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TTpoaHanu3upoBaHbl UCITOJIb3yeMbI€ B JIMTEpATYpe MOIXO0Abl K MOAEIUPOBaHUIO (hoToaganTauuu u (bOTOMHIMOpoBa-
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aKIIUii), C OMHOI CTOPOHBI, M X BOCCTAHOBJICHMS ITyTeM OMOCHHTE3a 3a CUYET IMPOAYKTOB (hOTOCHMHTE3a (IOJOKHUTEIb-
HbIE 00OpaTHbIe CBSA3M) — C Apyroii. [TOTOKM B MOJIENN ONPENeSIOTCS KOHIEHTPALMIMU M KOHCTAHTAMU CKOPOCTEN;
B MOJIEJIV HE UCITOJIb3yeTCs IMOHATHE “KBOTbI”. Moie/ib ONKCBhIBAET U3BECTHBIE B JIMTEpaType KpUBbIe (hoToaganTaluuu,
¥ KOHIICHTPALIMK KJTIOYEBBIX KOMITOHEHTOB KJIETKHM B 3aBUCMMOCTH OT MHTGHCUBHOCTH CBETA alarTalliy.
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BBEJAEHUE

AnanTalus pacTeHUI K CBETY, OINpenesstonast
XapakTep CBETOBOIl 3aBUCUMOCTU (DOTOCHHTE3a,
M3BECTHA ¢ Hadaia XX BeKa. Amanraiusi MOpPCKO-
ro (puTOMIAHKTOHA K HU3KOU OOJIyYUEHHOCTH TIPO-
IBIISIeTCS B Oojiee “KpyToM” TOabeMe HadaiabHOTO
yJacTKa CBETOBOI KpMBOIi (DOTOCUMHTE3a U HU3KOM
MHTEHCUBHOCTU HAaCBILIEHUSI, O0YCIOBJIEHHbBIX MO-
BBIIIEHHBIM COIEeP>KaHUEM IMUTMEHTOB 1 ITOHMKEH-
HBIM cojaep:kaHuem ¢depMmeHToB [8—11, 22, 23, 32,
33, 37, 38, 40, 41, 43]. I1pu Bo3neiicTBUM 1OCTATOY-
HO BBICOKOI MHTEHCHUBHOCTHM CBETa CKOPOCTh (po-
TOCHHTE3a HOCTUTACT MAaKCHUMAaJIbHOTO 3HA4YeHUs,
OIpEeIeIsIEeMOT0 TEMHOBBIMU pPEaKLIUSIMU, C TOCTIe-
OYIOIIMM €ro IManeHueM Wid (OTOMHIMOMPOBaHU-
€M, KOTopoe cIielnprIecKr THAKTUBUPYET BTOPYIO
dorocucremy [10]. CnenctBueM ¢OTOMHTUOUPO-
BaHMSI SIBJISICTCS THEBHAs Aerpeccust (POTOCHHTEe3a
[11, 27, 33].

B nocienHue necAaTuieTus: B CBSI3U C pa3BUTUEM
MOIXOA0B K MOAESIMPOBAHIIO MOPCKUX 3KOCHUCTEM
MHTEpeC K ONMMCaHUI0 doToaganTanuy (GUTOIIIaH-
KTOHAa CYIIECTBEHHO Bo3poc. MaremaTtuueckue
Monenau ¢poToamanTalluyd MOAPA3AC/ISIOTCS Ha TPU
TUIIA — CTaTUYEeCKUE, IMHAMUYICCKNE U OIITUMM3a-
uoHHkbIe [45]. CtaTuyeckue MOoJIesIu XapaKTepu3y-
IOTCSI OTCYTCTBHEM IIapaMeTPOB COCTOSTHUSI OOBbEKTa

(HarpuMep, pocT). JAuHaMuyeckue MOJSIU OIU-
chiBatoTcsl mUddepeHIIMaTbHBIMU  YPaBHEHUSIMU,
BKJIFOYAIOT ITapaMeTphl COCTOSIHUSI OOBEKTa, KO-
TOpbIe U3MEHSIOTCS TOH BO3AeiicTBUEM (haKTOpPOB
cpelbl, YTO M oO0ycioBIuBaeT amanrtauuio [20, 23,
25-27, 34]. Kpome cTaTUyecKrUx U TUHAMUUYECKUX
MoOIeJIell 00CYKIAIOTCsSI ONTUMMU3ALIMOHHEBIE MOJIE-
JIN, B OCHOBE KOTOPBIX JIEXKUT KOHICIIUS: KJIEeT-
Ka pacripefessieT CBOM Pecypchl TaKMM 00pa3oM,
YTO CKOPOCTh POCTa CTAHOBUTCS MaKCHMAaJbHOM
[30—32, 34—37, 42, 44]. B ocHOBEe MOAETMPOBAHUS
JIEXUT TipemioxeHHas 1913 rony Monenb ogHodep-
MEHTHOI peakuny Muxasnuca-MeHTeH — ypaBHe-
HUE MPSIMOYTOJbHON (paBHOOOUYHOM) TUIEepOOIbI
[28], koTOpast B HEM3MEHHOM BUIE TON Pa3HBIMU
nMeHaMu (Hampumep, Monod [29], Droop [15])
OblIa pacIpocTpaHeHa Ha onrMcaHue (OTOCUHTETH -
YeCcKMX MpolieccoB (B YaCTHOCTU (poTOaganTalllM)
LIEJIBIX KJIETOK. M3BeCTHO, YTO 3TO €IMHCTBEHHAas
TeOpeTUUIeCKasi MOJEIb, KOTOpas NCIOIb3yeTCs IPHU
MOJIEIUPOBAHNN 3KOCHCTEM M KOTOpask He MOXKET
oInucaTh Bce pa3HOOOpa3ue MPOLECCOB B KIIETKE.

B nuteparype ObLT MpemioxeH psif SMIIMpUYE-
CKUX Mojeleil (poTocuHTe3a, KOTOPhIE TaKXe HC-
MOJIb30BAJIMCh JISI onucaHus (oTtoamanTauuu ¢o-
tocuHTe3a [13, 16, 24, 32, 43]. B nmocnenHee BpeMs
MpenjoXeHa SMIIMpUYecKas MOJeNb, CBSI3bIBalo-
mast ¢poToamanTalnio C 3aBUCMMOCTBIO IapamMeTpa
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Chl/C (r/r) (ymenpHOe comepxKaHHE XJIOpoduIa
Ha eOUHUILY COAepKaHHUs yIiiepoja B KJIETKE) OT
MHTCHCHBHOCTH pocta, E, (MOJb KBaHT Mgl
rae mokasaHo, yto rmapaMmeTp Chl/C ymeHbIaeTcs
0 9KCTOHEHTE € YBEINYEHHEM CKOPOCTH pocTa K,
[14, 21, 44]. OyeBUAHO, SMITUPUYECKUE MOJIEIU HE
peliaroT npobysemM (oTroaganTaluuu (UTOILIAHKTO-
Ha, TTOCKOJIbKY OHU He OOBSICHSIIOT MeXaHU3Ma IIPo-
1ecca, U mo3TOMY 3/1eCh He 00CYKAAIOTCSI.

00630p (pyHIaMEHTAIbHBIX HEAOCTATKOB MPEaI0-
JKEHHBIX MoJeieil (hoToamanTaly BEIIIOJIHEH B pa-
6otax [12, 17, 18]: momenu (poTocrHTE3a M POCTA U X
oToamanTauuy  cyMTAOTCI  “IUCHYHKINOHAb-
HBIMHU”’, MEXaHUCTUYECKUMU, T.e. HECIIOCOOHBIMU
OIMCHIBATh pealibHbIe Ipolecchl. Kak oTmeuaercs,
B 3TUX MOJEJISIX HEOIIPaBIaHHO MaJIo BHUMAaHUS yie-
JITeTcsl OMOXMMMYECKOM M (PU3MOJIOTMYECKOM CTO-
pOHE JieJla 1 MHOTO — MaTeMaTMUYecKoil ero 4acTu,
U YKa3bIBaeTCsl, YTO HEOOXOIUMO COBEPIIIEHCTBOBATh
BHYTpeHHIOIO CTpyKTypy Mozenu [30, 34, 35, 45].
YMECTHO OTMETUTh, M3BECTHBIC TUMHAMUICCKUE MO-
JIEJIN He OIMCHIBAIOT BECh NMAIla30H U3MEHEHUI Ma-
paMeTpoB (POTOCHHTE3a OT U3MEHEHUT MHTEeHCUBHO-
CTU CBeTa afanrauuu, [, , ot «0» no [,,/m*~.

