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AHHOTaIII/IH: B IlaHHOﬁ CTaTbC MPECACTABJIICHO KPATKOC OMMMUCAHUC MOACIIN (1)OTOCI/IHT€33. JJIsL
Cs pacrenuii, paspaboranHas ['pamom @apryxapom, CrozanHoi (o Kemmepep u Jxozedom
beppu, koropas mnpu3BaHa IMOMOYh B HMHTEpIIPETAIlMM HW3MEPECHHH Ta3000MeHa B TIpoliecce
ACCUMWIISIIIUA YTJICKUCIIOTO Ira3a JIMCTbAMUA U NPEACTABICHUN C3 (I)OTOCI/IHTGBa B KOHTCKCTC APYI'ux
CUCTCM, TAKUX KaK PEryjanusa yCTbUIaMU U (I)YHKLII/ISI KOHIOCHTpPAUK YIIJICKHUCJIOIO Ira3da Ipu C4
doTtocunTese. Mojaenb crnocoOHa MPOTHO3UPOBATH CTAIMOHApHBIE CKOpocTH accumumsiiuu CO»
Ipru pas3jINYHbIX YCIOBUAX Oprma}omeﬁ Cp€abl, BKIOYad MHTCHCUBHOCTL CBCTA, TCMIICPATYPY,
koHueHtpanuu CO2 u Oz, OCHOBBIBAsICh HA KWHETHUECKUX XapaKTePUCTUKAX OCHOBHOTO (hepMeHTa
dotocunte3a PyOucko. Mojenb MOXET MCIOIB30BaThCS U1l OLEHKH aKTUBHOCTH PyOucko B
YCIIOBUSAX in vivo ¥ cltocOOHOCTH XJopoIriacrta H€peHOCUTD 3JICKTPOHBI.

Abstract: this paper presents a brief description of a model of photosynthesis for Cz plants
developed by Graham Farquhar, Susanna von Kemmerer and Joseph Berry, which is designed to
aid in the interpretation of gas exchange measurements during leaf CO2 assimilation and to
represent Cz photosynthesis in the context of other systems such as stomatal regulation and the CO>
concentration function of C4 photosynthesis. The model is able to predict steady-state rates of CO>
assimilation under a variety of environmental conditions including light intensity, temperature, CO>
and O concentrations based on the kinetics of the key photosynthetic enzyme Rubisco. The model
can be used to estimate in vivo Rubisco activity and chloroplast electron transfer capacity.

KioueBbie ciioBa: (I)OTOCI/IHTCTI/I‘-ICCKEU{ IMPOAYKTUBHOCTb, HWHTCHCHBHOCTL BUJAUMOIO

(I)OTOCI/IHTCBB., TpaHCIIupanus, (I)OTOCI/IHTGTI/ILICCKI/I AKTUBHAA pajuanusa, MOACIUPOBAHHUC.
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@doToCHHTE3, SBISSACH KIIOUEBBIM AJKOJOTHYECKUM (AKTOpOM, (HOPMHPYIOIIUM Cpeny B
ounocepe, HAXOAUTCS B HEMOCPEACTBCHHOH 3aBUCUMOCTH OT PA3JIMYHBIX BHEIIHUX YCIOBUU.
[TornMaHue STUX B3aUMOCBS3EH HMMEET BakHOE 3HaueHue M d(H(HEKTHBHOTO peryarmpoBaHUS
(OTOCUHTETUYECKUX TPOLECCOB M TOBBIIMICHUS MPOAYKTUBHOCTH B pa3HbIX MPUPOAHO-
KIIMMaTHYECKHUX 30HaX CeIbCKOXO03WCTBEHHOr0 Mpon3BoAcTBa [1]. UHTeHCMBHOCTH poTOCHHTE3a —
BaXHBIA TIOKa3aTellb AKTUBHOCTH TEMHOBOW ¢a3bl (HOTOCHMHTE3a, IMOKA3BIBAIOLINI CKOPOCTh
MOTJIOUICHUS YTJIEKUCIIOTO Ta3a JHUCThAMU. Mojenb crnocoOHa MPOTHO3MPOBATH CTAlMOHAPHBIE
ckopoctu accumwisiiiin  CO2 TpH  Pa3IMYHBIX  YCIIOBUSAX OKPYIXKAIOIICH Cpelbl, BKIIOYas
WHTCHCUBHOCTh CBETa, TeMreparypy, konmeHtpamuu CO2 u Oz, OCHOBBIBASCh HA KWHETHYCCKHX
XapaKTepUCTHKaX OCHOBHOTO (pepMeHTa oTocunTe3a Pyducko.

