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@DOTOCUHTE3 JIEKUT B OCHOBE ITPOIYKIIMOHHOIO MPOoIiecca pacCTeHUIA, UTO JIejIaeT KpailHe aKTyaJIbHBIM pa3-
paboOTKy METOIOB €r0 OLICHKM WM IIPOTHO3MPOBAHUS IIPY Pa3IMYHBIX YCIOBUSIX OKPYKAIOIIE Cpembl.
CI103XHOCTh (POTOCMHTETUUYECKHX IMPOLIECCOB Y HAJIMYKME MHOTOYMCIIEHHBIX OOpaTHBIX CBSI3€ii IejlacT 3Ha-
YMMBIM Pa3BUTHE KOMIUICKCHBIX ITOOXOIOB K €r0 aHaJIM3y, BKIII0Yas MaTeMaTUIeCKOe MOICIMPOBAHUE.
B 0630pe mpoBemeH aHaIM3 MaTeMaTMYECKUX Mopeiieil (POTOCMHTETMYECKUX IIPOLIECCOB Pa3IUndHOTO
YPOBHSI (OT MPOLIECCOB B THJIAKOMIHBIX MEMOpaHax — OO YPOBHSI LIEJIOT0 PaCTEHUS U SKOCUCTEMBI) 1 OLICH-
Ka MOTEHUUAJbHBIX ITyTeil UX NPpUMEHEHUS IS UCCIeIOBaHUSI MPOAYKTUBHOCTU pacTteHuii. [Ipu atoMm,
MpeXIe BCEro, ObLIN OTMEUYCHBI MOJIE/IY, OTIMChIBAIONIe (YHKIIMOHNPOBaHNE (DOTOCMHTETUISCKIX peaK-
LIMOHHBIX LICHTPOB (BKJII0Yast IEPBUYHOE pas3aeacHue 3apsiaoB, hayopecleHIIMIO, TEMJIOBYIO TUCCUTIALINIO
M T.II.), KOTOPBIE IINPOKO MCIIOIL3YIOTCS IS MHTEPIIPETALINY SKCIIEPUMEHTAIBHBIX JTaHHBIX IIPY aHAJIN3e
GOTOCHMHTETUYECKMX TIPOLIeCCOB y pacTeHuit. Ciemyrolas rpymia Moaeneii poKycupyeTcsl Ha OIMMcaHuy
epeHoca JIEKTPOHOB (POTOCMHTETUUECKOM JIEKTPOH-TPAHCIIOPTHOMN LICIIBIO WM €€ YJdacTKaMu (B 4acT-
HocTU, poTocucteMoii I1). Takue Moaesin MOryT ObITh UCITOJIb30BAHBI KaK JJISI aHaIU3a SKCIIepUMEHTaIb-
HBIX OAHHBIX, TaK W IJIS IIPOTHO3UPOBAHUS ITOBPEXKICHUS (DOTOCMHTETUYECKOIO almapara B YCIOBUSIX
OBICTPBIX U3MEHEHUI YCJIOBUIT cpenbl (HalpuMep, KoJiebaHWii MHTEHCUBHOCTU OCBellleHUs ). Mojaenu,
YIUTBHIBAIOIINE TEMHOBYIO CTaanio (DOTOCHMHTE3a, ONMPAIOTCSI HA MPEICTaBICHUE O JIMMUTUPYIOIINX IS
ukcanun CO, cragusix 100 Ha AeTaIM3MPOBaHHbIE ONMCcaHus peakuuii nukia KanssuHa. Monenu stoit
TPYIITIBI YK€ MOTYT OBITh HEIMOCPEICTBEHHO MCIIOJIb30BaHbI IJIsI OMMCAHUS IIPOIYKIIMOHHOIO IIpoliecca.
BoJiee KoMILJIEKCHBIE MOJEIN, TIOMUMO OITMCaHUs GOTOCHMHTE3a, MOTYT TakKKe YYUTHIBATh pacrpeaeaeHue
ocselueHus U notroku CO, B 1ucTe U B3auMoaeiicteue GOTOCMHTE3a C APYTUMU (DU3NOIOTMYECKUMU TTPO-
eccaMu; 3TO MO3BOJISIET UCIOJIb30BaTh TAKME MOJIE/IU JIJISI IPOTHO3UPOBaHUS MPOAYKTUBHOCTU pacTeHUIA
B Pa3IMYHBIX YCJIOBUSIX WU IIPU MOIM(HUKAIIMIX (DOTOCMHTETMISCKOTIO anmapara. B 0630ope Takke aHamm-
3UPYIOTCS “HamopraHu3MeHHbIe” GOTOCMHTETUYECKIIE MOJIENIN, KOTOPbIE OIMUPAIOTCS Ha JOCTATOYHO MPO-
CThIC onucaHusI (POTOCMHTETUICCKUX IIPOIIECCOB M MOTYT OBITh MCITOJIB30BaHbI IJISI aHAJIN3a POXYKTUB-
HOCTU Ha YpPOBHE PaCTUTEJbHOI'O MOKPOBA, €CTECTBEHHBIX MJIM MCKYCCTBEHHBIX 3KOocHcTeM. B meynoM,
MHOTOYMCJICHHBIC MaTeMaTU4IeCKre MoIea (DOTOCMHTE3a pa3IMYHOrO YPOBHS HaIIpaBJICHEI Ha pelieHNe
LLIUPOKOI0 CIEKTpa UCCIeN0BATEAbCKMX U MPAKTUYECKUX 3a4a4u. B yacTHOCTU, OHU MOTYT ObITh MOTEHLIV -
aJIbHO MCIIOJIB30BaHBI IUISI OLEHKM HapyIICHUI IIPOTYKTUBHOCTH CEIbCKOXO3SIMCTBEHHBIX PACTCHUIL B He-
CTaOMJILHBIX YCJIOBUSIX BhIpalllMBaHUWSI WM IJ1s1 €€ ONTUMU3ALMU B CTAOMJILHBIX YCIOBUSIX 3allIUILIEHHOTO
rpyHTa. [lepcrieKTMBHBIM HampaBiIeHUEM Pa3BUTHUS (POTOCMHTETUYCCKOTO MOICIMPOBAHMS SIBJISICTCS MH-
Terpaumsi OTAEAbHBIX MOJEJIEH pa3IMUHOTO YPOBHSI B €IMHYIO CPeAy MOJAEIUPOBaHUS (POTOCUHTE3A.

KioueBbie ciioBa: GoTOCMHTE3, MaTeMaTHIeCKOE MONIETMpOoBaHUe, (hOTOGU3NIECKIE PEaKIINH, CBETOBast
cranusi GOTOCUHTE3a, TEMHOBasi CTaaust DOTOCHMHTE3A, POAYKIIMOHHBIN ITPOLIECC
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1. BBEAEHHME

DdoTocHHTE3, KOTOPLII JIEXXUT B OCHOBE TIPOIYK-
TUBHOCTH, SIBJISIETCSI OJHUM M3 KJIIOUEBBIX IIPOILEC-
COB B XW3HU pacteHuit. Ero uccieqoBaHus nMeiOT
Kak (pyHIaMeHTaJbHOE, TaK U IIPUKJIQJHOEC 3Haye-
HHUE; B YaCTHOCTU, MIOHUMAHUE MEXaHU3MOB (DyHK-
OUOHMpPOBaHUS (OTOCUMHTE3a M €ro ajanTaluu K
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JNEUCTBUIO CTPECCOPOB MOXKET CTaTb OCHOBOM OJIS
pa3paboTKM METOIOB TOBBILICHUST YPOXKasl CEIbCKO-
XO3SIMCTBEHHBIX PACTEHUI U CHUXKEHMUSI ero MOoTeph B
HeOJIaroIpUSITHBIX yclIoBusx [1—3].

B 10 ke Bpemst GOTOCHHTE3 SIBJISIETCSI KOMITJIEKC-
HBIM MPOLIECCOM, KOTOPBIN BKJIIOYAET B cebst (oTo-
dusudeckre, POTOXNMNYECKNE W OMOXMMUUYECKIE
peakuny, MPOTeKaIINe HA YPOBHE TUJIAKOUIHBIX
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MeMOpaH, CTPOMbI M JIIOMEHa XJIOPOIJIACTOB; XapaK-
TepHbIe BpeMeHa TaKUX peaklUuil BApbUPYIOT OT MH-
KOCEKyHII — 110 ceKyHn u 6osee [4, 5] (puc. 1). I1pu
9TOM peaKklMU C Pa3IMYHLIMU XapaKTepHbIMU Bpe-
MEHaMM MOTYT OKa3blBaThb B3aMMHOE BJIIMSIHUE NIPYT
Ha apyra [4—7]. Hampumep, poToxuMHuIecKre peak-
1IMU B 2JIEKTpOH-TpaHcnopTHOU tenu (BTL) trna-
KOMUIHBIX MeMOpaH 1 uka KajnbBrHa MOTYT OKa3bl-
BaTb B3aUMHOC BJIMSIHUC OPYT Ha Apyra 4epe3 CooT-
Homenne ATP/ADP u NADPH/NADP* B crpome
xjoporiacToB [8, 9]: 3amemyieHMe OMHOIM TIPYIIIIbI
MPOLIECCOB MPUBOAUT K CHUXEHUIO CKOPOCTU JpY-
roit u Haobopot. BzanMoneiicTere GoTocCMHTETUYE-
CKMX MPOLIECCOB €ellle B O0JIbIIEH CTeNEeHN YCIOXHSI-
eTCsl BCJIEACTBME MHOTOUYMCICHHBIX PeTyJISITOPHBIX
MexaHn3MoB [ 10—12], KoTopbie MOTYT MOITU(PUITAPO-
BaThb UX MpoTeKaHue. B yacTHOCTH, pacTeHUSI UMEIOT
pa3HOOOpa3HbIE MEXaHU3MBI 3aIIUTHI (POTOCUHTETH -
YeCKOro arrmnapara, BKJIIo4asi TpolecChl Ha YPOBHE
DT (sHeprozaBucuMoe He(POTOXMMUUYECKOE TYIIIe-
HUe (iyopecLieHLMM, “state transition” [13—16] u ¢o-
TouHrnouposanue [17, 18], akTuBays TUKIMYECKOTO
rnotoka Bokpyr ¢otocuctemsl 1 (PCI) [19-21], uzme-
HeHMe aKTUBHOCTU deppenokcuH-NADPT—penykrasbl
[22, 23] u npyroe), akTUBHOCTU (PEPMEHTOB LIMKJIa
KaneBuna [24—26], aktuBHocth HY-ATP-cuHTAa3b1
[27—30], noctymienus CO, B CTpOMY XJIOPOILIACTOB
[31—33], oTTOKa caxapoB B pyCJIO AaJbHETO TpaHC-
noprta [34, 35] u T.4.

KommnekcHprii  xapakrep (OTOCHMHTETUUECKUX
IIPOLICCCOB 3aTPYIHSIET UX 3KCIIEPUMEHTAIbHOE UC-
cliefoBaHME M, B YACTHOCTU, CO3JaeT OTpaHUYCHUS
JJIsl TIPOTHO3UPOBAaHUSI (DOTOCUHTE3a B Pa3TUUIHBIX
YCIOBUSAX WU UISI WUHTEpHpeTaluy SKCIICpUMEH-
TallbHBIX JAHHBIX, MOJIYyYaeMBIX C UCIIOJIb30BAHUEM
JOCTAaTOYHO CJIOXHBIX cucteM [11, 12, 36] (Hampu-
Mep, nucTta pacteHust). OOHUM U3 MIyTel peleHUs
MOIOOHBIX TTPOOJIEM SBJSIETCS UCTIOJIb30BAaHUE METO-
Jla MaTeMaTU4eCKOTO MOACINPOBAHUS, KOTOPOE 103~
BOJISIET TEOPETUYECKU M3YUNUThH PA3IMYHbIC aCIEKThI
npoieccoB (GOTOCUHTE3a U TPOAYKTUBHOCTHU pacTe-
HUil. B Hacrosiee BpeMs pa3paboOTaHO 3HAYUTEIb-
Hoe 4ucjio GOTOCUMHTETUUECKUX Moneneit [5, 7, 33,
37, 38], KoTOopBle MOTYT 0a3MpOBAThCSI Ha pPa3HBIX
MPUHIIMIAX OMUCcaHUs (OT MPOCTHIX aNIpPOKCHUMa-
muit [39, 40] — mo meTaau3upOBAHHBIX OIMCAHUI
[41—43]), okycupoBaTbcsl Ha pa3IUUHbBIX POTOCUH-
TeTUyecKnx peakuusx [37, 38], onuceiBaTh WM HE
OIMMCBIBATh B3aUMOJIEICTBUE C APYTUMH IIpoLiecCaMU
[31-33, 42, 44], umeTb ToueuHbIi [45—47] wau 1po-
CTpaHCTBeHHHIN xapakTep [31, 33, 48, 49] u T.1.

I[IpuMeHeHne MaTeEMaTUUECKOTO MOIEIMPOBAHMS
MOXET UMETh 3HaU€HUE Kak JJIs1 PyHAaMEHTAIbHBIX
HcclIenoBaHUil B 001acTu (pr3moioruu GpoTOCUHTE3a
[31-33, 37, 38, 46, 47], Tak ¥ 1j1s1 MPUKJIaIHBIX pa3-
paboToK B 007aCTU KYJIbTUBUPOBAHUS CEIHCKOXO-
3ACTBEHHBIX pacTeHuit [44, 45, 50, 51]. B yactHO-
CTU, MOXHO OTMETHUTh HECKOJIbKO TMOTEHIIMATbHBIX
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obGacTeil TIPUKIATHOTO MPUMEHEHUS MaTeMaTude-
CKUX MojeJieit (poTocuHTE3A.

— J1oJITOCPOYHBI TPOTHO3 TPOITYKTUBHOCTH pac-
TEHWI TIpY KOHKPETHBIX YCIOBHSAX BHIpAIIUBaHUS,
YTO MOXKET OBITh MCITOJIb30BAHO JUIST TEOPETHIECKOM
OLICHKU ypoxasi. [IpakTh4ecKyio peaJn3yeMoCTh Ta-
KOM 3amauyu JEeMOHCTPUPYET, Hampumep, JUHehKa
MaTeMaTUYeCKUX Mojelieii MpOoayKIIMOHHOIO Ipo-
mecca, pa3paboraHHbIx “mkojoin de Wit” [50]; or-
IebHbIe MOIEIW W3 3TON Tpynmbl (HampuMmep,
WOFOST) nokasaiu BO3MOXHOCTb JOCTaTOYHO 3¢h-
(I)CKTI/IBHOI‘O HCITOJIB30BaHUA AJI1 ITIPOTHO3MPOBaAHUA
ypoxasi CeJIbCKOX03CTBEHHBIX KyIbTyp. Takue Mo-
JIeJIN 3a4acTylo OMUPAIOTCSI Ha YIPOIIEHHOE Onuca-
HHUEe (POTOCMHTETHIECKUX ITPOIIECCOB M YIUTHIBAIOT
IpyTHe TIPOIIECCHI, BIUSIONINE Ha TTPOAYKTUBHOCTH
pacTeHUI (IbIXaHWE, BOOHBIM OOMEH, a30THEIN 00-
MEH, Ipoliecc pocTta u apyrue) [50, 51].

— IlporHo3upoBaHue OTBETOB (POTOCHHTE3a Ha
CTPECCOBbBIE BO3JIEHCTBUS, YTO, B YACTHOCTU, MOXKET
OBITh MOTEHLIMAIBLHO MUCITOJIb30BAHO TSI OLIEHKM T10-
BpeXIeHUsT (DOTOCUHTETUUYECKOro arapara Ipu
NeCTBUM ompeaesieHHBIX CTpeccopoB. PelieHue
9TOi 3amauyu GasupyeTcs, mpexae BCero, Ha omnuca-
HUU B MOJEJSIX PETYJISITOPHBIX MPOIIECCOB Ha YPOBHE
TWIAKOUIHBIX MEMOpaH, XJIOPOTJIACTOB U PaCTeHUIA
B 1I€JIOM, KOTOpbIE y4acTBYIOT B (DOPMHUPOBAHUU
OBICTPBIX OTBETOB PACTEHMSI Ha IeACTBUE CTPECCOPOB
(HampuMep, He(OTOXUMHUUYECKOTO TyIIeHUs dayo-
pecuenmuun (NPQ) [38—40, 43, 52—56]). Mopenu
9TOi TPYyNITbl MOTYT OBbITh MCTIOJIb30BaHbBI 151 TIPE/i-
BAPUTEIIbHON OLIEHKW BO3MOXHBIX PUCKOB IIJIST TTPO-
JIYKIIMOHHOTO TIIpollecca Ipu 3aJaHHbIX peXUMax
JeCTBUS HeOJIaronpusiTHhIX GaKTOpPOB (HaIpUMeED,
KoJiebaHUsI TeMITepaTypbl U OCBEILIEHHOCTH).

— BrigBieHue moTeHUMAAbHBIX “MUILIEHEN” IS
yIy4dlIeHUsT (POTOCUHTETUYECKUX IPOLIECCOB U I10-
BBILLIEHUS UX YCTOMUYMBOCTH K IEMICTBUIO CTPECCOPOB
(HampuMep, MeTodaMU TE€HHOM WHXEHEpUU WIN
JIEeCTBMEM XMMMYECKUX IIpernaparoB). Takue pabo-
Thl OIMPAIOTCSI Ha JOCTATOYHO AETATM3UPOBAHHBIE
Mopaesn ¢GOoTOCHUHTEe3a; HarlpuMep, Mmoaenb Farguhar-
von Coermer-Berry [37, 45] u ontucaHue NOTOKOB yT-
JIEKMCJIOTO Ta3a MCHOJIb3YIOTCS IIPU MPOTHO3UPOBA-
HUY BIUSHUS Ha (POTOCUHTE3 ITOBBIIIICHUS IIPOBOII-
MocTu Me3opuiiia wist CO, [31-33].

— HMHTepripeTaiusi HEMOCPEACTBEHHO U3MeEpsie-
MBIX B XOJIe MCCICAOBaHMUI 1/MJIN TUCTAHLIMOHHOTO
MOHUTOPHUHTA IT0Ka3areneil porocuHTe3da. K Takum
MoKa3aTesIsiM, MPEeXIe BCero, OTHOCUTCS U3MEPEHNE
dayopecueHu xjopodmia, Hamnpumep PAM-
dayopuMeTpusl, WK U3MepeHHue (GJIyopecleHIINH,
KOTOpasi MHAYHWPOBaHA COJHEYHBIM OCBEIICHUEM
[36, 57, 58].

