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PaccmatpuBaeTcss OCHOBaHHBIH Ha METOAAX JIMHEHHOW aireOpbl MOAXOH K aHAIHU3y CKOPOCTH
3JIEKTPOHHOTO TPAHCIOPTA Y€Pe3 HUTOXPOMHBIN b f-KOMIUIEKC. B MPEIIOKEHHOM MOAXO/IE 3aBUCH-
MOCTh KBa3UCTAIIHOHAPHOTO MOTOKA JIEKTPOHOB Yepe3 KOMIUIEKC OT CTENEHH BOCCTAHOBIECHHOCTH ITy-
JIOB MOOMJIBHBIX TIEPEHOCUYMKOB IEKTPOHA BBHICTYMAET B KauecTBE (DYHKIUH OTKIHMKA, XapaKTEePH3YyIO-
mieit aTot mpouecc. Pazpaborano nporpammMHoe obecrieueHHe Ha A3bIKe MporpamMmupoBanus Python,
MO3BOJISIONIEE TTOCTPOUTh OCHOBHOE KMHETHUYECKOE ypaBHEHHE I KOMIUIEKCa IO cXeMe dieMeHTap-
HBIX peaklUi U BEIYUCIUTD KBa3UCTAIIMOHAPHBIE CKOPOCTH IEKTPOHHOTO TPAHCTIOPTA Yepe3 KOMITIIEKC
U JUHAMUKY UX U3MCHCHHUSA B XOAC IMEPEXOAHOTO Mpo1ecca. Breraucnenus MPOBOAATCSA B MHOI'OIIOTOY-
HOM PCKHUME, YTO IMO3BOJIACT 3(1)(1)GKTI/IBHO HCIIOJIB30BaTh PECYPChl COBPEMCEHHBIX BbLIYMCIUTECIBHBIX
CHCTEM M 3a CPAaBHHUTEIBHO HEOOJBIIOE BpEeMs MOJIydaTh JaHHbIE O (YHKIMOHUPOBAHMU KOMILICK-
ca B LIMPOKOM JHWama3oHe napameTpoB. [IpeanokeHHBIH MOAXOA MOMKET OBITh JIETKO aJanTHpOBaH
JUISL aHAJIM3a JIEKTPOHHOTO TPAHCIOPTa B JIPYTUX KOMIIOHEHTAX (POTOCHHTETUYECKON M AbIXaTelIbHON
ANIEKTPOH-TPAHCIIOPTHOM LETH, a TAKKe IPYTUX MPOLECCOB B CIOKHBIX MYJIbTH(EPMEHTHBIX KOMIUICK-
cax, CoACpKaluX HCCKOJBKO PCAKIMOHHLIX LICHTPOB. I[Hﬂ napamMeTpusanuu MOACIN HUTOXPOMHOTO
b f-KOMILIEKCA UCTIONB30BAHbI JAHHBIE KPHOYIEKTPOHHOM MUKPOCKOIUK U OKUCIUTEILHO-BOCCTAHO-
BUTCIIBHOI'O THUTPOBAHUA. HOJIy‘ICHI)I 3aBUCUMOCTH KBa3HCTaHHOHapHOﬁ CKOPOCTHU BOCCTAHOBJICHUA
IJ1aCTOlMaHHa U OKUCJICHUA IJIACTOXMHOHA OT CTCIICHHU BOCCTAHOBJICHHOCTH ITYJIOB MOOMJIBHEIX IIE-
PEHOCUHMKOB IEKTPOHA U MPOAHAIN3UPOBAHA JUHAMHMKA U3MEHEHHsI CKOPOCTH B OTBET HA U3MEHEHHE
PEIIOKC-COCTOSIHUS ITyJa IJIACTOXMHOHOB. Pe3ynbTaTsl MOIEINPOBAHUS HAXOIATCS B XOPOIIEM COIVIa-
COBaHHMH C UMEIOIIUMHUCS SKCIIEPUMEHTAIbHBIMU JaHHBIMU.
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We consider an approach based on linear algebra methods to analyze the rate of electron transport
through the cytochrome b, f complex. In the proposed approach, the dependence of the quasi-stationary
electron flux through the complex on the degree of reduction of pools of mobile electron carriers
is considered a response function characterizing this process. We have developed software in the
Python programming language that allows us to construct the master equation for the complex
according to the scheme of elementary reactions and calculate quasi-stationary electron transport rates
through the complex and the dynamics of their changes during the transition process. The calculations
are performed in multithreaded mode, which makes it possible to efficiently use the resources of
modern computing systems and to obtain data on the functioning of the complex in a wide range of
parameters in a relatively short time. The proposed approach can be easily adapted for the analysis of
electron transport in other components of the photosynthetic and respiratory electron-transport chain,
as well as other processes in multienzyme complexes containing several reaction centers. Cryo-electron
microscopy and redox titration data were used to parameterize the model of cytochrome b, f complex.
We obtained dependences of the quasi-stationary rate of plastocyanin reduction and plastoquinone
oxidation on the degree of reduction of pools of mobile electron carriers and analyzed the dynamics of
rate changes in response to changes in the redox state of the plastoquinone pool. The modeling results
are in good agreement with the available experimental data.
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BBenenue

®doTocHHTE3 SBISIETCS KIIOYEBBIM IIPOIECCOM, O0CCIICUMBAIOLUIMM CYLIECTBOBAHHE >KU3HH Ha
3emie. B xoze poTocuHTE3a 32 CUET IHEPrHK KBAHTOB CBETA, MOMIONIAEMBIX MOJICKYJIaMU XJIopoduILIa,
MIPOMCXOTUT OKHCIIEHUE BOJIBI C 00pa30BaHNEM KUCIIOPO/a U CHHTE3 OPTaHUYECKHUX BEIIECTB (B MEPBYIO
o4epesib caxapoB) U3 HEOPraHMUECKUX (YIICKMCIIOrO Ta3a U BOJIbI). Y BBICIIUX PACTEHUI U 3€JICHBIX BO-
Jlopocield pOTOCHHTE3 TIPOUCXOIUT B CIICIIUAIN3UPOBAHHBIX KOMIIAPTMEHTAX KIETKA — XJIOPOIUIACTAX,
MMEIOIINX JIOCTATOYHO CIOKHYIO CTPYKTYpy (CM. puc. 1), u BKJItO4aeT B ce0sl MHOXKECTBO 3JIEMEH-
TapHBIX TMPOIECCOB (peaknuii). B 3ToM MHOXeCTBE MPHUHATO BBLICISATH TaK Ha3blBaeMble MEPBHYHBIC
npoiiecchl (OTOCHHTE3a (CBETOBBIC PEAKIIMHU), MPOUCXOMASIIUE B THIAKOUIHON MeMOpaHe MpH MOIIo-
IICHWW KBaHTOB CBeTa. 3a CYET SHEPrMH KBaHTA CBETa B PEAKIMOHHBIX IeHTpax (orocucrem 1 u 2
(®C1 u ©C2) npoucxonuT paszieneHue 3apsaa0B, NPUBOAALIEE K MOSBICHUIO KpaiiHe PeaklnOHHOCIIO-
COOHBIX aHMOH- M KaTHOH-PaJIUKAIOB. biaromaps Ienu OKHCINTENFHO-BOCCTAHOBUTEIBHBIX PEaKITHi
MIPOUCXOIUT HAKOTUICHUE TIPOMEKYTOUHBIX COCIUHCHUH, B IIEPBYIO OYEpPE/ib BOCCTAHOBICHHOU (hOPMBI
HUKoTHHaMuIHHYKIeoTtuapochara (HAADPH) u anenosunTpudocdara (ATD), koTopble B HaTbHEH-
IIeM CITY»KaT UCTOYHUKOM SHEPTHH JUIS OOJIBIIMHCTBA OMOXUMHYECKUX MPOIIECCOB, B IMIEPBYIO OUepeib
UCTIONB3YIOTCS B OMOXMMHYECKUX MpOILEeccax CHHTe3a caxapoB (meHtozodocdarHblii mukin Kambu-
Ha— bencona — baccema u nukn Xatya— Cidka) U JpyruxX OpraHUYECKHX COCIMHEHUH (aMUHOKHCIIOT,
JTUTUAOB | Jp.).

XOTsl KBAHTOBBIH BBIXOJ] MIEPBUYUHBIX MPOIECCOB PA3/CIICHUsS 3aps/IOB B PEAKIIMOHHBIX LIEHTPaX
OC1 u ®C2 6mu3ok k 100 %, obmas sHepreTrdeckas 3pHEeKTHBHOCTH (POTOCHHTE3a HEBBICOKA: Y 00JIb-
IIMHCTBA KYTBTYPHBIX PACTCHHM TONBKO 1-2 % TOIIOMICHHON COHEYHON SHEPTUU TPaHCHOPMUPYETCS
B bmomaccy [Blankenship et al., 2011]. JleficTBre HeOIaronpusATHEIX (PAKTOPOB CPEIbl IPUBOIUT K €IS
OonblieMy CHIKEHHIO 3()(eKTUBHOCTH (POTOCHHTE3a, UTO MPUBOIUT K CHIKEHHIO OMOMAcCHI U, CIEI0-
BaTeJbHO, YPOXKAWHOCTH KYJBTYp. B CBA3H ¢ 3TUM Upe3BBIYAHO aKTyalbHOW 3a/1aueil SBiIsieTcsl pa3pa-
00TKa METONIOB, TTO3BOJISIOUINX OIEPaTHBHO OOHAPYXHMBATh CHIKeHUE 3(pdekTnBHOCTH POTOCHHTE3A
U BBISIBIISITH TIPUYHMHBI 3TOrO CHIDKeHHs. K HacTosiemMy BpeMeHH pa3pa0oTaHbl BEICOKOTOUHBIE OHO(DU-
3MYECKHE METOJIBI, TO3BOJISIONINE TI0 JJAHHBIM HEWHBA3WBHBIX ONTHYECKUX M3MEPEHUN OLIEHUTHh aKTHB-
Hocte OC1 u ®C2 [Kalaji et al., 2014; Kalaji et al., 2016; Klughammer, Schreiber, 1994; Klughammer,
Schreiber, 2008a; Klughammer, Schreiber, 2008b]. Co3manue mMareMaTudecKux mopeliei (hoTocHuHTe-
TUYECKHUX IMPOIECCOB M UX MJACHTHU(UKAIUS MO 3KCICPUMEHTAILHBIM JIAHHBIM MTO3BOJISIFOT MOJIYYHUTh
KOMIUTIEKCHOE ITOHUMaHKE TOT0, KaK (akTOpbl BHEITHEH Cpeibl BIHAIOT Ha 3(p(heKTUBHOCTH (hOTOCHHTE-
3a. J{y1st onucaHusl IepBUYHBIX MTPOIIECCOB (POTOCHHTE3a OOBIUHO UCTIONIB3YOTCS JMHAMUYCCKHE MOJICIH
B BHJIC CUCTEMBI OOBIKHOBEHHBIX nuddepeHuanbabx ypaBaenuid (O/]Y) ¢ ucmonb3oBanueM (opma-
TU3Ma XMMHYECKOM KUHETHKH (3aKOHA ACHCTBYIOMMX Macc) [PusHmuenko u ap., 2022]. [erampHoe
paccMOTpeHHe BCeX MPOIECCOB, IPOUCXOIAIMNX B (POTOCHHTETUIECKON IEKTPOH-TPAHCIIOPTHON IEeTTH
(3TL), TpedyeT co3maHus MOAPOOHBIX Mozelel, uncio quddepeHINATBHBIX YPABHEHUN I OTICITb-
HBIX COCTOSIHUII KOMIIOHGHTOB B KOTOPBIX COCTaBISIET OT JECATKOB THICSY JIO MHJUTMOHOB. AHAIM3
MOBEJICHNST MOjIieeld OONBIION Pa3sMEpPHOCTH IMPEICTABISAET COOOH HEMPOCTYIO 3ajady, IS pelieHHs
KOTOpPOU TIOKa HET OOLIENPUHATHIX METOAOB. B naHHOM paboTe MBI PACCMOTPHM HECKOJIBKO TTOIXO/IOB
K aHAJIM3Y TaKUX CUCTEM U CO3aHUIO HA MX OCHOBE YIPOIIEHHBIX MOJIENel ¢ MEHbIIeH Pa3MEepPHOCTHIO.

AHAaJIU3 JIEKTPOHHOI0 MOTOKA B (poTrocuHTeTHYecKOH ITI]

DIEKTPOHHBIH TOTOK B (orocuHTeTHdeckord DTLl ompenmensercss HECKOJLKHMH (haKTOpaMu:
MHTEHCHUBHOCTBIO IOMIONIAEMOro (POTOCHCTEMaMHU CBETa, aKTUBHOCTHIO OMOXMMHYECKHUX MPOILIECCOB
U COOCTBEHHO TpOmyckHOU crocoOoHocThio DTLl. B mpupomHBIX ycIOBHAX XapaKTepHOE BpeMs W3-
MEHEHHs WHTEHCHBHOCTH CBETa OOJIBIIE 10 CPAaBHEHMIO C XapaKTEPHBIMU BPEMEHAMHU PETYIISATOPHBIX
nporeccoB B (porocunrerndeckoMm amnmapare (OCA), mosToMy HauOOJBIINK HHTEpEC NpeCTaBiIseT
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Puc. 1. Opranmsanus (OTOCHHTETHYECKOTO arnmapara y BBICIINX PACTEHHH W 3€JICHBIX BOJOPOCIEH: a) cXxeMarTu-
YecKoe N300paKeHHs XJIOpOIUIacTa; 0) cxeMaTuieckoe n300pakeHUe IPpaHbl THIIAKOUIOB (TIOKa3aHO HepaBHOMEP-
HOE pachpeJielieHne TPaHCMEMOPaHHBIX MYJIBTH(EPMEHTHBIX KOMIUIEKCOB B THJIAKOWJHOW MeMmOpaHe); B) cxe-
Ma (DOTOCHHTETHYECKOTO AJIEKTPOHHOTO TPaHCIOpTa. B MeMOpaHbI BCTPOCHBI MYJIbTH()EPMEHTHBIE KOMILICKCHI:
PSI — dorocucrema 1, PSII — ¢otocucrema 2, cyt b, f — uuroxpomusiii b f-kommneke, CF/CF, — AT®-
cHHTa3a. BOmm3u HapyKHOH MOBepXHOCTH MeMOpaHsl pacnonaratorcs FNR — deppenoxcun:HAJ[®-penykrasza
u runoretndecknii pepment FQR — ¢eppenokcuH: macToxuHoH-peaykTasa. [lepeHoc 3mekTpoHoB Mexay ¢o-
TOCHCTEMOH 2 M IIUTOXPOMHBIM b f-KOMILIEKCOM 00ECTIEYMBAETCS TIOIBMKHBIM MEPEHOCYUKOM TIACTOXHHOHOM
(PQ/PQH,), muddynanpyromum B IMITHAHOM Clo€ MeMOpaHbl. B TroMHHAILHOM IIpOCTpaHCcTBEe AU(QyHIUpyeT
TIO/IBY)KHBIN MIEPEHOCYHK DIIEKTPOHOB — Oeok ruacrouuanus (Pc); B crpome — Oenok deppenokcun (Fd). Ile-
PEHOC AIIEKTPOHOB MEXIY PEIOKC-IICHTPAMHU MOKa3aH TOYEYHBIMH CTPEIKAMHU, TPAHCIIOPT JIEKTPOHOB 3a CUET
T Qy3UH TOABIKHBIX MTEPEHOCYNKOB — INITPUXOBBIMHU, TPAHCIIOPT IIPOTOHOB — CIDIOMIHBIMU

BeJIMYMHA CTAI[HOHAPHOTO TOTOKa AJIEKTPOHOB. B TO ke BpeMs OOJBIIMHCTBO JKCIEPUMEHTAIBHBIX
MIPOTOKOJIOB JUIst orleHkHu napamerpoB PCA ocHOBaHBI Ha peructpanuu AuHaMuku orBera PCA Ha
OBICTPOC M3MCHEHHE BHEITHUX (OOBIYHO CBETOBBIX) yCIIOBHM. TakuM 00pa3oM, HaM HEOOXOIUMBI TAKUE
mozienu pyHknuonupoBanusi ®CA, uneHTuduKaus napaMeTpoB KOTOPBIX TPOBOIUTCS IO JUHAMHUYC-
CKUM JIaHHBIM, a B KaueCTBE MpeICKa3aHusi MOIEIH BBICTYIIAET 3aBUCHMOCTh CTAI[HOHAPHOTO ITOTOKA
ANIEKTPOHOB OT BHEIIHHUX YCIIOBHH.