HamMu HeomHOKpaTHO OTMeEYajaoch, 4YTO ypaB-
HEHUE MpsIMOYTrojbHOW runepoossl Michaelis-
Monod-Droop [13, 28, 30] HeagekBaTHO OMUCHIBA-
€T CBETOBYIO 3aBUCUMMOCTbH (hoTocuHTe3a. Ha Hai
B3IJISIA, CYIIECTBYIOLINME ITOAXONBI K MOIEIMpPOBa-
HUIO XUBBIX CHCTEM HE YUYMTBHIBAIOT IJIABHOM OCO-
OCHHOCTH, a UMEHHO, UTO BCE€ IPOIIECCHl B XKUBBIX
CHUCTeMax IIPeACTaBJSIOT COOOM 1IemU COIPsIKEeH-
HbIX (HEIOCpeACTBEHHAs mepenayda 3JIeKTpoHa J0-
HOpP-aKLENTop) LUKINYecKnX ((pepMeHTaTUBHBIX)
peakuuii [2]. Panee HaMu ObLT pa3paboTaH MOIXOI
K KOJIMYECTBEHHOMY OIMCAHMIO OMOJIOTHUECKUX
MPOIIECCOB C TTOMOIIBIO 1IeMell CONMPSIKEHHBIX 1M~
KJIM4ecKuX ((pepMeHTaTUBHBIX) peakluit, rae ObUIn
YUTECHBI OCOOCHHOCTHU IIPOTEKAHUS OMOXUMMNIECKUX
TIpoIIeccoB B KileTKe [3—7, 45].

Lleas paboThl — KOJIMYECTBEHHOE oImrucaHme ho-
ToaganTalyuv 1 pOoTOMHTHONpPOBaHUS (DOTOCMHTE3a
MOPCKOTo (PUTOTIJIAHKTOHA C TIOMOIIBIO pa3pado-
TaHHOTO MOJXO0/A.

METObI

s MoOHUMAaHUS MPOUCXOAAIIMX TTPOLIECCOB U
MOoCaeA0BaTeIbHOCTA B3aUMOACUCTBUI TIpU adar-
Talluu B KJIETKE HaMU ObLlIa TOCTpOeHa MoapoOHast
KOHLIEIITyaJbHasl cXeMa.

Konuenmyanvnas cxema TIpencTaBieHa OCHOB-
HBIM OMOCHUHTETUYECKUM MpolieccoM P B BUlie ABYX
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CyOCTpaTOB CONpPSDKEHHOM ILIeNH: DHEepreThde-
CKMI1 CBeTOBOI cyOcTpar / U BellleCTBEHHBIN Cy0-
cTpart S COnpsKeHbI ¢ HUKIJIOM peakiuii A («o0beau-
HEHHBI» LUKJI TTepepaboTKM cyOoCcTpaToB; puc. 1a).
Cybctpatr § — 92T0 J11000¥i OMOrEeHHBINM 2JEMEHT
(yrnepon, aszor, ¢ocdop u T.0. [6]). B pesynabrare
(opmupyeTcsi MoToK P, TpoayKuusi KOTOporo o0-
pasyet nyn Ci; M UCMOJNB3YETCS B JaJIbHEWLIEM Ha
orocuHTeTHMYecKue mpouecchl. Kommonent E Mo-
JIeIpyeT paboTy COBOKYITHOCTH BCEX KOMIIOHEHTOB
ey nepepadboTku aHepruu [ u cyocrtpara S [3—7].
Takoii COBOKYIMHBIN «OObeAMHEHHBII» KOMITIOHEHT
JIJIsI KpaTKOCTUM HAMU Ha3BaH KakK “KioueBoil ep-
MeHT”. “CpoboaHas” (“He3aHsTas”) (opma 3To-
ro ¢gepmeHTa £ B3aMMOIEICTBYET ¢ KOMIIOHEHTOM
cyOcTpaTHOrO HMKiIa Eg, KOTOPBIA MOCTaBIIsAET Cy0-
ctpaT S. B pe3ynbTaTe KitoueBoil KOMIIOHEHT E me-
PEXOMUT B MPOMEXYTOUHYyI0 opmy E’. Dta dopma

Puc. 1. KoHuenryaibHasi cxeMa (pOTOCUHTE3a, YIUTHI-
Barolas rpouecchl oToamanTauuu U GOTOMHTMOUPO-
BaHUS: (a) — B TepMHUHAX KOHIEHTpPALIMil U KOHCTAHT
cKopocTeil (abCOMIOTHBIE TIOTOKM M KOHLEHTpaluu);
(6) — B TepMMHAX OTHOCHUTEIBHBIX TTOTOKOB M KOHIIEH-
Tpauuii. A — LUK nepepadboTku cyoctpaToB; [ u S — cy0-
CTpaTHbIe UKIBI; 1—2 1 3—4 — LUKJITBI 00paTHOI CBSI3K
BOCCTaHOBJIEHUsI MUrMeHTa “X” 1 “KIIouyeBoOro (pepMeH-
ta” “E”, COOTBETCTBEHHO (ITOAPOOHEE CM. TEKCT).
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B CBOIO 0Yepedb B3aMMOICHCTBYET CO CBETOBBIM Cy0-
CTPaTHBIM KOMIIOHEHTOM E;, B pesyibrate £’ mpe-
BpalaeTcs B (hopMy IpeAllecTBEHHUKAa KOHEYHOIO
npoaykTa E”, koTopast BO3BpalaeTcsl B MICXOIHOE CO-
crostHue E ¢ nmosyyeHneM KoHeuHoro npoaykra C;.
ITornomienne cBeTa MPOMOPIIMOHATBLHO COIEP-
>KaHUI0 (POTOCUHTETUYECKOTO MUTMeHTa X, moasep-
JKEHHOTO TEMHOBOM M CBETOBOM JECTPYKINUHU (KOH-
CTaHTBl kpy U Ky cOOTBETCTBeHHO). ConepxaHue
MUTMEHTa BOCCTAaHABIMBAETCS 1IEMbl0 0OpaTHOI
CBSI3U M3 JBYX COIPSDKEHHBIX LIMKIMYECKMX peak-

uuit £, u E, (co ckopocteio V,), cydocTpaToM KOTO-
pOii CIIyXUT KOHEeUHbI! NpoayKT dorocunTesa C;.
AHaJIOTMYHBIM 00pa30M KJIIOYEBO KOMITIOHEHT F
pa3pyliaercsl BCIAEACTBUE TEMHOBBIX M CBETOBBIX
peaxkunii (KOHCTAHTHI kpp Uk, CKOpOCTh V3), co-
JepKaHWe KOTOPOTO BOCCTAHABIMBAETCS 1IETbIO
KOMNIOHEeHTOB E;3 u E, (ckopocth V3), cyOcTpatom
IUISI KOTOPOM TakXke CJIYKUT IPOAYKT (POTOCHH-
te3a Cg. Ilyn nponykra C; ¢opmupyercst 3a cueT
¢orocuHTe3a P (OCHOBHOI IMOTOK) U PacXoayeTcs
Ha poCT U JpIxaHue P, a TakxKe OMOCUHTE3 MTUTMEH-

Taomuma 1. O603HaYeHUS TIPU TIEPEXOIe OT A0COMFOTHBIX €AMHUII K eIMHUIIAM B OTHOCUTEILHOM opme

AOCOJIIOTHBIE EAUHULLBI OTHOCUTEIBHBIE
3HayeHUe ITapaMeTpoB
ypaBHEHUSI CUCTEMEI (9) €IUHULIBI
Ly =KL =
[—] Xx[I]xe,=Xx[I]/ K, xe, V=xxIxe, [MoromieHue ceta 1.
0
2V =] kg >I<)[E ]]x[S]XeS =[S1/ K, xe, V=sxeg BruoueHue cyGerpara S.
0
k E° x| E? l-e,)xe'
3.V ={ uXl ,m]x[ 0]}><(1—e,)><e' VZ% Vrunuzauus ceera [
B “ LIUKJIOM TIepepaboTKu A.
0 0 '
4.V = {kSA X [ESm] x1£ ]} x(1-es)xe V= m Vrummszanus cyoerpara S IKIOM
P, {rs,} nepepaboTKu A.
EO "
5.V = {M} " =2 - Lo TMony4yeHre KOHEYHOTO
P {r,d A} MPOIYKTA C;.
X[E]]
6.V, = [‘—] [C;1xe V,=c, Xe, Pacxonpl mpoykra ¢; Ha CUHTE3
F MUrMeHTa “x”.
0 0 1—e)x
7.V, = {M’JX[EZ]} x(1-e)xe, V,= w ITorox V, obpaTtHOI cBA3KM
R .} Ha CMHTEe3 IUTMEHTa “x”.
k, x| E, ] 1-e
8.V, = {P—} (1-e)) sz( P )
0
k., X[X k,, x| X, %[/
9.d,={ m ,,[ 2 ]} X x +{—& [ ,,?] [ ]} XX d,= X TeMHOBas 1 CBETOBas JAerpagais
0 K iy } { } MUrMeHTa “x”.
3 X [E |
10.V, =[-——— ke Ix[C;1x ey V,=c,Xe, Pacxobl MpoJyKTa ¢; Ha CUHTE3
R depmenra “e0”.
0 0 1—e,) X
11. V3 = {M)X[E“]} x(1—- e, )X e, V3 = m ITorok V; obpatHoli cBA3U
£ 1} Ha CUHTE3 KJII0YEBOTO
X[ E!] _ (1-e¢,) (epmenTa “e0”.
12. V= {—} (1-e,) T
0
0 0 0 0
13.d, = {kDL”EEO]} xe’ + {Mz]xm} x e’ d=-"—+ Ixe | Temmopast u ceetoBast nerpanarms
£ 4 rpet - e depmenra “e0”.

