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CnucoK OCHOBHBIX COKpaIlleHU i

OCII — dpotocucrema 11

Q A, QB — NEpBUYHBIN U BTOPUYHBIA XMHOHBI — IEPEHOCYMKHU AEKTPOHOB B DCII
PQ, PQH: — my1acTOXMHOH, BOCCTAaHOBJICHHBIN MJIACTOXUHOH

KBK — kucnopoa-BeIAEIISIIOMNNA KOMILIEKC

DCMU - 3-(3,4-guxnopdenun)-1,1-qumernnmodeBruHa (AMYPOH), HHTHOUTOP
nepenoca snekrpona B Qp-cat OCII

-, B-ueHTpsl — peakimonnsie HeHTpsl OCII ¢ pa3HBIM pazMepoM CBETOCOOHpAIOIIEi
aHTEHHBI (0, — MMoIHAas, B — TOJIBKO BHYTPECHHSIS)

®CI — dpotocucrema I

Fd — dbeppenokcun

UK — unaykimonHas kpusas (diyopecieHIu xaopodusuia a)

OJIP — da3wl unayKImoHHOM kpuoii: O (Hauano), J (~2 mc), I (~30 mc), P (nuk)
CMDA — criekTpanbHas MyJIbTUIKCIIOHEHIHATbHAS alllTPOKCUMAIIHS

PTOX — nnactuaHas TepMUHAJIbHAS OKCHAa3a

ndh — NADH-geruaporenasa

FBA — flux balance analysis (MeToq aHan#3a CTallMOHAPHBIX METAOOITHMYECKUX
MOTOKOB)

PCA — principal component analysis (aHaa13 IJTaBHBIX KOMITOHEHT)

PolyP — nonudocdar

Pi, P,, Pox — BHYTpUKIIETOUHBIN HEOpraHuueckuit pocdar, opranndeckue

dbocdopcoaepkaiire COeTMHCHUS, BHEITHUN HeopraHudeckuii pocdar



BBEJIEHHME. OBIIIAA XAPAKTEPUCTUKA PABOThI
AKTYaJIbHOCTh TeMbI HCCJICA0BAHUSA

B coBpeMeHHBIX MMOIX0/1aX HAYK O KU3HU, OMOPU3UKHA U CUCTEMHON OHOJIOTHH,
Bce 0oJiee yKperusieTcs MHEHHUE, UTO JIJISl ITyOOKOTO TOHUMAHMS )KU3HEACSI TEIbHOCTU
KJIETKH HEOOXOAMM aHalu3 €€ JUHAMHYECKOM OpraHu3alliH, WCCIIEI0BaHUE
HEPAaBHOBECHBIX PEXKUMOB, KOTOPHIE MOTYT OINpPENEsATh Kak €€ (YHKIIMOHAIBHYIO
YCTOMYMBOCTh, TaK W aJanTalhil K UW3MEHEHUWIO BHEWHUX YyclioBuil. [{ns
(OTOCHHTE3UPYIONIMX  OPraHU3MOB, COCTABJSIONIMX OCHOBY Ouocdepsl U
ABJISIFOLUXCS TEPBUYHBIMU  MPOAYLEHTAMH, W3YYECHHE JAUHAMUKU IPOLECCOB
OCOOEHHO aKTyasibHO. VX JKU3HEAESATENbHOCTh HANPSMYIO 3aBUCUT OT BHEILIHUX,
MOCTOSHHO HM3MEHSIOMUXCS (PAKTOPOB, TAaKMX KaK OCBEIIEHHOCTh, TEMIIeparypa,
JOCTYITHOCTb BOJABI U MUHEPAJIbHBIX 3JIEMEHTOB. B oTiMuune OT )KMBOTHBIX, CHOCOOHBIX
K aKTMBHOW MWIPALMM WIA TEPMOPETYISILUU, PACTEHUS U BOAOPOCIN BBIHYXICHBI
aZanTUPOBAaTbCA K MEHSIOIIMMCS YCJIOBUSM HEIOCPEICTBEHHO B CBOEW Cpene
oOuTaHus, B pe3yJbTare 4ero UX BbDKMBAHUE U MPOIYKTUBHOCTb B 3HAUUTEIbHOMN
CTEIICHH 3aBHUCHUT OT TOTO, KaK OPTraHU30BaHbl MX MpPOLECCHl adanTauuu. Takue
IPOLECCHl MOTYT BBIpaXKaTbCsl KaK B MENJICHHBIX, TaK U B OBICTPBIX MEPECTPOHKax
KJIETOYHBIX (PM3HOJIOTMYECKHX PEKMMOB B OTBET HAa MU3MEHEHHUE YCJIOBHUI BHEIIHEU
cpenpl. g omnmcaHus OBICTPBIX NEPECTPOEK BCE Yalle HCHOJb3YETCs TEPMUH
«TEPEXOAHBIN TPOLIECC», 3aMMCTBOBAHHBIM W3 TEOPUM AUHAMHUYECKHX CUCTEM H
TEXHUYECKUX AUCLUILIINH.