Takum obpa3zoM, MaTeMaTUYECKOe MOACIUpPOBa-
HUE SIBJISIETCSI BAXKHBIM TEOPETUUYECKUM MHCTPYMEH-
TOM JIJIsl UCClIeAOBaHUI (DOTOCHMHTE3a U, B COUeTaHUU
C onMcaHueM Apyrux (pu3noI0rnIeCKX MpoLecCOB,
MOXET OBITh, MOTEHIIMAIBHO, UCIIOJIb30BaHO B Kaue-
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CYXOBA u np.

TToBbllIcHUE YPOBH¢ OITMCAHW A (I)OTOCI/IHTCSa U IMPOAYKIIMOHHOTIO ITpoLiecca

Lk
KansBuHa—
bencona

Tpuossl,

npyrue
caxapa

ATP, NADPH

Peakuuu B
OTL,
BBI3BaHHbBIE
CBETOM

MeTabonnzm

DnyopecueHIUS
xjopoduiia

PerynsiTopHbIe TIpoliecch
(NPQ, ctumyasiums
< IIUKJINYECKOTO TTOTOKA
3JIEKTPOHOB, aKTUBALIUsI
FNR u np.)

Puc. 1. O01asi cxeMa ypoBHeil onvcaHus (hOTOCMHTE3a U MPOAYKIIMOHHOTO Mpoliecca, HaurHasl OT MPOLIECCOB B JIEKTPOH-
TpaHcnopTHoii 1ienu (D TLL) xsoporacToB o aucra, nen0r0+paCTeH1/m u akocucteM. NPQ — HedpoToxmMudeckoe TyleHue
dbayopecuenium xiopodmwnia, FNR — deppenokcna-NADP " —penykrasa.

BUOJOTUYECKUE MEMBPAHBI  tom 38 Ne 1l 2021
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CTBE€ OCHOBBI IUISI TPOTHO3UPOBAHUSI TTPOIYKIIMOH-
HOTO TpoLiecca PACTEHU; BO3MOXHOCTb 3TOTO O/ -
TBEPXKIAET MPUMEHEHUE HEKOTOPBIX TPYIIIT MOJEIEN
[50] mJist arpo3KOI0TMYE€CKOTO 30HUPOBAHUS WU OJIsI
OILIEHKMW CIICHAapWeB BO3ACUCTBUSI Ha TMPOIYKIIMOH-
HbIE€ TIPOLIECC M3MEHEHUM YCJIOBUI OKpYyXarolleh
cpenbl. [IpencraBieHHbI 0030p NMOCBAIIEH aHATU3Y
COBPEMEHHBIX (DOTOCUHTETUUYECKUX MOJeNeld pa3-
JIMYHOTO YPOBHS$I, BKJIIOUYASl OLIEHKY TEPCIIEKTUB UX
WICTIOJIb30BaHMS TSI aHAJIU3a MPOAYKTUBHOCTU pac-
TEHUIA.

2. KPATKOE OITMCAHUE
OOTOCHUHTETHMYECKUX IMPOLIECCOB
Y BbICIIINUX PACTEHUUN

®dotocuHTes, T.€. nipoliecc hukcauuu CO, 1 CUH-
Te3a yIJeBOJOB C UCIIOJIb30BAHUEM CBETOBOI DHEP-
UM, SIBISIETCS KIIIOYEBBIM ITPOILIECCOB B XXU3HU pac-
TeHuii [4]. DOTOCMHTETUYECKME PEAKIINU JIOKATIN30-
BaHbI B XJIOPOIJIACTaX U MOTYT OBITh pa3aesieHbl Ha
CBETOBYIO M TEMHOBYIO CTanuio (puc. 2).

Peaxkiiuu cBeToBoit cranuu (POTOCUHTE3a MPOTe-
KaroT B CEHUATM3UPOBAHHBIX MEMOPAHHbBIX CTPYK-
Typax — TUIaKouaax [4, 7], KoTopble BXOISIT B COCTaB
XJIOPOTIJIACTOB U TIPEACTABISIOT cO00M 3aMKHYTHIC
MeMOpaHHBbIE MYy3bIPbKU, JUOO OOBECAMHEHHBIC B
rpaHbl, JUOO pPacmoJOXeHHbIE OTAEJbHO APYr OT
npyra. [1py 3ToM nmpoTekaHue CBETOBOI cTaauu (o-
TOCUHTE3a TPeOyeT yyacTus KakK JIOKaJIM30BaHHBIX B
TWIAKOUIHBIX MEMOpPaHHBIX MYJIbTU(DEPMEHTHBIX
KoMmIuiekcoB (porocuctemsl I u 11, kommieke IUTO-
XpoMOB by/f, cBeTOoCcOOUparolre KOMILIEKChI U KHUC-
JIOPOABBIICSIONINIA KOMIUIEKC), TaK M psiga Mo-
JBVKHBIX TIEPEHOCYMKOB (MyJI MJIaCTOXMHOHOB, IJia-
crouunaHuH, peppenokcun). CiaeayeT OTMETUTh, YTO
MPOCTPAHCTBEHHAsl OpraHu3alus (QOTOCUHTETUYE-
CKMX MEMOpaH B BUIE TUJIAKOUIOB TO3BOJISIET 3HA-
YUTEJIbHO YBEJIMYUTDH OOLIYIO IJIOLIAAb TAKUX MEM-
OpaH Ha enuHUILY obbeMa (T.e. YCKOPUTH MPOTEKa-
HY€ JIOKaJU30BaHHBIX B Mpeneaax MeMOpaHbl
peaxliuii CBeTOBOI cTanuu (hOTOCUHTE3a).

IIpouiecchl cBeTOBOI cTaauu (POTOCHMHTE3a II0-
JIPOOHO OMMCaHBI B psame 0030pHEIX pador [4, 7, 10].
HavanbHbIM 3TanioM TakuX peakliuil sBjIsieTCs TOo-
[JIOIIEHME KBaHTa CBETa CBETOCOOMPAIOIIUM KOM-
TUIEKCOM M MUTpALUsI SHEPTUM BO30OYKIEHUS K pe-
akurmoHHomy LeHTpy (PIL) ¢dorocucremsl I miu do-
TocuctemMbl II, KoOTOpble MpPEenCTaBISIOT COOOM
MOJIEKYJIbl xJlopodwia; B HaJbHEWUIIIEM 3SHEPrus
BO30YXXII€HHOTO COCTOSIHUSI MCTIOJb3YyeTCs ISl pa3-
nenenus 3apsigoB B PLI. B ciaygae ¢otocucremsr 11
MPOUCXOIUT Tiepexod 31ekTpoHa oT PLI Pgg, (xitopo-
¢wu1) K TEepBUYHOMY aKILENTOPY 3JIEKTPOHOB —
deodutuHy, ¢ peoduTHHA IEKTPOH MEPEHOCUTCS
Ha XMHOH Q,, a ¢ xuHOHa Q, — Ha XMHOH Qy; BO3HU-
KaIOLIWA IPU 3TOM MOJIOXKUTENBHbIN 3apsia Pggy KOM-
MEHCUPYETCH DJIEKTPOHOM C TMEPBUUYHOIO TOHOpA
9JIEKTPOHOB (TUPO3MH), BOCCTAHOBJICHUE TUPO3MHA
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MPOUCXOAUT 32 CYET MOCTYILICHUS DJIEKTPOHOB C MO-
JIEKYJI BOJBI, KOTOPBIE MOCIEA0BATEIbHO OKUCIISIFOT-
CSsl KUCJIOPOJBBIIESIIOIINM KOMILJIEKCOM ¢ 00pa3o-
BaHUEM MOJIEKYJISIDPHOTO KUCIOpOoJa W IMPOTOHOB.
IMocne nonydyeHus ABYX 3JEKTPOHOB Q, IPOTOHUPY-
eTCsl IByMsI MPOTOHAMM M3 CTPOMBI XJIOPOILIACTOB,
MpeBpalasich B MJIACTOXMHOJ, U YXOAUT B Iy Tjia-
CTOXMHOJIOB; TI0cJie Yero ¢ ¢poTocucreMoit 11 cBsa3bI-
BaeTCsl OKMCJICHHBI TJTACTOXUHOH U3 myJa. [nacro-
XUHOA AUMOYHAUPYET K KOMIUIEKCY ILIMTOXPOMOB
be/f 1 okuCHsIeTCS; TPOTOHBI YXOIST B JTIOMEH THUJIA-
kouna. I'1pu 3ToM OIMH U3 BJIEKTPOHOB MEPEHOCUTCS
Ha IUIACTOLIMAHWH, a OPYroi BOCCTAaHABIWBAET XU-
HOH B COCTaBe LIUTOXPOMHOTO KOMILJIeKca; Mpr BOC-
CTaHOBJIEHMM XMHOHA ABYMSI JIEKTPOHAMU OH TaKXke
roryomaeT asa H* 3 cTpoMbI U yXOOUT B ITyJI IIa-
CTOXWHOHOB, (hOPMUPYS TOTTOJTHUTEbHBIN LIUKJT TTe-
peHoca MpOoTOHOB. BoccTaHOBIEHHBIN TIacTolMA-
HUH BBICTYIIaeT B KauyeCTBE IOHOPA 3JEKTPOHOB IS
¢dorocucremsbl I u Boccranasnusaet ee PLIL P, ko-
TOPBIN MpenBapUTEIbHO OKUCIISIETCS, OTAaBast dJIeK-
TPOHBI B LIeTb B XO¢ pa3ae/IeHUS 3apsII0B TOCJIe MOo-
JIydeHUsI DHEPruu KBaHTa cBeTa. DJIEKTPOHbBI ¢ Py,
MPOXOAAT Yyepe3 psill KOMINOHEHT doTocucteMmsl | u
BOCCTaHaBJIUBAaIOT eppenoKcuH. OkuciaeHue dep-
peIOKCHUHA MOXET MPOUCXOIUTD PA3INYHBIMU Ty TSI~
mu [7, 10, 21]: ¢ BocctanoBaeHueM NADPH u3
NADP" (HEUMKIMYECKUI TMOTOK 3JIEKTPOHOB), C
BOCCTAaHOBJICHMEM TIACTOXMHOHA, KOTOPOE, BEPOSIT-
HO, TIPOUCXOJIUT B COCTaBe KOMILJIEKca LIMTOXPOMOB
be/f (LUKINUYECKNI TOTOK 3JIEKTPOHOB BOKPYT (POTO-
cucteMsl 1), a Takke ¢ BOCCTaHOBJIEHUEM KHMCJIOPOIa
1 0Opa3oBaHUEM €ro aKTUBHBIX (hOopM (TICEBIOIIMK-
JIMYECKUI TOTOK 3JIEKTPOHOB). BaXHO OTMETUTD,
YTO MpPU NMPOTEKAHUU peaKlIMii CBETOBOU cTanuu ¢o-
TOCUHTE3a HauboJjee IIUTeIbHbIE XapaKTepHble Bpe-
MeHa UMEIOT MPOLIECChI, CBSI3aHHbBIE C TPAHCIIOPTOM
MOJIBUXKHBIX TEPEHOCUYUKOB; B YACTHOCTHU, OJTHUM U3
TaKuX “MeIJICHHBIX” TIPOLIECCOB SIBJISIETCS OKHUCJIe-
HUE TUIACTOXWHOJIA TIPU B3aUMOAEUCTBUU C KOM-
TJIEKCOM ITUTOXPOMOB b /f, KOTOpoe MOXXeT paccMmar-
pUMBaThCS KaK “y3Koe MeCTO” MpU TPaHCIOPTE BJIeK-
TPOHOB B TUJIAKOUIHOU MeMOpaHe XJI0pOILIacTOB.

DOTOCUHTETUUECKUI TOTOK JIEKTPOHOB B THUJIA-
KOUIHBIX MEMOpaHaX XJIOPOTIJIACTOB COMPOBOXKAAET-
cs1 He ToJIbKo oopazoBaHueM NADPH, Ho u niepeHo-
COM MPOTOHOB Yepe3 MeMOpaHy, UTO IPUBOAUT (hop-
MUPOBAHWIO 3HAYUTEJIBHOTO TPAHCTUIAKOUIHOTO
BJIEKTPOXUMUYECKOTO TpagudeHTa MpOTOHOB [4, 7].
Ero sHeprust ncnonb3yercsa st cuHTe3a ATP mpu
yuyactu H'-ATP-cuHTa3Bl TUIAKOUIHON MeMGpa-
HBI, KOTOpast CHHTe3MpyeT oaHy MoJiekyny ATP ipn
nepeHoce ot 3 [10] mo 4—5 [4] mpOTOHOB Uyepe3 MeM-
O6paHy. BaxkHO OTMETUTD, UTO (DOPMUPOBAHUE TAKOTO
rpaiueHTa 3aBUCUT OT LIEJTOCTHOCTU TUJIAKOUIHBIX
MeMOpaH M HapylleHHe 3aMKHYTOCTU TMJIAKOWIOB
MOXET CHUXKaTh U Aaxe MOJHOCTbIO TOAABISTh hop-
MUPOBaHUE 32JIEKTPOXUMMUYECKOTO TpaaueHTa Mpo-
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CO,

Oxpy:Karo1as JUCT cpena

Yerbulile
CO,
IlomycTbuuHasi 1OJIOCTh

Hurorumsma

MuToxoHapus

ATP

Co, NS

RuBP
Crpoma Ru5P
XJjiopoIruiacra CHzo‘\I

trlOSG P KanLBI/IHa 23-PGA

] N
21,3-PGA
k_<§23 PGA

2 ATP

hv cTpoma NADP*—> NADPH v 3 s+
2e” ATP 4 ADP

3—5HT
+
+1/40, 2H H*-ATP-synth

H+
1/2H,0 JIromeH
pH momena 4

Puc. 2. YnpolueHHas cxeMa (hOTOCUHTETMYECKUX MTPOLIECCOB Y BbIcLIero pacteHus (Ha npumepe C; dotocunresa). RuSP —
pubdyno30-5-dochar, RuBP - pubynoso-1,5-6uchocdar, 3-PGA - 3-pochormuuepar, 1,3-PGA — 6uchocdormuiepar, triose-P —
Tpuosodocdater, DCI u OCII — (bOTOCI/ICTCMI:I ITull, LHCI u LHCII — cBeTocobupyronme KoMIuieKehl ¢orocuctemsl 1 u 11,
Cyt bg/f — KoMILIEKC HIUTOXPOMOB b/f, H -ATP-synth H'-ATP-cunTasa TwiakonnHoil Mem6pansl, OEC — KUCIOPOBbI-
nensomuit komruieke, Tyr — TuposuH (nepBruHelii toHOp hoTtocuctemel 1), Pggy — peakuimonHsIii neHTp dhotocucremst 11,
Pheo — deoduTtun (nepsuuHslii akiientop dorocuctemsl I), Qa 1 Qg — xuHOHBI A 1 B, pQ 1 pQH, — nnactoxvHoH u ma-
CTOXMHOH U3 IyJa racToxuHoHoB, FQR — deppenokcun-xuHon—penykrasa, Cyt fu Cyt by — nuroxpomsl f 1 bg, Q — X1MHOH
B COCTaBe KOMILUIEKCA IUTOXPOMOB bg/f, PC — mractoumannn, Fd — deppenokcun, P;g) — peakumoHHeIi IEHTp hoTocucTe-
™Mbl I, Ay — xstopodwnn (mepBuyHbIii akuenTop dhotocuctemsl 1), A| — dumtoxunoH, Fx u F,/Fg — Xene3ocepHble Ki1acTepsl,
FNR — deppenokcun-NADP' —penykrasa. [Ipy MoAroTOBKE cXeMBbl MCTIOIb30BAHBI paGoTh [4, 7, 10, 25, 37].
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TOHOB, a 3HAYMT — HapylIaTh (OTOCHUHTETUYECKIE
MPOLIECCHI.

Oo6pasyromuecs B xone (pyHKIIMOHUPOBAHUS CBE-
TOBOIi cTaIMM (DOTOCUHTE3a B CTPOME XJIOPOILIACTOB
NADPH u ATP ucnionib3ytoTcsl B Ka4eCTBE OCHOBHO-
ro MCTOYHMKA SHEPTrUu Ui NPOTEKaHUsS peaKIuid
TeMHOBOI cTamuu ¢oTtocuHTe3a (Huka KanbBuHA)
(puc. 2), B Xone KOTOpoi ¢ y4yactueM ¢epMeHTa
PYBUCKO ocymecTBasieTcst pukcanus yriaieKuciao-
ro rasa [4, 25]; noctymenue CO, U3 BHEIIHE cpenbl
OCYIIECTBJISIETCS] Yepe3 YCThbUIIA U TECHO CBSI3aHO C
IIPOLICCCOM TpAaHCIIMpAlLlMK JIMCTA; BKJIAA B TpaHC-
nmopt CO, MOXeT TakXXe BHOCUTb MPOBOIUMOCTD
IUIa3MaTUIeCKOM MeMOpaHbl 1 000JI04YEK XJIOPOILia-
cTa Wi yraekuciaoro raza. Cpeay OCHOBHBIX MHTEP-
MeauaToB nukiIa KanbBuHa MOXHO OTMETUTH pUOY-
J1030-5-¢ocdar, pudynoso-1,5-6ucdocdar, 3-poc-
dormuuepar, Ouchochornmuuepar u ap. |[37];
OCHOBHBIM IIPOAYKTOM 3TOTO LIMKJIA SIBJISIIOTCS yTJIe-
BoIbl [4], KOTOphIe 3aTeM MOTYT TPaHCIIOPTUPO-
BaThCs B Apyrue yactu pacteHus [35]. Ilpu stom
PYBUCKO moxer Takke (pyHKIMOHUPOBATh KakK
OKCUTeHa3a U TeM CaMbIM Y4acTBOBATb B TOJACPKA-
Huu ¢oronbixanus [37, 45]. Cnengyer Takke OTMe-
TUTb, 4TO MoMUMO C; doTocuHTE3a, KOTOPHIi Mpe-
MMYILIECTBEeHHO Oa3upyercs Ha umkie KaabpBuHa, y
pacTeHuil MOTYT CYILIECTBOBaTh M Ipyrue (HopMbl
TeMHoBoU ctanuu (orocunteda (C, u CAM Tunmsl
dorocunTe3a) [4]. OyHKIMOHUPOBAHUE TAKUX Iy-
Teil TpedyeT MOMOJHUTEIBHOIO TpaHcHopTa (OoTo-
CUHTETUUYECKUX META0OIUTOB MEXIY XJIOPOTJIaCTOM
u BakyoJibio (CAM) unu Mexny KjieTkaMu Me30duii-
Jla 1 OOKJIaAKM mpoBoasux my4koB (C,), 4TO Mo3-
BOJISIET ONTMMU3UPOBaTh Mpolecc dukcauuun CO,.
B ctygae TemHOBOII cTamuu (pOTOCHMHTE3a, B Kade-
CTBe “y3KOTo MecTa” IIpoliecca MOXET, IIPeXIe BCe-
ro, pacCMaTpUBaTbCsI HEIMOCPEICTBEHHO (hUKCaLs
yriekucioro raza PYBUCKO [37, 45]; onHako au-
MUTHUPYIOIINM IIPOLIECCOM MOXKET TaKXKe OBITh I10-
CTYIUICHUE YTJIEKHUCJIOro ra3a B CTPOMY XJIOpOILIa-
CTOB.