OKEAHOJIOT U Tom 59 Ne 3 2019



3BAJIMHCKUI 363

ta X (0OpaTHBI MOTOK P,) U KIIOYEBOTO KOMIIO-
HeHTa E (oOpaTHbIii TOTOK Ps) (puc. 1a).

Hcxonnas cuctema ypaBuenuii. Mlcrionb3yembie ma-
paMeTpbl CUCTEMBI, TAKME KaK KOHCTAHTbI CKOPOCTH
M KOHLIEHTpalUMU B3aMMOAECHCTBYIOLINX KOMITOHEH-
TOB, pacCMaTPUBAIOTCS KaK HEM3MEHHbIE BEJTMYUHBI,
€CJIM 3TO CIeLIMaIbHO He OTOBOpeHo. B maHHOM city-
Yyae 3aBUCUMBIMU OT BHELIHMX (PAKTOPOB CUMTAIOT-
cs1 mBa mapamerpa — [X] u [E"] — KoHueHTparwst
«IIUTMEHTOB» U CyMMapHasi KOHLIEHTpaLIMsl «KJIr04ue-
Boro hepMeHTa». ECTecTBEeHHO, YTO N3MEHSIOIIMM -
cs OyIyT U Te IapaMeTphl, B KOTOPbIE MOTYT BXOOUTh
3TU BEJIMYMHBI KaK COCTaBJISIOIIME (HaIpuMep, MaK-
cHMaJIbHast ckopocTb P”, B Kotopyto Bxomut [E°]).

CKopocTy B3aMMOICICTBUI ONpPEAEISTIOTCS KOH-
CTaHTaMW CKOPOCTEH, KOHIEHTpaluusiMu cyOcTpa-
ToB [/I], [S] u (dopM B3aMMOAEHCTBYIOIIUX KOM-
MOHEHTOB [£}], [X] 1 B cTalMOHapHOM COCTOSIHUU
OIMUCHIBAIOTCS cUcTeMolt ypaBHeHu (1) (puc. 1a):

. P=k,xXX[EIx[I]=k, x[E"]X[E']=

=k X[SIX[Egl=kg, X[E'¢IX[E]=k, x[E"];

B =k x[C1;

P, =k, X[C,IX[E 1=k, X[ E" | |X[E,]=k,xX[E",];
P =k, X|C,IX[E,]=ky  X[E'SIX[E,]=k, xX[E",];
D, =k, X[ X]+k, x[X]x[]];
D3=kDE><[E0]+k1EX[EO]X[I]. 1))

AN AN

IlepBoe ypaBHeHME (MSITH PaBEHCTB) OTMUCHLIBAET
OCHOBHOI1 IIpouecc (hOTOCHMHTE3a — IIOIVIOLIEHHUE
U YTWIM3ALMUIO SHEPIUM cBeTa / M BEIIECTBEHHO-
ro cyocrpara S u nomydenue npoaykra C, (3a-
KiountenbHas peakums P=k X[E"|=k, xC,).
VYpaBHeHus (2—4) cuctemsbl (1) onMCHIBaIOT YTUIN-
3aLMI0 KOHEYHOTO MPOJYKTa Ha pocT (CKOPOCThb P))
Y CUHTE3 pa3pyLIEHHOIo NUrMeHTa X (CKopocTh P,)
u kimoyesoro depmenta E (ckopoctb P;). YpaBHe-
Hus (5, 6) cucteMsbl (1) OMMCHIBAIOT TEMHOBOE U CBE-
TOBOE paspyiieHue nurmMeHnTa X u pepmenra £ (cKo-
poctu D, u D; coorBeTcTBeHHO) (puc. la). Cymma
KOHILIeHTpaluii ¢opM kommoHeHToB [E,],[ES],
[E\],[E,],[E,], [ E,] sBisieTCs MOCTOSIHHOM:

[E}1=1E, 1+ 1E" ; [EV1=[E ]+ [E" ];
[ES1=EJ+E ) [ES1=1Eg1+[E s ];
[E)1=1E,1+[E " 1 [E{1=[E,J+[E",];
[E°]=[E]+|E'|+[E"]. (2)

31ech [EI.O] — TMOJIHbIE KOHULEHTpauuu ¢Gopm
i-ro KomnoHeHTa (¢epmeHTa). CymmapHasi KOH-
LEeHTpaLusl KiIo4eBoro komrmoHeHTa [E°]Ttaike
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paBHa cyMMe ero (hOopM, OTHAKO €T0 BEIMYMHA U3-
MEHSIETCSI B 3aBUCHMMOCTU OT COOTHOIIIEHHS CKOPO-
CTel JeCTPYKLMU U OMOCUHTE3a.

Ilepexon K oTHOCHTEIBbHOI (0e3pa3MepHOii) (hopme.
Cucrema ypaBHeHUl (1)—(2) He MOXET OBITh peleHa
B TpENCTaBIEHHON (PopMe, MOCKOJIBKY KOJIMYECTBO
HEM3BECTHBIX CYIIECTBEHHO IIPEBBIIIAET KOJIMYECTBO
ypaBHEHU. YMEHBIIUTh KOJMYECTBO HEU3BECTHBIX
BO3MOXHO TIpM TIepexoie K 0e3pa3MepHbIM IepeMeH-
HBIM, IlI¢ KOHIIEHTPALIMKM M KOHCTAHTbhI CKOPOCTH 00b-
ENMHSIOTCS B HEOOJIbLIOE KOJIMYECTBO OOOOIIEHHBIX
KMHETUYECKUX MapaMeTpOB U KOJUYECTBO HEM3BECT-
HBIX CYLIECTBEHHO yMeHbIaetrcs [3—7, 46]. Kak yka-
3aHO BBILIE, TOJIBKO TPU IMapaMeTpa — MaKCUMaIbHast
CKOPOCTB ITpoliecca P, 00111ast KOHLIEHTPALMS KITIode-
BOro KoMmrioHeHTa E° 1 KoHIeHTpayst murMeHTa X —
3aBUCSIT OT MHTEHCUBHOCTU CBeTa / M KOHILIEHTpaIuu
cyocTtpara .S, ocTajbHbIe TTapaMeTpbl Mojaeau (puc. 1)
CUMTAIOTCSI HEUBMEHHBIMU.

Ilepexon kK omuocumenvHoill (hopme ypaBHEHUN CU-
cteMbl (1) 3aKitoyaeTcs B TOM, UTO BCE TTOTOKM 3TUX
ypaBHEHUIT BHIPAXKAIOTCSI B €IMHUIIAX MAKCUMAJIbHO-
ro MOTOKa OCHOBHOTO Tipotiecca Fy" , uto nocturaer-
s IeJIeHHeM 00eMX JacTell ypaBHEHUI Ha BEIMUUHY
storonoroka P . Beens nepemennbie e=[E]/[E, ],

e'=[E"l/[E)], e"=[E"l/[E}], x=[X1/[X,] ur.n.
1 0003HAYMB OTHOCUTENIbHYIO CKOpocTh V =P /P,
cucrema (1) mpumer Buz (Tads. 1):

. V= [k al ’]] x X x[I]xe, {—k’Ax[ifjx[E by
x(1—e,)xe'=] SX[E ks XLEsk [ S1xe, =
O
kg XIESIX[E"], o ok, lE°
—{—PO,,, fx(l—eg)xe —{—Pom fxe";
ky X[ E)] k, X[ E}1X[E]]
2. V=]~ P —————Xx[C;]xe {—PO }x
X(1-¢)xe, ={—=+—2= ks [E ]}x(l— ));
3 ¥, _[ [E ]] «IC, Ix {k34><[i]><[E ]}><
d1-epe, = (7D
4. d2:{kDXX[XO]}Xx+{kIXX[XO]X[I]}XX;
R P
_ kDEX[E(?] 0 k/EX[Eé)]X[[] 0
5. d3_{—1>0'" Ixe +{—P0m 1xe’. (3)
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IMorok B" HaxXomuTcs M3 YCIIOBMS, KOTIa KOH-
LIEHTpAIMU CyOCTPaTOB HAXOASATCS B HACBIILIEHUU
[I]7cc u [S]>ce, MOTOKM OOpaTHBIX CBSI3EH OTCYT-
cTBy1oT — V,~0 u V5-0, cymma conpoTuBIIEHUI Oc-
HoBHoro npouecca Y.r=1.0 (ypasHenue (1) ¢ cucre-
MbI (3)):

vy k,, x[Ef]x[E°]}+{kSA ><[E§]><[E°]}Jr
R R
0 m
+{%}:m+r&i +r, :1.02%.