IlepexomHplii Ipouecc B JKUBBIX OpPraHU3Max MOXKHO OIPENEIUTh Kak
CUCTEMHBIA OTBET KJIETKM HA BHEIIHEE BO3JACHCTBUE, NPU KOTOPOM 33 KOPOTKHUU
NEePHOJ, BPEMEHU MEHSETCA €€ (PYyHKIIMOHATIBbHOE COCTOSHMS MIPH MEePEXo/ie K HOBOMY
CTAallMOHAPHOMY peXuMy. Takol NpoLECcC HAMPABJIEH HA MEPECTPOUKY KIIETOUHBIX
(GYHKIMHA M MOXKET OXBAaTbIBaTh Pa3Hble MEPAPXUUYECKUE YPOBHHU: OMOXUMHUYECKHUM,
(U3HOIOTUYECKHM, MONMYASIUOHHBINA U APYTHE.

HNepapxudeckas opraHu3anus KJIETKU IPOABISIETCA KaK HAa CTPYKTYPHOM, TaK U
Ha BpPEMEHHOM YpOBHsX. Ha cCTpykTypHOM ypOBHE — 3TO B3aMMOJCHCTBUE

KOMITOHEHTOB Pa3HbIX MAacIITabOB, OT MOJEKYJSPHBIX KOMIUIEKCOB ((OTOCHUCTEMBI,
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CBETOCOOUPAIOIIME aHTEHHBI, TUTMEHTHI) /10 CYOKIETOYHBIX OpraHes (XJIOpOIIacThbl,
TUJIAKOUJIHbIE MEMOpaHbl), KJIETOK M TKaHed. B NHHaMUYEeCKOM OTHOIIEHHH — 3TO
IIPOLIECCHI, OXBATHIBAIOIIKE AUANA30H BPEMEH OT MUKOCEKYH]I (MOMIOIIEHHE KBAHTOB
cBeTa  (OTOCUHTETUYECKMMHU  AHTEHHAMH), MHUKPOCEKYHJ  (OKHMCIUTEIbHO-
BOCCTAHOBUTEbHBIC peakinu B porocucteme 1) 1o MuHYT, 4acoB u JHEH (M3MEHEHHE
OenkoBOro cocraBa (POTOCHMHTETUUYECKOTO ammnapara, MeTabOoJIM4ecKue MepeCTPOHKHN).
JIsist ocyliecTBIIeHUsT OBICTPBIX OTBETOB KJIETKE HEOOXOAMMBI MEXaHHU3MBI, HE
3aBHCSIIME HAMPSAMYIO OT T€HETHYECKOTO KOHTPOJISA, TOCKOJIBbKY MOCIEAHUI TpeOyeT
OONIBIIIMX BPEMEHHBIX 3arpar, 4eM HeoOXOAuMO Ui OBICTPOro OTBeTa. Teopus
JUHAMHYECKUX CUCTEM, K KOTOPBIM OTHOCSITCSI M BCE JKUBbIE OPTaHU3MBbI, IIpeJiaraer
WHCTPYMEHTAPUH JIJIS1 BBISBICHHS TAKMX MeXaHU3MOB. CyIlleCTBOBaHUE HEJTMHEHHBIX
NEPEXOIHbIX PEXHMOB B CJIOXKHOW CHCTEME OTpaXKaeT €€ CIOCOOHOCTh K
CaMOpETyJsiuU, OOECIeYMBAaET COXpAaHEHHE (YHKIMI 3a CYEeT HalpaBiIEeHHBIX
TUHAMUYECKUX nepecTpoek. Ilpucymias OMOIOTMYECKMM CHCTEMaM HEJIMHEWHas