3. MATEMATHUYECKHWE MOJEJIN,
OINIMCBIBAIOIIIME ®OTOCUHTETUYECKHNE
[MTPOLECCHI HA YPOBHE
PEAKIIMOHHBIX HIEHTPOB

Ilpuy maremaTMdyecKoM MOIEIUPOBAaHUU (HOTO-
CUHTETUYECKMX ITpolleccoB Ha ypoBHe PILI moxker
OBITh peaan30BaHO aBa moaxoda. IlepBwlil M3 HUX
doKycupyeTcd Ha OeTAIM3MPOBAHHOM OMNUCAHUU
MOTJIOIIEHUS CBETa, MUTPALIMM SHEPTUU BO30OYXKIe-
HUA U pasneneHus 3apanos [59, 60]; mig storo, B
YAaCTHOCTU, MOXET ObITh MCIIOJIBL30BAaHO OIMCAHUE
WHIYKTUBHO-PE30HAHCHOTO MeEXaHu3Ma IepeHoca
SHepruu (mepeHoca SHEPruu BCJIEACTBUE PE30HAHCA
déEpcrepa), KOTOPOE OCHOBAHO HA JUITOIb-IUITOIb-
HOM B3aMMOJEHCTBUU IIPU MEpPeHOCE BO30OYXKICHUS
MexXny AByMs xpoModopamu. Takoil momxon Iipe-
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TOM 38 Ne 1

HMMYIICCTBCHHO HaAIIpaBJICH Ha BbIABJICHUC (I)YHI[a-
MCHTaJIbHBIX MCXaHN3MOB ITOITIOIICHMA CBETAa d)OTO-
CUHTCTUYCCKHMM aIraparoM; HEpCri€KTUBbI €ro nc-
IIOJIb30BaHUA OJidd pCIICHUA HpO6J'ICM, CBsA3AaHHBIX C
IIPOAYKTUBHOCTBIO paCTeHI/IfI, JOCTaTOYHO OI'paHM-
YCHBLI.

Hpyroit moaxon onupaeTcsl Ha ONMMCAaHUE KOHKY-
PUPYIOIINX ITyTeil yTUIN3al1 SHEPTUY BO30YXKICH-
Horo cocrosgHust PLI ¢potocucremer 11 (OCII) ([11,
57, 58, 61—67]. Ilpu >TOM Takasi dHEPrUsI MOXET
OBITH MOTPaveHa Ha QIIyopeClIeHIINIO, HEpeTyanupye-
MYIO TEIUIOBYIO JIMCCMIIALIMIO, a TaKXKe Ha pasiesie-
HUE 3apsiioB, KOTOPOE SIBJISIETCSI HEOOXOMUMBIM 111a-
oM JUISI JaJIbHEMIIero MpoTeKaHus peaKlii CBETO-
Boii cramuu ¢otocuHTe3a [4, 7]. Kpome Toro, B
cllyyae IIpeIBapUTEIbHOIO OCBEIICHMS PAaCTEHUS Yy
HETO MOXKET pa3BMBAThCsS KOHTPOJMpyeMasl TUCCH-
naunust HEpruyd BO30YKIEHHBIX cocTossHUil B PILI
DCII (HedoToxMMHUUECKOe TylieHUe (GJIyopeclieH-
uun) [10, 16]. B HacTosiee BpeMsl TaKylO TUCCHUTIIA-
LIAIO CBSI3BIBAIOT C TPEMSI OCHOBHBIMM MEXaHU3MaMMU:
(i) sHEepro3aBuCcUMOE TylIeHNE (QIIyOPECLIEHIINM, KO-
TOpOE OOYCIIOBJIEHO 3aKMCJICHUEM JIIOMEHA B yCJIO-
BUSIX OCBEILEHUSI C BBICOKOW MHTEHCUBHOCTBIO; Ta-
KO€ 3aKHCJIEHUE TIPUBOIUT K MMPOTOHUPOBAHUIO OeJ-
KOB CBETOCOOMPAIOILIETO KOMITLJIEKCa U CIIOCOOCTBYET
MpeBpalleHUIO BUOJIOKCAHTHHA B 3¢aKCAHTHH, YTO, B
CBOIO OYepenb, ITOBBIIIAET ITOTEPHM ITOIJIOIIAEMOIA
sHeprum cBeTa; (ii) “State transition”, T.e. mepeme-
IIIEHNE CBETOCOOMPAIOIIEeTO KOMIIeKca OT (POTOCHU-
ctembl II K potocucteme 1 B yCIOBUSIX CTPECCOBOM
MHTEHCUBHOCTU ocBelleHus; (iii) doromoBpexme-
HUe (OTOCMHTETUYECKOIO armnapaTa B YCIOBUSIX W3-
OBITOYHOII MHTEHCUBHOCTU OCBEIICHUS WIN APYTUX
CTPECCOBBIX (haKTOPOB.

B HeKOTOPBIX MOAESAX STOM TPYITILI UCIIONL3YET-
cd JIeTaTu3UpPOBAaHHOE OMUCAHUE TTePEXOIHBIX ITPO-
eccoB Mexay coctogHusaMu PLL ®CII [67]; ogHako
BaXXHBIM TIPEMMYILECTBOM OOJILIIMHCTBA MojeJieit
SIBIIIETCSI TNPUMEHEHNE OTHOCUTEJIBHO IIPOCTHIX
ypaBHeHUI [62, 63], MCITOJB3YIOLIMX BEJIUYUHBI
KOHCTAHT CKOPOCTH KOHKYPUPYIOLIUX ITPOLIECCOB
JIJIsl pacueTa BEpOSITHOCTH UX IpoTeKaHus. B kaue-
CTBe MpUMepa TPUMEHEHHUsI TAKOTO MOIX01a MOXKHO
MPUBECTU CTAaHIAPTHOE ypaBHEHWE [JIsg pacyeTa
KBAaHTOBOIO BBIXOJA (DOTOXMMUYECKUX PpEaKIIUiA

DOCII (Ypsyp):

koqP

, 1

Yesu =

e kg, kg, kp 1 kypg — KOHCTaHTBI CKOPOCTH pasjie-
JieHUs 3apsiioB, (hJyopecleHIIUuU, TeMIOBOM TUCCU-
nauyu 1 NPQ coorBeTrcTtBeHHO, ¢P — 310 mojs PII
DCII B “oTkpbiToM cocTosiHuun” (T.€. 1ois1 PLI, y ko-
TOPBIX OTCYTCTBYET 3JIeKTPOH Ha XMHOHE Q,). Cieny-
€T OTMETUTb, UTO y aJalNTUPOBAHHBIX K TEMHOBBIM
YCJIOBUSAM pacTeHMii kypg = 0 (NPQ B oTHX ycoBusax
He pa3BUBAETCs); y pACTeHUI B yCIOBUSIX OUEHbD Clla-
6oro ocsemieHust gP = 1 (t1.e. Bce PLL ®CII “oTKpbI-
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TBI”), @ B YCJIOBUSIX BCIIBIIIIEK CBETA BHICOKOI MHTEH-
cuBHoctu gP = 0 (1.e. Bce Pl DPCII “3akpbiThl” U
MMEIOT 2JIEKTPOHBI Ha XUHOHE Q,). Takue Monenu
MOTYT OBITh PACIIMPEHBI; HAIPUMEDP, B HUX MOXKET
OBITh BKJIIOYEHO OINWCAaHWE BIWSHUS TpaguecHTa
2JIEKTPUYECKOTrO MOTEeHIIMAJIa HAa TUJIAKOUITHOM MEM-
OpaHe [64, 66] wiu 1oGaBJIEHO OIMCAHUE IIEpeEHOCa
BO30YKICHMST MEXIy MTUTMeHTaMu [63].

BaxxHoii 0co0eHHOCTBIO (hOTOCUHTETUYECKUX MO-
Jeeii, onupamlInXcsl Ha ONMcaHue KOHKYPEeHLMU
Pa3IUYHBIX TyTel YTUJIM3aLUMU SHEPTUU BO30YyXKIIe-
Hus B PLI, sBasieTcsi ux MIMPOKOE MCMOJIb30BaHUE
IUJISl UHTepIIpeTalluy pe3yjabTaToB U3MeEPEeHUs yo-
pecueHuu ximopodmwuia (puc. 3a). Ciaenyer oTMe-
TUTb, YTO METOIbl, OaszupylolIecs Ha U3MEpPEeHUU
¢bayopeclieHIIUM U MOCJEAYIOIIEM aHau3€e Pe3yib-
TaTOB C UCIIOJIb30BAaHUEM (POTOCUHTETUUYECKUX MO-
neneit, SBISIOTCS OBICTPBIMM, HEWHBA3WUBHBIMU U
MHGOPMATUBHBIMU MMOIXOOAMM K OILICHKE (DOTOCHH-
TETUYECKMX MpoLeccoB y pacteHuii [11, 57, 58, 62].
Pucynok 36 mokaswpiBaeT IMHAMUKY W3MEHEHUIA
dayopecuieHIIUM JIMCTA TIPpU MPUMEHEHUU MeToa
PAM-dayoprumMeTpruu, KOTOPBIi ONMUpPAETCs HA UC-
IMTOJIB30BaHUEC IICPUOINYECCKNX MMITYJIBCOB CBE€TA BbI-
COKO#l MHTEHCUBHOCTHU (HACBIIIAIOIINE BCITBIIIKHU).
ITpu aTOM MWt KaXKA0ro U3 MPUBEACHHBIX MapaMeT-
poB (F; — UHTEHCUBHOCTb (hJIyOPECLICHLIUU Y afarn-
TUPOBAHHOIO K TeMHOTe pacTeHus, F,, — Makcu-
MaJbHBIIl YPOBEHb (BIyopecleHIIUU, U3MepsieMblit
IIPU TIEPBOI HACHIIIAIOIIENA BCIIBILIKE TIOCIIEe afanTa-
LMY K TEMHOTE, F, — TeKyII1il ypOBEeHb (hIyopecLieH-
LIMM TIPU OCBELIEHUU PACTeHUsS] aKTMHWYHBIM CBe-

ToMm, F,, — MakCUMalbHBIl YPOBEHb (hIyopecIeH-
WU Y aJallTUPOBAHHBIX K CBETY pACTEHUN Ipu
HaCHILIAIOIIei BCIBIIIKE) IT0KAa3aHbl YPABHEHUS [IJIST
pacyeTa KBAHTOBOTO BBIXOJa (payopeciieHIu (ypaB-
HeHud clieBa). KoMOMHAaNUs TakKuX ypaBHEHUWI 1103~
BOJISIET PacCUYMTaTh XapaKTePUCTUKK doTocucTeMbl 11
(B 9aCTHOCTH, IIOTEHUMAJbHBIN M 3O (heKTUBHBINI
KBAHTOBBII BBIXOI (POTOXMMHYECKUX peakuuii ¢o-
tocuctemsl 11) Kak GyHKIIUIO N3MepsIEMbIX ITOKa3a-

teneit (Fy, Fy, Fiu FA}) (ypaBHEHMUs cripaBa). AHaJIO-
TMYHBIN MOAXO0 MOXHO MCIOJIb30BaTh I OLIEHKU
MeTonoM PAM-diyopuMeTpuu ApyTux rMokasaTeaein
OCII (NPQ, gP v npyrue) [57, 58].

biu3kuii moaxoa MOXKET OBITh TAKKE Pa3BUT IJIST
OINMMCaHUsI KBAaHTOBBIX BBIXOJOB KOHKYPUPYIOIINX
IIpoLEeccoB B peakunoHHoM lieHTpe PCI [68, 69].
K takuM mpoueccam OyneT OTHOCUTBCS (i) UCITOIb-
30BaHUE DHEPTUU TOMIOIIEHHOIO CBeTa ISl pa3ie-
JIEHUS 3apsIiioB U TpaHCIOpTa 3JeKTpoHOB 1o DTII,
(ii) moTepsi HEpPruu TOTJIOILIEHHOIO CBeTa W3-3a

OKHUCJIEHHOTO cocTosiHus Pog, (Pyy,) U (iii) moreps
SHEPTUU MOTJIOLIEHHOTO CBETa U3-3a BOCCTAHOBIICH-
HOTO COCTOSIHMS akuenTopHoi yactu PSI. I1pu atom
B KadecTBe aHaiausupyemoro nokasateias @CI uc-
MOJIB3YETCS TTOIIOIIEHWE CBETa Ha JJIMHE BOTHBI 830,
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tak KaKk okucienue PLL ®CI Py, mpuBoauT K U3Me-
HEHUIO aOCOPOITNY CBETA B 3TOM CIIEKTPATILHOI ITOJIOCE.

IIpu aHanu3e BpeMEHHBIX AUANA30HOB, PaBHBIX
MUHyTaM, JIecsITKaM MMHYT, 4acaM 1 OoJiee, TOCTa-
TOYHO YacTO NPMHUMAETCS MOITYIIEHHUE O TOM, 4TO
MOTOKH 3JIEKTPOHOB 4epe3 porocuctemsr I 1 11 mme-
IOT CTallMOHApHKIN XapakTep [19, 20, 57, 70, 71], T.e.
paBHBI Ha pa3anuHbIX yyacTkax OTLI. B atom ciayuae
MOXKHO IPUHSTh, YTO MOTOK 3JIeKTpoHOB Yepe3 DCII
MPUOIU3UTENILHO PAaBEH HEIUKINYECKOMY ITOTOKY
snekTpoHOB (LEF), a moTok snekTpoHoB uepe3 OCI
MpUOIM3UTEILHO PaBEH CYMME LIMKJINYECKOTrO IOTO-
Ka 3JIeKTpoHOB BOKpyT oTocucteMsl I (CEF) u He-
mukiandeckoro noroka (t.e. CEF + LEF) [19, 20, 57,
70]. ITpuauMas 3Ty gonyiieHus, s onucanus LEF
u CEF MoryT OBbITh UCIIOJIb30BaHEI YpaBHEeHUS (2) 1
(3) COOTBETCTBEHHO:

LEF = PARBdIIYpg,, @
CEF = PARB[(1 - dIl)Yps; — dIlypsy],  (3)

Tae Ypsr U Ypsp — KBaHTOBBIE Bbixoasl @CI u OCII,
PAR — WHTEHCMBHOCTHL aKTMHWYHOIO CBeTa, Ieii-
CTBYIOILIETo Ha JIKCT, § — moast PAR, KoTopast orsio-
maetcst aucrtom, dII — momis morioleHHOro cBera,
kortopas nepenaetcsas OCII, (1-dIl) — monsa morio-
LIEHHOTO cBeTa, KoTopad nepegaercs K OCI.

B nenom, MmaTeMaTuyeckKue MOMENIN, OMMCHIBAIO-
e (POTOCMHTETUYECKME ITPOLIECCHl HA YPOBHE pe-
aKIIMOHHBIX LIEHTPOB, UCITOJIL3YIOTCS, IPEXKAE BCETO,
JIUIST aHaJIM3a pe3ybTaTOB U3MepeHU (payopecieH-
uun OCII n nornoieHus cBeta poTocucTeMoit I,
MOJIy4YeHHBIX ¢ mpuMeHeHneM PAM-merona [11, 19,
20, 57, 58, 62, 70]. Takast 061aCTh IpUMEHEHMS Ae1a-
€T pa3BUTHE BTOI IpyIbl MATEMAaTUIECKUX MOJETIEI
OYEeHb 3HAUMMOI IJIsl pelIeHUST MPUKJIAIHBIX 33134 B
paMKax JUCTAaHIIMOHHOI'O MOHUTOPUHTA IIPOAYKTUB-
HOCTH M CTPECCOBBIX U3MEHEHUI Y pacTeHUI Ha OC-
HOBaHUU U3MepeHM ux ¢iryopecueHuuu [57].

4. MATEMATUYECKHWE MOJEJIN,
OOKYCHUPYIOLINECA HA OITMCAHUU
ITOTOKA BJIEKTPOHOB B BTL]
NJIIN EE KOMITOHEHTAX

Chnenyomas rpymmna MaTeMaTUYeCKUX Mojelieit
[7, 46, 54, 72—-91] dokycupyeTcss Ha ONUCAHUU
¢dyHkuuonupoBaHuss OTILl xmoporiactoB (Mau
KPYIHBIX YYaCTKOB 2JIEKTPOH-TPAHCIIOPTHOU 1IeNH,
Takux Kak @CI u @CII) 1 conmyTCTBYIOIIUX PETYIsi-
TOPHBIX ITpoLeccoB. B ob11ieM cityyae Takue Moaenu
OIMMpaloTcsl Ha Z-CXeMy, KOTopasl ONMChIBAaeT mepe-
HOC 3JIEKTPOHA IO LEeNU MEePEeHOCYUKOB C YYETOM
3HAYeHU MX OKUCIUTEbHO-BOCCTAHOBUTEIBHOIO
noteHumana [7, 46, 54, 72]. Mongenu 3Toi TpyIIbI
MOTYT TaKXe OINMUCHIBATh PEryJsiliMi0 CBETOBOM CTa-
o ¢poTocuHTe3a, GOPMUPOBAHME IICKTPOXUMUYE-
CKOro TpaaveHTa U ¢pyHKUMoHupoBanne H-ATP-
CUHTa3bl, TPAHCIIOPT MOHOB 4Yepe3 TUJIAKOUIHYIO
MmemoOpany, cuate3 ATP u NADPH u np. [7, 72-77].
Ne 1
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Puc. 3. CxeMa KOHKYpEHTHOI MOJEN YTUIN3ALUKA SHEPTUU BO30YKIEHHOTO COCTOSIHUS (a) U TTpUMep MPUMEHEeHUsT TaKoM

~ £
MOJIENIU K OLIEHKe MoKa3aTesieil (poTocuHTesa npu ucnoabzoBaHu PAM-diayopumerpun (6). Pggy 1 Pggg — 0OcHOBHOE 1 BO3-
oyxxaeHHoe cocrtostuue PLL OCI. kQ, kg, kpn kNpQ — KOHCTaHThI CKOPOCTH pa3aesIeHUs 3apsaoB, (pyopecleHIINT, TEIUIOBOM
nuccumanuu u NPQ, coorBerctBeHHO, ¢P — 310 nosist PL ®CII B “otkpbiToM coctosinuu” (T.e. nojst PLL y KOTOpbIX OTCYT-

CTBYET 3JIEKTPOH Ha XMHOHE Q,), Y| — KBAaHTOBBII BBIXOH, (ITyOPECLIEHLIMM AJIST KaKIOTO U3 BAPMAHTOB U3MEPEHUS, ygsn u
Ypsii — MOTEHLMANbHBIA U 3G(dEKTUBHBII KBaHTOBBII BbIXxoA (doToxummuueckux peakunit y @CII, SP — nHaceluatomniye
BCIIBIIKY, AL — aKTMHUYHBIA cBeT (CTpesika 0603HAYaeT MOMEHT €TO BKIIIOYEHHUH ), Fy — MHTEHCUBHOCTD (DIyOPECUEHINH Y
aJanTUPOBAHHOTO K TEMHOTE pacTeHus, F), — MaKCUMaJIbHBIH ypoBeHb (ryopeclieHInN (IlepBasi HaChIIIAIOIIAs BCIIbIIIKA),

F, — Tekyumii ypoBeHb (hIIyOpPECUEHIINY TTPU OCBEIEHUN PACTEHUsI AKTHHUYHBIM CBETOM, Fj; — MaKCUMAIbHBI yPOBEHD

dryopecrieHIIMY (HackIIarolas BCIbIIIKA) Y aTalTUPOBAHHBIX K CBETY PACTCHUIA.