®orocunrernueckas DTL[ BriIrowaeT mpUMEpHO ABa JAECATKA PEIOKC-KO(AKTOPOB, OOIbIIas
94acTh KOTOPBIX CIPYINIIMPOBaHA B KPyNHbIE TpaHCcMeMOpaHHbIe OeikoBble Komruiekcsl — OC1, OC2

KOMIIBIOTEPHBIE UCCIIEJOBAHUS U MOJAEJIUPOBAHUE
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¥ LIUTOXPOMHBIH b, f-KOMILIEKC, KOTOPbIE B3aUMOLCHCTBYIOT MEXK/Y COO0H ¢ ydacTHeM MOOUIIBHBIX I1e-
PEHOCYMKOB 2JIEKTPOHA — INIACTOXWHOHA, IIacTormaHnHa u peppenokcuna. Onucanue TakOW CUCTEMBI
C UCTIONBb30BaHHEM (popMann3Ma XMMUYECKOH KWHETHKH IPEIoiIaraeT, 4YTo I OCIKOBBIX KOMILIEK-
COB, COIIEPKAIIINX HECKOJIBKO PEIOKC-IIEHTPOB, KaXKaas KOMOWHALIUSA WX COCTOSHHMM MOJDKHA paccMar-
pUBaThCS KaK OTIENbHBIN peareHT. [Ipoucxonsiue B KOMIJIEKCE PEaKUU MOKHO MPEACTaBUTh B BUJC
OPUCHTHUPOBAHHOTO rpada, BEPIIMHBI KOTOPOIO COOTBETCTBYIOT PA3IMUYHBIM COCTOSHHUSIM KOMILIEKCA
(TO ecTh KOMOMHAIIMSAM COCTOSHUI BXOISIIUX B €0 COCTaB aKTUBHBIX IIEHTPOB), a pedpa — peakiu-
SIM TIEPEX0la MEXKITy dTUMHU COCTOSHUSMU. B OONBIIMHCTBE CITydaeB U3 BEPUIMHBI BRIXOAUT HECKOIBKO
pebep, Kaxoe U3 KOTOPBIX COOTBETCTBYET M3MEHEHHUIO COCTOSHUS OJHOTO M3 aKTUBHBIX IIEHTPOB KOM-
riekca. B obmiem cityuae rpad) COCTOSHUIT KOMIUIEKCA HE SIBJISIETCS CBSA3HBIM, TO €CTh JUISl KAKOH-TO
napbl COCTOSIHUM MOMKET OTCYTCTBOBATH IOCJICAOBATEIbHOCTh PEAKIIMM, MPUBOASILAS K MEPEXONy U3
OJTHOTO COCTOSIHMSI B Apyroe. Takoe OTCYTCTBUE CBSI3HOCTH MOYKET BBIPAXKAThCsl KAK B MOSBICHUU U30-
JIMPOBaHHBIX BEPIIMH, TO €CThb COCTOSIHUM, HE y4YacTBYIOIIMX HU B OJHOM M3 XMMHMUECKUX pEaKIui,
Tak ¥ B pa3OueHnH rpada Ha HECKOJIBKO OOJBIIUX CBSA3HBIX moArpadoB. CBA3HOCTH Tpada cocTOTHUI
MOYET U3MEHSTHCSI B 3aBUCUMOCTH OT HAJIMYUS WM OTCYTCTBHS B Cpelle MOOWIJIBHBIX MEPEHOCUYUKOB
ANIEKTPOHA: A0OABJICHHE TIEPEHOCUUKA JIeJIaeT BO3MOKHBIMU T€ PEAKIIMH, KOTOPBIE HE MPOUCXOMIAT IPH
€ro OTCYTCTBHUH.

OcHnosnoe Kunemuueckoe ypaeénenue 07151 KOMRJeKca

Ha ocHoBe rpada cocTosiHHII KOMITJIEKCa MOXKHO 3aIlicaTh CUCTEMY OOBIKHOBEHHBIX TH(QepeH-
[UATHHBIX YPABHEHUH TSI KOHIIEHTPAIMA KOMIIEKCOB B KaXKJIOM M3 COCTOSIHUM, 8 TAKKE OKHCICHHBIX
Y BOCCTaHOBJICHHBIX ()OPM MOOHIIBHBIX ITEPEHOCYMKOB AJIEKTPOHA. B TOM citydae, Korma Hac WHTepe-
CYIOT 0COOCHHOCTH (DYHKIIMOHMPOBAHUS OJJHOTO THIIA KOMIUIEKCOB OTAEIBHO OT JAPYTHMX KOMIIOHEHTOB
OTL, ynoOHo nepeiit kK popMam3My OCHOBHOTO KHHETHYECKOTO ypaBHeHHs (master equation), B Ko-
TOPOM TIEPEMEHHBIMH SIBIITIOTCSI HE KOHIICHTPAIIUU COCTOSIHHM, a BEPOATHOCTH HAXOXKICHUS KOMILIEKCA
B Ka)KJIOM M3 COCTOSHUH. B Kax/1plif MOMEHT BpeMEHH CUCTEMa MOXKET OBITh OTHCaHa BEKTOPOM BEpOST-
HOCTEH P, COCTaBICHHBIM U3 3HAUCHUN BEPOSITHOCTH HAXOXKICHIS KOMILIEKCA B Ka)KIOM U3 BO3MOMKHBIX
coctosHui. CyMMa BceX BEpOsATHOCTEH (KOMITOHEHT BEKTOpa p) paBHa 1:

Zpl. =1, ey

3HAYEHMs KOMIIOHEHT JiexKar B quanasone 0 < p, < 1.

B ciyuae HecBs3HOTO rpada Uit KaKI0i KOMIIOHEHTHI CBSI3HOCTH CyMMa BEPOSITHOCTEH HaXO0XK-
JICHUST KOMILIEKCA B KQXKIOM U3 COCTOSHUMN, BXOJSIINX B KOMIIOHEHTY, HE OyZIET H3MEHSITHCS BO BPEMECHU
1 OyleT paBHa CyMMapHOW BEPOSITHOCTH JUISL STUX COCTOSIHMW B HAYaJIbHOM COCTOSTHUH KOMILJIEKCA.

OCHOBHOE KHHETHYECKOE YPAaBHEHHE IUIS BEPOSTHOCTH HAXOXKICHHUS KOMIUIEKCA B KaXKIOM U3
COCTOSHUH JINHEWHO OTHOCUTEIBLHO P:

dp
P _A.p, 2
It p ()

rae A — MarpuIia, XapakTepHu3yrollas CKOPOCTH Mepexoia MKy COCTOSHUSMHU.

PaccmoTpum 351€MeHTHI MaTPUILbI a; ;» rne i COOTBETCTBYET HOMEPY CTPOKH, a j — HOMEPY CTOJI0-
na. HeanaronasipHble 37eMeHTHI MaTpuibl A ONPEAEIsIIOT CKOPOCTh YBEJIMUEHHSI BEPOSITHOCTH HAXO0XK-
JIeHUsI KOMILIEKCA B i-M COCTOSIHUU B 3aBUCHMOCTHU OT BEPOSITHOCTH €0 HAXOXKICHMS B j-M COCTOSHUU
3a CYET COOTBETCTBYIOLIEH 2JIEMEHTAPHON peakUuH. JIEMEHT @; ; PaBeH HYIIO, ECIIM IIEMEHTapHAs
peakuus, MpUBOAiIIas K TpaHC(OpMALUU j-TO COCTOSIHUSI KOMILIEKCa B i-€, OTCYTCTBYeT. Eciin Takas
3JIEMEHTApHAsl PeaKklMs CyILECTBYeT U IPOUCXOIUT 0e3 B3aUMOICHCTBUS C IPyrMMU pearcHTamu (Ha-
pUMep, MOOMJIBHBIMU TEPEHOCUYUKAMH IEKTPOHA), JIEMEHT @; ; PaBeH 3HAYCHUIO KOHCTAHTBI CKOPO-
CTHU 9TOU peakuuu. J{as JIeMEHTapHbIX peakluii, B KOTOPBIX IIPOUCXOIUT B3aUMOJCHCTBUE KOMILIEKCA
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C JIPyTMMH PEarcHTaMH, SNIEMEHT ¢, ; PABEH NPOM3BEJICHHIO KOHCTAHTBI CKOPOCTH PEAKIIMH M KOHIICH-
TpalKy COOTBETCTBYIOIET0 peareHTa. TakuM o0pa3oM, HelMaroHaJbHbIE JIEMEHTHI MaTPULBI A Bceraa
HEOTPULATEIIbHBIL.

JluaroHasibHbIE JIEMEHTHI d; ; XAPAKTEPU3YIOT YMEHBILIECHUE BEPOATHOCTU HAXOKIECHHUS KOMILIEK-
ca B i-M COCTOSIHUM 3a CUET BCEX BO3MOXKHBIX JIEMEHTApHBIX PEAKLUI, U KOTOPBIX 3TO COCTOSIHUE
apisiercs cyoctpaTtoM. COOTBETCTBEHHO,

a;=-> a, 3)

i, j#i

TO €CTh AMAroHaJbHBIC 3JIEMCHTLI NPCACTABIAIOT c000M B3STBIE C O6paTHI)IM 3HAKOM CyMMbI HEAUAIro-
HaJIBHBIX 3JICMCHTOB Ka>XKI0I'0 CTOJ'I6LIa MaTpulbl A. COOTBGTCTBCHHO, JJIA KaXXa0Iro CTOJ'I6I_Ia

>a=0. )

Takoe ocTpoeHHe MaTPHIIbI TAPAHTUPYET, YTO OHA SIBIISIETCSI BRIPOXKIEHHOHN U 110 KpaiflHeH Mepe OTHO
U3 ee COOCTBEHHBIX 3HaueHU# paBHO Hymio [Keizer, 1972]. 3To MOXXHO MOKa3aTh UCXOASI U3 CBOMCTB
ompenenuTens MaTpulsl. [Ipu obaBieHnu K 000 CTpOKE MaTpPHUIIBI TMHEHHOW KOMOWHAIIMA JIPYTUX
ee CTPOK OIpenenuTensb He n3Mensercs. COOTBETCTBEHHO, BCIICACTBHE (4) B MaTpuile A MBI MOXKEM 3a-
MEHHTB JIFO0YIO CTPOKY CTPOKOM, cocTosiIie u3 Hysnei. CieqoBaTenbHO, IIOCKOIBKY OO MHOXKHUTEIh
9JIEMEHTOB KaKOU-THOO0 CTPOKM MOXKHO BBIHECTH 3a 3HAK OMPEACTUTEIS, OIPEACIUTEIb MAaTPHUIIHL A pa-
BEH HYIIO, a 3HAYUT, IPOHU3BE/ICHHE COOCTBEHHBIX 3HAYCHUH ATOM MATPHIBI TaKKe PaBHO HYIIIO, YTO
BO3MO)KHO TOJIBKO B TOM CIIydae, €CIIi 110 KpailHel Mepe OHO U3 COOCTBEHHBIX 3HAYSHHI PaBHO HYITIO.

B Tom cnydae, ecnu rpad mepexofoB MEXIy COCTOSHHSIMH KOMIUICKCA SIBIISICTCS CHUIIBHO CBSI3-
HBIM, TO €CTh IS JIFOOOH maphl COCTOSHUMN [ M j CYIIECTBYeT KaK MyTh U3 [ B j, TaK U MyTh U3 j B I,
HYJIO paBHO TOJIBKO OJTHO M3 cOOCTBeHHbIX 3HaueHuil [Keizer, 1972]; B mpoTuBHOM cilyyae HYIIO OyayT
PaBHBI CTOJIBKO COOCTBEHHBIX 3HAYEHUH, HA CKOJIbKO KOMITOHEHT CHIILHON CBSI3HOCTH pazOuBaeTcs rpad
MIEPEXO0B MEXK]y COCTOSIHUSIMU KOMIUIEKCa. be3 morepu o0IHOCTH Mbl MOYKEM pacCMaTpUBaTh TOJIBKO
CUTYaIIHIO, KOTJ[a BCE KOMIIOHEHTHI CBSI3HOCTHU Tpada NMepexooB MEXTy COCTOSHHISIMHU SBIISTFOTCS CHITb-
HBIMH. DTO OMPABIAHO TEM, UTO C TOUKHU 3PEHUS GU3HUECKOM XUMUHU BCE PEAKIIUU 0OpaTUMEI, YCIOBHO
HEOOpaTHMBIMH CYMTAIOTCSl PEaKIINH, /ISl KOTOPhIX KOHCTaHTa paBHOBECHS (OTHOIIEHHWE KOHCTAHT CKO-
poctu mpsMoi U 00paTHO# peakiuil) o4eHb BenuKa. [lepeHyMepyeM COCTOSHUS Tak, 9TOOBI CHavala
IIUTH BCE COCTOSTHUS U3 OJJHON KOMIIOHEHTHI CBSI3HOCTH, 3aTeM BTOpOoH U T. 1. Torga marpuiia A mpumer
OJIOYHO-TMArOHANBHBIA BUII, U €€ OMpPEICIUTENIh OyIeT PaBeH MPOU3BEICHUIO OMPEACTUTENCH OIOKOB.
Kaxprii 010k 005agaeT TeMHu K€ CBOMCTBAMM, UTO M MaTPHUIlA JJIsl CBSI3HOTO Trpada, a IMEHHO BBEIPOXK-
JICHHOCTBIO M HYJIEBBIM COOCTBEHHBIM 3Ha4eHUEM. TakiuM 00pa3oM, KpaTHOCTh HYJIEBOTO COOCTBEHHOTO
3HaueHUs OyJIeT PaBHA KOJUYECTBY KOMIIOHEHT CHIILHON CBSI3HOCTH rpada Mepexo10B MEXy COCTOSHU-
ssmu. JlelicTBUTEIbHAS YacTh OCTaJbHBIX COOCTBEHHBIX 3HaueHWH orpunarenbHa [Fernengel, Drossel,
2022]. Aast mpocTOTHl B JAJIBHEHIIEM MBI paccMaTpuBaeM rpad, COCTOALMIMN U3 OTHOH KOMITOHEHTHI
CUJIBHOM CBSI3HOCTH.