0 0

I[Ipu »TOM oOCHOBHOII mporecc (POTOCHHTE3a

B oTHOCHUTEIbHOM (opme V=P /P onuceiBaeTcst
YpaBHEHHEM HEIIPSIMOYTOJIbHOI TUIIepOoisl [3, 4,
5, 6,7, 46] (ypaBHenus (1) cuctemnr (3); (1)—(5),
Tabj. 1;); puc. 16):

v, a+1) [ dxyxTl
—_— V. = x(1- [1-——). 4
1 ru <V, © 2xy ( (1+1)* )- )

C1-r,xV,

I=

3neco, 1 y=rtr=1.0; Y=ri/r40-

IIpu mepexone K OTHOCUTENILHOU (hopme mapa-
METpPBI cUcTeMbl (3) pa3mensioTcs Ha aBa TAMA —
cyocTpaTHBIe (KBaapaTHBIE CKOOKM) M TTapaMeTphl
COMPOTHUBJICHUS peakinii ((purypHble CKOOKM) (Cu-
ctema ypaBHeHu (3); Tabm. 1).

CootHomenust (6)—(8) u (10)—(12) Taba. 1 (co-
oTHoweHus (2) u (3) cucteMsl (3)) NO3BOJSIOT HAlA-
TU ypaBHeHUs 114 V, u V5 (yuteHo, uto c;=r < V):

£

_ XV,
1-r,xV,

2.1, XV} =V, x(I+ 1y X(r, xV))+r, XV =0,
_n
_ 1y XV,

l1—r, xV,

4.1, x V=V, x(+r, X(r, xV))+r,xV =0. (5)

l.r,xV=
1

9

3.ryxV=

5

3nech BEJIMUUHBI 7y, Fy, F|y, Iy U F34 — COMIPOTUB-
JIEHUSI COOTBETCTBYIOLIMX peaKUuil; ryy=r;,+r,
U Fyg=r3,+Fr,; — CyMMapHbIE CONPOTUBIICHUSI peaK-
it uukiaoB 2 u 4 (tada. 1; puc. 1). I3 cuctemsi (5)
M Tabmuubl | SICHO, YTO COINPOTUBIIEHUS 7y U Iy
OIpeAC/ISTIOT MaKCUMAaJIbHbIe ITOTOKM OOpaTHOM
“.”

cBsi3u V, u V3, uaymmx Ha CUHTE3 MUIMEeHTa “Xx
1 dpepMenTa “e®”, 110 OTHOLIEHUIO K MAKCUMAJILHO-

V"o |40
My notoky Vy: V' =—=—u V' =—=—
hy Ty T T

KOJIMYECTBEHHOE OIMTMCAHUE AJATITALLMNU MOPCKOTI'O ®UTOITJIAHKTOHA K CBETY

N3 cootHomennit (1)—(4), (9) u (13) Tabn. 1 Ha-

0 ' "
XOIOATCSd KOMIIOHCHTEI € ,é,¢e ,ée (HpI/I agarnTanumnmn
B paBHOBECHOM COCTOAHUUN CKOPOCTH pa3pyLICHUA

u cuHTe3a “x” u “e’” paBHBI MexIy cobout, V,= d,
u V;=dy):
| P XV
L=y
s
XV
2. e——l_ 7
xxI
3. e'=r,xV;
v,
4, x=——321—;
1/rp+1/r,
V,
5. '=—r—2———;
1/ry,+1/r,
6. e'=e+e'+te". (6)

0
Hckimoyas u3 cucteMbl (6) KOMITIOHEHTHL €, e, e’ e

(" =e+e'+e") v yunTbiBasi ypaBHEHUs CUCTEMBI (5)
(3LECD 1y/15)=14/T49~0.95=Y), ITOJIy4UM CBA3b UHTEH-
CUBHOCTH CBETa U MapaMeTpPOB paccMaTpuBaeMoi
MOJIENIN B OTHOCUTEJIBHBIX (Oe3pa3MepHBIX) eAMHUIIAX
(puc. 16):

r, XV re, XV
1. 1_L+ A +r, X
V,x1 s
1/ +1/r,y
V,
XY ——3 =)
L/ ry+1/r;
5 V2:(1/r20+rA><V)(1_ - 4><y><rA><V2;
2xy (I/ry+r,xV)
3. V3:(1/r40+rA><V)(1_ - 4><y><rA><V2). 7
2xy (/ry+r,xXV)

Kax BungHO, ypaBHeHUs cucTeMBbl (7) He cogepkKar
KOHCTAHT CKOPOCTEN M KOHLEHTPALIMI KOMIIOHECH-
TOB, XapaKTEePHBIX ST UCXOMHOI KOHIIETITYaJIbHOM
CXeMbl M MCXONHBIX ypaBHeHHI (puc. la, cucre-
ma (1)), oHu comepxar tonbko motoku V, V, V;
U UHTEHCUBHOCTD.

PE3VJIBTATHI

Jlonu mponykra, MAyLIME HAa BOCCTAHOBJIEHUE
nurmeHTa V, n «kmnouesoro pepmeHTa» Vi, MOXHO
OLIEHUTb Ha OCHOBE TPAaT Ha AbIXaHUE KJIETOK, KO-
TOpbIE NIPU ONTUMAJIBHBIX YCIOBUSAX COCTaBJISIOT

OKEAHOJIOI'MA Tom 59 Ne 3 2019
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20—30% ot ckopoctu pocta [17]. B paccmaTpu-
BaeMOM ciydae onocuHTe3 “x” u “e’” cocrabisieT
YacTh OOIIEro OMOCHMHTE3a, YTO ITO3BOJISIET IT0JI0-
KUTb MaKCUMAJIbHYIO JOJIO MOTOKa V, Ha cuHTe3
murmenta V)" =V{" /r,=1/60, a Ha cuntes V,
depmenta — V" =V)" /r,=1/20 (wmm 1.7 u 5%
COOTBETCTBEHHO OT OCHOBHOrO mnoroka V™). Be-
JIMYUHBI IPYTUX COMPOTUBJIEHUN TMOJAraJINCh paB-
HBIMU: 1y, =100, 7, =200, r,, =50, r,=400.
ITocnenHue BeIUYMHBI O3HAYAIOT, YTO MOTOK TEM-
HOBOW JeCTPYKLIMU MUTMeHTa “x” cocrasisieT 1%,
a KomroHeHTa “e?” — 2% OT MaKCMMaJbHOIO I10-
Toka ¢orocunresa V. I[1oTok cBeTOBOI NECTPYK-
uuu nipu I1=1.0 ning nurmenTa “x” cocrasnset 0.5%,
a KoMroHeHTa “e%” — 0.25% oT MaKCHMaJbLHOTO
nortoka V™. KoHueHTpauus cyocrpara S, rae 1o
HE OTOBOPEHO CIICLMAJIbHO, ITojarajach HachIIa-
ouweit ($=20). DTu 3HaYeHUsT MapaMeTpoB ObLIU

Taomuna 2. 3HaueHUS NCITOIb3yEeMBIX ITAPaMETPOB,

TSI KOTOPBIX IIPOBEICHBI pacueThl KPUBBIX adalTallly
(puc. 2—5): ckopoctu cuntesa “x” V)" =1/r, u “ed”
V" =1/, ; conpoTUBIEHNS TEMHOBOM 7y M CBETOBOIA
Fry Jerpagauuu i “x” 1 aHaJIOTUYHbIE CONTPOTUBIIEHUS
Fpg W Fip I0Tst “e%”; 3HaueHue cyocTpara “s” (mapameTpbl

ocHoBHoro notoka V" : r,=0.95;r, =r,, =0.025)

ITurmeHTHI “X” KOB{ZST,EHT S
ITapame-
TP o | 'ox | Tix | Ta0 | TpE | TIE
Bapuars: Bapuanr?2:
14 OMOpHbBIEe 3HAYECHU S
60 | 100 | 200 | 20 | 100 | 400 | 20

ry 1 30
Ty 3 100
rpx: 1 50
rpx 3 200
riy 1 100
riy 3 400
Fao 1 10
Fap: 3 40
rpg 1 50
rpp 3 200
rig: 1 200
rig 3 800

s:2 2

s:3

s: 4 0.7

OKEAHOJIOT U toMm 59 Ne 3 2019

BBIOpaHBI B KA4eCTBE “OnopHBIX” (B Ta0JI. 2 — Bapu-
aHT 2), UX BeJIMYMHBI BAPbMPOBAJIN KaK B OOJIBIIYIO,
TaK U B MEHBIIIYIO CTOPOHY (TabJI. 2).