I1pu pazpaboTke MaTeMaTUUECKUX MOJEIIE 3TOi
TPYIIIEL, IjI IOCTPOSHUS CUCTEM TP depeHIINAb-
HBIX YPaBHEHMI 4aCTO MCITOJIb3YeTCS KOMOMHALIVS
JIBYX TOIXOAOB (CM., HAIIpUMep, paGoThl [42, 46, 79,
85—88]).

(i) IIpn onmcaHnH IIPOILIECCOB MEPEHOCA JICKTPO-
HOB B paMKaX MyJIbTU(EePMEHTHBIX KOMILJIEKCOB (Ha-
npumep, PCI, OCII unu KOMIUIEKC LIUTOXPOMOB
be/f) B KauecTBe MEepEeMEHHBIX UCTIOIB3YIOT BEPOSIT-
HOCTU Pa3JIMYHBIX COCTOSIHUM KOMIUIEKCa B LIEJIOM
Ne 1
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(M KOHLIEHTPALIUK 3TUX COCTOsTHMIT). Takoit mox-
XOJI SIBIIIeTCS 6ojiee KOPPEKTHBIM 111 OIUCAHUS TIe-
peHoca 3JeKTPOHOB MexXay KomioHeHTamu ODTILI,
B3aMMHOE PaCIOJI0KEeHNE KOTOPhIX 3a(DUKCUPOBAHO,
HEXeIW 3aKOH JIEMCTBYIOIIMX MacC, KOTOPbIA ObLI
MOKa3aH JJIsI XMUMWYECKUX peaKIlnii, MpOoTeKaloIIuX B
pactBopax. [IpyMeHeHNe TaKOTO OIMCaHUsI MO3BO-
JISIET MOJEJIMPOBATh MPOLIECCHl MEPEeHOCca BJIEKTPO-
HOB B npeneiax (OTOCUMHTETUUECKOTO MYJIbTUdED-
MEHTHOTI0 KOMILJIeKca KaK MOHOMOJIEKYJISIDHBIC pe-
aKIUM, T.e. MNEPEXOIUTh K CUCTEMaM JIWHENHBIX
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InddepeHIaTbHBIX YPABHEHU NIEpBOTO MOPSIIKA.
PacyeT KOHCTaHT CKOPOCTH TaKMX peaKIHWil onupa-
eTCsl Ha CTaHIapTHOE OINMCaHWEe TPaHCIOPTa 3JIeK-
TPOHA Yepe3 dHEePreTUYECKUii 6apbep MeXI1y KOMITO-
HeHTamu DTILI [42]; aHanOrMYHBIM OOpPa3oM MOTYT
PAaCCYUTBHIBATH KOHCTAHTBI CKOPOCTH TSI PACCESTHUST
U30BITOYHOM BHEPTHMU B BuUIe (GIyopecleHLUN U
teruia [42, 46, 72, 81, 88]. B To ke BpeMs UCIIOJIb30-
BaHUE MPU MOJAEIMPOBAHUM BEPOSITHOCTEI pa3inuy-
HBIX COCTOSIHUM (DOTOCUMHTETUYECKOTO MYJIbTU(hEp-
MEHTHOIO KOMITJIEKCa 3HAYUTEJIbHO YBEJIUYUBAET
YHCJIO MEPEMEHHBIX ITPU MOAEIMPOBAHUU; TaK, B pa-
6orte [86] mist onucanus Tojibko ®CII 610 UCOJIb-
30BaHO 0K0JI0 30 mepeMeHHBIX.

(ii) ITpu ontucaHuM B3auMOAEUCTBUSI MyJIbTUDED-
MEHTHBIX KOMILJIEKCOB C MOABUXXHBIMU TIEPEHOCU M-
KaMu (KOMIIOHEHTHI ITyJia IUIAaCTOXWMHOHOB, ILIACTO-
HUaHUH U (GeppeaoKCUH) MCIOJIb3YeTCs Kilaccude-
CKMI1 3aKOH JEiCTBYIOIIMX MacC, B COOTBETCTBUU C
KOTOPBIM CKOPOCTb pe€aKIMU IIPOITOPILIMOHATbHA
MPOM3BEICHUIO KOHIIEHTpallMii peareHToB. B 3TOM
cliydae il MOABVXKHBIX TIEPEHOCYMKOB B KA4eCTBE
MepeMEeHHBIX UCITOJIb3YIOT UX KOHIICHTPALIUN.

BcnencTeue 3HAUMTENBHOTO YMCIIa MCHONIb3Yye-
MBIX IEpPEeMEHHBIX IToApoOHOoe onmrcanue DT nmeer
JIOCTaTOYHO CJIOXKHBIN XapaKTep, IO3TOMY IIpU pas3-
paboTKe MaTeMaTUYeCKMUX MOJAEJeil IIMPOKO MC-
MOJIL3YIOTCSI YIIPOIeHUs. B 4acTHOCTH, MOXHO OT-
METUTD:

(i) “cmoIb30BaHMUE CTALIMOHAPHBIX PEIIeHUI IS
OBICTPBIX TTPOLIECCOB, T.C. JUISl MPOLIECCOB, XapaKTep-
HbIe BpeMeHa KOTOPbIX 3HAYMTEIbHO MEHbIIIE, HEXKe!
BpeMeHHbIC MHTEePBaIbl, aHAIU3UPYEeMBIE C UCITOJIB30-
BaHUEM pa3pabarbiBaeMoii Moaeian. Tak, B HEKOTOPBIX
paborax [42, 43, 78] crartmoHapHBIe peleHNs OBIITA MC-
MOJIb30BaHbl MPU OIMMCAHUU PACIpPEIeICHUSI COCTOSI-
HUIT B MyJIbTU(hEPMEHTHBIX (DOTOCUHTETUUECKUX KOM-
TJIeKcax, B TO e BpeMsl 7151 6oJiee MeIJIECHHBIX MPOLIeC-
COB B3aMMOJENCTBHUSI C MOABUXKHBIMU IEPEHOCUNKAMU
(IUTaCTOXVMHOHEI, IUIACTOLIMAHNH, (DEPPEIOKCUH) CTa-
LIMOHAPHBIE PELIEHUS] HE UCITOJIb30BAJIUCh.

(ii) O6O0OIIeHHOE OIMMCaHUE MEPEeMEHHBIX, TMO3-
BOJISIIOLIIEE TIPEACTaBUTh (POTOCUHTETUUECKUE TIPO-
Lecchl MaKCUMaJbHO YIIpOILIeHHO [6, 56, 79, 80].
ITpuMepom Takoro Moaxoaa MOXeT CIY>KUTh MOJEIb
[56], B KOTOpOI1 BCsI COBOKYMHOCTh cocTostHUE @ CII
ObL1a OTNKCaHa C MOMOIIBIO IBYX EPEMEHHBIX, COOT-
BETCTBYIOIIUX “OTKpbITOMY” U “3akpbiTomy” PILI.
IIpu 3TOM B yCIOBUSIX KOJieOaHWII MHTEHCUBHOCTU
OCBEILEHUS MEXIY SKCITepUMEHTATbHBIMU U UMUTH -
POBaHHBIMU MOJENbIO (POTOCUHTETUYECKUMMU TTOKa-
3aTesiIsMU  HaOJI0aJIoCh XOpOolllee COOTBETCTBUE.
Cpenu Apyrux np¥uMeEPOB UCMOJIb30BAHMUS YIIPOILEH -
HBbIX OMNWCAHWUIl TPU MOJEJMPOBAHUM IPOLIECCOB
CBETOBOI cTaanuu (hOTOCUHTE3a MOKHO OTMETUTD pa-
6oty [79], B kKoTopoii ®CII 6bL1a onrcaHa TpeMs Te-
pEeMEeHHbIMU, WU paboTy [49], B KOTOPOI yUYUTBHIBA-
JIaCh TOJIBKO MCXOJIHO€ M OKHCJIEHHOE COCTOSIHUE
OCII.

BUOJIOTMYECKME MEMBPAHBI

(iii) Mcnonp3oBaHMe perpecCMOHHBIX (DYHKIIUM,
KOTOpBIC OMUCHIBAIOT OoNpeAeeHHbIE (POTOCUHTETU-
YyecKHUe IPOLIECCHI, OJHAKO HE YYUTHIBAIOT BO3MOXK-
HbIe MEXaHM3MbI IIPOTEKaHUS MpoleccoB. B kaue-
CTBE MPUMEPOB TAKOIO ITOAXO0Ja MOXHO OTMETUTh
MPUMEHEHVE 3KCIMOHEHIIMATBHOTO OIMUCAHUS IS
MOJIEJIMPOBAHUS TUHAMUKIN U3MEHEHUSI BO BpEMEHU
aeKTprYecKoro [81] umm anekTpoxuMmuaeckoro [82]
rpagydeHTa Ha TUJIaKOMmHOII mMemOpaHe. HecMmotps
Ha TO, YTO TaKO€ OIMCaHHe HE OTpakaeT KOHKpPET-
HbIe MEXaHU3MBI U3MEHEHUS TPagieHTa, OHO MOKET
OBITh UCITOJIb30BAHO JIJISl YIIPOIIECHUS MOJIEITH.

OtnenbHOI MpPOOGJIEMOl IIPU MOIEIMPOBAHUU
(GOTOXMMUUECKMX MPOLECCOB (POTOCUHTE3A SIBIISICT-
Csl OMMCaHUe UX PEryJsiliuyi MpU U3MEHEHUU OKpPY-
XKaloLIUX YCJIOBUI U, BYACTHOCTU, P AU CTBUM HE-
OnaronpusaTHBIX (hakTopoB. [Ipu 3TOM BaXHYIO POJIb
urpacT NPQ, KoTopoe SIBIISIETCSI BaKHBIM KITIOYEBBIM
MeXaHNU3MOM (POTOCMHTETUYECKOIO amliapara, I03BO-
JISTIOIIMM PEryJIMpOBaTh IIOIIOIIEHNE CBETOBOIM 3HEP-
run peakiimoHHbIM HeHTpaMu DCII. Kak yxxe ormeua-
Jock, NPQ Brimouaer B ce0sl, Impexke BCero, 3Heprosa-
BUCHMYIO KOMIIOHEHTY TylIeHUs (MHIYLMpPYeTCs
3aKMCJIEHUEM JIIOMEHa XJIOpOIIacToB), state-transition
(00yCIIOBIIEHO M3MEHEHUSIMU (pOoChOpIIMPOBaHMS CBE-
TOCOOMPpAIOIIETO KOMIDIEKCA M €ro IlepeMelleHeM
Mexy orocrcteMamMu) 1 (poTronHrnonpoBanue. Me-
XaHU3M (DOPMUPOBAHUSI SHEPTrO3aBUCHMOIO KOMIIO-
HeHTa NPQ, obycinoBiaeHHOro B3anmMoaeicTsruem PsbS
OEJIKOB ¥ KCAHTO(UIUIOB CO CBETOCOOUPAIOIIIUMU KOM-
IUIEKCaMM, JeTaIbHO MOACIMpPYETCs B psime padort [38,
43, 52, 54, 55]; Iipy 3TOM OIMCHIBAETCS B3aUMOIEii-
CTBHE IIPOTOHMPOBAHHBIX/HEIIPOTOHNPOBAHHBIX PsbS
C KCaHTO(UIIJIAMU.

Hpyroii momxon K MOIEIMPOBAHUIO Pa3BUTHSI
NPQ onwmpaeTrcs Ha onmMcaHMWE CBSI3M TYILISHUS C
ypoBHeM BoccTaHoBleHUss OTII. Bricokass akTuB-
HocTh DTLI conpoBoxaaeTcsl Kak 3aKUCJICHUEM JII0-
MEHa, TaK M YBEJIMYSHMUEM MOJM IJIACTOXWHOJIOB B
myjie (I MHTAaKTHBIX 1M HE IIONBEPXKEHHBIX JIeii-
CTBHIO pa3o0IIunTeNIell THIaKOUIHBIX MEeMOpaH); Ta-
Kasi OCOOEHHOCTb IIO3BOJISIET OIMCAaTh pPa3BUTHUE
9HeprozaBucuMoro kommoHeHta NPQ kak ¢dyHK-
LIAIO0 3aITOJIHEHUS ITyJia MJIaCTOXUHOHOB, UTO W OBLIO
peanun3oBaHo B psge moneneit [41, 43, 78, 89]. Ana-
JIOTMYHBIN IIOAXOH Takke ObLI HMCIIONIb30BaH OIS
ONMCaHMd State-transition: 3amoJIHEeHMWe ITyjla Inia-
CTOXMHOHOB OMNpPENesI0 aKTUBHOCTh KMHAa3bl CBE-
TOoCcOOMparoIIero KoMIuiekca 1 ero pochopimimpona-
Hue [43, 78].

Cpenu npyrux peryasiTOpHBIX IPOILECCOB, OIMTU-
CaHHBIX B COBPEMEHHBIX (POTOCUMHTETUUYECKUX MOJIE-
JISIX, MOXXHO OTMETUTh aKTHBalWIO (heppenoKCUuH-
NADP*—penykrasbl B yCJIOBUSIX OcBeleHus [43, 72,
87], OTTOK 3JIEKTPOHOB OT IJIACTOXWMHOJOB IMOCPE/I-
CTBOM TepMUHaIbHOI okcuaasbl PTOX [43, 54] u
CBETOMHIYLIMPOBAHHYIO aKTUBALIMIO LIUKJINYECKOTO
noTtoka [43, 82, 90]. Takkxe aktuBHOCTh DTLL B MO-
JIeJISIX MOXET 3aBUCETh OT KOJIMYECTBA OBICTPHIX U
Ne 1
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MeaIeHHBIX PQ Ha OIMH peakLIMOHHBIN LEeHTp [46] 1
KMHETUYECKNX CBOMCTB IJIaCTOXMHOHOB [88, 91].
Ewie ogna rpynma moneneii [42, 81, 86, 87] yuurtsiBa-
eT TaK:XKe TUHAMUKY 2JIEKTPUYECKOT0 U XMMUYECKOTO
rpagveHTOB IIPOTOHOB Ha TWJIAKOMIHOM MeMOpaHe,
OIMMCAHHYI0 Ha OCHOBE TPaHCMEMOpPaHHOIO TpPaHC-
MopTa 3JIEKTPOHOB Y UOHOB.

B xaudecTBe OTIENbHOM TPYTIIBI MOXKHO BbIIEIUTD
MOJIEJIU, KOTOPbI€ U3y4YaloT MPOCTPAHCTBEHHOE JIBU-
xeHue KomrnoHeHT DTL. DT Momenn onmMchIBaOT
OPOYHOBCKOE JIBUXXEHHE UCCACIyeMbIX MOJEKYJ, UX
BJIEKTPOCTAaTUYECKUE B3aUMOACHCTBUSI U TEPEeHOC
BJIEKTPOHOB MEXAY TaKUMU MoJieKyiaamu [92—97].
B yactHOCTH, TaKast MOJieJIb TTO3BOJISIET IIPOTHO3UPO-
BaTh BJUSIHUE NOHHOM CUJIbI paCTBOpPA HA KOHCTAHTY
CKOPOCTH peakLyM IepeHoca 3JeKTpoHOB [93, 96,
97]. AnbTepHaTUBHasT MOAEIb MPOCTPAHCTBEHHOTO
nBrKeHust mosekys DTl u mpoToHOB MoXeT 6a3u-
pOBaTbhCs HAa ypaBHeHUU IU( (Y31 U OTTMCAaHUU Te0-
METPUHU THJIaKOUIO0B [49].

B uenom, Mmoaenu, OMUCHIBaIOIIE CBETOBYIO CTa-
In0 (POTOCUHTE3a paCcTeHUI, He COAepKaT B SBHOM
BUJIC olTMcaHMs PUKcallUU yriaekucaoro raza. Omu-
HaKO OHU MOTYT OBbITb UCITOJIb30BaHbI 15 TPOTHO-
3UPOBaHUSI OTBETOB (DOTOCMHTETUYECKOTO anrapara
Ha JeiCTBUE psga HeOIaronpUsITHBIX (aKTOPOB
(B 4aCTHOCTH, OBICTPBIX KOJIEOAHWIT UHTEHCUBHOCTH
ocBelneHus [56, 83] uim repounuooB [46]). Takum
00pa3oM, MOJEIN 3TOM IPYMIThl MO3BOJISIOT IPOTHO-
3UpPOBaTh YPOBEHb CTPECCOBBIX M3MEHEHUI (hOTO-
CUHTETUYECKOTIO alrnapara, KOTopble MOTEHIMATBHO
MOTYT CTaTh IPUYMHON CHUXXKEHUS MPOAYKTUBHOCTM.
Kpowme Toro, 3HauuTeIbHASI YACTh MOZEJICH CBETOBOM
cTagun (POTOCHMHTE3a MOXET OIMCHIBATL (piayopec-
LIEHTHBIC MPOLIECChI, BKIIIOYAS] MPOLIECC MHIYKLIUU
dayopeclLeHINH B YCIOBUSIX OCBellleHus [46, 47, 82,
85, 86, 88]. YuuThIBas CylIeCTBEHHYIO pOJIb aHAJIM3a
dayopecueHIUM XJIOpodUIa B UCCICAOBAHUN pac-
TeHuii [12, 57, 98], 3T0 OTKpbIBaeT NEPCHEKTUBDI 151
MCIIOJIb30BAaHMS TAHHOM TpyMIbl MoAeaei nmpu pe-
IIEHUY MPUKJIAJHBIX 3aa4 B paMKaX MOHUTOPUHTA
COCTOSIHUS PaCTCHUIA.