Haxoosicoenue CMAUYUOHAPHO20 COCMOARUA KOMRNJIEKCA

ITockonbKy AeHCTBUTENbHAS YacTh BCEX COOCTBEHHBIX 3HAYCHUI MAaTPULIBI A MEHbIIIE WU paBHA
HYJIIO, TIPH { — +00 CHCTeMa CTPEMUTCSI IPUITH B CTAIIMOHAPHOE COCTOSIHKME P. B peanbHOil GrONMOrn-
YEeCKOM CHCTeMe B3aUMOJAEHCTBHE OEIKOBOIO KOMIUIEKCAa ¢ MOOMIIBHBIMHU TEPEHOCUNKAMHU 3JIEKTPOHOB
MPUBOJUT K M3MEHEHHMIO MX KOHIIEHTPALIMU B CpPelJe M COOTBETCTBYIOIEMY H3MEHEHHUIO HIIEMEHTOB
Marpuis! A. B ToM citydae, eciii KOHIEHTpAalMd MOOMJIBHBIX TEPEHOCUNKOB 3HAYUTENBHO IMPEBbIIIa-
IOT KOHIIEHTPAINIO OENKOBBIX KOMITJIEKCOB, 3TH U3MEHEHUS KOHIICHTPALlUU MTPEeHeOpEeKNMO MaJlbl, U Ha
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JOCTYIHBIX AJIs1 HAOMIONEHHUS BPEMEHAX Mbl MOXKEM paccMaTpuUBaTh NPUOIMKEHUE CUCTEMbI K KBa3H-
CTallMOHAPHOMY COCTOSIHHIO P IIPH IOCTOSHHON KOHIIEHTpAIlMM MOOWJIBHBIX NMEPEHOCYUKOB 3JIEKTPO-
Ha. [lockoibKy Marpuna A 3aBHCHT OT NAapaMeTPOB IEMEHTAPHBIX PEaKLUM M pa3sMepoB U CTEIECHU
BOCCTAHOBJICHHOCTH IyJIOB MOOMIIBHBIX IIEPEHOCYHKOB JICKTPOHA, BEKTOP P TaKXKe MOXKET paccMarpu-
BaTbCs KaK (PYHKLHS OT 3TUX [1apaMETPOB.

Bekrop p nponopuuoHaiieH cOOCTBEHHOMY BEKTOPY MarTpHLBI A, COOTBETCTBYIOLIEMY HYJIEBO-
My COOCTBEHHOMY 3HA4€HHIO, M, €CIM Mbl 3HAEM COOCTBEHHBIC 3HAYCHUS U COOCTBEHHBIC BEKTOpa
MaTpHIlbl, MOXKET ObITh HalJEH MCXOAA M3 TOTO, YTO CyMMa €ro KOMIIOHEHT paBHa eauHuie. OgHako
C BBIYMCIIUTEIBLHON TOUYKH 3PEHHUS TAKOH CIOCO0 HaXO)KILeHI/‘IiS[ KBa3HCTAIlHOHAPHOTO COCTOSHUSA KpaiiHe

P _

ueodexrusen. IIpunnmas, 4to B COCTOSIHUYM paBHOBeCUs iy = 0, Uil HAXOK/ICHUS! KBa3UCTAIIMOHAP-

HOI'O COCTOAHUA 5 AO0CTATOYHO pCHIUTh CUCTCMY JIMHENHBIX anre6pa1/11{e01<1/1x ypaBHeHI/Iﬁ
A-p=0. o)

OnHoponHasi cucTeMa JMHEWHBIX ypaBHEHHI BCerna MMeeT TPHBHAIbHOE penieHue. [Tockoib-
Ky detA = 0, To cucrema (5) uMmeer OGECKOHEUHOE MHOKECTBO HEHYNIEBBIX pemieHMH. IIpumem Bo
BHMMAaHHUE, YTO HAC MHTEPECYIOT TOJIBKO T€ PEIICHUs, KOTOpPBIE YAOBIETBOPSIOT ycioBuio (1). B Tom
city4ae, eciii rpad IepexoaoB MEKIy COCTOSHUSIMU KOMIUIEKCA SIBIISIETCS] CHIIBHO CBSI3HBIM, MBI MOXKEM
3aMEHUTH ypaBHEHHE VIS OIHOTO M3 COCTOSHUM Ha 3aKOH COXpaHEHHs. [ ONpe/iesIeHHOCTH caenaeM
9TO AJIsl TIOCJICHETO YpaBHEHUs, TOTAA Ul KOMILIEKCa C 1 COCTOSHUSIMH MBI TTOJYYHM CIICITYIOLIYIO
CHCTEMY ypaBHCHUI:

a1 O T P | 4, D 0
a % T P | ayn %) 0
. . . . . - E . (6)
Apin G1p Qi1 Gpin| |Pu-t
1 1 1 p,) 1

OGo3naunm Marpuily A ¢ TOCIEIHEN CTPOKOH, 3aMEHEHHOW Ha €IMHUIIbI, KaK A, a BEKTOp,
cocrosAMii U3 n— 1 Hynel u mocnenHell enuHUIBI, — Kak b, Torga MBI MOXKeM 3amucarh ypaBHeHue (6)
KaK

— ’
A, p=h ()

B paborax [Hill, 1966; Schnakenberg, 1976; Fernengel, Drossel, 2022] naHbl J10Ka3areibCTBO
€IMHCTBCHHOCTH PEIICHUS CUCTEMBI (6'), a TakKe CIOCOOBI MOCTPOCHHUS CTAI[MOHAPHOIO COCTOSHHS
U PEIlCHHUS OCHOBHOTO KMHETHUECKOTO YPaBHECHUSI.

Mooenuposanue nepexoonvlx npoueccos

W3MeHeHHe CTEleHU BOCCTAHOBIICHHOCTH IYJIOB MOOHMIIBHBIX IEPEHOCYMKOB 3JIEKTPOHA BIIC-
4yeT 32 co0O0M M3MEHEHHE 3HAUYCHHUI JIEMEHTOB MATPHIIBI CKOPOCTEH IEPEXOM0B MEKIY COCTOSHUAMU
U MPUBOJUT K MEPEXOIHOMY IPOIecCy B OENKOBOM KoMmIuiekce. [l ero MojenupoBaHusi He0OXOIUMO
HAfTH 3aBUCHMOCTh BEKTOpa BEPOSTHOCTCH P OT BpeMeHH f. MBI pacCMaTpuUBacM CHUTYAIMIO, KOIa
B HYJCBOH MOMEHT BPEMEHHU MPOUCXOJUT CKAYKOOOpa3HOE M3MEHEHHE MapaMEeTPOB CHUCTeMbl. bynem
CUMTarh, 4T0 B 0-ii MOMEHT BPEMEHH CHCTEMA XapaKTEPU3YETCsl MATPHIIEH CKOPOCTEH A, M HAXOMUTCS
B COCTOSIHMM PaBHOBECHS P. BEKTOp BEpOATHOCTEH P, MOKHO PACCUHTATh KAK PEIICHHE ypaBHE-
Hust (6”) U MaTpPHULIBI AO. Heobxomumo HaiiTu pemenue 3amadn Ko

dp

L =A-p,

dr P (7)
p(0) = Po-
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Pemenwue 3To# 3amaun 3agaeTcs MaTPUIHON SKCIIOHCHITHAIBHON (DYyHKITUCH:

p(®) =p, - e’ (®)

ITockosbKy Hac MHTEpPECYIOT 3HaueHHs P(f) Ui OOJIBIIOrO YKCia Pa3iInYHbIX MOMEHTOB BPEMEHH f,
HaM HeoOXoauM 3P (EKTUBHBIA ¢ BEIYUCIUTENEHON TOUKH 3pEHUS CII0OCO0 HAXOKICHUS 3TOW (DYHKIHH.
OnTrManbHBIM IIPEACTABISLETCS HOUCK (yHIAaMEHTAJIBHON CUCTEMBI peLIeHu i ypaBHeHus (2). s
€€ HaXOXKJICHHs HY)KHO BBIYMCIIMTh JJI1 MaTpullbl A mpasble coocTtBenHble BekTopa ER; u cobcTBenHbIE
3Hayenus E'V,. OOuiee penieHrue OCHOBHOTO KUHETHYECKOTO YPABHEHHSI MOJKET OBITh 3aIIMCAHO B BUIIE

p() = > m;- " ER, ©)

TJI€ 11, — MPOM3BOJILHBIE MHOXKHUTENU. UTOOBI HANTH YaCTHOE PEIICHHE, COOTBETCTBYIONIEE HAYAIBHOMY
YCIIOBHIO P, HEOOXOAMMO PEIIUTh CUCTEMY JIMHEHHBIX areOpanvecKux ypaBHEHUH

ER-m = p,, (10)

rne ER — marpuia, coctaBiaeHHast U3 COOCTBEHHBIX BEKTOPOB MATPHUIIBI A, a M — BEKTOpP, COCTABJICH-
HBIA U3 MHOKHTENCH M.

Jl1 HaxoXK/IeHUsI COOCTBEHHBIX BEKTOPOB U COOCTBEHHBIX 3HAYEHUI MAaTPUIII OOBIYHO MaTpHILY
mpUBOIAT K hopme XecceHOepra, mociie 4ero uermoib3yoT QR-anroputm [Anderson et al., 1999]. Uto-
OBl YMEHBIIIUTH CBA3AHHBIE C YHCIEHHBIMH METOJaMM OIIMOKH, MOYKHO BOCIIOIB30BATHCS allpHOPHBIM
3HaHHWEM O COOCTBEHHBIX 3HAYEHHSX W COOCTBEHHBIX BekTopax marpullel A. [lockonbky B ciydae moi-
HOCBSI3HOTO Tpad)a COCTOSIHUH KOMIUIEKCa MaTpHiia A MMEET POBHO OJHO HYJIEBOE COOCTBEHHOE 3Ha-
YEeHHE, a COOTBETCTBYIONINN €My COOCTBEHHBIH BEKTOP MOXKET OBITh BBIYHCIICH PEIICHHEM YpPaBHEHUS
Buja (6’), MBI MOJKEM TakMM 0Opa3oM YTOUHHTBH Pe3yNbTaThl, MOJTy4eHHbIE ¢ moMomsio QR-anroput-
Ma. Cymma (9), 3agarommasi pereHne OCHOBHOIO KMHETHYECKOTO YpaBHEHUs, TIPU [ — +00 CTPEMUTCS
K CcJaraeMoMy, COOTBETCTBYIOIIEMY HYJIEBOMY COOCTBEHHOMY 3HaueHHIo. IIpum 3ToM camo permieHue
CTPEMHUTCS K CTAlIMOHAPHOMY (CM. mpebytymmii paszen). Takum 00pasoM, MHOXKHUTENb /m;, COOTBET-
CTBYIOILIMI HaliIcHHOMY U3 ypaBHEHHs (6”) COOCTBEHHOMY BEKTOpPY, PABCH CMHUIIC.

Ilepexoo om eekmopa éepoamuocmeii K MAKpoOnapamempam cucnemol

BekTop p 3aBUCUT Kak OT 3HAQYEHUI KOHCTaHT CKOPOCTEM BCEX IEMEHTApHBIX PEAKLMHU B KOM-
IUIEKCE, TAK M OT KOHIEHTPAIWH BHEIIHUX PEAreHTOB, C KOTOPBIMH B3aHMMOJIEHCTBYET KOMILIEKC. Takum
00pa3oM, BapbUpys 9TH MapaMeTpbl, Mbl MOKEM YCTAaHOBHTBH, KAKAUM 00pa3oM MX M3MEHEHHUE CKa3bIBa-
€TCs Ha COCTOSIHUM KoMIulekca. OmHaKo, BBULY OOJBIION pa3sMEPHOCTH BEKTOPA BEPOSITHOCTEH, Mpes-
CTaBJICHHE COCTOSHUS KOMIUIEKCA B BUJE TAKOI'O BEKTOpPA HE IO3BOJSIET HAIVISJHO OLIEHUTH, B YEM
3aKJTIOYAIOTCS] BBI3BAaHHbIE M3MEHEHHEM NapaMeTpOB M3MEHEHHUS B COCTOSHMM KoMIUIekca. UToObl mo-
JTy4uTh OoJsiee ynoOHOE IpenCcTaBIeHUe, HEOOXOIMMO Ha OCHOBE [ETaJIbHOIO OIMCAHMSI COCTOSIHUS KOM-
TUIEKCa B BHJIE BEKTOPA BEPOATHOCTEH MOTyUUTh €r0 YIPOIIEHHOE OMUCAHNE B BHJIE HA0OPA CKaSIPHBIX
MaKpornapameTpoB.

HanGonee oueBUIHBIM U3 TAKUX MaKpOIIapaMeTPOB SIBJISETCS 01 KOMIUICKCOB, B KOTOPBIX KOH-
KPETHBIA aKTHBHBIN LIEHTP HAXOAUTCS B OLPEIEICHHOM COCTOSIHUM. [[J1s1 BBIYMCIICHHS] 3HAYEHUS TAKOTO
MakpolapamMerpa HeoOXOIUMO MPOCTO MPOCYMMHUPOBATh T€ KOMIIOHEHTHI BEKTOpa P, KOTOPBIE COOT-
BETCTBYIOT HYXXHBIM COCTOSIHUAM. B BEKTOPHOM BHJIE€ 3TO MOXKET OBITh 3allMCaHO KaK CKAJSIPHOE IpPO-
U3BEJICHNE BEKTOpa P U BEKTOpa S, KOMIOHEHTHI KOTOPOrO PaBHBI €IMHUIIE JUIsI MHTEPECYIOIINX Hac
COCTOSIHUI KOMILIEKCA U HYJIO — JUISl BCEX OCTAIBHBIX COCTOSHUMN:

xX=S-p. (11)
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CxoxuM 00pa3oM MBI MOXKEM ONPEACTHTh HAOIMIOAAIONIYIOCS B CTAlMOHAPHOM COCTOSHUHU CYyM-
MapHYH CKOPOCTb KaKoH-1u00 31eMEHTapHOW peakiuu (HampuMmep, TPAHCIOPTa AJICKTPOHOB) B KOM-
TUIeKCe KaK CyMMY CKOpPOCTEH peakiiuii Mex1Ty BCEMH BO3MOXKHBIMU COCTOSTHHSIMH KOMILIeKca. Brian
KaXJ0ro COCTOsIHHSA B CYMMApPHYIO CKOPOCTH ITOJIOKHUTECIICH, €CJIM COCTOSAHUC BBICTYIIA€CT B Ka4€CTBEC
cyOcTpara peaxiiy, OTpUIaTeNIeH IS MPOAYKTa PEaKkIMh W paBeH HYIIO JIJIS COCTOSHUM, HE ydacT-
BYIOIIIMX B JIaHHOW peakuud. B BEKTOPHOM BHE 3TO TaKKe MOXET ObITh 3allMCaHO KaK CKaJSIPHOE
MIPOM3BE/ICHUE!

v=c-p, (12)

r7e KOMIIOHEHTHI BEKTOpa € PABHBI HYJIIO Ui COCTOSIHUM, HE YYaCTBYIOLIUX B PEAKIIUU, KOHCTAHTE CKO-
POCTH TIPSIMON peaKkIi — TSI COCTOSTHUM, SBIAIONMIUXCS CyOCTpaToM peaklluy, U B3ATOW C 0OpaTHBIM
3HAaKOM KOHCTAHTE CKOPOCTH OOpPaTHON peakIuu — JAJs COCTOSHWM, SBIAIOIIMXCS MPOAYKTOM peak-
un. s peaknuii BTOPOTo MOpSIKa C y4acTHEM MOOWIIBHBIX MEPEHOCYHKOB JIEKTPOHOB KOHCTAHTHI
CKOPOCTH JIOMHO)KAIOTCSl HAa KOHILEHTPAIMIO COOTBETCTBYIOIIETO NEPEHOCUUKA.