CeeroBasgs KpuBas (OTOCHMHTE3a € YYeTOM
toroagantanuu u poromnrudouposanus. Ha puc. 2a

20 [~ Photo Photoinhition

OrHocuTenbHas ckopocts: V, V,, V,, V,

0 4 8 12 16 20
OrHocuTeNbHAsY HHTEHCHBHOCTD cBeta, [=/1]/K,
afl
o (©)
o\ V,x, e’
. 4 -5
3\ R
c“i I ‘\ 2 ’.é___)_c_h_“
St ' L—’V,——
= 0 = : ' 1
a N . 010 OTZ 0’4
52F Vo N
=
o]
(=9
3]
=

0 4 8 12 16 20
OtHocHTETbHAsA MHTEHCHBHOCTS cBeTa /=[1]/K,

Puc. 2. CpaBHeHue ckopocTeil (poTocuHTe3a Heamar-
TUPOBaHHBIX, V), U aanTUPOBaHHBIX, V,;, K CBETY 00-
paslioB; KPUBbIE CKOPOCTU V), cuHTe3a murmeHTa “x”
U CKOPOCTH V5 CHHTe3a «KIII0UYeBOTo hepMeHTa» “e0”
C y4eToM ananTtauuu u hoToaecTpyKUuu: (a) — 3aBU-
cumocts Vy, V4, Vo 1 V3 or uHTeHCUMBHOCTH cBeTa, K; —
CBETOBAS KOHCTAHTA, 1, 1 V,,, — ONTUMAaJIbHbIE MHTEH~
CUBHOCTb U CKOPOCTh, Photoadapt v Photoinhibition —
00JIacTU CBETOBOM agamnTallui M WHTUOMPOBAHMUSI;
(60) — 3aBUCHMOCTb KOHIIEHTpAlIMii MUrMeHTa “x”
1 xoMIioHeHTa “e%”. Ha BcTaBKax IMOKa3aHbl Te Xe 3a-

BUCHMMOCTHU Ha HA4YaJIbHOM Yy4aCTKE.
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MpeICTaBIeHbl KPUBBIE CBETOBOM amanTallli YEThI-
pex notokos — V,, V,,, V5, u V5 (Bapuanr 2, ta0i. 2).
KpuBbie cBeTOBOI aganTaliy — 3TO KpUBasl 3aBU-
CHMOCTH ITapaMeTPOB IJis KJIETOK IpU TON MHTECH-
CUBHOCTHM, K KOTOPOl OHM OBbLIM aganTUpPOBaHBI
B mpouecce pocta («growth irradiance» [10, 22]).
Hnsa monydeHUsl pesyabTaTa s KaXaol WHTEH-
CUBHOCTHU [; HEOOXOIMMO MPOBECTU U3MEPEHHUE Ha
o0Opaslie, afalnTUPOBAaHHOM (BbIpAILIEHHOM) K 3TOU
WHTEHCUBHOCTU [,; 1 MU3MEPEHHOM NIPU 3TOW Xe
MHTeHCUBHOCTU [, Takue 3aBUCMMOCTHU Iapame-
TPOB IIOJIYYaIOT IIPpH J1JA00paTOPHOM KYJIbTUBHUPOBA-
Huwu [11, 22, 43] 1 mpu U3MepeHUSIX Ha OTOOPAHHBIX
oOpa3iax (UTOIUIAHKTOHA Ha OMpPeAeIeHHbIX TOPU-
30HTax B Mope [ 14, 21, 33, 34, 39, 42].

CseToBas KprBasi OCHOBHOTO ITOTOKa V|, 6e3 yue-
Ta amanTanuu (T.€. «MTHOBEHHAs CBETOBasi KpUBAs»)
B OTHOCUTEIbHBIX €AMHUIIAX TOCTUTAaeT MaKCUMyMa
V,=1.0 (ypaBHeHue (4), puc. 2a). [lapamerp K; (cu-
cteMa ypaBHeHuii (3), Tabm. 1) [3—7, 46], aBnseT-
Csl aHAJIOTOM XapaKTepPUCTUKU Iepexo/ia CBETOBOM
(«<MTHOBEHHOI») KpUBOU K HachkileHuto «Talling»
[41], xoTOpast paBHA WHTEHCUBHOCTHU CBeTa Tiepe-
CeUYeHMsI KacaTeJIbHOM HayaJbHOTO yyacTKa CBETO-
BOW KpUBOJ ¢ HackllaoLei V™ (puc. 2a) [37, 41].
JInreparypuble manusle [22, 37, 41| u Hamm u3Me-
penus [5—7, 46] moKa3bIBAIOT, YTO JJISI MOPCKOTO
¢dbuTorutaHKTOHA BeanurHa K; BapbuUpyeT B Ipele-
nmax ot 50 mo 150 (B cpennem =100) MKMOJIb KBaH-
TtoB M~2c!. Ha puc. 2 u mocieayrommx prucyHKax
BCSI IIIKajla MHTEHCUMBHOCTUA 3aHMMAaeT AWara3oH
or 0 1o 2000 MKMOJIb KBaHTOB M~2c™! (yMecTHO OT-
METUTh, YTO B UIOHE B COJTHEUHBII IeHb Ha ITUPOTE
BnaguBocToka MakcumanbHast / COCTaBIISIET OKOJIO
1700 MKMOJIb KBAaHTOB M™2¢™!).

Kpusas aganrauuu V,, umeer MakCUMyM Npu-
MEPHO BJBOE BbILIE 10 CPAaBHEHUIO C V|, , KOTOPBIii
B JIUTepaType Has3bIBaeTCs “ONTUMAaJbHBIM (DOTO-
cuHte3oM” V,,, a MHTCHCHBHOCTb CBETa B 3TOMH
obnact — ONTMMATbHON MHTEHCUBHOCTBIO [,
[32, 37, 38, 43]. OTu TUNMYHbIE “aganTaliOHHbIC
KpUBBIE”, KOrma IIPOMCXOOUT M3MEHEHHE I1apa-
METPOB CHUCTEMBl BCJIEACTBHUE BO3IEHCTBUSI CBeE-
Ta, oayuniau HazBaHue “Vollenweider type” [38].
Pasnoctp Mexny agantupoBaHHbIMU, V,, U He-
amantupoBaHHbIMU, V,,, obpasuamu AV =V -V,
MNpeAcTaBasieT “BbIMIPHIII” B MPOAYKLIMM 3a CYET
amanrauuy. Ha HavanbHOM ydacTke Kpusble V,,,
V, 1 V3 HauMHAI0TCA ¢ HEKOTOPOTO 3HAYEHUs UH-
TEHCUBHOCTU CcBeTa [;,>0, HEOOXOAUMOTIO 111 KOM-
MeHCAlluM TEeMHOBOI HeCTPYKIIMU KOMIIOHEHTOB
(puc. 2a, Bcraska) I, =3x(1/r, +1/r,))=0.037.
IToroxku V, u V3 B cymMme IIpu HACBILLEHUU CBETOM

KOJIMYECTBEHHOE OIMTMCAHUE AJATITALLMNU MOPCKOTI'O ®UTOITJIAHKTOHA K CBETY

nocruratot 6.7% ot nortoka V,,, onHaKo BIMsSHUE
nx Ha (hopMy KpUBOIi 1TOTOKA V,; 1OCTaTOYHO BEJIU-
Ko (“Bemurpeiin” nocruraet 4V,, =100 %, puc. 2a).
BcenenctBue HEBBICOKOW CBETOBOW Ierpagaluu 7y
U r;p IATMEHTOB “Xx” M “kitoyeBoro” ¢depmeHTa
“e0” Ha HAUAJILHOM Y4aCTKe CBETOBOM 3aBUCUMOCTHI
1,4<1,,; GOPMUPYIOTCsI MOBBILICHHBIE KOHLIEHTPA-
LIMM 9TUX KOMIOHEHTOB, 3a CUYET Yero MpOUCXOAUT
yBeauueHue V,;, KOTopoe MHTEPHPETUPYETCs Kak
«aganTtauus» (photoacclimation). Ilpu Oonbmx
1,471, 32 CYET CBETOBOTO Pa3pyIeHHsI KOMITOHEH -
TOB “x” 11 “eY” cKopocTb V,; YMEHBILAETCSI, 3TOT M-
anasoH /,; UHTepIpeTupyeTcs: Kak 001acTb «hoTo-
MHTUOMpOBaHUS» (pUC. 2a).