Uwrcrast CKOPOCTh aCCHMIJISIIMY B JTAHHON MOJICIN OTIPEACIIAeTCs py moMoru Gpopmyrsr 1.

A=V,—05V, =R, Q)
rae A — uucras ckopoctbh accuMuisiiiuu CO2;
Ve u Vy — ckopocTtu kapOOKcHIa3bl M OKcUreHasbl Pyoucko;
R; — [HEBHOE JIBIXaHWE, BKIIIOYAIONIUME BBICBOOOXKICHHE MHUTOXOHApUAIbHBIX COp,
MIPOUCXOJISIIEe TPU OCBEIICHUU, OTIMYHOM OT (hOTOABIXAHHUS.
Oto ypaBHeHue (1) MOKHO 3amucarh B IpyroM Buae (2):
A=V:(1-0.50) R, (@)
rie ¢ — OTHOIIEHHE CKOPOCTEH OKCUTeHAIINH K KapOokcunupoBanuio Ve/V,.
OTHoIIIEHNE CKOPOCTH OKCHIEHAIIMM K CKOpPOCTH KapOOKCHIMPOBaHMS ¢ OMpenensercs

HCKIIOYUTCIIBHO KWHETHYCCKUMHU KOHCTaAaHTaMU PY6I/ICKOZ

=10 (L)2 = (tomax_Ke ) 3)
Ve sc]c Ko Vemax/ C
o
rae S¢ — oTHocuTeNnbHas cienu@uuHocTb PyOucko;
o
Cu O —pCO2 u pO2 x10pOIIIACTa;
Vemaxr Vomax» Ko 1 K, — MakcumaiabHbIE CKOPOCTH M KOHCTaHThl Muxasnuca-MeHTeH

KapOOKCHIIMPOBAHUS U OKCUTEHAITUU COOTBETCTBEHHO.
[Tpu moncranoBke B ypaBHeHue 2, Ry = 0, A = 0 mpu ¢ = 2. Xnopomnact pCO2, mipu
KOTOPOM 3TO MPOUCXOIUT, MONY4YMs Ha3BaHue [* [645], U U3 MPUBEIEHHOTO BHINIEC yPaBHEHUS

CJIeIyeT, 4TO IPOBepKa ypaBHEHHS (3) MOKa3bIBAET, YTO

F*=0'550=y*0 (@)

o

2re

p="1 (5)

IloacraBuB 3HaUEeHUS B YpaBHCHHA 3 MoxkeM YBUIACTD, YTO
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A=1-T"/CVc—Rq (6)

Ckopoctb dotoasixanusi (Vphr) paBHa MOJIOBUHE CKOPOCTH OKCHUTCHAIIMU M OTPEICIISICTCS

kak (I'*/C)V, u MoxeT OBITH paccyMTaHa Ha OCHOBE H3MEPEHHUI ra3000MeHa MO CICAYIOLIEMY
YpaBHEHUIO &:

F*

Vphr o (A+Ry) (7)

ITockonbky O2 KOHKYPEHTHO HMHTHOMpyeT puOyno30-O6udocdar kapOOKCHIMPOBAHUE I10

orHomeHno K COz, CKOpOCTh HAaCBIIIGHHOTO puOyno30-Oudocdar KapOOKCHIMPOBaHUS
OIpeesAeTCs BEIpAaKEHUEM 9

cv,
W — cmax
¢ C+Kc(1+1<_00) (8)

Hcnonb3ys BeipaxkeHue 9 u moactaBuB V. B BeIpakeHUe 7 MOIYYUM
(€-THV,
c=———5—Rg (9)
C+Kc(147-)
o
Ckopocthb pererepanuu pudyno3o-oudochar kapOOKCHIIa3bl, OrpaHUYCHHAS TPAHCTIOPTOM

AJIEKTPOHOB, ONpeIesieTCsl BhIpakeHuem 11.