Taxoit moaX0 K MONYYCHUIO CKASIPHBIX XapaKTEPUCTUK aHCaMOMIsl OEIKOBBIX KOMILIEKCOB MO-
JKeT OBITh MCIOJNB30BaH KakK MPH ONMCAHWW JHMHAMHUKHU MOBEACHHUS CHUCTEMBI, TaK M JUIA ONHCAHUS ee
KBa3UCTAIMOHAPHOTO COCTOSIHUSA. [10CKONIBKY 3HauCHHE BEKTOpa P 3aBUCHT OT 3HAYEHUH KOHCTAHT CKO-
pOCTEl 3IIEMEHTAPHBIX peakUUi U OT KOHLIEHTPAIMil BHEITHUX PEareHTOB, 3HAUCHUS CKAJISIPHBIX BEJH-
YUH X ¥ V, BBIYHCICHHBIX 110 ypaBHeHUAM BuAa (11) u (12) misd KBa3uCTaIMOHAPHOTO COCTOSTHUS, TAK)Ke
OyayT 3aBHCETHh OT ITUX MapaMeTpoB. B manbHeleM Mbl OyleM paccMaTpuBaTh 3aBUCUMOCTH TaKUM
00pa3oM OIpeeNICHHBIX BEIMYUH OT CTENICHW BOCCTAHOBJICHHOCTH ITYJIOB MOOWIJIBHBIX NEPEHOCUYHKOB
QNIEKTPOHA U JAPYTUX BHEUIHWX YCIOBUH Kak (QyHKIUM OTKIMKA (response functions) Uit cOOTBETCTBY-
IOIIMX COCTOSHUM | TmporeccoB. BaykHol (yHKIMEH OTKIHMKA, XapaKTepHu3yloliel TpaHCMeMOpaHHbIe
JIEKTPOH-TPAHCIIOPTHBIE KOMIIIEKCHI, SIBISETCS CKOPOCTh IOTOKA 3JIEKTPOHOB MEXTY MylTaMH MOOMIIb-
HBIX IIEPEHOCUUKOB 3JIEKTPOHA Yepe3 3TH KOMILIEKCH. [10CKOIBKY MEepeHOC MEKTPOHA MEXKIY JOHOP-
HOM ¥ aKIENTOPHON CTOPOHOIN KOMIUIEKCA OOBIYHO BKJIFOYAET HECKOIBKO MOCIECIOBATCIBHBIX CTAIUMN,
BBIOOp BeKkTOpa KO3(D(UIIMEHTOB € JUTs pacdeTa KBa3UCTAllMOHAPHOTO MOTOKA V SBJISIETCS HEOJHO3HAY-
HBIM: JIsl OTIpe/esieHus] (PYHKIIUU OTKJIMKA MOXET ObITh MCIIOJIb30BaHa JIt00ask U3 MOCIIe0BATCIbHBIX
CTaJUM AJIEKTPOHHOIO TPAHCIIOPTA, MMOCKOJIBKY B 3TUX YCIOBHUSX CKOPOCTU MOCIEI0BATEIbHBIX CTAIUN
OJIMHAKOBHI. B TO e BpeMs TUHAMHUKA U3MEHEHUS BEJIMYUHBI V JJI 3THX MOCJIEIOBATEIbHBIX CTaIul
B XOJI€ TEPEXOHOTO MPOIlecca MOXKET CYIIECTBEHHO pa3IHyaThes.

CrpykTypa u 0co6eHHOCTH (PYHKIIMOHHPOBAHUSI LIMTOXPOMHOTIO
b f-KomMmIeKca

PaccMmoTpuM mpeioskeHHbBIH MOX0 Ha IpuMepe QYHKIUI OTKIIMKA IJIsi OHOTO M3 KOMIIOHEH-
T0B (porocunTernyeckoit ITL] — uuroxpomuoro b f-kommuiekca. L{UTOXpOMHBIA b, f-KOMILIEKC BbI-
CTyIaeT B KaueCTBE IICHTPAIHLHOTO Xa0a, uepe3 KOTOPBIA MPOXOAUT KaK JIMHEHHBIM MOTOK 3JICKTPOHOB
or ®C2 k ®CI, Tak ¥ HUKINYECKUI MOTOK 31eKTPOHOB BOKPYr PCl. b, f-KOMILIEKCE 10CTaTOYHO
PaBHOMEPHO PaCIpEICICHEI 10 BCEH TUIAKOMAHONW MeMOpaHe ¥ UMEIOT MPAKTHUECKH OJMHAKOBYIO TI0-
BEPXHOCTHYIO TUIOTHOCTh KaK B TPaHAJBHBIX ydacTKax, rae npeodmagaer @C2, Tak U B CTPOMAIBHBIX
yuacTkax, rae npeodnagaer @C1 u ATdaza [Albertson, 2001; Kirchhoff et al., 2007; Johnson et al.,
2014]. OkwucieHne MIIACTOXMHOHA LUTOXPOMHBIM b f-KOMIIICKCOM COIPSDKEHO C MEPEHOCOM IIPOTO-
HOB W3 CTPOMEI B JIIOMEH U (pOPMHUPOBAHUEM TPAHCMEMOpPAHHOTO TrpaaueHTta pH, HeoOXoaumoro st
cunre3a AT®. Kpome ydacTusi B 3JIeKTPOHHOM M IIPOTOHHOM TPAHCIIOPTE, MPEIoiIaraeTcs, 4To UTo-
XPOMHBIH b f-KOMIUIEKC BBINOJHAET U PETYISATOPHYIO (DYHKIHIO, yYacTBYysl B aKTUBALMK Stt7-KHHA3bI
(y muxpoBomopociieil) 1 STN7-kuHa3sl (y BBICIINX PACTCHHIA) MIPH YBEIMYCHUN CTEIICHU BOCCTAHOB-
JICHHOCTH T1yJIa TUTACTOXWHOHOB. DTa aKTHBALMsS IPUBOIUT K (PochOopHmIIMpoBaHHI0 OEIIKOB CBETOCOOU-
paroero xkomiuiekca LHC2 u ux nepexoxy ot @C2 x dC1 (state transition), 4T0 IPUBOIUT K yMEHBIIIE-
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HUIO JIMHEHHOTO ITOTOKA JIEKTPOHOB TI0 CpaBHEHUIO ¢ MUKIHUeckuM [Shapiguzov et al., 2016; Finazzi,
Minagawa, Johnson, 2016; Singh et al., 2016].

Jlo 2003 roma mpenrosaranoch, 4TO MeXaHH3M (YHKIHMOHHPOBAHHUS 3TOTO KOMILJIEKca B Iie-
JIOM aHAJIOTHMYEH MEXaHU3MYy, MOAPOOHO M3y4EHHOMY Ul MHUTOXOHIPHAIIBHOIO KOMILIEKCa b, (ko-
9H3UM (Q — IUTOXPOM ¢ PEAyKTas3a), U MPENCTaBIsIeT co00il BapHAIMIO MPEATIOKEHHOTO MHUTUYEIIIOM
Q-uumkna. Oxnnako /[1. llltpébenem ¢ coaBropamu [Stroebel et al., 2003] O6bUI0 yCTaHOBJICHO, YTO B Caki-
T€, FOMOJIOTHYHOM Q,-caliTy KomIuieKea be|, B LIUTOXPOMHOM by f-KOMILIEKCE PACIIONOKEH €Ile OUH
reM c-tuna c,. B 2022 rongy [Szwalec et al.,, 2022] OblI0 yCTaHOBIIEHO, YTO COOTHOLIEHHE OKHC-
JIUTEIILHO-BOCCTAHOBUTEINbHBIX IIOTCHLHANOB IeMOB TUIa b B KOMIUIEKCax bc, u by f pasnuyaercst:
B KOMIUIEKCE bc, TOTEHIHAT TeMa, PACIIONOKEHHOIO BOIU3U Qp-caﬁTa, HI)KE, 9YeM IIOTCHIIMAJ Iema,
pacrionoxeHHoro Boim3u Q,-caiira, a B KOMILIEKee b, f — Ha000pOT. B pesyinbrare nepeHoc s1eKTpoHa
B X071¢ Q-1IMKIIa B IUTOXPOMHOM b f~-KOMILIIEKCE JOJKEH OBITh CYIIECTBCHHO 3aTPYAHEH [0 CPABHCHUIO
C KOMILICKCOM bc .

v
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Puc. 2. Cxema mepeHoca 3JICKTPOHOB B LIUTOXPOMHOM by f-komiuiekce. Q, u Q, — CalTbl CBA3bIBaHMS ILIA-
CTOXMHOHA, PACIOJIOKCHHbIC HA JIFOMHHAILHON (p) U CTPOMaIbHON (n) cropoHe komiuiekca, CytB) u CytB, —
IIUTOXPOMBI ¢ TeMoM b-Ttuma, CytC, — mmToxpom ¢ reMoM c-tuna, CytF — muroxpom f ¢ remom Moxuduimpo-
BaHHOTO c-THIA, FeS — xene3ocepHsnii ieHTp Pucke, Fd — MOOWIBHBIN MepeHOCUHK 3IEKTpoHa PeppeloKCHH,
Pc — MOOWIBHBII MEPEHOCUYHK AIICKTPOHA IUIACTOIMAHKMH. B caldTaX CBsI3bIBaHMS IUIACTOXMHOHA MOKA3aHbI CTa-
JIUK OKHCJIEHHSl M BOCCTaHOBJIEHUS MIACTOXMHOHA OT okucieHHoro (PQ) mo Boccranosnennoro (PQH,) uepes
TIPOMEKYTOYHOE CEMIXHHOHHOE cocTostHre SQ ™. [l xenme3ocepHoro reHTpa Prucke nHmekcamu b 1 ¢ ToKa3aHbI
ZiBa €ro nonoxenus — Bomusu Q,-caiita n BOIM3HM LUToXpoma f. CHHUMH CTPENIKaMy [IOKa3aHbl PEaKIKK [epPeHO-
ca dJICKTPOHA, HATIPABIICHHE CTPEJIKH COOTBETCTBYET MIPEUMYIIIECTBEHHOMY HANPABICHUIO peaknuu. [IyHKTHpHAs
CTpeJIKa [OKa3bIBACT [EPEHOC JMICKTPOHa Mexy remamu CytB, OTHOCAWMMUCS K Pa3HBIM MOHOMEpaM B /M-
Mepe. 3eJICHBIMU CIUIOIIHBIMU CTPETIKAMHU TIOKA3aHbl TIEPEMCIICHHC JKEIIC30CEPHOTO IIEHTpa Prcke 1 MOJICKYIbI
IIACTOXMHOHA B Q-cafite. CepbIM MokaszaHa TUIAKOMAHAs MeMOpaHa. MaanHOBBIM (OHOM BbIAENEHA 4acTh
KOMIIJICKCA, BBICTYIAIONIAs U3 THIAKOMIHOW MEMOpPaHBI B JIIOMCH

CoBpeMeHHbIE TPEJCTaBICHHS O MeXaHH3MaxX (YHKIMOHUPOBAHHS ITUTOXPOMHBIX KOMIIIEK-
COB bc, u b, f monpoGHO paccMoTpeHbl B 0030pHBIX crarhax [Tuxownos, 2023; Tikhonov, 2014;
Tikhonov, 2024; Sarewicz et al., 2021]. Tem He MeHee Ha JaHHBIH MOMEHT Cpeau OWOJIOTOB HET
TIOJIHOTO TIOHMMAHHUsI TOTO, KaK MMEHHO (DyHKUMOHUPYET b f-KOMIUIEKC, MOITOMY TIPH COCTABICHUH
MaTeMaTH4eCKOM MOJENT MBI TIOCTapajHCh Y4ecThb BCE BO3MOXKHBIE PEaKIMU IEepPeHOca dIIEKTPOHA
B 3TOM KoMIUIekce (puc. 2). VIMeroniiecst JaHHbIe O KMHETHYECKHUX MapaMeTpax OKHCIUTEIbHO-BOC-
CTAHOBHTEIBHBIX PEAKIMH, IPOTEKAOIINX B IUTOXPOMHOM b, f-KOMILIEKCE, B OCHOBHOM OTHOCATCS HE
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K 3JIEMEHTapHbIM PEakUUsM IIEpeHOca IEKTPOHA B KOMIUIEKCE, a XapaKTepPU3YIOT CyMMapHYIO peak-
[[UI0 OKHCJICHHS JTMOO BOCCTAHOBJICHHUSI SK30T€HHOIO JIOHOpA MO0 akKIenTopa 3JIeKTPOHOB. ITO 00y-
CJIOBJICHO CJIO)KHOCTBIO HKCIIEPUMEHTAJILHOTO MCCIICIOBAHMUS IIapaMeTpoOB 3THX peakuuid. B kauectse
PEIOKC-LIEHTPOB B COCTAB IIUTOXPOMHOTO b f-KOMIUIEKCA BXOIAT YETHIPE TEMA C JIOCTATOYHO OIM3KHU-
MU CIIEKTPAJIbHBIMHU XapaKTEPUCTUKAMU, YTO 3aTPYAHSET OIPEACICHHE PEIOKC-COCTOSHUS KaXKI0Tr0o U3
HUX ONTHYECKUMH MeTofaMH. lMccienoBaHue AWHAMHUKH COCTOSHUI BO BPEMEHH TaKKe 3aTPyAHEHO:
B TO BpeMs Kak Ul 3allycKa mporecca B (porocucremax | M 2 MOKHO HCIIONB30BaTh BCHBIIIKY CBE-
Ta, 3aIyCK peakiuil B UTOXPOMHOM KOMIUIEKCE BO3MO)KEH TOJBKO 3a CHET J0OaBICHMS 3K30T€HHBIX
JOHOPOB HM/MJM aKLENTOPOB 3JIEKTPOHOB, M3-32 YEro HCCIEIOBaHWE HamOosee OBICTPBIX HPOLIECCOB
B OKCIIEPUMEHTE OKa3bIBAETCS YPE3BBIYANHO CIIOKHBIM.

BbliensnoxkeHHOe ABISETCS IPUYMHOM TOTO, YTO BCE CO3MAHHbBIC paHee MOEIH D f-KOMILIEKCa
OBUTH M3HAYAIBHO YIPOIIEHHBIMU. YacTh NIEPEHOCUMKOB allpHOPHO paccMaTpUBalach Kak HAXOISIIHe-
cs1 B OBICTPOM paBHOBECHH (HampuMep, jkene30cepHblil eHTp Pucke u rem f B padore xanan Kamanu
¢ coasropamu [Kamanu u np., 2004] u rems! b, u ¢, B padore [I. Jlazapa [Lazar, 2009]), a okuciaurens-
HO-BOCCT@HOBHTEJIbHBIE PEAKIMH C YYaCTHEM MOOMIBHBIX EPEHOCUHKOB 3JIEKTPOHA PacCMaTPHBAIUCH
Ha OCHOBE (popMaM3Ma 3aKOHA JEHCTBYIOIIMX MAacc KaK XUMHUYECKHE PeaklMu BTOporo mnopsaka. Ox-
HAKO TaKoe YIPOIIEHHE MOXKET MPHUBECTH K CYIIECTBEHHOMY MCKaXCHUIO KMHETHKH 3THX PEaKLHUH,
TaK Kak, B 3aBUCHMOCTHU OT KOHIIEHTPAlMd MOOMJIBHBIX [IEPEHOCUYMKOB U CTEIEHN BOCCTAHOBJICHHOCTH
UX MYJIOB, JUMHTHPYIOIIEH CKOPOCTh CTaauel AJs 3TUX PEeakuui MOXKeT ObITh Kak Ju(Qy3noHHOE
cOMKeHNe peareHToB (M B TAaKOM Cilydae KMHETHKA peakiuy OyJIeT COOTBETCTBOBATh PEAKIIUU BTOPOTO
HOPSIKA), TAK U IIEPEHOC JIEKTPOHA B YK€ 00pa30BaBLIEMCSI KOMIUIEKCE, COCTOSIIIIEM U3 LIUTOXPOMHOTO
b f-KOMILIEKCA ¥ MOJIEKYIIbl MOOUIILHOTO TMIEPEHOCUHMKA (YTO HPUBEAECT K KMHETHKE PEaKLHH MEPBOrO
HOPSIKA) WIK e OTCTHIKOBKAa MOOMJIBHOTO MEPEHOCUMKA OT KOMIUIEKCA (YTO TaKKe IPUBOIUT K KUHE-
THKE MEePBOTO MOpsiiKa). B cBA3M ¢ 3TUM B JaHHOM paboTe MBI OTKa3aJIMCh OT YIPOIIEHHOTO PaccMOT-
PCHUS TaKUX PEAKLMH M paccMaTpUBacM PEaKLUH C Y4aCTHEM MOOWIBHBIX NEPEHOCYHKOB JIEKTPOHA
KaK TPEeXCTaJUuIHBbIE.