5. MATEMATHUYECKHWE MOJEJINA,
OOKYCHUPYIOLINECA HA OITMCAHUU
®OTOCUHTETUYECKON
ACCUMMIIALINNA CO,

®dotocuntetnyeckas accummwisiuusa CO,, cBsi3aH-
Has ¢ QyHKIMOHMpOBaHMeM Lmkia KambBuHa, Je-
XKUT B OCHOBE IIPOAYKTMBHOCTH pacTeHmii. Bciem-
CTBHE 3TOr0 BO3HMKAET MOTPEeOHOCTHh B pa3paboTKe
MaTeMaTUYeCKUX Mopaeieit, (hOKyCHUPYIOIIUXCSI Ha
ONMUCAaHWM aCCUMWJISILIMM Yrjekucjgoro raza. Ms-
BecTHO, uyTo ki KanbBuHa Hyxnaercs B ATP u
NADPH, cuHTte3upyeMbix B pe3yiibTaTe padotsl DTLI,
a 11 ronaepxkanus pyHkunonupoBanus DT He-
00XOIMMO TIOTPeOIEHNE TaKNX CoenMHeHMit [4, 37, 42].
DTO O3HayaeT, YTO MOIEeaU, (POKYyCHUpYIOIINeCcs Ha
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onucaHuu potocruHTeTHYecKoi accummisiuuu CO,,
JIOJKHBI TAKXKE BKITIOYATH B ce0s1 ormrcaHue (yHKIIN-
onupoBaHust T1 B TumakouaHbIX MeMOpaHax (Bo3-
MOXHO, B MUHMMAaJIbHOM BapuaHTe) U €ro B3auMO-
JIeMCTBUS ¢ peakUsIMu LIMKIIa KansBuHa.

MHoroo6pasye IpOMeXKyTOUHBIX IPOAYKTOB LINKJIIA
KanbBuna, HeobxonumMocTh nputoka CO, u ¢oro-
cuntetnueckoi mponykanu ATP 1 NADPH nns ero
(GYHKIIMOHUPOBAHUSI, CYILIECTBOBAHUE pPa3JIUYHBIX
IyTeil OTTOKa yIJIEBOJOB U3 LIMKJIa (HaIlpuMep, TpU-
03 1 PpyKTO3BI-6-docdara), a TakKKe HAIMYME MeXa-
HU3MOB, PETYIMPYIOIINX AKTUBHOCTbL (PEPMEHTOB
TEeMHOBOI cTagun (OTOCHMHTE3a, AejlaeT aKTyallb-
HBIM BOIIPOC 00 ONTHUMAJIbHOM JeTaau3alliy ONKca-
HUS TIpU pa3paboOTKe MaTeMaTUYeCKOM Moaeau (PUK-
caluu yriaekucioro rasa [99].

B nutepaTtype npencTaBieHBI MOIEIN, OIMCHIBA-
e GorocuHTeTHUECKYl0 accumuisuuio CO, c
pa3IMYHONI CTEeNeHbIO AeTaau3anuu. B yacTHocTH,
TaKKe MOAEIN MOTYT 0a3MpOBaThCsI HAa ONIMCAHNM aK-
tuBHOCTH PYBMCKO [45] niu Ha 6071ee TOaApOoOHOM
onucaHuu ¢depMeHTOB LMKiIa KajabBMHA U OTTOKA
ero npoaykros [100, 101], mpu 3TOM MOAEIU MOTYT
OBITH JIOTIOJIHEHBI OIIMCAaHUEM IIpollecca CUHTE3a ca-
xapo3bl [75, 102], ¢potombixanus [103], ITOTOKOB yr-
JIEKMCJIOTO Ta3a B CTpoMy xJtoporiactos [31, 32, 104,
105] u gop. Ilpu pa3paboTKe 3TOI T'PYIIbl MOIACICH
IJIsl onrcaHusl (POTOCUHTETUYECKON acCUMUIISLIUU
CO, MOXET WUCIOJIb30BaThCcsl KUHETUKA Muxasnu-
ca—MeHTeH, KJIacCUYEeCKME YPaBHEHUS XMMUYECKOM
KMHETUKM, a TAK:Ke CleUaIn3pOBaHHbIe (DYHKIINN
Ha OCHOBE aHAIMTUYECKUX PEIIeHUI 1 alllIPOKCHUMa-
muit (mogpobHee cMm. 0630p [99]). CpaBHUTEIBHBIN
aHaynu3 Arnold u Nikoloski [99] moka3zai, yTo Haubo-
Jiee HaJeXKHBIMU JJIs1 TPOTHO3UPOBAHUS aCCUMMJISI-
LU SIBJISTIOTCSI OTHOCUTEJILHO IIPOCTHIE MOJEIM (Ha-
npumep, [45, 101]). BeposiTHO, 3TO CBSI3aHO C TEM,
YTO YBEJIUYCHUE ACTAIM3ALINK MOJIEJICH BEIET 3a CO-
001i pOCT HEOITpeAeACHHOCTH, CBSI3aHHBIN C UX Mapa-
METpM3alUeil, a TaKXe CO CJIOXKHOCTbIO OIMCAHUS
CBsI3eii MeXIy KOMIIOHEHTAMU MOJIEJIU U PETYISITOP-
HBIMU IIPOLIECCAMMU.

SpxuM mpuMepoM OTHOCUTEIBHO IIPOCTOI MOIe-
JIM, KOTOpas HIIMPOKO MCIIONb3yeTCs IJIs aHaau3a
dorocunTeTnueckoii accumuisuuu CO, pacTeHus -
mu, seiasiercss mogenb Farquhar-von Caemmerer-
Berry (FvCB) [37, 45, 106]. Mozenb Gasupyercst Ha
JIOIYIIEHNH, YTO CTallMOHApHAasi CKOPOCTh aCCUMM-
JISIIMK  YIJIGKUCIIOTO Ta3za omIpeaelisieTcss HamboJjee
MEIJIEHHBIM M3 TpeX JIMMUTHUPYIOIINX TEMHOBYIO
cranuio doTtocuHTe3a TpolieccoB: ¢dukcauus CO,
npu ¢pyakunonupoBannu PYBUCKO, mmoTok anek-
TpoHOB B OTLI THJIaKOMTHBIX MEMOpPaH U OTTOK TPU-
03 U3 CTPOMBI XJoporacToB. [Ipu aToM pacyer 1o-
TEHIMAJIBLHONW CKOpPOCTHM (YyHKIMOHUpoBaHUs1 PY-
BHUCKO 6asupyercsi Ha IIpeAdCTaBJIECHUM O €€
KOHKYpeHTHOM B3aumojeicteuu ¢ CO, B Xxoae 1UK-
Jia KaneBuHa u ¢ O, B nipoliecce dotoabixanus [37,
45, 106]. CKOpOCTb TAaKOI0O B3aMMOIEICTBUS OIUCHI-
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BaeTCs C MCIIOIb30BaHUEM (hopmanmm3Ma Muxasnm-
ca—MEeHTeH, YTO IT03BOJISIET IOJIYYMTh COOTHOIIIE-
HYE aKTUBHOCTM OKCUT€HAlIMU U KapOOKCUIMPOBa-
HUs B yciaoBusix dyHkunoHupoBaHusi PYBMUCKO B
Ka4yecTBe JIMMUTHUPYIOLIEH cTaguu (POTOCUHTE3A.
I[MorenumanbHass CKOpPOCTb (OTOCUHTETUYECKOTO
MMOTOKa 371eKTpoHOB Yepe3 DTL B kimaccmueckom Ba-
puanTe monenn FvCB ommcheiBaeTcst Kak sMITMprde-
cKkasg (yHKLUSI MHTEHCMBHOCTU OCBelleHus [45,
106], omHaKO MOTYT MCITOJb30BAaThCS U MOAU(UILIM -
poBaHHbIe BapuaHThl onucaHus [87]. [ToTeHLMaNb-
Hasl CKOPOCTb OTTOKa TPHMO3 MOXET OBITh OIMCaHa
KaK MOCTOsIHHAs1 BeauduHa [106], mpu HEKOTOPBIX
moandukanusgx Mmogea FvCB aToT mporiecc He yun-
TeiBaeTcd [107]. YpoBeHb nbIXaHUsI, HE CBSI3aHHBIMN
¢ GOTOCMHTETUYECKUMU TIpolieccaMu  (“TeMHOBOE
npixanue”), B Mmogenn FvCB onuceiBaeTcss Kak Mo-
CTOSTHHASI BeJIMYMHA; (DOTOAbIXaHME OIUCHIBAETCS HA
OCHOBE COOTHOIIEHMSI YPOBHEM KapOOKCHIMPOBa-
HUSI M1 OKCUT€HUPOBAHUS MPpU DYHKIIMOHUPOBAHUM
PYBUMCKO [103]. BaxkHO OTMETUTbH, YTO B HACTOSI-
1ee BpeMsI CyIeCTBYIOT MHOTOYUCIEHHbIE MOAU (M-
kauuu mogeau FvCB. B yacTHOCTH, CyIIeCTBYIOT Ba-
PHMAHT MOJIEJIM C OIIMCAaHNEM aJIbTePHATUBHBIX IIOTOKOB
2JIEKTPOHOB (LIMKJINYECKOIO U IICEBAOLMKINIECKO-
ro), Ha ee ocHOBe pa3paboTtaHbl Mmoaenu C, u C, ¢o-
TocuHTe3a u T.4. [37, 107].

3HaUYNTENbHBIM IpenMyniecTBoM Mmonenan FvCB
SIBJISIETCSI €€ IIPOCTOTa, ITO3BOJISIONIAST aHAJIM3UPO-
BaTh IIPOLIECCHI, KOTOPBIE SIBJISIIOTCS KIIOUEBBIMU 15T
dorocunTeTMyeckoit accumwisinuu CO,. B 0o X)e
BpeMsI CYILLIECTBEHHBIM OrpaHUYCHUEM 3TOU MOJAEIU
SIBJISIETCSI HEAOCTATOYHO JIeTaJbHOE ONMCAaHNE B3an-
MoneiicTBus npoueccos accumwisiiuu CO, ¢ peak-
muamu B ODTL [106]. B yacTHocTH, KilaccudecKast
Bepcus Mmoaenm FvCB He mmo3BosisieT onmcath oopaT-
HOe BJIMSIHUE U3MeHeHul mpoliecca pukcauuu CO,
Ha aktTuBHOCTh OT1I. B uenom, monens FvCB saBns-
eTcst 3 PEKTUBHLIM MHCTPYMEHTOM JIJISI IPOTHO3MU-
poBaHust accumwisiuu CO, B pa3jIMyHbIX YCIOBUSIX,
a Takke IJIs aHalin3a M WHTEPIIPETalluK JTaHHBIX.
B yacTHOCTH, OHA ITO3BOJISIET aHAJIM3UPOBATh COCTO-
STHYE€ pacTeHUW TIpn IeiicTBUM ctpeccoposn [37, 107,
108].

Hpyras rpynna moaeneit PoTocUHTETUYECKOI ac-
cumunsguuu CO, aenaet akiieHT Ha NoApoOHOe OMu-
canue 1npoueccoB B DT, OMOXMMHNYECKUX peaKIInit
dorocunteda g1 C; u C, pacteHuit, B3auMonei-
CTBUSI MPOLIECCOB TEMHOBOW 1 CBETOBOM CTaguu
(B yactHOCTH, Yepe3 KoHueHTpaluu ATP u NADPH),
a TakxXe Ha MOJEIUPOBaHUE PETYJISITOPHBIX MeXa-
HU3MOB (HampuMmep, akTUBalUU (HOTOCUHTETUYE-
CKHMX IMpPOLIECCOB TUOpenokcuHoM) [41, 42, 75, 87,
109—111]. IlpeuMyliiecTBOM MoOJeJelli TaKOro TUIa
SIBJISIETCSI BO3MOXHOCTb aHa/M3a HecTallMOHapHBIX
U3MEHEeHU B X0oJe TepeXoaHbIX MpolieccoB [41], uTo
MO3BOJISIET  aHaJU3UpPOBaTh (HOTOCUHTETUYECKUE
Mpolecchl (BKJOYas UX PEryjsiliiio) U, ONoCpeno-
BaHHO, MPOAYKTUBHOCTb B YCJIIOBUSIX ObICTPBIX U3ME-
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HeHMit ycinoBmit cpenbl. Kpome Toro, 6iaromaps ne-
TAIM3UPOBAHHOMY OIIMCAaHUIO HCCJAEIYEeMBbIX IIPO-
LIECCOB MX MOXKHO HCITOJIb30BaTh KaK TEOPETUYECKUIA
MHCTPYMEHT JIJISI BBISIBJIEHUSI MOTCHIMAIbHBIX “MU-
meHeit” njs uHTeHcudukKauuum QoTocuHTE3a, B
YaCTHOCTHY, IIyTeM MeTa0OJMYeCKOM MHXECHEPpUH U
CO3MaHMS TPAaHCTeHHBIX pacTeHmii [99, 112, 113]. B to
e BpeMS CJIOXKHBIN XapaKTep MOJIEJIEM 3TOM IpyIIbl
3aTPYyIHSIET X MapaMETPU3ALIMIO U TTIOBBILLIAET BEPO-
SITHOCTh HEYCTOMUYMBOTO XapaKTepa HalJIeHHBIX pe-
LIeHUIT TIpy aHanu3e Mmozaeiieii. TakuM odpa3oM, IIpu
pa3paboTKe KOMIUIEKCHBIX MoJeliell HeoO0XOIMMO
cobmoneHune 6agaHca MEXIy ITOAPOOHBIM OIMCaHU-
€M TIPOILIECCOB M HAAEXHOCThIO MapaMeTpu3alii 1
aHaJIM3a MOJIEIM.

6. MATEMATUYECKHMWE MOJEJIU
DOOTOCHUHTES3A, YYUTLIBAIOLIINE
CBETOBBIE ITOTOKU U TPAHCIIOPT CO,
HA YPOBHE KJIETOK,

TKAHEHN U JIMCTA B LIEJIOM

B mnpenpioymux pasgenax ObUIM pacCMOTPEHBI
MMPEUMYILIECTBEHHO “TOYeYHbIe” MOACIU WJIN MOJE-
JI1 C ONMCAHWEM IIPOCTPAHCTBEHHOTO (hakTopa B
OYeHb OrpaHMYEHHOM MaciuTade (y4acTKU THJIAKO-
WIHOII MeMOpaHbI, XJIOpoIUlacThl U T.n.). OmHako
MpoTeKaHWe (POTOCUHTETUIECKHUX IIPOIIECCOB MOXKET
XapaKTepU30BaThCs CYIIECTBEHHOI HEOTHOPOIHO-
CTbIO B OOJIbIIEM IIPOCTPAHCTBEHHOM MaclTabe.
OHa MOXKeT OBITh CBSI3aHa C IIPOCTPAHCTBEHHOM He-
OTHOPOIHOCTBHIO B CTPYKTYpe KJIETOK M JIMCTAa, pa3-
HBEIM COAepXKaHUEM TMHUIMEHTOB, OCOOEHHOCTSIMU
PacHoI0XEHHS XJIOPOILIACTOB, a TAKXKE C Pa3IMIHOMN
nocrynHoctbio CO, (BciiencTBUE pa3IMYHOrO pac-
CTOSIHUSI 1O YCTHUII) Wiu cBeTa [114—116].

OnHUM U3 HalpaBJeHU MoaeaupoBaHusl ¢oTo-
CUHTE3a, YUYUTHIBAIOIIUM IPOCTPAHCTBEHHBIN (ak-
TOD, SIBJISIETCS ONMcaHue nMpoduiieit pactipeneneHus
CBETa MO TOJIIMHE JucTa. Takue npoduin Moaean-
PYIOTCSl HA OCHOBaHUU OTMCaHUs MOTJIOIIeHUs, pac-
CesIHUSI Y MPOITYCKaHUsI CBETa pa3IMYHBIMU CIIOSIMU
JIUCTA B 3aBUCUMOCTH OT YCJIOBUIT OCBellleHUsT (OCBe-
lIeHUe ¢ abaKcuajibHOM U/WU agaKCUajbHOM CTO-
DOHBI, pa3Hasi UHTEHCUBHOCTh CBETa W Jp.) U HUC-
MOJIL3YIOTCS MPU MOJAEJIUMpPOBaHUM Tipoduist GhoTo-
CUHTeTHUYEeCKUX IpolieccoB [114, 116, 117]. Monenu
9TOI T'PYMITHI MO3BOJISIIOT OLIEHUTDh 3(h(EKTUBHOCTh
[116] u BasioByI0 cKOpOCTh [114] (poTOCHMHTE3a B pa3-
JIMYHBIX CJIOSIX JINCTA, a TakKXe OLIEHUTh CBETOBBIC
orpanndeHus Wit ¢pyHkuronuposanus OTL [117].