W = —4 (10)

3amenuB W; na V; B ypaBHenuu (7) maer BhIpakeHHe Juisi ckopoctu accumuisiuunu CO2,

OTpaHHYEHHOW pereHepanuei prudyn030-oudocdar (Uau TPaHCTIOPTOM IIEKTPOHOB):
R Cullo)
J 7 ac+sr d
Jis  cBsi3M TMOTEHIMATBHOM CKOPOCTH TpPaHCIOpTa OJJIEKTPOHOB J ¢ oOiydeHueM

(11)

UCIIOJIB3YETCS CIIEYIONIee IMITUPUIECKOE YpaBHEeHHE [646]:
9]2 _](12 +]max) + IZ]max =0 (12)
rae [, — mone3Hsli CBET, nornomaemslii potocucremoii II;
Jmax — MaKCHUMalbHasi CKOPOCTh TPAHCTIOPTA JIEKTPOHOB,
0 — smnupuyeckuit koadurment kpususHsl (0,7).
I, cBsi3aH ¢ majgaronmmM u3nydenueM I ciaenyronm cootHomenueM (popmyna 14).
I, =1-abs % (13)
[Tornomenue conHeunoro cperta (abs) nucTheB 00BIYHO cocTaBisieT okono 0,85, a f
MCIIOJIb3YETCs JJIs MONPaBKU Ha clieKTpanbHoe KauecTBo cBeTa (f ~ 0,15). 3namenarens 2 paBeH 2,

IMOCKOJIBKY MbI HpcArojaracM, 4TO ITIOJIOBHMHA IIOIJIONICHHOI'O0 CBECTAa JOJDKHA JOCTUYDL Ka)KHOﬁ

dbotocucTemsl. YpaBHEHHE MOXKHO PEIIUTh OTHOCUTENBHO J cieayonmm oopazoM (popmyna 14).

] — 12+]max_\/(12+£1;ax)2_4912]max (14)

[Ipu BeicOkOM maprmanbHoM gaBieHUn COz, 0COOEHHO B COYETAHWU C BBICOKOU
OCBEILIEHHOCTbIO WJIM HU3KUM MaplUuaibHbIM AaBieHueM Oz WM NPH HU3KUX TemIepaTypax,
ckopocth accuMuisinun  CO2  WHOTZa MOXKET OrPAHMYMBATBCA CKOPOCTBIO, C  KOTOPOU

Tpro30QocaTsl UCIOIB3YIOTCS B CHHTE3€ KpaxMalia U caxaposbl. Toraa
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3Ty

Wo=_TF (15)
c
Cxopocts accummwisiniuu CO2 onpenensiercs BelpaxxeHuem 17.
A, = 3T, — Ry (16)
rae T, — CKOpPOCTh HOCTYIUIEHHS HEOPraHM4ecKoro Qocgara B XJIOPOIJIACT M paBHA

CKOPOCTH 3Kcmopra Tpro3odocdara u3 xmopormiacta. B 3Tux ycnoBusx A HEUyBCTBUTENICHO K
M3MEHEHUsIM napuuansHoro nasieHust CO2 u Oz.

VYpasuenus 9,11,16 onuceiBatot 6a30Byr0 Mojeib Cs (18).

A= (1-T"%/C) -min{W,W;,W,} - Ry (17)
Wnu ucnons3ys Beipaskenus 10, 12, 17 xorga C > I
A=min{A,A; A} (18)

Taxxe MoJienb yunuThIBaeT MapaMeTphbl U UX TEMIEpaTypHbIE 3aBUCUMOCTH. B 3aBucumMoctu
OT MPUMEHEHHUS] MOJIeN OOJNBIIMHCTBO 3HAYEHUI MapamMeTpoB MOTYT OBITh MPUCBOEHBI allpHOPH,
ocTaBisii TONBKO V. pmaxs Jmax ¥ Oi (mpoBogumocts muddysun CO2 U3 MEXKKIETOYHOTO
BO3JYLIHOIO TMPOCTPAHCTBA B XJOPOIIACT. MOJAENb YYMUTHIBAET psJl [APaMETPOB, KOTOpPbIE
OTIPENIENIAIOT yCIOBUS (YHKIIMOHMPOBAHUS JIUCTA PACTCHUS. DTH MapaMeTphl BKIOYAIOT B ceOs,
Harnpumep, MakcUMainbHbI 00beM CO2, KOTOpBI MOXKET OBITH MCHOJB30BaH ISl (POTOCHHTE3A
V. max> MAKCUMAIBHYIO CKOPOCTh (OTOCHHTE3 Jpq, ¥ TpoBOAUMOCTh Jupdysuu CO. wu3
MEXXKJIETOYHOI'O BO3YILIHOTO IIPOCTPAHCTBA B XJIOPOILIACTHI J;.