Crenyer OTMETHTB, YTO B IMMEPE LIUTOXPOMHOTO b, f-KOMILIEKCA MEXKLy MOHOMEpaMu 00pasy-
€TCsl TOJIOCTh, KOTOPAsi MOKET CHIOCOOCTBOBATH HAIPABJICHHOM JM((Y3HH IIIACTOXHHOHOB MEXy Q-
u Q,-caiitamu. [Tomydennsie B 2023 roxy qaHHbBIE O CTPYKType KoMIniekca [Sarewicz et al., 2023] mos-
BOJISIOT HPEATIOIOKHTE, YTO caM Q,-CaliT Tak)Ke MMEET CIIOXKHYI0 OPraHN3aLMIO U ISl OCYIICCTBICHHUS
peaknuii Q-1MKIa HEOOXOAUM MEPEeHOC CEMHUIUIACTOXMHOHA BHYTPH KaHala, BEAYIIEro OT BHEIIHETO
Kpas IUTOXPOMHOTIO KOMILJIEKCA K BHYTPEHHEH ITOJIOCTH 0OMeHa XMHOHOB. B naHHO# pabore MbI npu-
HUMaJId BO BHUMaHME, YTO MEPEHOC EKTPOHA MEXKIY IUIACTOTUAPOXMHOHOM M KeJIe30CEPHBIM IIEH-
TpoM Prcke 1 MeX/y IIACTOCEMUXUHOHOM U LIATOXPOMOM b, IPOMCXOIHT TIPH PasHOM PACTIONOKCHHH
MOABMKHOTO MEPEHOCYHKA, OHAKO B SIBHOM BHJIE JBM)KEHHE MOJIEKYJIBI IO KaHAJIy HE paccMaTpHBaIIH.

Haptmempbl djiemMernmapHslxX peakyuu 6 yumoxpommHom b6f-l<0/vmnel<ce

CormocTaBieHre UMCIOMINXCS B JIUTEPAType MAHHBIX O KOHCTAHTAaX CKOPOCTH MPOUCXOISIINX
B LIATOXPOMHOM b, f-KOMILIEKCE PEaKIMii C KOHKPETHBIMU BJIEMEHTAPHBIMU PEAKLUSAMH 3aTPY/IHUTEb-
HO, a pa3dpoc OMyOIUKOBAaHHBIX 3HAUYCHUI BecbMa 3HauuTeNeH (Tabmumna 1). B ¢Bsi3u ¢ 3TUM B JaHHOM
paboTe Ui OIICHKH KOHCTAaHT CKOPOCTH 3J€MEHTApHBIX PEeaKklIWi MBI HCIIOJIb3yeM OIIEHKH, TOTy4eH-
HbIC Ha OCHOBE moytyueHHbIX B 2022-2023 romax maHHbIX [Szwalec et al., 2022; Sarewicz et al., 2023]
O CTPYKTYpE LHUTOXPOMHOTO b f-KOMILIEKCA M BEJIUYUHE OKHUCIUTENLHO-BOCCTAHOBUTEBHBIX TTOTEH-
[IAAJIOB BXOSIINX B €r0 COCTaB KO(aKTOPOB.

K. Mozepom u II. /lartonom [Moser, Dutton, 1992] Ha ocHoBe Teopuu Mapkyca npeiokeHa
noyaMIuprueckas Gopmyma

3,1(AG — 2)?
/l b
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Tabmuua 1. PaccTosinue R MeXy JOHOPOM M aKUENTOPOM JIEKTPOHA, JBWXKYIIas cuiia peakuuu AG, KOHCTaHTa
paBHOBeCHs peakuu K, KOHCTaHTbl CKOPOCTH NpsiMOit (k) 1 oGpaTHOH (k06p) peakIuu mepeHoca dJIeKTpoHa
MEXKITy KOMIIOHEHTAMH [UTOXPOMHOTO b f-KOMIUIEKCA MO JAHHBIM PA3JIMYHBIX UCTOYHHKOB M IO ONEHKaM, IMO-
JY4eHHBIM B TaHHOH pabote. Ecim He yka3aHO WHOE, pacCTOSHUS MPHUBEACHBI IS CTPYKTYpHI komiurekca PDB
ID: 7QRM [Sarewicz et al., 2023]. [Tomy>kupHbIM HIPU(TOM BBIJCICHBI 3HAYEHHS, MCIIOIb30BAHHBIC B JaHHOM
pabore. Pc — mnactonmanun; Fd — peppenokcun; F eS, u FeS, — xenesocepHplii HeHTp Pucke MIaCTOXUHOHOM
B CONMKEHHOI ¢ Qp—caﬁTOM b-koHpopMAaIK 1 COTMKESHHON C TeMOM f c-KOH(pOpMaIny; bp( Du bp(2) — Ie€MBI bp
ABYX MoHOMepoB B pumMepe; (Q7/QH,), — OKUCIeHNE MIACTOIHAPOXMHOHA 10 IUIACTOCEMUXHHOHA B Q-caiite;
(Q/Q")]Dl — OKHCJICHHE IIJIACTOCEMHUXHHOHA J0 TIACTOXHHOHA B TUITOTETUYECKOM TOJIOXKEHHUH, COOTBETCTBYIO-
LIeM ero MakCHMAlbHOMY COMmKeHut0 ¢ reMoM by, (Q/Q™), u (Q7/QH,), — AByXcTajuiiHOE BOCCTAHOBICHHE
IUIACTOXMHOHA B Q, -caiite

Jouop Akuenrrop | R, A | AG, mdB K Kypr €7 Koy ¢! HcTodnuk
(Q7/QH,), FeS, 7,2 +85 0,04 4-107 10° oreHka 1o ¢opmyse (13)
0,18 500 [Kamamu u ap., 2004]%
1 476 [[demun, Becrepxodd, Xononenko, 199871#
200 [Hope et al., 19921%
7850 [Berry, Rumberg, 20007
(QQ™), rem b, ~ 14% -85 28 8- 10* 3000 oreHka mo gopmyse (13)
1,29 900 [Kamamu u ap., 2004]%
108 7668 [[demun, Becrepxodd, Xononenko, 199871%
1 650 [Berry, Rumberg, 20007
reM ¢, (Q/Q™), 42 +210 |[3-10% | 7-10% | 2.10%2 ouenka 1o gopmyse (13)
TeM C, (Q7/QH,), | 42 -340 6-10° | 8-10! 10° omeHka o ¢popmyne (13)
reM b, (Q/Q™), 9,5 +55 0,1 6-10° 5.107 omeHka o ¢popmyne (13)
450 1500 [Kamamu u 1p., 2004]%
3,2 1,6 - 10* [[demun, Becrepxodd, Xononenko, 199871#
2,4 407 [Hope et al., 19921%
1,25 2000 [Berry, Rumberg, 20007
reM b, (Q7/QH,), 9,5 —495 2-10% 10° 5 omeHka no ¢popmyne (13)
5 1370 [Kamamu u gp., 2004]*
5,07 7605 [[lemun, Becrepxodd, Xononenko, 19981#
1,25 2000 [Berry, Rumberg, 20007
FeS, rem f ~ 117 -70 15 4-10° | 3-10° onenka 1o dopmyne (13)
200 [Soriano et al., 2002]
rem f Pc 12,4 +30 0,3 2-10° | 5-10° onenka 1o dopmyse (13)
3000 [Soriano et al., 2002]
62 [Modi et al., 1992]
2,8 [Meyer et al., 1993]
26 [Kannt, Young, Bendall, 1996]
rem b, rem b, 12,9 +30 0,3 8-10° | 3-10° onenka 1o dopmyse (13)
10 527 [Kamamu u np., 2004]
22,6 8224 [[lemun, Becrepxodd, Xononenko, 19981#
7 2300 [Crofts, Wraight, 1983]
40 10° [Hope et al., 1992]*
rem b, TeM ¢, 18,1 -125 130 500 4 onenka no gopmyie (13)
rem b, reM ¢, 5,0 -155 400 | 5-10" 108 onenka no dopmyrne (13)
rem b, (1) rem b,(2) 16,0 0 1 1700 1700 omeHka o ¢popmyne (13)
FeS, FeS, — — 1 8-10° | 8-10* [Millett, Durham, 2004]
Fd rem ¢, ? —475 108 ? ? onenka 1o dopmyse (13)

& PaCcCTOAHUC B I'MIOTETUICCKOM IIOJIOKEHUU, COOTBETCTBYIOIEM MaKCUMaJIbHOMY CONIMIKEHHUIO TIACTOCEMUXUHOHA C Te-

MOM b, .
" — par():CTOSIHI/Ie IJist cTpyKTyphl be, kommiekca PDB ID: 1BE3 [Iwata et al., 1998].

# SHa4YCHUA JIsd 3(1)(1)6KTI/IBHOﬁ peakuuu, BKJTFOUAIOIICH MPUCTBIKOBKY IEPEHOCYHKA K KOMIUICKCY U COOCTBEHHO NEPEHOC
DJICKTpOHA.
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Tabmuia 2. CpeiHETOUCUHBIC OKHCIUTEILHO-BOCCTAHOBUTEIIBHBIC TIOTCHIIHAIIBI (0 PEIOKC-IICHTPOB IIUTOXPOMHO-
10 b, f-KOMIUIEKCAa U MOOHIIbHBIX [IEPEHOCUHMKOB HJIEKTPOHA

Penoxc-uienTp ¢, MB Hctounnk
LUTOXPOMHBIH b f-KOMILIEKC
FeS +300 [Sarewicz et al., 2021]
rem f +370 [Szwalec et al., 2022]
rem b, -80 [Szwalec et al., 2022]
reMm b, -110 [Szwalec et al., 2022]
TeM C, +45 [Szwalec et al., 2022]
TUTACTOXUHOH
PQ™/PQH, +385 [Hauska al., 1983]
PQ/PQ™ —-165 [Hauska al., 1983]
(beppenokcun -430 [Batie, Kamin, 1981]
[JIACTOLIMAHUH +340 | [Malkin, Knaff, Bearden, 1973]

rae k, — CKOpOCTb IIEPEHOCA DIIEKTPOHA, ¢!y R — paccrosmme, A; AG — mBWKymas cuia peak-
uu, 3B; 4 — sHeprus, HeoOXoauMas /Uil U3MEHEHMsS AJePHBIX KOOPJIMHAT INPH Mepexofe OT peareH-
Ta K MEPEeXOJHOMY COCTOSHHIO (PHEpPTMU BHYTpHC(]EpHOH peopraHuzanuu), 3B. Orta ¢dopmyna mos-
BOJISIET, 3Has PACCTOSHHE MEXAY PEIOKC-LIEHTPaMH, Pa3sHOCTh MX OKHCIHTEIbHO-BOCCTAHOBUTEIBHBIX
MOTEHITNAJIOB W DHEPTUI0 BHYTPUCPEPHOW PEOpraHM3aliy, OIEHUTHh KOHCTAaHTY CKOPOCTH TYHHEIb-
HOTO IepeHoca 3JIeKTpoHa MEeXJTy HUMHU. B manHol pabore 3HaueHHe mapamerpa A NMPUHUMAIH paB-
HbIM 700 M3B [Moser et al., 2006]. JIBIKYIIyIO CHIy pEaKIHH PACCUNUTHIBAIIA HCXOMS M3 CPEIHETO-
YEUHBIX OKHCIIUTEIIbHO-BOCCTAHOBUTENIBHBIX MOTCHIIMAIOB (Tabnuma 2).

[Tonmyuennsie mo Gopmysne (13) OlEeHKH KOHCTAHT CKOPOCTEH TakKe MpHUBEICHBI B TaOmwmie 1.
CremyeT OTMETUTh, YTO OKHCIUTEIIbHO-BOCCTAHOBUTEIBHBIC TTOTEHIIHAIBI IACTOXWHOHA CHIIBHO 3aBU-
cAT OT ero okpykeHwus. [IpuBenennbie B Tabmuie 1 3HaYEHUS HCIIONB3YIOT CPEIHETOYeYHbIE TIOTeHIIA-
JIBI TUTACTOXWHOHA, OLICHEHHBIC B JIMITUTHOM OKPY>KEHUH, IIOATOMY OIICHKH KOHCTAHT CKOPOCTH PEaKInuii
C €ro y4JacTHeM CJIeIyeT PacleHHBaTh KaKk 3HAYUTEIHHO Ooiee rpyObIe 10 CPaBHEHHUIO C OCTAIBLHBIMHU.

B nacrosiuiee Bpemsi CaifT CBA3bIBaHM (DEPPETOKCHHA HA IUTOXPOMHOM b, f-KOMILIEKCE HEN3Be-
cTeH. XOTsI pacrpesielieHue AIEKTPOCTAaTUIECKUX 3apsA0B Ha CTPOMAIbHON MOBEPXHOCTH KOMILIEKCA
OYCHB MOXOXKE Ha paclpeliefieHne 3apsaoB y IPYrHx OCNKOB, MOTYYaIOIIUX 3ICKTPOHBI OT (eppeaoK-
CHHa, NpsMasl Mepejiada SEKTPOHOB MEkAY (EeppefOKCUHOM M LUTOXPOMHBIM b f-KOMIUIEKCOM He
nokazana. [Ipearmornaraercs, 4To BaXXHYIO POJIb BO B3aMMOJCUCTBHU (PeppeOKCHHA C HUTOXPOMHBIM
be f-xomiiekcoMm MoryT urparh Oesnku cemeirictBa PGR (proton gradient regulation) Pgr5 u PgrL1
[Hertle et al., 2013; Munekage et al., 2002; DalCorso et al., 2008], oqHaKo CTPyKTYpy COOTBETCTBYIO-
IIMX KOMIUIEKCOB YCTaHOBHUTH ITOKa HE yAaloch. B jpaHHOW paboTe MBI MCXOAWIHM U3 TPEAIIONOKEHUS,
4T0 (peppeOKCHH IepeiaeT MIEKTPOHBI Ha TeM ¢, HUTOXPOMHOTO KomIuiekca. [1ocKoibKy mocToBep-
HBIC CBEJICHHUS O MEXaHW3Me W MapaMeTpax dTOH peakIUi OTCYTCTBYIOT, Mbl PacCMaTPHUBAJIH ITEPEHOC
ANIEKTPOHA KaK MPaKTHYECKH HEOOpPaTUMYIO PEaKIHI0 ¢ KOHCTaHTaMU CKOPOCTH MpPSMOW U 0OpaTHOMN
peakmum 107 ¢! m 1073 ¢! coorBeTcTBEHHO (MpUHMMAas BO BHEMAHHE KOHCTAHTY PAaBHOBECHS PeaK-
IIUH, PACCUNTAHHYIO UCXOJIS U3 OKHCINTEIHHO-BOCCTAHOBUTEIBHBIX MIOTEHIIMAIOB IOHOPA U aKIIeTTopa
JJIEKTPOHA).