Jpyrum HarpaBJIEHIEM MOIEIMPOBAHUS SIBISICT-
cs onucaHue MexaHu3moB nepemeleHuss CO, BHYT-
p¥ TUCTa, KOTOPOE 3HAYMTEIBHO BAUSET Ha 3(pdeK-
TUBHOCTb accuMmiisiiyu [ 105]. BaxkHO OTMETUTB, UTO
CTPYKTypa JIMCTa OYEHb HEOOHOPOAHA M BKIIOYACT
MHOXECTBO IIEPEXOJ0B MEXIYy BO3AYIIHOIM, BOTHOM
W JIMTINOHOM cpenoit [115], mpu 3ToM OOIBIITOE KON -
yecTBO MeMOpaH, 3HauyMTeJbHasl TOJIIMHA KJIETOY-
Ne 1
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HBIX CTEHOK U IJIOTHOE TIPUMbIKAHUE KJIETOK APYT K
JIpYyTy 3HAYUTENBHO YCIOXHSET npoxoxiaeHue CO,
K xjoporuiactaM. TpaHncniopt CO, 4acTo ONMUCHIBAET-
Ccsl Ha OCHOBE ITOCJIEIOBATEIbHBIX 3KBUBAJICHTHBIX
BJIEKTPUUYECKUX lieTeil, MpoBOAUMOCTh Me3oduia
onpeaelsieTcss Kak (PYHKIUSI IIPOBOIMMOCTEM KJle-
TOYHOI cTeHKU 1 MeMOpaH [31, 32], muToIuiazMsl 1
KOMITapTMEHTOB KJIETKM [115], a Takke ycTeun [44,
87]. CtpyKTypHBIE OCOOEHHOCTH KJICTOK Y KOMIIApT-
MEHTOB, OTIEJIbHBIX CJIOEB I10 TJIyOMHE JINCTA, a TaK-
>K€ BO3IYIIHbIC TOJIOCTU BHYTPU Me30duiiia sSBsi-
IOTCSI TOITOJTHUTENBLHBIMU (haKTOpaMU, BIUSIOIIMMU
Ha TpaHcnopT CO, [33, 104]. Takue Momeau MOTYT
TaKke YJIUTHIBaTh B3amMmorpeBpaienus CO, u

HCO; u ux nepeHoc Mexay LUTOILIA3MOM, XJIOpPO-
mactamu [31—33, 116], Bakyosbio [118] 1 MUTOXOH-
npusmu [31]. BaxkxHO OTMETUThH, 4TO OOJBIIMHCTBO
MoJieJieli 3TOM T'PYIIbl OMUCHIBAET OOJIBIIIOE YMCIIO
KJIETOK, KaX/1asi U3 KOTOPbIX BKJIIOYAET YIPOILIEHHOE
ONMCaHME acCCUMWIIIMM M Abixanus [31, 104, 114,
116—118].

AHaJn3 MoJielieii 3TOi TPyl TOKAa3all PsI BaxK-
HBIX pPe3yJbTaToB. B yacTHOCTH, BBISIBJICHO, UTO IS
(OTOCUHTETUUECKUX TMPOLIECCOB  CYIIECTBEHHYIO
pOJIb UTpaeT COOTHOIIEHUE TUIOIIAAN XJI0POILIaCTOB
1 MeMOpaHBI KJIIETKU, a TaKXKe IPOCTPAHCTBEHHOE
pACITIOJIOXKEHHE U YTOJI ITOBOPOTa XJIOPOMIacToB [31,
33]. IpyruM JITUMUTUPYIOIINM (POTOCHMHTE3 (PaKTO-
poM gBiisieTcs npoBoauMocTb Wist CO, y pa3HbIx a3
(BOAHOI M IMIIUIHOI) 1 KOMITapTMEHTOB [32], a Tak-
xke notepu CO, B xone TpaHcnoprta [31]. Eme onHuMm
¢dakTopoM, MOJOXKUTEIHLHO BIUSIOIIMM Ha TpaHC-
nopt CO, u HOTOCUHTE3, MOXKET BBICTYNATh aKTUB-
HOCTb KapOoaHruapassl |31, 33, 118], Tak Kak TpaHC-

nopt CO, u HCOj B iucte MoxeT paznuyatbes [115].
DTU pa3Inyus MOTYT TaKkKe JieXKaTb B OCHOBE BJIMSI-
HUsI Ha (POTOCUHTETUYECKME MPOLECChl pa3HOM aK-
TUBHOCTM IIPOTOHHOM IIOMOBI ILIa3MaTHYECKOMN
MeMOpaHBbI (M CBSI3aHHBIX C 3TUM Pa3JIMYHBIX 3HAUYE-
HUli BHyTpH- 1 BHeKieTouHoro pH) [119]. Takue pe-
3yJIbTaThl MOKA3bIBAIOT 3HAYUMOCTb JJII (DOTOCUHTE-
3a OTIEJIbHBIX KOMIIOHEHT IIPOBOAUMOCTU Me30(DUII-
Jia st CO, ¥ BBISBISIOT KJIIOUEBbIE KOMIIOHEHTHI, B
YAaCTHOCTY OHU ITO3BOJISIIOT TEOPETUYECKHN OLICHUTh
posab tpaHcnopta CO, uyepe3 CUCTEMbl aKTUBHOIO
TpaHcOoOpTa WX akBarmopusbsl [31, 32, 115, 120].
AHanu3 Mogmelieil MoxXeT OBbITh MCITOJBb30BaH MpU
pa3paboOTKe MEXaHM3MOB YIIyJIIeHUs (POTOCUHTE3a 1
MMPOIYKTUBHOCTU PACTCHUM (HArpuMep, IIyTeM CO-
30aHUSI TEHETUYECKU MOAU(MUIMPOBAHHBIX pacTe-
HUIi1, TPOBOAUMOCTh Me3oduiuia KoTopbix st CO,
oynet ynyuiieHa) [115, 120].

B uenom, ¢poTocuHTETUUECKHE MOIECIN, KOTOPHIE
YUYUTBIBAIOT TaKWe KPUTWYHBIE IS (POTOCUHTE3a
daxkTopnl, KakK pacropenciecHUEe WHTEHCUBHOCTHU
ocBerieHusT 1 KoHeHTpaunu CO, B IIPOCTpaHCTBE
JMcTa, 00JIaJaloT 3HAYNTEIbHBIM MOTEHIIMATIOM JIST
MnporHo3upoBaHus accuMunsguuu CO, U TpoOayKTUB-
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HOCTHU MPU PA3IMYHBIX PEXMMAX OCBEIICHUS, MO -
dUKaM KOHUEHTpAlUU YIJISKHUCIOro rasa WIn
IeicTBUM CcTpeccopoB. B yacTHOCTH, Takue Moaeau
MOTYT CTaTh MHCTPYMEHTOM JIJISI TEOPETUYECKOTO I10-
KCKa OITUMAJbHBIX YCJIOBUI [Jis1 BhIpalllMBaHUS
CeJIbCKOXO3IMCTBEHHBIX PACTeHUI M UHTeHCUUKA-
LIUM WX IPOITYKTUBHOCTH.

7. MATEMATUYECKHWE MOJEJIN
DOOTOCHUHTES3A, YUYUTBIBAIOLIIUE
Er0 BBAUMOJAEWCTBUE C IPYTUMU
DOU3NOJIOTNMYECKHWUMU TTPOLIECCAMUA

CrenyomyM BaxKHBIM IIIaroM B HallpaBiIeHUU 00-
Jiee KOMIUIEKCHOTO MOIEIMpPOBaHMUs (POTOCHMHTE3a
SBJISIETCS pa3paboTKa MaTeMaTUYECKUX MOMAEJIeH,
YUYUTHIBAIOLIMX B3auMOJelcTBUE (POTOCUHTE3A C
JIPYTrUMHU (PU3NOJIOTUYSCKUMMU IIPOLIECCaMU.

VaureiBast, 910 GOTOCUHTES SIBISIETCS KIIOUYEBBIM
IPOLIECCOM B MeTab0JIM3Me PaCTUTEIbHOM KJIETKHU, B
HacCTOsI1Iee BpeMsl aKTHBHO pa3pabdaThIBalOTCSI MOAEC-
JI1 pOTOCHHTE3a, OCHOBAHHBIE HA KJIAaCCUYECKOM X1 -
MUYECKON KMHETHKE, KOTOPhIE OMKCHIBAIOT ITOCTIE-
JyIolllee MCIOJIb30BaHMEe (POTOCUHTETUYECKUX IIPO-
JIYKTOB B CUHTE3€ IIMPOKOIO CIIEKTPa COCTMHECHUIA.
B yactHOCTHU, MOAEAM OMUCHIBAIOT CMHTE3 aMUHO-
KUCJIOT (HaripuMep, CEpUH U TJIULIMH) WIA MOHO- U
MmojucaxapuaoB (BKJIIOYasi MajaT, caxapoldy, Kpax-
Manuap.) [41, 42,44, 87, 103]. Kpome Toro, rmpu Mo-
JIeTMPOBAHUM MOXKET OIMChIBATHCS JAIbHEMIIIee 1C-
noan3oBanre porocuHTeTndecknx ATP 1 NADPH B
Ka4yecTBE UCTOUYHMKA SHEPIUM ST APYTUX OMOXUMU-
yeckux peakuuii [41, 42, 103]. CylluecTBYIOT TakKxKe
MOJIeJIU, OTIMCHIBAIOIINE BOCCTAHOBJIEHNE HUTPUTOB
KaK KOHKYPEHTHBII IIpoliecc AjIs CUHTe3a Kpaxmalia,
KOTOPHBIN IIPUBOAUT K MOTpediieHno 3-gocdormm-
neparta, 3JIEKTPOHOB ¢ (peppenokcuHa u ATP [41, 87].
Mopnenu 5Toii TpynIibl TMO3BOJSIIOT TEOPETUYECKU
OLICHUTh POJb (DOTOCUHTE3a B IMOIAEPKAHUS COOT-
HouieHus1 C/N B paCTUTENbHBIX TKaHSIX (B 4aCTHO-
CTH, aHAJIM3UPOBATh CBSI3b CHIDKCHUSI TOCTYITHOCTU
a3oTa IJIs pacTeHUIl C YMEHbBIICHUEM aKTUBHOCTU
¢doTocuHTE3a, a TAKKE IIPOTHO3MPOBATH BIMSIHUE OT-
TOKa (POTOCUHTETUYECKUX TPOAYKTOB HA aKTUB-
HOCTh (pOTOCHMHTE3a) M MPOAYKIIMOHHBIN Mpolecc
[41, 42, 87, 103].

JlpyruM BaKHBIM HaIIpaBJIeHUEM “paciIMpeHus”
(OTOCMHTETUYECKUX MOJIENE SIBISIETCSI OMMCaHUe
rpoliecca IbIXaHusl, KOTOpoe Hapsiay ¢ ¢OTOCUHTE-
30M SIBJISIETCSI OJIHUM M3 OCHOBHBIX MCTOYHUKOB
SHEPIUM, a IPU CTPECCOBBIX YCIOBUSIX MOXET Me-
HSITHh CBOIO aKTUBHOCTH [121]. B HaubGonee nmpocrom
BapMaHTEe CKOPOCTb TEMHOBOIO IBIXaHUS MOXKET
OBITh OMMCaHa KaK MOCTOSTHHAS BeJIMUnHa [45], mpn
5TOM MOTYT TaKXXe YYUTBIBAThCS TTOTIPABKU Ha 00beM
MUTOXOHApUIA 1 xyoporuiactoB [31]. CyllecTBYIOT U
0oJjiee CIOXHBIE MOJIEIM, YYUTHIBAIOIIME OOJbIIce
yuciio KoMmoHeHT [122, 123]. B wactHoctu, Buckley
n Adams [124] pa3paboTann cTallMOHAPHYIO MOJIEb,
BKJIIOYAIOIIYIO OTMCAaHNE MPOoIecCOB (POTOCUMHTE3A,
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IbIXaHWs 1 (DOTOABIXaHMS; IIPU 3TOM IIpearojiaraeT-
Csl, 4TO IIPOAYKTHI METa0OIM3Ma OIIPEACISIIOT CKO-
pOCTB 3TUX ITpo1ieccoB. PazpaboTanHass MOIesb MO3-
BOJISIET OLICHUTH BKJIAM JbIXaHUS B 9HEPreTUYECKUIA
OajlaHC ¥ MOTpeOIcHUEe NPOAYKTOB (POTOCHHTE3a, a
TaK:Ke BBIIBUTH BO3MOXHEIC MEXaHMU3MbI CHDKECHUS
aKTUBHOCTHU AbIXaHUS IIPU OCBelleHUU. B mMomessix
¢oTOCHMHTE3a MOXKET TaKXKe YYMTHIBAThCS IIPOIIECC
doroabixanusa. B nmpocTteix BapuanTax Moneau [106]
OHO MOXET OBITh OITMCAHO Ha OCHOBE YpaBHEHUS IS
COOTHOILIEHUSI CKOPOCTeil (poToCMHTE3a U (POTOIbI-
xaHus1. B pabore Laisk ¢ coaBropamu [41] peanu3oBa-
HO [AeTaJIM3MpOBaHHOE omnucaHue (OTOAbIXaHUE,
YYUTBIBaIOIIee OajaHC BelllecTBa M SHeprum. Eie
OoJice IEeTAIM3MPOBAHHON SIBJIIsIETCS Mopdeab Zhu ¢
coaBTopamu [42, 103], B KOTOpOiIl AOMOIHUTEIBHO
ONUCHIBAETCS TPAHCIIOPT YYaCTBYIOIIUX B (POTOIBI-
XaHUU COeOUHEHUT yepe3 MeMOpaHbl. Takue TpaHc-
MIOPTHBIEC MPOLECCHI SIBISIIOTCS BaXKHOM COCTaBIISTIO-
e perynsaunuu (poTOCHMHTE3a, ITOCKOIBKY obecIie-
YUBalOT OTTOK TPMO3 M3 XJIOPOIUIACTOB; OMNKCAHUE
3TUX MPOLIECCOB MOXET 3HAUMTEJILHO MOBBICUTH 3(h-
(EeKTUBHOCTh ONUCaHMsI (POTOCUHTE3A B CTPECCOBBIX
YCIIOBHSIX.

Eme onHoii BaxHOII 3agadyeil MoOOEIMpPOBaHUS
¢doToCcHHTE3a SIBIISIETCS OIMCAaHME B3aMMOIEHCTBUSI
ycrbull M (poTocuHTe3a. [1py 5TOM BaXKHO OTMETUTH,
YTO YCThHUIIA YYACTBYIOT B KOHTPOJIE€ (DOTOCUHTETH-
YeCKUX IpolieccoB (obecrieynBasi HEOOXOIUMBI s
doTtocuHTe3a nputok Boabl U CO,); ¢ Apyroii cTopo-
HBI, IpOoTeKaHWEe (POTOCMHTETUYECKMX IIPOLIECCOB
SIBJISIETCSI HEOOXOIMMEIM YCJIOBUEM IJIsI pPabdOThI
yerbull [125]. Mopenp Kim u Lieth [126] o6beguHsieT
KJIaCCMYECKME MOJIEIN acCUMWISILINM [45] 1 onnca-
HME TPOBOAMMOCTU YCThULl U Me3zoduana [127].
IToka3zaHo, 4TO Takasi MOJE/Ib XOPOIIO OIMCHIBACT
3aBucuMocTh akTuBHOCTM PYBMCKO 1 OTL xmo-
pOIIACTOB OT TeMIlepaTyphbl, a TakKxXKe BO3paCTHBIC
W3MEHEHUST aCCUMIWISILIMM JIUCTheB. [Ipyrass Mmoneinb
[128] ommupaeTcst Ha TMApPOMEXaHMYECKOE OMUCaHUE
BJIMSIHUS TABJICHUSI HA MPOBOAUMOCTh yCThull. I1pu
3TOM IIPEAITOJIaracTcsl, YTO0 OCMOTUYECKUIA TPaIuCHT
yepe3 MeMOpaHbl YCTbUYHBIX KJIETOK OIIPEACIISIeTCS
KoHLeHTpauueil B Hux ATP u TypropHbIM naBieHU-
€M COCEIHMX 3MHUIepPMaIbHBIX KJIETOK; KOHIICHTPA-
st ATP BeicTymmaeT B Ka4ecTBe CBSI3YIOIIETO 3BEHA
MEXIY COCTOSIHUEM YCThUIL U (DOTOCUHTETUYECKUMU
npolieccaMy (OIMCaHHLIMY Ha OCHOBaHWUM KJIacCU-
yeckoii moaenu accumwisitiuu CO, [45]). CyiiectBy-
0T MOAU(UKAINUA TUAPOMEXaHMYSCKON MOMACIH,
onucwiBatoiue C, paCTeHUS U yYUTHIBAIOIIE BO3-
MOXHOCTb OI'PaHUYEHHOTO TI0JINBa pacTeHuit [129].
ITono6HBIE MOIEN MOTYT OBITh MCITOJIB30BAHBI IS
aHanm3a poar (GOTOCHHTE3a B IOTPEOJICHUM BOIBI
pacTteHueM, JISI OLIEHKU aCCUMMJIISLIUM U IPOAYK-
TUBHOCTHU B YCJIOBUSIX TMMUTUPOBAHUS (DOTOCUHTE3a
BOJIHBIM peXXuMoM, coaepxxanueMm CQO,, cocTosiHueM
YCTBUYHOTO amIiapara Wik aKTUBHOCTBIO (DepMEHTOB
nnkita KampBuHa [125]. JdeTammM3mpoBaHHOE OMMCA-
HHUE B3aMMOACHCTBUS YCThULl U (POTOCUHTE3a OBLIO
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peaimm3oBaHo B Moaemm OnGuard [44, 130]. Takaga
MOMEJb OMUCHIBACT U3MEHEHUST OTKPHITOCTU YCTBUIL
KaK (QYHKIWIO X 00beMa, KOTOPBIA 3aBUCUT OT
(GYHKIIMOHMPOBAHUS CHUCTEM MOHHOIO TpaHCIOpTa
IUIa3MajieMMBI U BaKyOJIM U OT aKTUBHOCTU CUHTE3a
OCMOTHYECKM aKTUBHEIX caxapo3bl M MajiaTa B XOJE
¢dotocuHTE3a (a TAKKE OT MX B3aMMOIIPEBPAICHUS ) ;
KpOMe TOro, B MOICIHM YYMTHIBAIOTCS OydepHBIC
CBOIiCTBa MaJjaTa IJisl IIPpOTOHOB. B psime padboT Mo-
nenb OnGuard 6b11a MCIOJIB30BaHA IJTST aHAJIUM3a PO-
JIA TPAHCIIOPTHBIX cUcTeM (B yacTtHocTv, K'-KaHa-
q0B) [131, 132] u H™ u Ca?*-curnanunra [132, 133] B
peryngonn yereni. B 1ietom, monear OnGuard mo-
2KeT OBITh TOITOJTHEHA JIeTaJIM3MPOBAHHBIM OMUCAHU -
eM (OTOCUHTE3a U MPOAYKIIMOHHOTO Mpoliecca, YTo
OTKPBIBAET IIUPOKHUE BO3MOXHOCTH JJIsI CUMYJISIIIIA
STHUX IIPOIIECCOB B pA3IMYHBIX YCIIOBMX [125].