B 3aBucMMOCTH OT YCIOBMH NpPHUMEHEHUS MOJEIU, 3HAaYEHHUs! OOJBIIMHCTBA MapaMETPOB
MOTYT OBITH OIIpeJesieHbl 3apaHee Ha OCHOBE H3BECTHBIX WM TPEANOJIaraeMblX 3HAYCHUH.
Hamnpumep, 3nauenue V, 4, MOXKET OBITH ONPEEIIEHO HA OCHOBE 3HAHUN O MAKCUMAaJIbHOM 00beMe
CO2, KoTOpOE MOKET OBITh UCTIOIB30BAHO I (POTOCHHTE3a B TAHHOM THITE PACTCHUH.

OnHako, HEKOTOpbIE MapaMeTphl, TakKe Kak (i, MOTYT MOTpeOOBaTh MepeonpeieNeHus Win
YTOUYHEHUS HAa OCHOBE SKCIEPHUMEHTAJBHBIX JAHHBIX WIM HAOMIONEHHH. DTO CBS3aHO C TE€M, YTO
npoBoguMocTb U dy3un CO2 3aBUCUT OT MHOXKECTBA (PAKTOPOB, TAKUX KaK CTPYKTypa M pa3mep
KJIETOK, TEMIIEpaTypa, BJIAXHOCTb W T.A., KOTOPbIE MOTYT BapbUpOBaTbCS B 3aBUCUMOCTU OT
KOHKPETHBIX YCIIOBUM 3KCIEpUMEHTa WM OKpyKaromeil cpeapl. Takum oOpa3zom, MoOjEIb
MO3BOJIIET YUYECTh pa3IMYHbIE MapaMeTpbl U UX 3aBUCUMOCTH OT TEMIIEPATypbl, BIAXHOCTU U
Ipyrux (pakTopoB, UTO JieaeT ee 0osee TOUHOW U MPUMEHUMOM K IIUPOKOMY CIIEKTPY YCIOBUH.

Kunernueckue koHctanTbl RUDISCO omuHakoBsl y C3 BUIOB, B OOBIYHO MCIIOIBb3YIOTCS OJHU

u Te xke K¢, Ko 1 Sc ans Bcex C3 BUIOB BBICITUX PACTCHUI.
o

TemmepaTypHasi 3aBUCHIMOCTh KHHETHYECKHX KOHCTAHT MOXKET OBITh OnucaHa (PyHKIUEH
Appennyca Buna (19).
(t-25)E
298R(273+t)

Parameter (T) = Parameter (25 °C) Xexp exp [ (19)

3aBUCUMOCTD Jmax OT TeMIlepaTypbl ObLIa OLIEHEHA in Vitro AJis onpeseseHns napamerpos E,
S, H B cienyromem BoipaxkeHuu (20)
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o (r-209EY  [1+emvern (5577 |
ez = Imax (25°0 exp exp (o) oL (@20)
Jly1st onipeiesieHns ONITUMAIILHON TeMIIepaTyphl HCIIOIb3YeTCs BhIpakeHue 2 1
Tope =H|S+RInin (3-1)] (1)

VYpasaenust (20) u (21) MOTYT OBITH KCIIOJIB30BAHBI COBMECTHO IS TTOCTPOCHUS KPUBBIX
TEMIIEPATyPHOTO OTKJIHMKA IPU H3MEPEHUSX CKOPOCTH IEpeHOCca 3JIEKTPOHOB IN VIVO miu in Vitro

ypaBHEHUE 22.