OpraHu3alysl, HAINYUE MOJ0XKUTEIbHBIX 0OpaTHBIX CBA3EH U MYJIBTUCTAlMOHAPHOCTb,
0OyCIIOBIMBAIOT MX CIIOCOOHOCTh K OBICTPBIM NEpeKItoueHHsIM (OndypkanusM) B
OTBET Ha BHEIIHEE Bo3aeHcTBUE. Takue pexkuMbl MOTYT MPOSIBIISATHCS, B YACTHOCTH, B
BUJICE PE3KHX TOPOTrOBBIX NEPEXOAOB K HOBOMY CTallMOHAPHOMY COCTOSIHUIO
(HampuMep, MajeHusl aKTUBHOCTU (oTOCUHTETHYEeCKOTo annapara B Chlamydomonas
reinhardtii pu CEpHOM TOJIOJJAHWW) WJIM WHUIUAIMKA aBTOKOJeOaHMM (Hampumep,
KoJiebaHuil MeMOpaHHOro moreHuuana B kietkax Chara corallina npu M3MEHEHUH
CBETOBBIX yCJIOBUIi). HenmHeliHas muHaMUKa MEPEeXOMHbIX MPOIECCOB cama Mo cede
MOKET CIIy>)KUTh HMHIMKATOPOM Hauyaja aJanTaluy eule A0 MOSBICHUS BHUIUMBIX
du3nogornyeckux uiaM MopgoJIorMuecKux u3MeHeHui. lccnenoBaHue xapakrepa
TakOM JUHAMHKUA MOXET JaTh IOHMMAaHWE, KaK aKTUBHUPYETCS TOT WM HWHOU
PErYNSTOPHBIA TyTh, Kakhe mapamMeTpbl MPOIECCOB OKa3bIBAIOTCA Haubosee
qyBCTBUTEIHHBIMU M MOTYT CTaTh MUIICHSIMH JIJIsl BHEIITHETO BO3CHCTBUSI.
AKTyanpbHOCTh PpalOTHl OMpenesieTcss HeoOXOMUMOCThIO (OPMUPOBAHUS
WHTErPAaTUBHOTO MOAXOAA JUIsl MOHUMAaHUS IMHAMUYECKUX OCOOEHHOCTEN KIETOYHOU

ajalranyy, 94T0 AO0CTHXKUMO JIMIIb IIPHU COBMCCTHOM PACCMOTPCHHUHU HCPABHOBCCHBIX
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CTAlMOHAPHBIX PEXKUMOB U NIEPEXOAHBIX MponeccoB. [Ipennaraemplii B paboTe moaxos
COCTOUT B OOBEIMHEHUU SKCIEPUMEHTAJBHBIX JAHHBIX, OTPAXKAIOIIUX TUHAMUKY
IIEPEXOHBIX IMPOLIECCOB HA PAa3HbIX YPOBHAX OpPraHU3alMHd KIETKHA, C HX
KOJINYECTBEHHBIM aHAJIM30M HA OCHOBE MATEMAaTHYECKHX MOZEJEH C HepapXUUECKON
CTPYKTYpPOH ¥ IPUMEHEHUEM METOAOB HETMHENHON TUHAMMUKA. TaKOM NOAXO AEIIaeT
BO3MOYKHBIM KOJIMYECTBEHHYIO JUAarHOCTUKY CTPECCOBBIX COCTOSIHUM HA PAaHHUX
JTalax WX BO3HUKHOBEHMS M CO3[A€T OCHOBY YIPABJICHUS aJalNTallMOHHBIMU
peaKuusAMH.