HN3meHeHus1 mapaMeTpoB OMOCHHTE3a U Jie-
CTPYKLIMM KOMIIOHEHTOB “x” u “eY” mpuBomar
K TpeackazyemMbiM 3dgdekTam. YBelIMyeHue CKO-
pocTu OMOCHMHTE3a NMUTMEHTa V, NMPUBOAUT K yBE-
JMYeHUI0 Makcumyma noroka V,, (=1.5 pasza)
W CMEIIEHUIO €r0 B 00J1acTh 0oJjiee HU3KOU (TTOUTH
BIBOE) MHTEHCUBHOCTU cBeTa (puc. 3a, Iepexo
OT KpuBOi 2 K KpuBoi /). Hampotus, yMeHbIe-
HUE 3TOTO MOTOKA BABOE MPUBOAUT K YMEHBILIEHUIO
Makcumyma V,; M ero CMeIIeHHIo B 06J1acTh 6ojee
BbICOKO /,; (kpuBble 2 1 3 Ha puc. 3a). [1pu BbI-
OpaHHBIX TTapaMeTpax OOpaTHBIX cBsi3elt (Tabj. 2)
“onTUMaJIbHBIE” CKOPOCTU OCHOBHOTO IoToka V,,
HaOMoal0TCs B OOJJaCTU WHTEHCUBHOCTU CBETa
1,,=11/K=4—6. AHanus naHHbIX pUC. 3 TOKa3bl-
BaeT, YTO yBEJIWUEHME coIepxKaHUs KakK “x”, Tak
n “e"” mpUBOIUT K YBEJIMYEHUIO CKOPOCTU (POTO-
cunresa V,,, onHako cmeleHue /,, IPOMCXOAUT
B IPOTHBOIIOJOXHBIX HAIIPABICHUSX: YBEIMUCHUE
“x” cnBuraer /,, B 06;1acTh Gosee HU3KOM, a yBe-
anueHune “e?” — B o6yacTb 00Jiee BHICOKON MHTEH-
cUMBHOCTU cBeTa (puc. 3a—3B u 3r—3e). Paznuune
00yCIIOBJIEHO TeM, 4To “Xx” u “e’” OTBETCTBEHHBI
3a (hbopMHpPOBaHUE ABYX Pa3IMYHBIX YIACTKOB KpU-
BOM amanTalud — HAYaJbHOTO U 3aKJIIOUUTESIb-
HOTO COOTBETCTBeHHO. [lo pazauyHBIM NaHHBIM,
71T  TPUPOMHBIX IOMYJIALUil  (PUTOILUIAHKTOHA
1,,~11/K=3—6 (300—600 Mxmosb KBaHTOB M~%C!)
[14, 34, 39]. ITpu KyAbTUBUPOBAHUU ICTYAPHBIX MO~
MyJSIIAiA PUTOTTAHKTOHA BeMYuHa [, yMEHbIIA~
Jach ot 7 1o 1.7 nipu yBeJIMYeHUU BPeMEHU KYJIbTU-
BUpoBaHus oT 15 mun no 180 mun [25].

KpuBasg amantanmm M «MrHOBEHHbIE» CBETOBbIE
KpuBble. Kak yka3bIBasoCh BhIIIE, CBETOBAsI KpUBasi
ajarnTaluy U3MepsieTcs IIpU TOil K€ MHTEHCHUBHO-
ctu /,,,, K Kotopoit /,; ObUI aganTupoBaH (BbIpa-
meH) obpaseu: T.e. /,,,,=1,,. “MrHoseHHas” (instan-
taneous) cBeTOBasi KpMBasi — KpuBasi, U3MepeHHast

BO BCEM [IMAIa30HE UHTEHCUBHOCTH /,,,,, HO Ha 00-
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[Tapamerpsl V, x, €’

[apamerper V, X, e’

ITapametpel V, x, €’

1 -r,=200
2 - r=400
3 -1, =800

0 4 8 12 16 20

OtHocHTeIbHAsA HHTEHCHBHOCTH cBeTa /=[1]/K,

0 4 8 12 16 20
OtHocHTeNbHAA HHTEHCHBHOCTE cBeTa [=[1]/K,

Puc. 3. CeetoBbie KpuBbIe (hOTOCHHTE3a € yueToM (oToanantannu u GoTonHrnOupoBaHus: (a)—(B) — IJIST pa3TUIHBIX
MOTOKOB ¥, BOCCTAaHOBJIEHMS TUTMEHTA “x” (COMPOTUBIIEHUE Fy) IPU PAIUYHBIX TOTOKAX TEMHOBOW M CBETOBOM Je-
rpafanunu (CONPOTUBICHUS Fy U Fry); (T)—(€) — TO ke Wist “KkitoyeBoro” dbepmeHTta “e%” (COMPOTUBICHUS Fyy, Fpp U Fip

COOTBSTCTBSHHO) .

pasiie, agalTHPOBAaHHOM K OIHON OIIpeAe/IeHHOI
uHTteHcuBHocT! [,z 1.e. 1,71, Takum obpasoM,
“MrHoBeHHasl” CBETOBasi KpuBasi — 3TO “0O0ObIUHas1”
CBETOBasl KpUBasl, U3MEpEeHHas1 “MTHOBEHHO”, MO
CpPaBHEHUIO CO BpeMeHeM amanTaunu. st mocTpo-
€HUs KpUBOH amanrauuu /,,;, Kak 0ObIYHO, UCITOJIb-
3yeTcst cucrtema (7). YpaBHeHUEe i1 MOCTPOEHUSI
“MTHOBEHHBIX CBETOBBIX KPUBBIX ITOJTyIaETCsI CyM-
mupoBaHuem ypaBHeHUi (1)—(3) u (6) cucreMsl (6):

OKEAHOJIOI'M A Tom 59 Ne 3 2019

a) xxI=Vx(" —yxV)/(€" =V), um

+x><I)(1_\/1_4><y><e°><x><I @®)

(e’
0) V=
) 2x " +xx1)’

ITocne pemenust cuctemsl (7) Ojist BRIOpaHHOMW MH-
TEHCUBHOCTHU cBeTa ajanrtauuu [,, Ha V,, onpene-
€.

JITIOTCS TapaMeTphl “x” 1 “e0”, s 9TUX BeJTUYrH
B COOTBETCTBUM C ypaBHEHUEM (8) CTPOUTCS MTHO-
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25

N

-
[¢)]

-

Ckopocts, Vy, V, V,,

o
3]

4 8

Hurencusnocts ceeta, [, [,

12 16
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(©)

IMapametpsl, V,, V, x, ¢’

8 12 16 20

HnTeHcHBHOCTB CBeTa, {, I,

0 4

Puc. 4. [TapameTrpsl o0LIeit ananTauuu: (a) — cpaBHEHUe KPUBLIX “doTroamantauuu” V,, 1 “MTHOBEHHBIX” CBETOBBIX KPU-
BbIX /—4 1 ciayyaes anantaunu K /,; 0.2, 2, 4, 8 cooTBeTCTBEHHO; (6) — BAMSHME KOHLEHTpaluu cyoctpaTa “s” Ha (op-
My KpuBoil dpoTtoagantauuu V,; — Kpusble /—3 COOTBETCTBYIOT KOHLIEHTpalusaM cyoctpara 0.8, 1.5, 20; kpusble 4 1 5 —

0.8 u 20. Kpusas V) — npu oTCyTCTBUM afanTaluu.

BEHHAs CBETOBasl KpuBas (YYTEHO, UTO 7,+rg,=Y;
puc. 4). YpaBHeHus (8) — 3TO OOBIYHBIC ypaBHE-
HUS HEMPSIMOYTOJIbLHOM TUIepOoJibl, rae I— (xX1),
a V' — 0 (ane 1.0, kak B cooTHOmEHNH (4)).

MrHOBEHHBIE CBETOBBIE KPUBBIE MEPECEKAIOTCS
¢ KpuBoil ananrtauuu V,,; B Touke / ;. Ilapamerp K
MTHOBEHHBIX CBETOBBIX KPUBBIX MMHMMAJICH IJist
00pa3LoB, aJanTUPOBAaHHBIX K HU3KOH /,;, U Mak-
cuMalieH — i Bbicokont [, nnsa 1,,= 0.5, K; = 1.5;
s l,; =4, K;= 3.1 (puc. 4a).