CyLUeCTBYIOT Y IpyTryMe HAIpPaBJICHUSI MOAEIUPO-
BaHUS (poTtocuHTe3a. B yacTHOCTHM, 3HAYMTEIBHBIN
WHTEpEC MNPEACTaBISIIOT MaTeMaTU4ecKue MOJMIENH,
ONUCHIBAIOIIE B3aMMOACCTBUE (HDOTOCUHTETUYC-
CKMX MpPOLIECCOB C TipolleccaMu curHaiauHra [119,
134]. Ilpu 3TOM M3 3KCHEPMMEHTOB M3BECTHO, Ha
(OTOCHMHTE3 MOTYT OKa3bIBaTh BIMSIHIE CUTHAILHBIC
MPOLIECCHI, TPOUCXOASIINE B IPYTUX KOMIApTMEH-
Tax KJIeTKM (Harpumep, casuru pH [27, 28], usmene-
HMS KoHUeHTpauuu Ca?t [135] wim pacrpocTpaHe-
Hue MerabonuToB [136] B muroruiasme). Takue pe-
3yJIbTaThl JEJAlOT AaKTyaJlbHbIM MOJEJIMPOBAHUE
PETYISITOPHOTO BIMSIHUS Ha (DOTOCUHTE3 IIPOILIECCOB,
IIPOTEKAIOIINX B OTIAJIEHHBIX OT XJIOPOILIACTOB KOM-
napTMeHTax. B HacTosIee BpeMs CyIecTBYIOT JIUIIb
OTpaHMYEHHOE YUCJIO MOJIEJIEN TAKOM IPYIIIbl, KOTO-
pbie MOTYT OINUMPAThCSl Ha MPOCTHIE PErPECCUOHHbBIE
ypaBHeHUs1 [134], Ha ommcaHue pacIpOCTpPaHEHUS
PETYISITOPHOIO COCIMHEHMS B MTOTOKE LIMTOILIA3MbI
[136], a Takke Ha Gosee AeTaTUu3UPOBAaHHbIE MOACIU
BMsAHUA akTuBHOCTU HT-ATP-a3el u Ca’’-kaHayioB
I1a3mMajeMMbl Ha TotpebaeHue CO, kinerkoit [119].
B 11enoM, momoOHbIE MOAEIM MOTYT CTaTh OCHOBOIA
JUIST IPOTHO3UPOBaHUS (POTOCUHTE3a U IIPOAYKTUB-
HOCTHU B YCJIOBHUSIX aKTUBALIMM Pa3JIMIHBIX CUTHAJIb-
HBIX CUCTE€M; OHAKO, UX 3TO HaIlpaBJICHUS MO~
poBaHus (pOTOCUHTE3a TPEOYeT NaIbHEMIIIEro pas3-
BUTHUSL.

OTnenbHO MOXKHO BBIOSJIUTH MOJIENIN, KOTOPBIE
CBSI3BIBAIOT (DOTOCHMHTETUYECKUE IIPOLIECCHI C IIpHU-
pPOCTOM OMOMACChl pacTeHMIA, T.€. C UX IPOITYKTUB-
HocTthio [50, 137—140]. Ilpu s3ToM ommcaHue poTo-
CUHTE3a B TaKMX MOJEJSIX MOXET 3HAUUTEIbHO Ba-
pbupoBaTh (or momudukaunit FvCB [137, 139] nmo
MaKCHUMAaJIbHO YIIPOIIEHHBIX AMIIMPUYCCKUX ypaB-
HeHuii [140]). [Tomumo oToCHHTE3a, MOIEIN STOM
TPYMITbl MOTYT YYUTHIBATh TPAHCITMPALIMIO, AbIXaHUE,
a30THBIN 0OMEH, TPAaHCTIOPT ACCUMUJISITOB U Ipyrue
npouecchl [50, 137, 139, 140]. MonenupoBaHue pocTa
¥ YBEJIMYEHUST OMoMacchl 0a3MpyeTcst Ha OIMCaHUU
pacnpenelieHrsI CHHTE3MPOBAaHHBIX YIJIEBOIOB MEX-
Iy opraHamMu pacteHus (KopeHb U ctedeb) [137] uau
Ne 1
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BJIEMEHTAPHBIMU CTPYKTYPHBIMU 3JIEMEHTAMM pac-
TUTEabHOrOo opranmsma [140], Takke ydMTBIBacTCS
HaKOIUIEHME OPraHUYeCKUX COCIMHEHUM U UX pac-
X0l B XOle JObIXaHWs. Moleau 3TO I'PyHIIbl MOTYT
OBITb HEMOCPEACTBEHHO MCIIOJIL30BaHBI JJIsl OLICHKU
MPOIYKIIMOHHOTO TIpolecca MPpU Pa3IMYHBIX YCIIO-
BUsX cpenbl. KpoMe Toro, Takue Moaen XOpoIio UH-
TETPUPYIOTCSA B 00Jiee CIOXKHBIC OMUCAHUS, YIUThI-

99

BarolIye “HagopraHU3MEHHBIN” YPOBEHb.

8. MATEMATHUYECKHWE MOJEIN
OOTOCHUHTE3A, YYUTBIBAIOIINE
“HAOJOPTAHU3MEHHbBIN” YPOBEHb

PaccMoTpeHHBbIE BBIIIIE MOJIEIN TTIPEUMYIIIECTBEH -
HO HaIllpaBJieHbl Ha aHAJIM3 Pa3JIMYHBIX acIIeKTOB (ho-
TOCUHTE3a HAa YPOBHE OTIEJIbHOTO pacTeHus. OnHaKo
B €CTECTBEHHBIX YCJIOBUSIX (POTOCUHTE3 U MPOAYKIIM-
OHHBIN MPOLIECC PACTEHUI MOTYT 3aBUCETh OT B3au-
MOJEHCTBUS PaCTEHUM APYr C APYTOM, APYTUMU
XKWBBIMUW OpraHU3MaMu U ¢ 6uotonoM [51], T.e. ak-
TyaJIbHOI SIBJISIETCS 3allaya Io pa3paboTke MaTemMa-
TUYECKNX MoJIeneit ¢poTocHTEe3a “HamopraHNu3MeH-
HOTO” YpOBHS.

Cpenu Takux Mojesieil BaXKHYIO poJib UTPAIOT Ma-
TeMaTu4yecKue MOoeu, ONrchiBatole (pOTOCUHTE3
B pacTUTEILHOM MHoKpoBe [141—149], npu 3TOM OC-
HOBHOE BHUMaHHe OObIYHO YAessieTCs pacnpocTpa-
HeHUIO cBeTa. Takoe onucaHue MOXET BapbUpPOBaTh
OT YyCPEeTHEHHBIX Mopesieil (TTIOKpOB KakK “OO0JIbIION”
JIUCT, CepUsT PACTOJIOXEHHBIX TTOCIEI0BATEILHO JIU-
CTbEB WJIM COYETaHHWE OCBEIIEHHBIX M 3aTeHEHHBIX
JCcTheB) [ 146, 149] mo MCTIONMB30BaHMS BUPTYATbHBIX
MOJIEJIEU PACTEHUMN C PEATUCTUYHOM T€OMETpUEN U
OINMMCaHUEM KOHKPETHBIX TPaeKTOPUU pacmpocTpa-
HeHud aydeii cBeta [144, 145, 150]. B HekKoTOpBIX
MOJIEJISIX MOXET YYMTHIBATbCSI HEOOHOPOMAHOCTb B
MOKPOBE IPYTrUX 3HAYUMBIX 1JIs1 (DOTOCUHTE3a Ta-
paMeTpoB (HarpuMep, Temrepatypsi [146]). st Mo-
nenupoBaHust (DOTOCUMHTETUYECKUX ITPOLIECCOB JIU-
CTa LIMPOKO HUCIIOJIb3YETCS KJIacCUYecKasi MOMAEb
FvCB [141, 142, 149, 150]. OnHako MOryT OBITh TaK-
>K€ WCIIOJb30BaHbl KakK TIPOCTbIE SMMIUPUYECKUE
onucaHus [141], Tak u AeTanU3MpoOBaHHbIE KUHETH -
yeckrue MoJeau (POTOCUHTETUUYECKUX TPOLECCOB
[147]. ITomumo ommcanusa (POTOCUHTE3a MOACIU
3TOI rpynIibl MOTYT OMUCHIBATh W JPYTU€ MPOLIECCHI
(HampuMep, a30THBI MeTa0OJMU3M, PEryssiiuio aK-
TUBHOCTU YCTBUII, TPAHCIIOPT aCCUMWISITOB U Jp.)
[144, 148, 149]. B uenom, aHaIu3 MoaeJieii, OIMCHI-
BalolMX (OTOCUHTE3 B PACTUTEJIHLHOM IMOKPOBE,
MO3BOJISIET BBISIBUTh MPUHIIMIIUATIBHO HOBbIE MeXa-
HU3MBbI PETYISIUMNA POTOCUHTETUUYECKUX TTPOLIECCOB
[142, 147, 148], koTOopble MOTYT OKAa3bIBaTh CYIIE-
CTBEHHOE BJIMSTHUE Ha MPOAYKILIMOHHBIN Mpoliecc U
YCTOMUUBOCTb paCTeHUI B €CTECTBEHHBIX YCIOBUSIX.
B yacTHOCTH, MOKHO OTMETUTD BBISIBJIEHE BO3MOX-
HOCTU CTUMYJISILUU accuMuisiuiny CO, Mpu CHUXe-
HUM KOHLIEHTpanuu xjaopodmuia [147], oOHapyxke-
HYe€ CBSI3U TAKOTO BJIMSIHUS C paclipe/ieIeHUeM a30Ta
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[148], omenky BIugHUS (GIYKTyalllnidi MHTEHCUBHO-
CTU OCBEIICHUSI HA aCCUMWISIIUIO PAaCTUTEIbHOTO
nokposa [151] u T.1.

Crenyrwolast rpymnma “HagopraHM3MEeHHBIX” MO-
neneit hoKycupyeTcs Ha ONMCAaHUM €CTECTBEHHbBIX U
MCKYCCTBEHHBIX aKocucteM [51, 137, 152—155], mac-
mTad MOJEIUPYEMON 3KOCHUCTEMBbI MOXET CyllIe-
CTBEHHO BapbUpOBaTh (BIUIOTh 0 TNIAHETAPHBIX MO-
neneit). Takue Momenud B 3HAYMTEJIbHON CTeNeHU
OIMUPAIOTCSl HA OMMCAHHBbIC B MIPEAbIAYIEM pas3iese
MoAeau MpoayKIMoHHOro mponecca [50, 137—140,
144], kpoMe TOTO, OHM MOTYT YIUTHIBATh 3((DEKTHI,
CBSI3aHHBIE C PACIIPOCTPAHEHUEM CBETA B PACTUTE b~
HOM MoKpoBe. OCOOEHHOCTBIO TAKUX MOAENEH SIBIISI-
eTcsl onrcaHre B3auMOJEMCTBUSI PACTEHUI C APYTH-
MU XVBbIMU OpraHU3MaMU (HampuMmep, MOYBEHHBbI-
MU MMKpPOOpPraHM3MaMu) WU/Wid ¢ KOMIIOHEHTaMu
omotona [51]. B oTmenbHBIX ciydassx MOIEIHN 3TOM
IPYIIbl MOTYT WMMETh Y3KOCIEeUUaTUu3upOBaAHHbIN
XapakTep (Halpumep, MoJeupoBaHue QYHKIIMOHU-
poBaHUsST (DUTOKOMILIEKCA IJISl BbIpalllMBaHUSI KOH-
KpPETHOTIO copTa pacteHuii [154]). BaxkHO OTMETUTBD,
YTO B CBSI3W C BBICOKOI NMPUKIIATHONH 3HAYUMOCTBIO
9TOM KaTeropum Mojeleil (CenbCKoe XO3SICTBO,
9KOJIOTUS) IS MX peain3alliy K HacTOsIIEMY Bpe-
MEHM CO3JaHO 3HAYMUTEJIbHOE KOJUYECTBO IIPO-
rpaMMHBIX MHCTPYMEHTOB (CM., Hampumep, o030p
[51]), koTOpBIE MOTYT OBITH MPUMEHEHBI IJISI TPOTHO-
3UPOBAHUS MPOAYKTUBHOCTU OINPENEJeHHbIX BUIOB
pacTEeHU B yCJIOBUSIX KOHKPETHBIX OMOTONOB. B TO
K€ BpeMS IIMPOKOE KCIOJIb30BAaHUE YIPOIIEHHBIX
OIIMCAaHM B OTOI IpyIire MojJejeii MOXET CO31aBaTh
oInpeaeJeHHbIe OTPaHUYECHUS JIS1 UX TIPUMEHEHUS 1
CHMXATh 3P(HEKTUBHOCTH IIPOTHO3UPOBaHUSI [156].

9. BAKJIIOYEHUE

AHai3 COBPEMEHHOM JIMTepaTyphbl, MOCBSIICH-
HOM MaTeMaTU4eCKOMY MOACIMPOBAHUIO (POTOCUH-
Te3a, I0Ka3bIBaeT, UTO CYIIECTBYET 3HAYUTEIbHOE
YUCIIO Moneneil (POTOCHMHTETMYECKUX MPOILIECCOB
Pa3IMYHOrOo ypOBHS (OT OMMCAHMS MOJIEKYISIPHBIX
B3aUMOJCHCTBUII B TWIAKOMAHBIX MeMOpaHax —
JIo MofieJielf Ha YPOBHE 1I€JIOT0 pAaCTeHUSI U IKOCU-
CTEMbI), KOTOPBIC ONMPAIOTCS Ha PasjIMYHYIO CTe-
IICHbB JIeTaJIN3al1 OITMCAaHUS UCCIIEAYEMBIX IIPOLIEC-
coB (psi1 0ocOOEHHOCTEN onucaHus MpuBeneH Tabi. 1).
Pazmanbie TMITBI MOJIEICH MOTYT OBITH UCITOJIL30BA-
HBI 1JI IMIPOTrHO3UPOBAHUA IMPOAYKTUBHOCTU pacTe-
HUI, i1 OLIEHKU HapyLIeHU (DOTOCMHTETUYECKUX
IIPOLICCCOB IIPU IEMCTBUMN CTPECCOPOB, IJISI BbISIBIIC-
HUS IOTeHIUAIbHBIX MyTel yIydiIeHus: (QOTOCUHTE-
3a U JJIsi MHTepIpeTaluy JaHHBIX MOHUTOPHUHTA CO-
CTOSTHUS pacTeHunii. B To ke BpeMst 0030p ITOKa3bIBacT,
YTO MHOXECTBO pa3paboTaHHBIX MOJIEJIEN HarpaBie-
HO Ha pellleHre YaCTHBIX MpoOdJieM MpU HCCIIeI0Ba-
HUU (POTOCUHTE3a; HAIIPOTUB, MOICIU BBICOKOTO
ypoBHSI (Momenn (OTOCHMHTE3a W IIPOAYKIIMOHHOIO
Ipoliecca Ha YPOBHE 1IE€JIOTO PaCTEHUS, PAaCTUTEIIb-
HOT0 MOKPOBAa MJIM 9KOCUCTEMBI) OIIMPAIOTCS Ha 10-
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CYXOBA u np.

Taoauua 1. HekoTopble 0cOGEHHOCTH MOIETMPOBAHUS (DOTOCUHTETHUYECKIUX TTPOLIECCOB Pa3IMYHOTO YPOBHS B YCIIOBUSX
OINUCaHUsI B Pa3HOM CTENEeHU AeTATU3UPOBAHHOCTHU

Monenupyemblii
Tpoliecc

YapouieHHOe
oIrcaHue

Omcanue
C IIPOMEXKYTOUHOI
neTajr3anuein

HCTaJ'[I/I3I/IpOBaHHOC
OITMCaHUEC

IMTocTymieHnue cBeta
B (DOTOCMHTETUYECKIIA
armapar

MHTEeHCUBHOCTB CBETa OMK-
ChIBAeTCS KakK IMOCTOSTHHAs
BeJIMUMHA, 0e3 yyeTa pac-
MpeneJIieHUsI CBeTa B TOJIIE
JINCTA WJIM B PACTUTEIILHOM
nokpose [72, 78, 79, 81, 91]

OnuckiBaeTcs pacnpenese-
HUE NHTEHCUBHOCTHU OCBE-
IIeHus B ToJie jaucTa [117]
WY paCTUTEIbHOM MOKPOBE
[146, 149] Ha ocHOBaHUM
YIIPOILLUEHHOM MOJIEIU TIPO-
XOXIIEHUS CBETA B pacceu-
Balollleii cpene, KoTopast
MNpUOIM3UTETBHO COOTBET-
CTBYET TaKMM CTPYKTypam

OnuceiBaeTcs pacripeaese-
HHE MHTEHCUBHOCTHU OCBE-
IIEHWS B TOJIIIE JucTa [33,
88, 104, 114] unu pacTuTeab-
HOM IToKpoBe [144, 145, 150]
Ha OCHOBAaHUM BUPTYaJIbHBIX
MOJIEJIEN, TETAIILHO
VMUTHUPYIOLIUX TEOMETPUIO
3TUX CTPYKTYP

[Mornomenue
sHeprum cBeta B PL]

ITornomenue cera PL],
OITMCHIBAETCSI KaK BeJM-
YHHa, TTPOITOPIIMOHAJIbHAS
€ro UHTEHCUBHOCTH [56]

7151 orTicaHusI TOTJIOIICHUS
cserta PLI ucrmonbayercst
CTallMOHAapHOE OIMMCaHue
MyTeit MUTpalluy U YTUIH -
3allM1 SHEPTUU BO30OYXIe-
Hug [62—64]

JI1s ormvcaHus MOTJIOIIeHUST
csera PLI ucrionn3yercst
HecTallMOHApHOE OITMCaHUe
IWHAMUKUA MUTPALIUN

W YTWIN3AIUH SHEPTUU
BO30yxXIeHus [61, 67]

IToTok 371€KTPOHOB
B porocunTeTueckoit DT
B TUJIAKOMITHBIX

TToTOK 371€KTPOHOB ONUCHI-
BaeTCsl C UCITOJIb30BaHUEM
CTallMOHAPHBIX (YHKIIMH,

TToTOK 371€KTPOHOB OMUCHI-
BaeTCsl C UCITOJIb30BaHUEM
VIIPOIIEHHBIX CUCTEM TUD-

IToTOK 371€KTPOHOB OMUCHI-
BaeTCs C UCITOJIb30BaHUEM
NIeTaIM3UPOBAHHBIX CUCTEM

MeMOpaHax anmnpoOKCUMHUPYIOIIMX €TI0 depeHLMAIbHBIX ypaBHe- | iUddepeHIInaaIbHbIX YpaB-
3aBUCHMOCTb OT MHTEHCUB- | HUI, KOTOPbIE YIUTHIBAET | HEHUIA, ONMCHIBAIOIINX
HOCTH OCBEIIECHUS JIVIITH OTAETbHBIC KITIOUEBBIE | IEPEHOC JIEKTPOHOB MEXITY
[45, 106, 108] npoueccel B OTL [56, 79] | komnonenTtamu DTII [43, 46,
72, 81, 86, 91]. I1pu s3TOM
MOXKET YYUTHIBATbCS pacripe-
NIeJIEHUe TIPOIIECCOB B MPO-
crpaHctBe [49, 92—97]
Perynsiiust PerynsitopHbie mpoliecchbl PerynsitopHble mpouieccbl | ONMCHIBAIOTCS MOJIEKYJIISIP-

npoueccoB B OTLI

OITUCBIBAIOTCS C UCITOJIB30-
BaHUEM (DYHKILIUIA, aIlITpOK-
CUMMPYIOIINX 3aBUCHMOCTU
aktuBHOocTH DTILI oT hakTo-
POB cpelbl (B YaCTHOCTH,
MHTEHCUBHOCTH cBeTa [39])
VI X TUHaMUKH [40]

YIPOILEHHO OMUCHIBAIOTCS
KakK (yHKLMsT GOTOCUHTE-
TUYECKUX MPOLIECCOB

(B YaCTHOCTH, 1OJU
“zakpbIThix” PLI [56],
KOJIMYECTBA BOCCTAHOBJIEH-
HBIX IJIACTOXUHOHOB [84]
wiu pH [53]) 6e3 neranb-
HOTO OIMMCAHUS UX MeXa-
HU3MOB

HbIe MEXaHU3MbI PETYISTOP-
HBIX IIPOLIECCOB (ITepPeXObl

B KCAaHTO(MJJIOBOM IIMKJIE
[38, 43, 52, 54, 55], uameHe-
HUST aKTUBHOCTU eppeaoK-
cuH-NADP" —penyxTass

Ha cBety [43, 72, 87], akTuBa-
LU0 TUKJINYECKOTO TTOTOKa
3JIEKTPOHOB [43, 82, 90]

u ap.)

