMsI B OMOXUMUM ellie He ObLI U3Be-
creH. bpuim HaiimeHBI M 3KCIEPUMEHTAJILHO IIOJI-
TBEPKIEHBI MAaTEMAaTUYECKNE YCIOBUS OCYIIECTBIIE-
HUS B KyJIbTYype APOXKKEH aBTOKATAIUTUUECKOTO pe-
XKrMa KoJeOaHUIA.

DTOMY KPUTEPUIO SBPUCTUICCKON IEHHOCTH MO-
TeTUPOBAHMST COOTBETCTBYIOT U TPUBEACHHBIE B IEP-
BOIi YaCTH CTaTbU pe3yJbTaThl aHAJKU3a MPOLIECCOB B
DCII. YcTaHOBIIEHO, YTO IIPU ITOBBILIEHHBIX MHTEH-
CHBHOCTSIX CBETa BKJIIOUAETCSI MEXaHU3M 00paIieHus
BJIEKTPOHHOTO MOTOKA, MPU KOTOPOM IMPOUCXOAUT
copoc (mo 30%) M3OBLITOUHOII HEPTUM B TEIUIO U
dbayopeciieHIINIO B HaHOCEKYHIHOM BPEMEHHOM
JIuana3oHe. DBpUCTUYECKUI XapaKTep HOCUT U pac-
KpPBITHE MeXaHM3Ma TPUITEPHOTO TePEKIIOUYECHUS
ITOTOKOB 2JIEKTPOHOB TP BBIACICHUN BOIOPOIA B
TOJIOMHBIX KJIeTKaX.

Ocobas mpobiieMa — KakK BKJIIOYATh JaHHBIE MO-
JIeTNPOBaHUSI CUCTEM 0ojiee HU3KOTO YPOBHSI Opra-
HU3aLMU B CJIOXHBIE MoJeau. B Ouojioruu peus uaet
0 MIOHMMAaHWY ITIOBEICHUS 1IeJIOCTHOTO OpraHn3Ma Ha
OCHOBaHM1M 3HAHUIT O MOBEAEHUHU €r0 COCTaBHBIX Ya-
CTel — KJIETOK, CYOKJIETOYHBIX CUCTEM 1 OMOMaKpO-
MOJIEKYJ 1 UX B3auMoaeiicTBUiA. To ke MOXeT OTHO-
CUTBCS K ITOHMMAaHUIO TOBEICHUS TTOMYJISIIIAI 1 KO-
JIOTMYECKUX CUCTeM Ha OCHOBAaHUU 3HaHUI O
MOBEACHUY OTIEIbHBIX 0CO0eii, XOTs 3Ta IpobiiemMa
MOXKET OKa3aTbCs ellle HaMHOTO cioxHee. MHBIMM
CJIOBaMM, KaK IEPEUTU OT areHTHOT'O 3JIEMEHTApPHOTO
ONUCAHUS K CUCTEMHO-TMHAMNYECKOMY OIIMCAaHUIO
HEJIOCTHOM CHUCTEMEI. DTO CPOOHU BOIIPOCY O TOM,
KakK, M3YYMB KaXOAyl0 HUTOYKY KOBpa, IOHSTh U
IIPeICTaBUTh B MaTeMaTUYECKOM BHUIIE 3aKOHOMEpP-
HOCTB €TO IEJIOCTHOTO IIPeKpacHoOro prucyHka. Odge-
BHUJHO, HUTOUKU HEOOXOAMMO IIPaBUJIbHO COEIU-
HUTb, OCO3HAB 3aKOHOMEPHOCTb 3TOI IpaBUJIbHO-
ctu. OIHAKO 3Ta aHAJOTUSI HEIIOJHA, IOCKOJLKY
KOBEp CTaTUYCH, a XKMBbIC CUCTEMbI JTMHAMUYHBI.

Bcnmomuum cnoBa Bmamumupa MBaHoBuua Bep-
HAJICKoOro: “..MCcKaHMe TapMOHUM (B IIMPOKOM
CMBICJIE), UCKAHUE YMCIOBbIX COOTHOIIEHU SIBJISIET-
Csl OCHOBHBIM 3JIEMEHTOM Hay4dyHOM paboTbl. Halins
YUCJIOBbIE COOTHOIIEHUS, Halll YM YCIIOKauBaeTCs,
TaK KaK HaM KaxeTcsl, YTO BOMPOC, KOTOPbI HAC My-
yu, — petieH” (BepHangckuii, 2018, c. 46).

Ho B neiicTBUTEIBHOCTH BOIIPOC HE pCIICH, U MYy-
YCHHUA MIPOOOJIKAIOTCA.
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BJIIATOJAPHOCTHU

ABTOpPBI BbIpaXarT 0JIar0OIapHOCTh COTPYAHUKAM Ka-
denprl 6nodpuszuku N.b. Kopanenko, A.M. AGaTypoBoii,
A.H. psixoHosoii, B.A. ®enmopomy, T.K. AHTany,
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qyucauTeapbHbBIMU pecypcamu MI'Y um. M.B. JlomoHoco-
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M.B. JlJomoHOCOBa B paMKax roc3agaHuii. YacruuHoe u-
HaHCUpOBaHMWE paboT OCYIIECTBISIIOCh Poccuiickum
doHooOM yHIAMEHTAJbHBIX MCCIEOOBAaHUII, TpPaHTHI
NeNe 17-04-00676, 17-04-20003, 18-04-20001, 20-04-00465
PoccuiickuM HalyoHabHBIM - (hoHIOM, TpaHT No 20-64-
46018.
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On Mathematical Modeling in Biology. Part 2. Models of Protein
Interaction Processes in Photosynthetic Membrane

G. Yu. Riznichenko* * and A. B. Rubin®

“Lomonosov Moscow State University, Faculty of Biology, Department of Biophysics, Moscow, Russia
*e-mail: riznich@biophys.msu.ru

The second part of the article is devoted to agent-based multiparticle Brownian and molecular dynamic mod-
els. In these models, based on Brownian and molecular modeling apparatus, the motion and interaction of
individual proteins — electron carriers (Brownian multiparticle models) and individual atoms in molecules —
electron carriers and their complexes (molecular dynamics) are described. Direct multiparticle models ex-
plicitly simulate Brownian diffusion of mobile protein carriers and their electrostatic interactions with mul-
tienzyme complexes both in solution and in the interior of a biomembrane. An analysis of these models re-
veals the role of diffusion and electrostatic factors in the regulation of electron transport, the influence of the
geometry of the reaction volume, ionic strength and pH of the cell medium on the rate of electron transport
reactions between carrier proteins. The joint application of the methods of kinetic and Brownian multiparti-
cle modeling makes it possible to study the regulation of a complex system of electron transport processes at
the subcellular and molecular levels, the mechanisms of switching electron flows in plant and algae cells, and
to evaluate the optimal conditions for microalgae cells to obtain target products, for example, hydrogen as an
alternative fuel. The prospects for various methods of mathematical modeling used to study subcellular sys-
tems are discussed in the conclusion. The paper is based on the results obtained in the Department of Bio-
physics, Biological Faculty, Lomonosov Moscow State University.

Keywords: protein—protein interactions, electron transport, multiparticle Brownian models, molecular dy-
namics, electrostatic interactions, photosynthesis
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