OreHka KOHCTaHT CKOPOCTH MPHUCTHIKOBKU U OTCTBHIKOBKH IUTACTOLMAHMHA B MOJIEIU OCHOBBIBA-
€TCs Ha 3KCHEPUMEHTAJBHBIX JAaHHBIX IO B3aUMOICHCTBHUIO IUIACTOLMAHUHA C PACTBOPUMOM (opmoit
muroxpoma f [Hope, 2000; Kannt, Young, Bendall, 1996; Modi et al., 1992]. [TapameTpbl NIPHCTHIKOBKA
U OTCTBIKOBKH (DeppeOKCHHA ObUIM B3STHI 110 AHAIOTHH C IUIACTOLMAHWHOM, HOCKOJIBKY MOJCKYIISp-
HBIE MacChl M pa3Mepbl dTHX OeNKoB ONM3KH MexAy coboi. IlapaMeTpsl OHOMOJNEKYSIPHOTO B3aHMO-
JEWCTBHS IUIACTOXMHOHA C KOKABIM M3 CANTOB B3STHI 1O aHAJIOTHH C MapaMeTpaMH B3aHMMOACHCTBHUS
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IIacTOXWHOHA ¢ orocuctemort 2 [Lazar, 2003; Stiehl, Witt, 1969; Crofts et al., 1993]. ITockonbky oc-
HOBHOE KMHETHYECKOE YPaBHEHUE 3aIMCAHO JJIsi BEPOSTHOCTEH HAXOXKICHUS KOMILJICKCA B KaXKIOM M3
COCTOSTHUH, B MOJICJTH UCIIOJIh30BAIM OTHOCHTEIBLHBIC KOHIICHTPANA MOOMIIBHBIX TIEPEHOCUYHUKOB DJICK-
TPOHA, TO €CTh OTHOLICHUE KOHLEHTPAIMH MEPEHOCUHUKA K KOHLEHTPALUH LUTOXPOMHOIO b, f-KOMII-
nekca. COOTBETCTBEHHO, KOHCTAHTBI CKOPOCTH UISI OUMOJIEKY/ISPHBIX peakIuid OBLTH HOPMHPOBAHBI
MCXOJISl U3 KOHIIEHTPAIlMK LIUTOXPOMHOTO b f-Kkomiuiekca 1 MM [Antal et al., 2013]:

k; = ky - [cyt b f1, (14)

e k; — HOPMUPOBAHHAS KOHCTAHTA CKOPOCTH, ¢l k, — KOHCTaHTa CKOPOCTU PEeaKlH{ BTOPOTO IO~
pamka, M~'c™!; [eyt b¢f1 — KOHUEHTpalKs LUTOXPOMHOTO b f-Komiiekca, M.

Moodenv nepexooa mexicdy cocmoanuaMu YUMOXpOMHO20 b, f-Komniexca

OO61Iee 9uCI0 BOBMOXKHBIX COCTOSTHUIM IIUTOXPOMHOTO b6 f-KOMILUIEeKCa BEChMa BEJIMKO U Jlaxe 0e3
SIBHOTO PAaCCMOTPEHHsI PEeaKInii TPOTOHNPOBAHUS/ACTTPOTOHUPOBAHUS TNIACTOXHHOHA cocTaBisieT 9216
JUIs MOHOMEpA. Y4eT BO3MOXKHOCTH IICPEHOCA dNIEKTPOHA MEXK/y TeMaMHt b, Pa3HBIX MOHOMEPOB B i~
Mepe (OIleHKa KOHCTAHTH CKOPOCTH peakiuy — mopsaka 2 - 10° ¢~!) kpaapaTiyno yBenmuuBaeT 4ucio
COCTOSTHUH — 110 TOYTH 85 MHUUTHOHOB misi muMepa. CooTBeTCTBYIOmHUN rpad cocTosHUE W mud-
depeHIaTbHbIE YPAaBHEHUS MOJICIIN JTMHAMUKUA COCTOSIHUI 3TOTO KOMIUIEKCA COCTABJICHBI Ha OCHOBE
MIPEICTABICHHON Ha puc. 2 cXeMbl peaknuid. /s reHeparuu rpada COCTOSHHN M YPaBHCHHH MOICTH
MBI ucnonk3oBain naket PySB [Lopez et al., 2013; Lopez, Garbett, 2014]. B nannoii padbore mMbl pac-
CMaTpHUBaeM MOJIEIb MOHOMEPA LUTOXPOMHOIO b, f. TlepeMEHHBIMU MOJENH ABJISIOTCS BEPOSTHOCTH
HAXOXKJIEHHUS] KOMILIEKca B KaXJIoM U3 9216 cOoCTOSHMH, a Takke KOHIEHTPAIlMA OKWUCIIEHHBIX M BOC-
CTaHOBJICHHBIX MOOWIBHBIX MMEPEHOCYMKOB ICKTPOHA. [IpyU HEHYJIEBBIX KOHIICHTPALUAX OKHUCICHHBIX
Y BOCCTAHOBIJIEHHBIX (DOPM MOOMJIBHBIX TIEPEHOCUYMKOB JIEKTPOHA Tpad) COCTOSHUN COCTOUT W3 OJHOM
KOMITOHEHTBHI CHIIbHOUM CBS3HOCTH.

IIpuHKMas BO BHUMaHUE pa3MepHOCTh cucTeMbl (9216 ypaBHEHHIT), HaX0XKAEHUE PELICHUH ypaB-
Henuit (6') u (10) B aHANMTHYECKOM BHUJIE MPEICTABISIETCS HEBO3MOXKHBIM. Hamu pazpaboTano mpo-
rpaMMHOE o0ecliedeHune, MO3BOJIAIONIee B aBTOMAaTHYECKOM PEKUME I10 3aJJaHHOM CXeMe 3JIeMEHTapHBIX
peaKIuii B KOMILJICKCE CIreHepUpOBaTh (DYHKIIMIO Ha sI3bIKe TIporpaMMupoBanust Python, npuauMaroriyro
B KauecTBE MMapaMeTPOB KOHCTAHTBHI CKOPOCTH DIIEMEHTAPHBIX PEAKIMK W KOHIIEHTPAIIUU OKHUCICHHBIX
U BOCCTAaHOBIICHHBIX (POPM MOOMIBHBIX MEPEHOCYUKOB ICKTPOHA U BO3BPAIIAIONIYI0 MATPHUILYy COOT-
BETCTBYIOIIIETO OCHOBHOTO KHHETHYECKOTO YPaBHEHHUS B YHCJICHHOM BHU/Ie. 11 CHMBOJIBHBIX OTIEpaIii
C ypaBHEHHSIMH UcTonb3yercs maker SymPy [Meurer et al., 2017].

JJis HaXOXKACHUST KBa3HCTAIMOHAPHBIX COCTOSHUM P U ISl HAXOXKJICHUSI MHOXKHUTENCH M MbI pe-
miany ypasHenus Bunga (6”) u (10) ¢ momomsio dyskiuu linalg.solve makera SciPy [Virtanen et al.,
2020]. Dra QyHKINS UCTIOIB3YeT TS HaxoxkaeHus pemreHus LU-(pakTopru3amuio MaTpHUIlbl ¢ TOMOIIHIO
¢ynxumii dgetrf u dgetrs makera LAPACK [Anderson et al., 1999]. Ha TecroBoii cucteme ¢ mectu-
simepHBIM TIporteccopoM 15-8600K, padorarommm Ha gactote 3,6 I'Tm (Ubuntu 18.04, Python 3.10,
SciPy 1.11.2 u3 guctpubyruBa Anaconda), TOMCK pelIeHus A1l OJHOTO Habopa mapaMeTpoB 3aHUMa-
et npuMepHo 4 ¢, mpu 3toM LAPACK nonHoCThIO HCIONB3YeT pecypehl Beex suep mpoueccopa. s
HaXOKACHUsSI COOCTBEHHBIX BEKTOPOB M COOCTBEHHBIX 3HAUCHHMU HCIONb30Bamu (yHKuuio linalg.eig
naketa SciPy, ncnons3yromyio gyuknuto dgeev makera LAPACK; BBIYUCIICHHS HA TOW K€ TECTOBOM
cucreme 3aunMaiy B cpegueM 330 c. {1 paccMOTpeHHOH MOJIe I IPOBE/ICHHE BHIYMCIICHUN B apu(Me-
THKe JBOWHOM TOYHOCTH MO3BOJISET MOJTYYNTh PElleHHe C HeBA3Kol He 6oree 10~ mpu oTHOCHTENBHOM
KOHIICHTPAITUH KaXXI0r0 U3 MOOMIBHBIX MEPEHOCYNKOB (KaK B OKHUCIICHHOH, TaK M B BOCCTAHOBJICHHOMN
dopme) 1072 u BBIIe. B nomonHenue K pacueTaM ¢ ABOIMHOI TOYHOCTHIO pa3pabOTaHHOE MPOrPAMMHOE
oOecriedeHre Mo3BOJIsIeT MPOBOIUTH PACUETHI C MPOU3BOJIEHONW TOYHOCTBIO C HCIOJIH30BAaHUEM AKETOB
mpmath [mpmath, 2023] wiau FLINT [FLINT, 2023; Johansson, 2024], onHako BpeMsi BBIIIOJIHEHUS
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pacuera U TpeOOBaHHA K 00BEMY OIEPATUBHOM MaMsATH B TaKOM ClIydae MHOTOKPATHO BO3PACTAIOT.
Tak, HaxokJeHUe pelieHust ypaBHeHus (6') npu 128-OutHOi MaHTHCce ¢ moMompio nmakera FLINT
3aHuMaeT 160 MUHYT, a HAXO)KICHUE COOCTBEHHBIX BEKTOPOB M COOCTBEHHBIX 3HAYEHHH — OKOJIO IBYX
HeJeNb, TIPH ATOM BCE BBIYUCICHHS BEIyTCS B OJHOIIOTOYHOM PEXHME.

DynKyuu OMKIUKA O NOMOKA IIEKMPOHOE Uepe3 YUmoxpomublii b, f-komn.iexc

JUist ka0l U3 CTauil MepeHoca IEKTPOHA B LUTOXPOMHOM b, f-KOMILIEKCE ObUIM Ormpese-
JIEHBI BEKTOPBHI C;, MO3BOJIAIOIIME 110 ypaBHEHHUIO (12) paccyuTarh CKOPOCTh 3JIEKTPOHHOTO TPAHCIIOP-
Ta v, HA 9TOM YYacTKE JJIEKTPOH-TPAHCIOPTHOM uemu. OJHAKO i TOro, 4TOOBI OXapakTepU30BaTh
KBAa3MCTALMOHAPHBIN MOTOK YJIEKTPOHOB YePe3 LIMTOXPOMHBIH b f-KOMIUIEKC, JOCTATOYHO ONPEAEIHUTH
TONBKO TPH CKOPOCTH TIOTOKOB: CKOPOCTh OKHCJICHUS MIACTOXUHOHA Vpq_,p r, CKOPOCTH OKHCIICHUS
deppenokcuna VFd_ﬂ)ﬁf U CKOPOCTb BOCCTAHOBJICHUS IJIACTOLMAHUHA Vb6 f—pe- [IOCKOIIBKY BCE peakiuu
SBJISIFOTCSL OOPaTUMBIMH, CKOPOCTh K)KIOI0 M3 3THUX HOTOKOB MOXKET OBbITh OTpuLarenbHO. Hampas-
JIEHHUs TTOTOKOB BBIOpaHBI TaKUM 00pPa3oM, YTOOBI MPH OOJBIINHCTBE PAacCMaTPUBAEMBIX YCIIOBHH €ro
CKOPOCTh OblIa MOJIOKUTENbHON. IlockonbKy cyMMa BXOISIIMX U HCXOMSIIMX IIOTOKOB 3JIEKTPOHOB
paBHa HYIIIO, VPQ_,b&f = Vbﬁf—mc - VFd_% - JUIs OmpeneneHus CKOPOCTH MOTOKOB Vb&f—mc u VFd_,b6 7
MBI UCTIOJIB30BAIM BEKTOPa KOAP(UIIMEHTOB ISl SIEeMEHTAPHBIX PEaKLUi IepeHoca IEKTPOHA MEKITY

IIUTOXPOMOM f U TIJIACTOIMAHMHOM Chfspe = Coyt fope M MEKIY (deppelOKCHHOM M LIUTOXPOMOM ¢,

CFd—>b6f = CFd—>cyt ¢y’

3aBHCHMOCTH KBA3UCTALMOHAPHOIO NMOTOKA 3JIEKTPOHOB 4Yepe3
IHTOXPOMHBIN D f-KOMILIEKC 0T KOHUEHTPAINH OKHCIEHHBIX
U BOCCTAHOBJIEHHBIX MEPEHOCYUKOB JIEKTPOHA MJIACTOXHHOHA,
IJIACTONMAHUHA U (peppenoKCUHA

IlpoBenen pacyer 3Hau€HH CKOPOCTH BOCCTAHOBJIEHHS ILIACTOL[MAHWHA ﬁbﬁf_d,c A CKOPOCTH
OKHCIIeHHS (eppesoKCuHa VFd_)bﬁ ¢ TIPH PA3NINYHBIX KOHLUEHTPALMAX OKHMCICHHBIX M BOCCTAHOBJICH-
HBIX (OPM MOOWIIBHBIX MEPEHOCYHKOB JIeKTpoHA. [lomydeHHbIe pe3ynbTaThl IOKa3aHbl B BUE JIMHUH
paBHOI ckopocTH Ha puc. 3—5. [l Gonpleil HaUIAAHOCTH Ha pUC. 3 3aBHCUMOCTh CKOPOCTH BOCCTa-
HOBJIEHUS TUIACTOLIMAaHUHA Vbﬁ f—pc OT KOHIICHTPALINN OKUCICHHOIO (PQ) u Boccranosnennoro (PQH,)
MJIACTOXMHOHA JIOTIONIHUTEIRHO MOKa3aHa B BUAE rpaduxoB. [ BU3yanu3anuu pe3yabTaToB MOICIU-
poBaHMsI UCTIONB30BaNM TakeT matplotlib [Hunter, 2007; Caswell et al., 2021].

Ha puc. 3 mokazana 3aBUCHIMOCTb CKOPOCTH MEPEHOCA IIECKTPOHOB C IJIACTOXMHOHA Ha TIACTO-
LMaHWH Yepe3 LUTOXPOMHBIA b f-KOMILIEKC (Vb6 f—pc) OT KOHLCHTPALMK MOOHIIBHBIX MEPEHOCUHKOB
9MeKTpoHa. MOXKHO BHIIETh, YTO 3aBUCHMOCTD Vbo f—pe OT KOHIICHTPAIMH KaK OKHCJICHHOTO, TaK 1 BOC-
CTaHOBJICHHOTO TNIACTOXMHOHA MMEeT HEMOHOTOHHBIHN XapaKTep: MPH HU3KUX KOHIIEHTPAITUSIX CKOPOCTh
BO3pacTaeT MPHU YBEIUUCHUN KOHIICHTPAIIMH, & IPH BBICOKUX, HA000POT, YOBIBACT. YMCHBIIICHHUE KOH-
[EHTpAIH OKUCIIEHHOTO TutacTonmanuHa ¢ 3 1o 1 (puc. 3, 2) He IPUBOANT K M3MEHEHUIO CKOPOCTH
9IEKTPOHHOTO TPAHCIIOPTA, YTO COIIACYETCS C MPEACTABICHUSIMU O TOM, YTO B3aMMOJACUCTBUE C ILIa-
CTOLMAHWHOM HE SIBJIETCS JIMMUTHPYIOWIEH CTafuedl paboThl LMTOXPOMHOIO b f-komrutekca. Jlo6as-
JICHUE OKHUCIIEHHOTO (eppenokcuna (puc. 3, 6) Takke He U3MEHIET CKOPOCTh MEPEHOCA dICKTPOHOB Ha
TUTacTONMAaHWH. B To ke BpeMsi 1oOaBlieHHE BOCCTaHOBIEHHOTO (eppenokcuHa (puc. 3, g) MPUBOTUT
K HEOOIBIIIOMY CHIDKEHHUIO CKOPOCTH MEPEHOCA DICKTPOHOB HA TUIACTOIIMAHUH. JTO CBSI3aHO C TEM, YTO
TMOSIBJICHNE JIOTIOJTHUTEIBHOTO JIOHOPA JIEKTPOHOB, TEPEIAFOIIEro dJIEKTPOHBI B HU3KOIIOTEHITUAIBHYTO
LieIIb LIUTOXPOMHOTO by f-KoMILIeKca (remsl by, by, 1 ¢,), IPEISTCTBYET OKUCICHUIO [IACTOCCMUXMHOHA
B Q,-caiiTe U 3a CYCT 3TOT0 TOPMO3UT MEPEHOC ICKTPOHOB 10 BBICOKOIOTCHIUAIBHON LEIIH.
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Puc. 3. 3aBHCMMOCTB CKOPOCTH BOCCTAHOBJIEHHS TUIACTOIMAHMHA UTOXPOMHBIM b f-KOMILTEKCOM ihé fope OT
KOHIIEHTpanuu okuciaeHHoro (PQ) u soccranosiennoro (PQH,) mnactoxunona. Ha maHensx a—e moKa3aHbl JIH-
HUM PAaBHOW CKOPOCTH, HA MAHESIX 0—3 — rpad)UKu 3aBHCUMOCTH Vi, f—pe OT KOHICHTPALMH PQH, mpu ¢uk-
CHUPOBaHHOW KOHIEHTparuu PQ, Ha MaHemsIX u—u — TpapuKd 3aBHCUMOCTH Vbﬁ f—pe OT KOHUEHTpauyuu PQ mpu
(uxcuposanHoi konuentpanuu PQH,. KoHleHTpanus BOCCTaHOBIEHHOTO MiacTolMaHuHa Pcy ... 1073 (Bce
MaHeJN); OKUCIEHHOro IuacTonmannHa Pe .. 3 (a—6, 0-orc, u—n), 1 (e, 3, m); BOCCTAaHOBIEHHOTO (heppemok-
cuna Fd ... 1073 (a, 6, 2-e, 3x), 3 (s, o, 1); okucnennoro deppenokcuna Fd,,., 107 (a, 6-0, ac—u, 1, m),
3 (6, e, k). Bce KOHIEHTpaMKM HOPMUPOBAHBI HA KOHIEHTPALIMIO ATOXPOMHBIX b, f-KOMILIEKCOB