JInmutupoBanme cyocrparom. JIuMutrpoBaHue
He “CBETOBBIM” cyOCTpaTOM “s” OCHOBHOTO MOTO-
ka V,, (a3ot, pocdop T.4.; puc. 1, ypaBHeHue (1),
cucteMa (7)) yMeHbILIAeT €ro BEAUYUHY, MPexXae
BCero B obmacti MakcuMyma /,,,, BCISICTBHE YeTO
MPOUCXOOUT <«YIUIOIIEHWE» KPUBOU amamnTaiuu
(puc. 46). O1oT 3(hDeKT 0O0BSCHSIECTCI JTUMUTU-
poBaHUEeM cyOcTpaToM “s” HermocpeacTBEHHO OC-
HOBHOTO noroka V,,;, Ha notoku V, u V; cyocrpar
MpaKTUYECKU HE BJIUSIET, MOCKOJbKY UX BEJIMYU-
Ha Ha MOPSAAOK MeHble, 4yeM V,,;, mostoMy ¢op-
Ma KpHBOii 3aBucumoctu “e’” ot [, MpakTUIeCcKu
He W3MEeHSeTcd Tpu yMeHbIIeHWn “s”. “Ymimo-
IIeHHbIe” KpHBbIe amanTauuyd (KpuBblie J3—J,
puc. 40) MOryT MOJEJIMpOBaTh KpHUBBIE “Hpo-
MEXYTOUHOro” Tuna, kKorga (OTOMHTUOMpOBa-
HUE HaOII0MaeTCs MPU BBICOKUX OCBEIIEHHOCTSIX
(>600 uE m2s1) [38].

Takum o0pa3oM, COOTBETCTBYIOIIMM HaOOpPOM
BEJIMYMH TpeX MapaMeTpoB — IIOTOKOB OOpaTHBIX
cesseit V)"=1/r,u V"=1/r,, perynmupyromux
KOHIIEHTpALMU KOMIIOHEHTOB “x” u “e"”, u Benu-

YUH TEMHOBOW (7)y U yp) M CBETOBOM (7 U Fyp) Ae-

CTPYKUMU 3TUX KOMIIOHEHTOB — MOXET ObITh MO/JIE-
JIMpoBaHa KpuBas ¢doToaganTauuu a000i ¢GopMbl
(puc. 1-3, Tabmn. 2).

Ilepexoanbie mpouecchl W JAHEBHAS JeNpeccus
torocunresa. [lepexonHsie nmpoiecchl GOTOCUHTE3A
HaO0JIIOAIOTCS TIPU CMEHE CBETOBBIX YCJIOBUI: MpPU
NepeHoce oT HU3KoM /,; K BBICOKO# /,; anantauuu
WIM Hao0opoT. B 3ToM ciiyyae CKOpOCTh CHMHTEe3a
“x” m “e’” He COOTBETCTBYET pa3pyLIEHUIO STUX
KOMIIOHEHTOB, T.€. V,#d, V3#d; (Tabun. 1): Ha puc. 5
MpUBEACHBI pe3yJbTaTbl YUCJIEHHOIO pelIeHUs
YpaBHEHUI [T NIEPEXOAHBIX Ipoueccos V, ,;, Vou Vs
(d=V+V,+V5; cq=rV):

dV, dx

a —_—

0
Dy - de _y _gq.
dt dt dt

Tak, ipu nepexoe oT 00JIee HU3KOI MHTEHCHUB-
Hoctu ceera [,,~0.5 K Gojiee BBICOKON KOHLEH-
Tpauusl NUrMeHTa “X” MOHOTOHHO yObIBaeT, TOTaa
KaK BeJMYMHBL V,, 1 “e"” BHavyane pe3ko Bo3pac-
TaloT, 3aTeM MEIJICHHO yOBIBAIOT, ITOKA HE JOCTUT-
HYT 3HAYCHUI, XapaKTEePHBIX /I KOHEUHOU (0ojee
BbICOKOI) /,,; (puc. 5a). [Ipu nepexone B o6paTHOM
HaIlpaBJIeHUU COAepXKaHWE IMUIMEHTa BO3PacTaeT,
BeJMYMHBIL V,, 1 “e)” BHauasie pe3Ko yMEHbILIAITCS,
3aTeM MeIJIEeHHO Bo3pacTaioT (puc. 560). [1pu nepe-
XOIHBIX TIPOIIeccaX XapaKTEePHBIM SIBJISIETCS 3aras-
IBIBaHKE BO BpEeMEHM BOCCTAHOBJICHHE IIapaMeTpPOB
B COOTBETCTBUM C HOBOM MHTEHCUBHOCTBIO CcBeTa [,
aganTauuu (puc. 5).

MNMeHHO 3TUM OOBSICHATCS “AHEBHas Jerpec-
cus1” — majgeHue CKopocTu (hOTOCUHTE3a B cepeu-
HE IHS — pacIpOCTpaHEHHOE SIBIICHUE Y PACTEHUIA,

=rV -d, =V,—d,; )
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(a)

[Mapamerpet V, x, €’ ¢,

2.5

20 40 60
bespaszmepnoe Bpems, 1=tP;"/[X,]

CeerT
yBENUYEH

20 40 60
bespasmepHoe Bpems, t=t*P,"/{X,]

CeerT
yMeHbeLlleH

Puc. 5. /IluHamMuka n3MeHeHUs CKOPOCTH Mpoliecca NPoAyLMPOBaHus V,; 1 KOMIIOHEHTOB afanTaluy PU CMEHE UHTEH-
CHUBHOCTH cBeTa: (a) — oT Huskoi (/,, = 0.5) Kk BbIcokoii (/,; = 10); (6) — ot BbICOKOM (/,; = 14) K HU3KOH (/,; = 0.5).
B nepBom cityyae BHayasie CKOpocTb V,,; yBeIMYMBaeTCs, 3aTeM MajaeT; BO BTOpOM — BHavasie V,; yMeHbllaeTcs, 3aTeM

BO3pacTacrt.

B YaCTHOCTM Yy MOPCKMX Bojpopocieir. OqHuM u3
MEXaHU3MOB 3TOTO SIBJIEHUSI CYNTAECTCS UHTUOUPO-
BaHME TIPOIIECCa BHICOKOW MWHTEHCUBHOCTBHIO CBETA
[10, 11, 27, 33, 38].

Mpbl paccuMThHIBAIM IMHAMUKY JTHEBHOTO XOIa
(boTOCHMHTE3a C TIOMOIIBIO CHUCTEMbI YpaBHEHUIA
(9) 1 ocHOBHOIT acTpoOHOMMYECKON hopMyJbl [1]
IUUISI TP€X BapMaHTOB OCBEILIEHHOCTH: MOJIHAsI OCBE-
LIEHHOCTb noBepxHocTH 11; [,=0.5X1; u [3=0.25X1;
(puc. 6). Ilpu BbICOKOI [; THEBHasi AEMpeccHst
MaKCUMaJsbHa, a IPU HU3KOH (/;) — MUHUMAJIbHA.
JHeBHOIT Xxom (OTOCHHTE3a ACUMMETPUYEH OT-
HOCHUTEJIbHO MaKCHUMyMa OCBEIIEHHOCTU: YTPOM
(boTOCUHTE3 BhIIIIE, YeM BEYEPOM IIPU TOM K€ OCBe-
IIEHHOCTH.

OBCYXIAEHUE

IIpencraBieHHass AuMHaAMU4YecKash MOAEIb, Ha
HaIl B3IJIsI, 00JIaaeT UeJbIM PSIOM MPEUMYIIECTB
MO CPaBHEHUIO C U3BECTHBIMU MOJEISIMU B JIUTE-
parype.

1. IIpennaraemasi MoAeab OIMCBHIBAET M3BECTHBIMU
B JIMTepaType OOLIMIA XOH CBETOBOW KpUBOM
ajanTaluy (pUTOIUIAHKTOHA: T.€. 3aBUCUMOCTb
ckopoctu (dorocuHTe3a V,; OT UHTEHCUBHOCTU
cBeTa ajanTauuu /,, BO BCEM UHTEPBAJIC NHTEH-
cuBHOCTHU cBeTa [32, 33, 37, 38, 42].

B nutepaTtype M3BECTHbI SMIIMPUYECKUE MOJEC-

JIU, OTIMChIBAIOIIME OOIIMIA X0 CBETOBOI KpU-

BOI amamnTauuy (POTOCHHTE3a: IPOM3BEICHUE
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Ckopocts V,, V,, V;

JIMHETHOM (DYHKLUMU Ha 3KCIIOHEHTY WU OT-
HOIIIeHUE JIMHEHHOU (YHKIIUM K KBaIpaTHOMY
IBywieHy win Tpexwieny [13, 16, 38, 39, 43].
Haubonbuiee pacrnpocTpaHeHUe Moaydyuaa Mo-
NeNb, IpeAcTaBisiollasi MPOU3BENCHUE IBYX
SKCMOHEHT [32]. DMOupuyecKkre Moaean OTHO-
CSTCS K KJIaCcCy CTaTUYECKUX MOJieJieit, KOTOphIe
He OOBSICHSIOT IIPUPOALI ABIeHU. JnHaMu4e-
CKMX MO, KOTOPbIE OBl OITMCHIBAIN OOIINIiA
XOJl CBETOBOM KPUBON amanTallMv, HAM HE yaa-
JIOCh HAWTU.