BUOJIOTMYECKME MEMBPAHBI
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Monenupyembrit
Tpoliecc

VYapolieHHOe
orcaHue

Ormucanue
. JeTann3npoBaHHOE
C TIPOMEKYTOYHOI
. onucaHue
nIeTaau3almeit

IMonnepxanue CO, Konuenrpauus CO,
B CTPOME XJIOPOILIACTOB,
HEOOXOAMMOe

151 GYHKLIMOHUPOBAaHUS

nukia KaaibBuHa

OIMMChIBACTCS KaK 3aaHHast
koHcraHTa [110]

ITotok CO, B cTpOMY ONU-
CBIBaeTCSl HA OCHOBaHUU
MUHUMAaJIbHON 95KBUBAJIEHT-
HOI CXeMBI U3 IPOBOINMO-
creit ;g CO, (B 4aCTHOCTH,

ITotox CO, onucewiBaeTcs
Ha OCHOBaHUU JE€TATU3UPO-
BaHHOI 9KBUBAJICHTHOM
cxeMbl u/vnu 1uddy3noH-
HbIX ypaBHeHMid [31—33].
Taxxe yduTbIBalOTCS pery-
JIITOPHBIE TTPOLIECCHI
(HaTrpuMep, IeTaJIbHO OIMU -
chIBaloTCs ycTbuiia) [44, 130]
M TIEPEXOIbl MEXIY HEli-
TpaJIbHOM U 3apsSi>)KEHHOM

dopmMaMm yriaeKucaoro rasa
[31-33, 116, 119]

YacTO YUMTHIBAETCS IPOBO-
nuMocTb yetbull [ 127, 129])

OnuckIBaeTCs Ha OCHOBE
SMITUPUYECKUX YPaBHEHUI
[138] unu craiimoHapHOTO

®orocuHTeTUYECKAS
accumwmauus CO,

B XO4€ TEMHOBOI cTaguu

OnuceIiBaeTCcsl Ha OCHOBE
JIeTaT3UPOBAHHOMN CHCTEMBI
nuddepeHManbHbIX ypaB-

OrmnuchIiBaeTCcs Ha OCHOBa-
HUU YIIPOIIEHHOM! CUCTEMBbI
nuddepeHInaTbHbBIX YpaB-

dboTocuHTE3a yYpaBHEHUS ISl IUMUTUPY- | HEHUIA, KOTOpasl yYYUTHIBAET | HEHUI, KOTOpasi yYUTHIBAET
IOIIIETO CKOPOCTh (DOTOCHH- | KITIOUE€BbIe KOMIIOHEHTBI KOMITOHEHTHI 1uKJ1a Kaib-
Te3a mpouecca [45, 106, 108] | unkira KagsBuna [110] BUHA U CBSI3aHHBIE TTPOLIECCHI
[99—103, 111]
CBs13aHHOE OmnuceiBaeTcs Kak cymMmMap- | OnuceiBaercs, Kak GyHk- | [Ipm onmmcanum yduThiBa-

HOE HAKOIUICHUE aCCUMUJIH -
poBaHHOro CO,; BO3MOXHO,

¢ GOTOCHMHTE30M
HaKOIUIEHHE OMOMAaCChI
C YY4€TOM MMOTOKOB aCCUMU-
JISITOB [144]

ST GOTOCUHTETUIECKOM
accumuiisiunm CO,, nbixa-

€TCsl CUHTE3 YIJIEBOIOB,
HX MOTpebIeHNE U pacrpee-
JICHUE MEXIY YacTSIMU
pactenuii [137, 140],

a TaK>Ke YacTO OIMMCHIBAeTCS
a30THBINA 00MeH [137]

HUS M OTTOKA aCCUMUJISAITOB
[50, 149]

CTAaTOYHO YIPOIIeHHBIe OImMcaHus. Takas cuTyamus
IejaeT KpaiHe aKTyaJbHBIM pa3BUTHE ITyTeil COB-
MECTHOIO UCTOJIb30BAHMUSI CYLLIECTBYIOLLIMX MOJIETIEA,
WX aJanTalliyd K PelIeHUIO IMMPOKOTO Kpyra 3aaad.
Onupasicb Ha JIMTepaTypHble JAaHHBIC, Mbl MOXEM
MPEMIOXKUTh HECKOJBKO BO3MOXKHBIX IyTEil TaKOTO
paszButus (puc. 3).

Bo-niepBrIX, 3TO co3ganue 6a3bl (POTOCUHTETUYE-
CKUX Mofejieil pa3aInudHOIro YpOBHsI, KOTopas OO0b-
€IMHUT CYIIECTBYIOIIE MOJEIN 1 O0ECIIeYUT aBTO-
MaTUYECKU MOUCK MOAXOASIIMX ONMMCAHUI Ha OC-
HOBAaHUU KPUTCPHMEB, 3aJaHHBLIX I10JIb30BAaTCIICM.
IMorenumanbHO, Takast 6a3a MOXET OBITh TAKXKE MC-
I10JIb30BaHa JJIsI BBISIBJICHUSI ONITUMAIBHBIX MOIEJIei
Ha OCHOBaHMHU IIPEOOCTABJICHHBIX II0JIb30BaTEJIEM
9KCIIEpUMEHTAJIbHBIX TAHHBIX, TaK KakK 3((eKTUB-
HOCTb pa3JIMUHBIX MOAEJEH MpU pelIeHUU pa3HBIX
3aJ1a4 MOXKET CYIIeCTBEHHO BapbUpoBaTh [99].

Bo-BTOpHIX, 3TO pa3paboTKa IIPOrpaMMHOI cpe-
IIBI UTST COBMECTHOTO MCTIOJIb30BaHMS TPYIIT MOJIE-
JIeit, (hoKycHpyIommxcsl Ha ONMWCAHWU Pa3TUnIHBIX

BUOJIOTUYECKHUE MEMBPAHBI

TOM 38 Ne 1

dortocuHTeTMYEeCKUX mpoleccoB. CiemyeT oTMme-
TUTb, YTO CYLIECCTBYIOIINE MOJCIN MOT'YT 3HAYNTEJIb-
HO OTJIMYAThCS APYT OT Apyra (BCAEACTBUE ONTUCAHUS
pa3IMYHBIX IIPOLIECCOB, MCIOJIb30BAaHUS pPa3HBIX
VIIPOILIEHM U T.11.); KaK CIESACTBUE, Kaxaast U3 MOAe-
JIet MOXXET ONMUpaThCs HA CBOM HAOOp ImapaMeTpoB U
IEpeMEeHHBIX U1 UMETh COOCTBEHHYIO 00JIaCTh KOp-
pexTHoro npuMeHeHus. [IporpammHasi cpena ajst ux
OOBCIMHEHMS NOJKHA BKIIIOYATh B CeOSI allTOPUTM
MOKMCKa ONTUMAJIbHOM JIMHEWKU MOIIEJIEN OIS pelle-
HUS KOHerTHOﬁ 3a1a4u I10JIb30BaTeJId 1 aJITOPUTM,
obecrieynBaOIINii B3aMMOJIEMCTBUE W OOMEH WH-
dopMmaneit Mexny TakumMm MmonersiMu. Hecmotpst
Ha BBICOKYIO CJIO2KHOCTDb TaKOTO ITYyTH, OH IIpE€aACTaB-
JIIeTCS HambOoJiee TIEPCIIEKTUBHBIM, M B HACTOSIIIEE
BpeMsI IIPEAIIPUHUMAIOTCS TIOIILITKY JJISI €T0 peai-
3auu [83, 156]. MoxXHO 0XUaTh, 4TO TakKasl cpena
MOXKET OBITh MCIOJIb30BaHa IS ITPOTHO3MPOBAHMS
IpoLEeCcCOB (POTOCHMHTE3a U MPOAYKTUBHOCTHA B pa3-
JIMYHBIX YCJIOBUSAX (MJIU IIPU pa3IMUHbIX MOAU(PUKA-
HUSIX POTOCMHTETUYECKOTO anmapara).
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HaHpaBJTeHI/IH MaTeMaTU4YCCKOro MoacaInpoBaHusa (1)OT03I/IHTC33.

.

.

.

Cosnanue CosznaHue
CoznaHue 6a3bl . .
MPOrpaMHOI Cpeabl U YHUBEPCAJIbHOMI
(GOTOCUHTETUYECKUX -> ->
. JITOPUTMOB JIJI51 Monenu
Mojenei .
WHTeTpanuu Mojesneit dorocuHTE3a
r———-—=——-—-- 1 T T T T T T T T T T T -
Hasznauenue | Haznauenue X Hasznauenue |
' |
— MOMCK MOJICJIEH, I | — KOMOMHUpOBaHue Mozeneii ¢l | — ucrnonb3oBaHue |
MPUMEHUMBIX JIJTsI ' | orpeneseHHbIMU I'| Momenu 1Tt peleHust |
KOHKPETHBIX ' | XapaKTepUCTUKaAMU s I MaKCUMaJIbHO |
YICCIIEIOBATEIbCKUX | | CO3MaHMS HOBBIX MOZIeNeit st | |  IIMPOKOTO CIEKTpa |
pemeHus 3agay | | PElIeHNd 3a1a4 UccaenoBartens;| | MCCIen0BaTETbCKUX |
' | | 3aga4y |
|

|

|

|

|

|

|

|

| — CpaBHUTEJILHBINA
| aHaJIW3 HAIEHHOM |
|

|

|

|

|

|

|

|

— BO3MOXKHOCTb LIEJIEBOIO
BbIOOpA MPOLIECCOB sl

| — cucTeMHbIl aHANU3 |
| mpoLeccoB ¢ pasHbIMY |

|
| |
" | |
TPYIIIbI MOKeneti 1t | aHanu3a X
BBIOOP ONTUMAJILHOIA | X XapaKTepHbIMNI I
MoJenu | : Oepanuuenus X BpeMEHaMU I
Oepanuuenus : |  — CIOXHOCTb peanusauuu, || Ozpanunenus :
|-
— HCBOSMONHOCTE | : “;jgg;gg;%’cog;:;sgglx I :cngzi;%iiij;g:nm;::izil
KOMIVICKCHOTO | e it (kauecTBeHHO pasHbie | | I
aHanM3a P! | — CJIOXHOCTb |
| botocuuTeTHUECKNX | | HOJ%XOZ[LII/IYH])OU.[CHI/I?[. | | mapamerpusanyu ans |
| POLIECCOB Pa3HOro | | Haﬂﬁp;;gfpgg{;l—rw)(n | | pasIMUHBIX pacTeHUIA |
| YPOBHSI ! pameTp - A ' 1 yCITOBHI |

Puc. 4. [ToTreHUMAIBHO MEPCIEKTUBHbIC HAMPABJICHWsI Pa3BUTUs MAaTEMaTHUYECKOTO MOACIUPOBAHUS (POTOCUHTETUYECKUX

MPOLIECCOB y PACTEHU U UX OTPaHUYEHUSI.

B-Tperbnx, 310 paspaborka MaKCHMMaJbHO IIOJI-
HOI Momenn (POTOCUHTE3a, OTMCHIBAIOIICH TpoIIec-
CBI pa3JIMYHOTrO YPOBHSI, KOTOpasl OyneT oObeINHSTh
CYILLIECTBYIOIIME 3HAHUS O (DOTOCUHTE3€ U €TI0 pery-
JISIUMU, a TAKXKE CYMMUPOBATh OITHIT MOAEIMPOBAHUSI
OTAECIbHBIX (DOTOCUHTETUYECKUX TpoLieccoB. MoX-
HO OXWJATh, YTO TaKasi MOJEJb MO3BOJIUT BBLISIBUTH
psiI HOBBIX CBOMCTB (POTOCHMHTETUUYECKOTO arapara,
OIHAKO ee peaiu3alivsi CBsI3aHa C pSIAOM MPUHILIUIIN-
anpHBIX Mpobsiem. (i) Takas Momenb Bcerma Oyner
OrpaHUYMBAThLCS HEMOJHOTOM HAIIMX 3HAHUi1 0 o-
TOCUHTE3€e, €r0 PETY/ISLIUN U CBI3SIX C IPYTUMMU IIPO-
neccamu. bosee Toro, nosiBieHre HOBBIX 3HAHUI B
9TOM 00JIACTH MOXET ITIOTpebOBaTh CYIECTBEHHOM
monudukanuy moaenu. (ii) [TapameTpu3anus Takoi
KOMILJICKCHOM MOIenu OyIeT IpeIcTaBiIsITh COO0OIt
OYCHBb CJIOXKHYIO 3a1a4y, IIPY 3TOM JJisi HOBOIO 00b-
eKTa (BuUIa WM COpTa pacTeHMi1) MOXET IOTpedo-
BaTbCs HOBas Mmapamerpusauus. Kpome Toro, Hamm-
yyie 0OJIBIIIOTO YKCIAa ITapaMETPOB MOXET YBEIMUUTh
BEPOSITHOCTH OIIMOOK ITapaMeTpu3annu. (iii) AHamm3
TaKOM MOJEIN ITOTPeOyeT 3HAUYUTEIbHBIX BHIYMUCIIM -
TEJIBHBIX PECYPCOB (IIPY 3TOM YaCTh BEIUMCIICHUI1 OY-
JIIeT He HyXXKHa IS pelIeHUsT TeKyIIMX 3amad), 4To
TakkK€ MOXET OrpaHMYMBaTh €€ NPUMEHUMOCTb.

BUOJIOTMYECKME MEMBPAHBI

B 1iennomM, HecMOTpSI Ha KaxyIIyOCs TTpUBJIeKaTeIb-
HOCTb, TAKOI TTOJIX0/I UMEET CYIIECTBEHHbIC OTPaH-
YEeHMUS.

Takum obpa3zoM, MaTeMaTU4YEeCKOe MOACIUpPOBa-
HUe SBsgeTcss 3(PPEeKTUBHBIM WHCTPYMEHTOM ISt
aHanm3a (OTOCMHTETUYECKMX IIPOLIECCOB, OTHAKO B
HacTosIIIIee BpeMs Ha3pesia ocTpast HeOOXOOUMOCTh
MHTEerpaluyi MHOTOYMCIEHHBIX pa3pab0TaHHBIX MO-
Jiesieid, KoTopasi OyaeT HarpaBjieHa Ha pellleH1ue KOH-
KPETHBIX UCCJIEIOBATEIbCKMX U IPUKJIAAHBIX 3a1a4.

HMccnenoBaHue BBIMOJHEHO TIpu (UHAHCOBOI
nogaepxkke POPU B pamkax HaydHOTO ITPOEKTa
Ne 19-14-50410.
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Simulation of Photosynthesis and Analysis of Plant Productivity
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Photosynthesis is a basis of plant productivity; this makes it extremely important to develop methods for its
assessment and forecasting under various environmental conditions. At the same time, the complexity of
photosynthetic processes and the presence of numerous feedbacks require the development of mathematical
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modeling and other complex approaches to its analysis. This review describes mathematical models of pho-
tosynthetic processes at different levels (from processes in thylakoid membranes to the whole plant and eco-
system) and analyzes potential ways of their application for studies of the plant productivity. First, models de-
scribing the activity of photosynthetic reaction centers are firstly considered. These models are widely used
for analysis of experimental data for estimation of physiological state and productivity of plants. The next
group of models focuses on describing the photochemical processes at light reactions of photosynthesis.
These models can be used for analysis of experimental data as well as for prediction of damage of photosyn-
thetic machinery under conditions of rapid changes in environmental conditions (e.g., fluctuations in light
intensity). The models, which consider photosynthetic dark reactions, are based on either descriptions of pro-
cesses that limit CO, assimilation or description of reactions of the Calvin—Benson cycle. Models of this
group can be used for simple description of the plant productivity. More complex photosynthetic models can
also consider distribution of light intensity and CO, fluxes in leaves, as well as interactions of photosyntheth-
esis with other physiological processes. These models can be used for prediction of the plant productivity un-
der different environmental conditions or at artificial modifications of the photosynthetic machinery. The re-
view also analyzes “supraorganism” photosynthetic models, which are based on simple descriptions of pho-
tosynthetic processes and can be used to analyze productivity at the level of vegetative cover and natural or
artificial ecosystems. In general, numerous mathematical models of photosynthesis at various levels are
aimed at solving a wide range of basic and practical problems. In particular, they can potentially be used to
assess disturbances in crop productivity under unstable growing conditions or to optimize productivity under
stable protected ground conditions. A promising direction of photosynthetic modeling is the development of
simulation medium integrating individual models of various levels for solution of specific tasks.

Keywords: photosynthesis, simulation, photosynthetic light reactions, photosynthetic dark reactions, plant
productivity
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