3aBHCHMOCTb CKOPOCTH TIEPEHOCA 3JIEKTPOHOB C (pepperoKcHHa Ha IIACTOXHMHOH (de—>b6f) )
KOHIIEHTpAIIM MOOMJIbHBIX TIEPEHOCUYHUKOB 3JIEKTpoHa (pHc. 4) MOHOTOHHAs: yBEJIMYEHHE KOHIEHTpa-
LMY BOCCTAHOBJICHHOTO (PEpPpPENOKCHMHA WM OKHCJICHHOIO IUIACTOXMHOHA HPUBOAUT K YBEIUYCHHUIO
CKOpOCTH TpaHcropTa. [Ipy HaaMuuM OKMCIIEHHOTO IJIAaCTOIIMAaHWHA J00aBiCHHE BOCCTAHOBICHHOTO
IUIACTOXMHOHA CHMXXAET CKOPOCTb OKUCIICHHS (heppeloKCHHA HPU HU3KOM KOHLEHTPALMM OKHUCIICH-
HOTO TJTACTOXMHOHA, OJHAKO IMPAKTUYECKH HE BIHUSET Ha 3Ty CKOPOCTh (M MOXKET Jake HEeCKOIb-
KO YBEJIMYUBATh OTHOCHUTEIBHOM €€) MPH KOHIEHTPAlMU OKUCICHHOTO IIJIACTOXMHOHA OT 2 W BBILIE
(puc. 4, a—6). Ecin okHCIIEHHBIH MIaCTOLMAHNH OTCYTCTBYET, TO BBI3BAHHOE J100aBJICHUEM BOCCTaHOB-
JICHHOTO TJIACTOXMHOHA CHUKEHHE CKOPOCTH OKHCJIEHUS (peppelOKCHHA OKa3bIBAETCS MEHEE BBIPaKEH-
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PQH, = 1073 PQH, = 1 PQH, =3 PQH, =3
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Puc. 4. Jlunum paBHBIX CKOpPOCTEW ISl 3aBHCUMOCTH CKOPOCTH OKHCICHHUS (eppeplOKCHHA IUTOXPOMHBIM
b f-xoMIekcom Vdop, f OT KOHIEHTPAIMH OKHCJICHHOTO TLIACTOXMHOHA (PQ) u BoccTaHOBIIEHHOTO (heppeoK-

cuna (Fd,,, ). Konuenrpanus Boccranosnennoro miactoxunona PQH, = 1073 (a), 1 (6), 3 (s, 2); OKHCICHHOTO
deppenoxcuna Fd ., = 107 (Bce mamenu); BoccTaHOBIEHHOTO mMiacToimanuHa Pc,,... = 107 (Bce mane-
M), OKUCJIEHHOTO TUIACTONHAHKHA Pe .. = 3 (a-6), PCoguen. = 107 (2). Bee KOHIEHTpAIMK HOPMUPOBAHBI HA
KOHIIEHTPAIMIO IIATOXPOMHBIX b f-KOMILIEKCOB
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Puc. 5. JIunum paBHBIX CKOpOCTEN I 3aBUCUMOCTUA CKOPOCTEH BOCCTAHOBJICHUS TUIACTOIMAHWHA Vb( f—pe (@=2)
1 OKHUCIIeHUs (heppeoKCHHa VEdob, f (0—3) LMTOXPOMHBIM b ¢ f-KOMILIEKCOM OT KOHIIEHTPAIWK OKUCJIEHHOTO TLa-
croxuHoHa (PQ) u BoccraHoBinenHoro deppenokcuna (Fd, .., ) Ipu HOCTOSHHOH CyMMapHOH KOHLEHTPAlUH
OKHCJIEHHBIX M BOCCTaHOBJIEHHBIX ()OPM IIEPEHOCYMKOB BJIEKTPOHA B KaxmoMm u3 mynos: PQ + PQH, = 10,
Fdyoeer + Fdowuen = 35 PCuocer + PCownen. = 3. KoHmeHTpanmst oxucneHnoro miacrounanuna Pcg,.. 3 (a, 0),
1 (6, e), 0,1 (6, 9c) m 0,01 (e, 3). Bce KOHIEHTpau HOPMUPOBAHBI HA KOHIEHTPALHIO IUTOXPOMHBIX b, f-KoMIT-
JICKCOB
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HBIM (pHC. 4, 2), YTO yKa3bIBaeT Ha KOHKYPEHIIUIO JIEKTPOHHOTO ITOTOKAa OT (eppeOKCHHA C ITOTOKOM
Q-1mKna.

Ha puc. 5 mokazana 3aBUCHMOCTh CKOPOCTH JIIEKTPOHHOTO TPAHCIIOPTa Yepe3 IMTOXPOMHBIN
b f-KOMILIEKC ¢ IUIACTOXMHOHA Ha [IACTOLMAHUH (Vbﬁf_)Pc, HaHenu a—2) U ¢ peppesoKcuHa Ha IIacTo-
XUHOH (VFd_)b() > TIAHEIIN 0—3) OT CTCNCHH BOCCTAHOBICHHOCTH IyJIOB ILIACTOXWHOHA, (eppe/loKCHHa
¥ IUIACTOLMAaHNHA. PasMep Iyna IIaCTOXUHOHOB NPUHAT paBHbIM 10 Moniekynam Ha omuH by f-Komil-
JIEKC, PasMepBbI MyJIOB IUIACTOLMAHUHA U (EPPENOKCHHA — T10 TPH MOJIEKYIIbI Ha ONUH by f-KOMILIEKC,
YTO PUOIU3UTETHHO COOTBETCTBYET COOTHOIICHHIO KOJIMYECTBA 3TUX MTEPEHOCYNKOB K KOJIUYECTBY IIH-
TOXPOMHBIX b f-KOMILICKCOB y BbICIINX pacTenuil [Antal et al., 2013]. MOXHO BUIETB, YTO MaKCHMaJlb-
Hasi CKOPOCTh BOCCTAHOBJICHHSI IJIACTOIIMaHUHA JOCTUTAETCs, KOT/Ia ITyJI IJIACTOXMHOHOB BOCCTaHOBIICH
npubnusnTensHo Ha 60 %. BoccraHOBIEHNE TTacTOLMAHIHA IPAKTHYECKH TTOJIHOCTBIO MPEeKpaIaercs,
MIPU CTETIEHW BOCCTAHOBJICHHOCTH IyJia TUIACTOXMHOHOB MeHblne 10 % u Gonbine 95 %. B ycnoBwusx,
Kora OoJblIas 9acTh MOJIEKYI TUIACTOI[MAaHWHA BOCCTAHOBJICHA, HAOMIONACTCSI HEKOTOPOE yBEINUEHHE
CKOPOCTH BOCCTAHOBJICHHS ITUIACTOXWHOHA 3a CYET OKUCIIEHUs (hepperoKcruHa.

MopeanpoBanue MepexoaHOro npouecca B HHTOXPOMHOM b, f-KOMILIeKce
NP U3MEHEHUH CTeNeHU BOCCTAHOBJIEHHOCTH MYJIa MJIACTOXHHOHOB

IIpoBeiecHO MOETMPOBAHHE TIEPEXOAHBIX IIPOLECCOB B LIUTOXPOMHOM b, f-KOMILIEKCE IPH 13-
MEHEHHUHU CTENIeHH BOCCTAHOBIIEHHOCTH ITyJla IJIACTOXMHOHOB. IIpn MopennpoBaHUM Mpearosarainoch,
YTO U3MEHEHHUE KOHIIEHTPAIMH HE CBA3aHHBIX C KOMIUIEKCOM OKHCJICHHBIX M BOCCTAHOBIIEHHBIX (popm
TUTACTOXWHOHA MPOUCXOAUT CKauKOOOpa3HO B HYJIEBOW MOMEHT BpeMeHHU. COCTOSIHHE CBA3aHHBIX C LU-
TOXPOMHBIM KOMIUIEKCOM MOJIEKYJ IUIACTOXHHOHA IPH 3TOM COOTBETCTBYET COCTOSIHHIO PaBHOBECHS
C ITyJIOM B Ha4aJIbHOM COCTOSTHHH.

[Tokazano (puc. 6, a—e), 9TO IpH YBEIMYCHHH BOCCTAHOBICHHOCTH ITyJa Tu1acToXuHOHOB ¢ 0,1 %
YK Ha IepBOii HAHOCCKYH/IHBIX BPEMEHAX HAYMHACTCs OKUCICHUE IUIACTOXMHOHA B Q,-caiite, ofjHa-
KO BIUIOTH JI0O MHKPOCEKYHIHBIX BPEMEH CKOPOCTb €ro OKHCIIEHHsS HeBbICOKa. CKOPOCTb OKHCICHHS
TUTACTOXWHOHA JIOCTUTAET CBOET0 MaKCHMMyMa Yepe3 OJHY HIIM HECKOIIBKO MHUKPOCEKYH/I IOCIIe YBEIH-
YEeHHs CTENeHW BOCCTAHOBJIEHHOCTH ITyJia, TOCJIE Yero HalOIromaeTcsl CHI)KEHHE CKOPOCTH K CTaIHo-
HApHOW CKOPOCTH TIOTOKAa, COOTBETCTBYIOIIEH 3TUM YCIOBHSAM. YCTaHOBIIEHHE CTAIlMOHAPHON CKOPO-
cTH npoucxoauT depe3 10 Mc mocie yBenTU4eHUsl CTENIeHH BOCCTAHOBJIEHHOCTH Myna. MakcuMalbHas
CKOPOCTh OKHCJICHHUS YBEIMYHMBACTCS C YBEIIMYCHHUEM CTEIIEHH BOCCTAHOBIEHHOCTH ITyNa, €€ BEeJIHYH-
Ha IpU yBETUYEHHUH BOCCTAHOBIEHHOCTH Myna IutacToxuHoHOB ¢ 0,1 % mo 60 % mpumepno Ha 20 %
0oJIbIIIe CTAITMOHAPHOW CKOPOCTH IOTOKA, COOTBETCTBYIomEeH 60 %-i BOCCTAaHOBICHHOCTH ITyaa. Poct
CKOPOCTH TI€peHOoca JIEKTPOHA C JKeJIe30CepHOro IeHTpa Prucke Ha IUTOXpOM f HauWHAEeTCs MO3kKe —
Ha 100 MKc, offHaKO yke K 1 MC 3Ta CKOpPOCTh CTAaHOBHUTCSI PaBHOW CKOPOCTH OKHCJICHUS TUIACTOXHHOHA.
XapakTepHoe BpeMs YBEIHUYEHHsSI CKOPOCTH BOCCTAHOBJICHHUS TUIACTOIMAHWHA COCTABIISIET OKOJIO 1 Mc
MocJie yBEIHMUYEHHUs] BOCCTAHOBICHHOCTH Tyina. llocie mocTwkeHHs MakcMMyMa BCe CKOPOCTH IMOCTe-
MEHHO YMEHBIIaloTcs U K 10 MC TOCTUTAIOT CTAI[IOHAPHOTO YPOBHSL.

IIporeccsl B HU3KOMOTEHIIMAIBHOM BETBH 3JIE€KTPOHHOIO TpaHcmopTa (puc. 6, 0—3) UMEIOT OIu3-
KW XapaKTepHbIe BpeMeHa. XapaKkTepHoe BpeMs HapacTaHUsI CKOPOCTH OKHCIIEHHUE IIACTOCEMUXIMHOHA
B Q,-caiire cocrasisier nopsiaka 100 mMke. HemHOro Gbictpee HadMHACTCs OKHMCICHHE IUIACTOXMHOHA
B Q,-caiiTe (xapakrepHoe Bpemst — okoi0o 10 mxc). [Tocne 100 MKc okucIeHHE IIaCTOXMHOHA B Q, -caii-
T€ CMEHSETCSl €r0 BOCCTAHOBJIEHUEM, XapaKTepHBIM i HOPMAJIbHOTO pekuMa (PyHKIIMOHHUPOBAHUS
Q-mmkina. Ha rpaduke mokasana cyMMapHasi CKOPOCTh ITEPEHOCA JIBYX AIIEKTPOHOB MEXKTy ITUTOXpOMa-
MU b, U ¢, ¥ TUTACTOXUHOHOM B Q,-caiiTe, HOCKOIbKY KPHBBIE JUIS IIJIACTOXMHOHA U IJIACTOCEMUXHHOHA
MIOJTHOCTBIO COBITAJIAOT.

IIpu ymMeHbIIIeHHH BOCCTaHOBJICHHOCTH ITyJa INIACTOXHHOHOB CKOPOCTH TPOLIECCOB B BBICOKOIIO-
TEHIMAJBHON BETBH JIEKTPOHHOTO TPAHCIIOPTa W3MEHSIOTCSI MOHOTOHHO C XapaKTepHBIMU BpEMEHaMHU
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Puc. 6. JlnHaMyka U3MEHEHUS CKOPOCTH OTACIBHBIX CTATUI JICKTPOHHOTO TPAHCTIOPTA B BBHICOKOTIOTEHITHAILHOM
(a—2) ¥ HU3KOTIOTEHIMABHON (0—3) BETBAX IUTOXPOMHOTO b f-KOMIUIEKCA B OTBET HA M3MEHEHHE CTETIEHN BOC-
CTaHOBJICHHOCTH ITyia miactoxuHoHoB: ¢ 0,1 % no 30 % (a, o, crutomnkie muHNK), ¢ 0,1 % no 60 % (6, e, crutonI-
Heie nmuHuK), ¢ 0,1 % no 90 % (s, orc, cruomnbie uHuN), ¢ 0,1 % 1o 99,9 % (e, 3, cinomnsle auHKMK), ¢ 30 %
1o 0,1 % (a, o, nynkrupusle uann), ¢ 60 % no 0,1 % (0, e, nynkrupuslie muuun), ¢ 90 % (8, s, MyHKTUPHBIC
muHuN), ¢ 99,9 % no 0,1 % (e, 3, myHkTupHbe MMHUKM). CyMMapHas KOHIIEHTpPAIUs OKHCICHHBIX M BOCCTaHOB-
JeHHbIX (Gopm mnactoxuHona B myne: PQ + PQH, = 10. Konnentpauus peppenokcuna: BOCCTaHOBIEHHOTO —
Fd,.... = 0,01, oxucnennoro — Fd = 2,99; KOHIEHTpaIXs IUIACTOIHAHNHA: BOCCTAHOBICHHOTO — Pc
= 0,01, okucnenHoro — Pc !
MaciTade

BOCCT. =
MIPUBEJICHBI B JIOTAPH(YMUUECKOM

OKHCIL.

oxuen. = 2,99. 3Hadenus cxkopoctu Beime 500 ¢”

nopsiaka 100 mc. OmHako B HU3KOMOTCHIIMAIBLHON BETBU CUTyarus otiamdaercs: depe3 100 mc mocne
YMEHBIIICHUS BOCCTAHOBJICHHOCTH ITyJIa CKOPOCTH JIOCTUTAIOT CBOCTO MaKCHMyMa, TI0CyIe Yero HadruHa-
IOT CHIDKATBCS K CTAI[MOHAPHBIM 3HAUYCHUSIM.