IIpennaraeMass Moaejb aJleKBaTHO OITMCBLIBAET
3aKOHOMEPHOCTU W3MEHEHUSI KOHIEHTpaluu

1.6 — e — 40
i Eoiy V. N\ 4 &
\‘.\ 3 . 5
2+ [ ~. \ 30T
1 ~a VZ \ ~
L S=- "'"'\ . E
] =
I‘ I; A o
081 | v, —20§
L} LS NGO | O (=
) = =
04t I 7 15_______‘ SO\ ez
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Bpems aus, uac

Puc. 6. Msmenenue ckopoctu ¢orocunresa V,,
TP Pa3IMYHON MHTEHCUBHOCTU CBETA B TEYEHUE JHA:
I; h,=0.5x1 n [;=0.25%],. U3MeHeHNEe UHTEHCUB-
HOCTHU CcBeTa /| COOTBETCTBYET O6e300Ja4HOMY HeEOy
30 anpesist 1uist MpoTh 43° ..
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MUTMEHTOB OT HMHTCHCHUBHOCTHA CBETa amall-
TauMu: NpU UHTEHCUBHOCTU [,;<I,, KOHILIEH-
Tpauus “x” yBeJIMYMBAETCS 3a cueT oOpaTHOM
cBsa3u cuHtesa Vy; npu 1,,>1,, BenmuuuHa “x”
YMEHBIIIAETCSI BCIAEACTBUE YBEIMYECHUSI CBETO-
BOi1 erpamganuu

3aBUCUMOCTb KOHIIEHTPALlMM MUTMEHTOB (XJIO-
podwnna, Chl) — Haubosee pazpaboTaHHas1 00-
JIaCTh MCCJICIOBAaHMI ajmanTaimuy (OTOCHHTE3a
¢utonnankrona. Konuenrtpamus Chl, paccun-
TaHHash Ha OuoMaccy durtoruiankToHa, Chl/B,
WIM Ha coiepXaHue KJIETOYHOro YIjiepona,
Chl/C,1» YMCHBIIACTCS TIPU YBEIMYCHUN 1,y
Ymenbiienne orHowenust Chl/C,,,, 0T I, ycra-
HOBJIECHO B MHOTOYMCJICHHBIX J1a0OpPaTOPHBIX
U HATYpHBIX CYJOBBIX DKCIEPUMEHTAX, a TaK-
Ke B CITYyTHMKOBBIX HaOmomeHmsax [12, 19-21,
37, 42, 44]. Tlo pa3HBIM JAHHBIM, TIPU YBEIU-
yeHUu uHTeHcuBHocTU [, o1 0.0 1o 4.0 (Mosb
kBaHTOB M24’l) orHowewnune Chl/C,,,, (r/r)
yMmenbinaercsa ot 0.04—0.005 m mopmenmpyeTcs
HUCTIamaromei sKcroHeHTon [12, 21, 42, 44].
®@akr yenndenus unaekca Chl/C,, ., OT UHTCH-
CUBHOCTU /,; paCLIEHMBAETCSl KaK IMpPOsIBIEHUE

KOJIMYECTBEHHOE OIMTMCAHUE AJATITALLMNU MOPCKOTI'O ®UTOITJIAHKTOHA K CBETY

32, 33, 38, 39, 43]. luHaMrU4eCKHIX MOJEIeH, KO-
TOpBIC ObI ONMCHIBAIM IPUPOLY STOTO SIBJICHMUS,
HaM Heun3BecTHO. [1o moBoay NpUpOIbI 3TOTO SIB-
JICHUST HET eIMHOTO MHEeHUs: B padoTtax [11, 38]
CUMTAETCs, YTO MHTMOMPOBaHUE €CThb IPOSIBJIe-
HUE CYyTOUHOro putMa; B pabore [10] — cremu-
(brueckast ”HAKTUBALIMSI BTOPOI (POTOCUCTEMBI;
B [23] — moBpexaeHue KIHYEBBbIX MPOTEUMHOB
B annapare ¢OTOCUHTE3a. DTU MPEanoa0XKEHNs,
110 HallleMy MHEHUIO, He IeJIaloT IIpobaeMy I10-
HSTHOW.

[Ipennaraemast MOIEIb MO3BOJISIET TAKXKE OITM-
catb 3(pPEKT MOoNYIeHHON nerpeccuu (PpOTOCHH-
Te3a. YTPOM IIpU HU3KON MHTEHCUBHOCTU CBETa
napamMeTpbl (DOTOCMHTETUYECKON CUCTEMBbI CO-
OTBETCTBYIOT 3TOMY OCBELIEHUIO (BbICOKOE V,
u Hu3koe K;). ITo Mepe yBeaMueHUsI MHTEHCUB-
HOCTU CBeTa B TeUEHME JHSI MPOSBIIsIeTCsT (POTO-
MHTUOMpoBaHue (yMeHbl1aercd V,,;, yBeanduusa-
ercd K;). Bo BTopoil ojIoBUHE AHA IIPOUCXOLUT
YacTUIHOE BOCCTAHOBJICHHE ITApaMETPOB, OdHA-
KO ITOJTHOCTBIO TAKOT'O BOCCTAHOBJICHMS HE IIPO-
HWCXOMIUT.

B mpupone M 1a00paTOpHBIX 3KCIEPUMEHTAX

(dotoamantaunu (photoacclimation), xots mame-
Hus unaekca Chl/C , . 3aHUMaeT Kak Auana3oH

a3 deKT MoyIeHHOMN aenpeccun (poTocuHTe3a Pu-
Phyto TOILUIAaHKTOHA PEruCTPUPOBAJICS MHOTOKpaTHoO. Mc-
1,;<1,,, tne Chl yBennuusaercs ot V,, (bOTo-  crempoBaTen CKIOHSIOTCS K TOMY, YTO 3TOT 3 deKT
apanTauus), Tak u obnacte I,,>1,,, tae Chl  rak xe, Kak 1 GOTOMHIMOUPOBAHE, ECTh ITPOSIBIIC-
yMeHbIIAeTcs oT V; (T.e. OTOMHIMOMPOBAaHUE).  HMe cyToyHoro putma [7—11, 22, 27, 33, 38]. B ko-
AHajnu3 JIMTEPATYpPHBIX [TaHHBIX IOKA3bIBAET,  JTMYECTBEHHBIX MATEMATUYECKUX MOIENSX ITO sSIBJIE-
NPUHATBIA “nipu3Hak” QoroaganTalud — W3-  HHE HE HAILUIO OTPAKEHUS.
menenue Chl/C,,,, OT 1,, — He MOIYIUI CBOC- B nHamieit Mmogenu paccMOTpeH TOJILKO OJMH Ba-
ro oobscHeHUs. OnucaHue SKCIOHEHTO 3TOTO puaHT CI)OToaI[aHTaI_[I/H/I, qu/ITbIBa}o]J_[I/Iﬁ NU3MCHYU-
OTHOLUCHMSA MPOTUBOPEYUT MPUPOAE 3TOTO fAB-  BOCTb V, (e%) u X (x); omHAKO MOJIEIb UMEET LUPO-
JIEHUS: NIPU TNIPefebHO HU3KUX [,,70 KOHLEH-  Kue BO3MOXHOCTH K PA3BUTHUIO.
tpauust Chl nokHa ctpemutbes K Chi~0. boiee
TOTO, TIpUBeICHHBIE B padboTe [21] maHHBIE TTOKa-
3pIBatoT, uto npu /,,<0.2 (Mosb KBaHTOB M~24~!)
Chl/C,,, ymenbuaeres ot 0.3 no 0.1, T.e. aT0 L.
OoTHolIeHue ctpeMutcs K Chi~0.
3. @oromHrnbupoBaHmue (OTOCHHTE3a, KOTOPOE
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The using in literature approaches to modeling photoacclimation and photoinhibition of marine phytoplankton and their
deficiencies are analyzed. The new approach to modeling of photoadaptation with use of earlier developed quantitative
description of the photosynthesis of the marine algae is considered. In base of the approach lies the idea about that
that adaptation is due to light and dark destruction key components of photosynthesis (the photosynthetic pigments
and enzyme system of dark reactions), on the one hand, and their restore by the biosynthesis from the products of the
photosynthesis (the positive feedbacks), with another. The model scheme is presented by the concentrations and rate
constants, there is the notion «quotas» not used. The model satisfactory describes the known in literature curves of
photoadaptation, as well as to explain the main effects of this phenomenon.

Keywords: photosynthesis, phytoplankton, photoadaption, photoinhibition

OKEAHOJIOT U Tom 59 Ne 3 2019