J(t) = J(tp)ea (22)
rae t; — remneparypa jucra (°C);

J(ty) — cKOpPOCTh MepeHOCca ISKTPOHOB MPU ONTUMAIILHOMN TeMIepatype; to,

Q - pa3HUIA B TEMIIEpAType OT to, mpu KoTopoii J mamaer 1o e (0,37) oT cBOero 3HaueHHUs MpH

to.

ypaBHeHI/IC 23 JJIs1 aKTHBalluK1 PY6I/ICKO B 3aBUCUMOCTH OT TEMIICPATYPhbI JINCTHCB:

1
Uk = o ) (23)

I ar — aKkTUBHas J0Js Pyoucko;
S2 — Temmeparypa, npu Kotopoii mojoBuHa PyOucko HeakTuBHa (Bapeupyercs ot 303 K ms
XBOWHBIX C UTOJLYATBIMH JTUCThsIMH 110 313 K /U1 TpONMYECKUX BEYHO3EIICHBIX JICPEBHEB)
CBs3b MEXy A U gi OIIpeiessieTcs BbIpaxkeHueM 24:
A=gi(C—C) (24)
[Tpu moacranoBke B ypaBHeHue 25 Beipaxkenus Ac (10) u Aj (12) momxyyaem 25 u 26.
Ag - Ac{gi(ci + Kc(]- + O/Ko)) + V;max + Rd} + gi{ V;max(ci - F*) - Rd(Ci + Kc(l +
0/K;))} =0 (25)
42— Ac{giCi+ar) +L 4+ Ry} + g, {42 — Ry(ci+ 2} =0 (26)

J 4

Hanuuue 3HauuTenbHOro compoTuBieHUss BHyTpeHHed auddysumn CO, BIusSeT Kak Ha
KOJIMYECTBEHHYIO 3aBUCUMOCTh MEXy CKOpocThio ycBoeHHsI CO2 U MakCHMajIbHOW aKTHBHOCTBIO
Rubisco, Tak u Ha hopmy kpuBoit peaknuu Ha CO2. BayTtpennss npoBoauMocts mo CO2 MoxkeT
OBITh OLIEHEHA pa3IUYHBIMU CIOcO0aMU, B TOM YHCJIE IyTEM OJHOBPEMEHHBIX H3MEpEHUIl
M30TOMHOM  JUCKPUMMHALMK  yrjepoja KOMOMHMpPOBAHHBIX HU3MEpPEeHHH  (yopecueHIun
XJIopouILIa ¥ ra3000MeHa.

OmnwucanHas 371ech MoJieNb (POTOCHHTE3a 00ECIeUnBAET KOJIMYECTBEHHYIO OCHOBY, KOTOPYIO
MOXKHO HCIIONIb30BaTh B KadyeCTBE HCCIIEAOBATEIbCKOTO HWHCTPYMEHTa JUIsl pPa3paboTKu U
UHTEPIPETAINU KaK TOJIEBBIX, TaK M JIAOOPATOPHBIX 3KCIIEPUMEHTOB. VccienoBanus kak in Vivo,
Tak u in Vitro ganu Ham nHGOpMAIHIO 0 mapamerpu3anui ckopoct yeBoerus CO2, orpaHuUeHHOM
Rubisco, a wuccrmenoBaHus C TpaHCTEHHBIMU pPACTEHUSMU C MyTaHTHBIMH Rubisco mokazamu
MPOrHOCTUYECKYIO CUITYy 3TOW MOJIETH B 3TOM OTHOILLIEHUH.

Pabora BrImoNHEHA B paMKaX roCyapCTBEHHOTO 3aaHusi MUHHUCTEPCTBA HAYKU U BBICIIIETO
obpa3zoBanus Poccuiickoit @eneparuu Nel023013000020-6.4.1.2 «OT160p X03HCTBEHHO 1IEHHBIX U
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YCTOﬁQHBBIX K HU3MCHCHHMIO KJIHMMaTa APCBECHBIX  KYJIbTYpP, OTIHYAIOMIUXCA BBICOKOH
OHOJIOrHYECKOM MNPOAYKTHUBHOCTBIO MW IIOTCHIHAJIOM CCKBCCTpAlIUHM C YYCTOM PCTUOHAIIBHBIX

MOYBEHHO-KJIMMATUYECKUX OCOOCHHOCTEH JUIsl peanu3anuu Kiumatuueckux mpoekToB (FZUR-
2023-0002).
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