Kunernueckue napaMeTpbl peakiMii TakoBBI, YTO BpeMs JKU3HHU IJIACTOCEMHUXHHOHA B Q,-caiiTe
OYEHb MaJIo, M €r0 HAKOIUIEHHWE HE IPOMCXOOUT. DTO MOXKHO BUAETh Ha pHC. 7, HA KOTOPOM IIOKa-
3aHA JAMHAMHMKA COJCPIKaHMs pasHbIX (OpM IUIacToxuHOHa B Q,- M Q,-CaliTax B XOHE MEPEXOAHbBIX
MIPOLIECCOB C pa3sHbIMU Ha4daJlbHBIMHU U KOHEYHBIMH yCIOBHAMH. HU B cTanOHapHOM COCTOSIHAU, HU
B XOJI€ NIEPEXOJHBIX MPOLECCOB COAEPIKAHUE IIACTOCEMUXHHOHA B Q -caliTe HE OTIIMYAETCS] 3aMETHO
ot Hyis (puc. 7, 0-3). B T0 ke Bpems B Q,-CaiiTe yBeIMYCHHE BOCCTAHOBICHHOCTH ITylla IPUBOIUT
K HaKOIUIEHUIO CEMHUXHMHOH-pajukana. Tak, Ipu BOCCTaHOBJIEHHOCTH ITyla XMHOHOB 60 %, cooTBeT-
CTBYIOIIEH MaKCUMaJIbHON CKOPOCTH IEepPeHOCca 3JIEKTPOHOB Ha IUIACTOIMAHNH, COfIepyKaHue IuIacToce-
MUXUHOHA pocturaet 19 % (puc. 7, 6). D10 comiacyercs ¢ AaHHBIMHU CHEKTPOCKOIHMHU 3JIEKTPOHHOIO
napaMarHUTHOTO pe3oHaHca [Sarewicz et al., 2017], yka3piBalomiuMu Ha 0Opa3oBaHME ILIACTOCEMU-
XHHOHA B Q-caiiTe Npu HOPMaIbHOM (QYHKIMOHMPOBAHUH LIUTOXPOMHOIO b f-KOMIUIEKCA. DKCIEPH-
MEHTBHI [TOKa3aJli, YTO 00pa3yIoMHCcs MIIACTOCEMUXUHOH HAXOIUTCSI B CIIMHOBOM COTIPSIKEHUH C BOC-
CTaHOBJICHHBIM JKEJIC30CEPHBIM KJIACTEPOM, UTO CIIOCOOCTBYET ero cradmimsanuu. [Ipu MakcumaibHOR
BOCCTAHOBJICHHOCTH ITyJIa MOJIEJb TIPE/ICKa3bIBAET YBEINYCHNE COIEPKaHMsI MJIACTOCEMUXHHOHA 10 TI0-
ytr 100 %, 4To0 ABIsETCA KpaitHe MaJIOBEPOSTHBIM, IIOCKOJIIBKY CEeMHXHHOH-PaINKaT 001a1aeT BEICOKOM
HecrenudpHuIecko peaklMOHHONH aKTHBHOCTBHIO. [loiHOE BOCCTaHOBJIEHHE MyZia MPUBOAUT K BOCCTa-
HOBJICHHIO HU3KOIOTCHIMAIBHON BETBU SJICKTPOHHOIO TPAHCIOPTA B LUTOXPOMHOM b f-KOMILIEKCE
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Puc. 7. Jlunamuka comepykaHus IIACTOXWHOHA B OKUCIIEHHOM cocTossHud (PQ, cuHMIA), B COCTOSIHUHM CEMHXH-
HoHa (PQ™, opankeBblii) n B BoccTaHOBIECHHOM coctosiiny (PQH,, 3eneHblil) B caiitax cssbiBanus Q, (a—2)
1 Q, (0-3) IUTOXPOMHOTO b f-KOMIUIEKCA B XOJI€ MEPEXOIHOTO TPONECCA, BHI3BAHHOTO M3MEHEHUEM CTETIEHH
BOCCTAHOBJICHHOCTHU MyJna miactoxuHoHOB: ¢ 0,1 % 10 30 % (a, o, cromnkie nunun), ¢ 0,1 % mo 60 % (6, e,
crutoHbie JuHUK), ¢ 0,1 % no 90 % (s, ac, crmomneie unHuu), ¢ 0,1 % 1o 99,9 % (e, 3, CIUIOUIHbIE JTUHUMN),
¢ 30% no 0,1 % (a, 0, myaktupHble muHIH), ¢ 60 % no 0,1 % (6, e, mynkTupHsle TuHUHN), ¢ 90 % (8, o,
MyHKTUpHBIE TUHAN), ¢ 99,9 % no 0,1 % (e, 3, myaktupHele nuHUA). CyMMapHas KOHIICHTPALUS OKHUCIICHHBIX
U BOCCTAHOBJIEHHBIX (hopM miacToxuHoHa B mmyne: PQ + PQH, = 10. Konuentpauus ¢eppenokcrna: BOCCTaHOB-
nenHoro — Fd = 0,01, oxucnennoro — Fd ., = 2,99; KoHIIeHTpalys MIACTOMAHNHA: BOCCTAHOBIEGHHOTO —
Pc =299

BOCCT.
= 0,01, oxkucnennoro — Pc

BOCCT. OKHCIIL.

M, CIICIOBATENIbHO, HEBO3MOXHOCTH IIEPEHOCA 3JICKTPOHA C IUIACTOCEMHUXUHOHA Ha reM b,. B rtakux
YCIOBUSX TUIACTOCEMUXUHOH JOJDKEH B3aHMMOJCHCTBOBATH C MOJICKYISIPHBIM KHCIOPOAOM C 00pazo-
BaHHWEM CYIEPOKCHUIHOTO aHHWOH-panwkana [Baniulis et al., 2013; Rutherford, Osyczka, Rappaport,
2012], nosromy Juisi KOPPEKTHOTO BOCIIPOM3BEICHHS COCTOSHUN LIUTOXPOMHOIO b f-KOMIUIEKCa B MO-
JIENT HeOOXOIMMO YUYHTHIBATh ATy PEAKIIHIO.

3aKJIrYeHue

IIpemioxkeH OCHOBaHHBIN HA METOMAX JIMHCHHOHN anreOphl MOIXOJ K aHAIM3y CKOPOCTH 3JI€K-
TPOHHOTO TPAHCTIOPTA YEPE3 LUTOXPOMHBIHN b f-KOMILIEKC. 3aBUCUMOCTh KBA3HCTAIMOHAPHOTO MOTOKA
BIICKTPOHOB Yepe3 KOMILIEKC OT CTEIICHH BOCCTAHOBJICHHOCTHU ITYJI0B MOOHMJIBHBIX IICPEHOCYHKOB DJICK-
TpPOHA paccMaTpuBaeTcs Kak (YHKIHMs OTKIIMKA, XapaKTepHU3yrolias 3ToT npoiecc. Pa3paborano mpo-
rpaMMHOE 00eCIeUeHnEe Ha sA3bIKEe MporpaMMupoBaHus Python, mosBossrolee MOCTPOUTH OCHOBHOE
KHUHECTHUYCCKOC ypaBHeHHe IJIs1 KOMIIJICKCA I10 CXEME BHCMCHTapHI)IX peaKHI/Iﬁ 1 BBIYUCIIUTH KBAa3ucCTa-
[IHOHAPHBIE CKOPOCTH 3JIEKTPOHHOIO TPAHCIIOPTA Yepe3 KOMIUIEKC U JTUHAMHMKY MX M3MCHEHHUS B XOIC
MEePEXOHOTO TIpoliecca. BhIUnCIIeHHsT TPOBOASTCS] B MHOTOIIOTOUHOM PEXHME, UTO Mo3BosieT dddek-
THUBHO HCIIOJIB30BaTh PECYPChl COBPEMEHHBIX BHIYUCIIUTEIBHBIX CHCTEM H 38 CPABHUTEIILHO HEOOJIBIIIOE
BpeMsl ITOJTy4aTh JaHHbIE 0 GYHKIMOHMPOBAHHH KOMIUIEKCA B IIMPOKOM JIHaria3oHe napamerpon. Pazpa-
0OoTaHHOE MPOrpaMMHOC 00ECIICUCHHE AOCTYIIHO B KaUeCTBE JIOMOJHUTEIbHON HH(OpPMALIUU K CTaThe,
SBJISIETCSI CBOOOJHO PACHPOCTPaHsIeMbIM M MOXKET OBITh HCIIOJIB30BaHO Ha ycloBusiX nuneH3nu GPL
Bepcun 3 [Free Software Foundation, 2007].
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Jlist mapameTpusaluKu MOZENH LUTOXPOMHOTO b f-KOMIUIEKCA MCIIONIb30BaHbl B3ATHIC U3 JIATE-
parypbl JaHHBIE KPUODICKTPOHHOW MHUKPOCKOIIUU U OKUCIUTEIFHO-BOCCTAHOBUTEIFHOTO TUTPOBAHUS.
HecmoTpst Ha TO YTO MONydeHHBIE TaKMM OOpa3oM OIEHKH KOHCTAHT CKOPOCTH 3JIEMEHTapHBIX pe-
aKIWN SBISTFOTCS. BEChbMa MPUONMU3UTEIBHBIME, PE3YAbTaThl MOJIEITUPOBAHMS HAXOISITCS B XOPOIIEM CO-
ITACOBAaHUH C MMEIOIIMMHUCS KCIIEPUMEHTAILHBIMU TaHHBIMU: MaKCHMaIIbHAs CTallMOHAPHASI CKOPOCTh
TIepeHoca JeKTPOHOB Ha IUIACTOIMAHMH B MOJEIHM cocTaiseT okono 500 ¢~') B To Bpems Kak JKc-
MepUMEHTAIIbHBIE OLEHKH YKa3bIBaIOT HA CKOPOCTH B HECKOJIBKO coT (Ho He Oomee 1000) amekTpoHOB
B CeKyHIy (cM. 0030p [Sarewicz et al., 2021]). Tem He MeHEe ¢ TOUKH 3peHUsI OUOJIOTHU U (PU3UUESCKOM
XUMHH pa3pabOTaHHYIO MOJIENb CIIEAYeT pacCMaTpUBaTh JIMIIh B Ka9E€CTBE MPOCTEHINETO TTONTBEPIK/Ie-
HUS IPUMEHUMOCTH MPEAT0KECHHOTO MaTEMAaTUYECKOTO MOIX0a. DTO CBSA3aHO C TEM, UTO B MOJCTH HE
YYHMTBIBAETCS OJIMH U3 OCHOBHBIX aCIEKTOB (YHKIIMOHUPOBAHHS IIATOXPOMHOTO b, f-KOMILIEKCA — €T0
ydacTHe B TPaHCIOPTE MPOTOHOB M3 CTPOMBI XJIOPOIUIACTa B JIFOMEH THJIAKOMJIOB, YTO YPE3BBIYAITHO
BaxHO It cuHTe3a AT®. Peakiuu mpOTOHUPOBAHUSA U JETPOTOHUPOBAHUS IIACTOXWHOHA TECHO CO-
MIPSDKEHBI C OKUCIUTETbHO-BOCCTAHOBUTEIBHBIMH PEAKIUIMU U MOTYT OKa3bIBaTh 3HAYUTEILHOE BITUS-
HHUE HA CKOPOCTb 3JICKTPOHHOIO TPAHCIIOPTA Yepe3 LUTOXPOMHBIH b f-KoMIieKe [YeTbiHIOK, THXOHOB,
2022]. B paMkax TNpemIoKEHHOTO ITOAXOAa CXeMa PEaKIui MOACITH MOXKET OBITh JISTKO pacIIupeHa
JUTSL IBHOTO ydYeTa MPOTOHHPOBAHMS U JCTIPOTOOHHUPOBAHUS IUIACTOXMHOHA M MEPEMEIEHUS TUIacTo-
CEeMUXHHOHA B Q,-CaiiTe, OJHAKO KOPPEKTHas IapaMeTpu3alys STHX PEakLHi MOXKeT I0TpeboBarh
JTOTIOTHUTEIHHBIX UCCIICTOBAHIM.

[IpenoxeHHbIH MOAX0M MOXKET OBITh JIETKO aJaNTHPOBAaH IS aHajK3a 3JIEKTPOHHOTO TpaHC-
MopTa B JPYruX KOMIIOHEHTaX ()OTOCHHTETHYCCKOM M JIBIXaTCILHOW AJICKTPOH-TPAHCIOPTHOW IICIH,
a TarxKe JPYTUX MPOIECCOB B CIOKHBIX MYIBTH()EPMEHTHBIX KOMITJIEKCAX, COEPKAITUX HECKOIBKO pe-
aKIMOHHBIX IIEHTPOB. B nanpHeimemM MbI IIaHupyeM, UCTIONB3YS MPEIIOKESHHBIH TOAXO0I, pa3padoTarh
MOJICJIH OCTaJHHBIX KOMIIOHEHTOB (DOTOCHHTETHIECKOM AIIEKTPOH-TPAHCIIOPTHOM IIETH M HCIIOIb30BaTh
pa3paboTaHHbBIE MOJIENN B Ka9€CTBE KOMIIOHEHTOB JIETaIbHON MOJEIH 3JIEKTPOHHOTO TPAHCIOPTA B TH-
Jmakougax xJjoporuiacToB. [Ipu pacdere cTarmOHAPHOW CKOPOCTU AIEKTPOHHOTO TPAHCIOPTAa B MHTE-
rpajbHOM MONENH JIeTaJbHBIE MOJIEN OTJCIBHBIX KOMIUIEKCOB MOTYT OBITH 3aMEHEHBI Ha COOTBETCTBY-
torre (GYHKIIMU OTKJIMKA, YTO MPHUBEJCT K CYIICCTBEHHOMY YCKOPEHHUIO BBIUUCIICHUH. J[pyruM BaKHBIM
MIPUMEHEHHUEM TIPEIIOKEHHON MOJIENN TIPE/ICTABISICTCS €€ MCIIOIb30BaHNe [T aHAIIN3a YyBCTBUTEIb-
HOCTH MaKCHMaJIbHOW CKOPOCTH SJIEKTPOHHOTO TPAHCIOPTa Yepe3 LUTOXPOMHBIH b f-KOMIUICKC K M3~
MEHEHHIO MTapaMeTPOB dJIEMEHTapHBIX peakiuii. [[poBeeHne Takoro aHanM3a MO3BOIMT JIy4Ie TOHSITh
MeXaHU3M (YHKIHMOHUPOBAHUS 3TOTO KOMILICKCA.
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