Crenenb pa3pad0TaHHOCTH TeMbl HCCICAOBAHUA

B Hacrosiee BpeMs KUHETHYECKHE MEXaHU3MBI MEPEXOAHBIX IPOLIECCOB KaK
(YHKIMOHANBHO 3HAYMMBIX STaloB KIETOYHOM aJanTallid K CTPecCy OCTaroTCs
HEA0CTAaTOYHO M3y4YeHHbIMU. Kilaccnueckue KOHLENIY, TaKue KaK 3aKOH MUHUMYyMa
JInbuxa (MpUHLHKI Y3KOT0 MeCTa), NOAYEPKUBAIOT POJIb JUMUTUPYIOLIETO (hakTopa B
pPOCTE U MPOAYKTUBHOCTH, HO HE YUYHUTHIBAIOT IWMHAMUYECKYIO OPTaHHU3ALNI0 KUBBIX
cucreM. Ilpu gencTBuM cTpecca «y3KO€ MECTO» MOXKET CMELaTbCs, 3aTparuBas
HECKOJIBKO B3aMMOCBSI3aHHBIX IIOJICUCTEM, BBI3bIBasl HEJIMHEWHbIE, MHOro(a3HbIe
OTBETHI. B Takux yCIIOBHSX aJanTanys MpOsBIIETCS HE KaK IUIAaBHASA M ITOCTEIEHHAs
NepecTporiKa CUCTEMBI, a KaK MOCIe0BaTeIbHOCTh OU(ypKaLUi, pe3KUX MEePEX0I0B
MEXIY €€ YCTOMYMBBIMU (YHKIMOHAIBHBIMUA COCTOSIHUSIMHU.

DOTOCHHTETUYECKUI anmapar paCTUTEIbHBIX OPraHU3MOB MPECTABISET COOOM
YHUKQJIbHYK0 MOJEIBHYI0 cucTeMy. Ee IEHHOCTh 3aKiIo4acTcs KaK B HaJW4YUU
OOIIMPHBIX 3HAHUH O MeXaHHW3Max (OTOCHHTE3a, TaK U B JOCTYIHOCTH MPSMBIX
DKCIIEPUMEHTAJIBHBIX JAaHHBIX O JUHAMMKE IIEPEXOAHBIX MPOLIECCOB, BO3HUKAIOIIUX B
OTBET Ha BHELIHUE BO3ACHCTBH. HaKkoIIeH OrpOMHBIN MACCUB TAHHBIX, BKIFOYAIOIIANA
KaK 3HAUY€HUsl KHHETUUECKUX KOHCTAHT 3JIEMEHTApHBIX peakluil, Tak 1 0COOEHHOCTHU
JUHAMUKH (PU3HOIOTMYECKUX OTBETOB HA YPOBHE LIEJTOCTHON KIIETKH.

XOTSl OT/AENbHBIE aCMEKThl (PYHKIIMOHUPOBAHUS (POTOCHHTE3UPYIOLIEH KIETKU
XOpOIIO HM3Y4YeHBI, MEPEXOJHbIE MPOLECChl KaK (DYHKIMOHAIBHO 3HAYUMBIE STaIlbl
ajanTalid Ha Pa3HbIX MEPAPXUUYECKUX YPOBHAX OCTAKOTCA HENOCTATOYHO

HCCienoBaHHbIMU. B mpencraBneHHoi paboTe mpeniaraercsi METOI 00T S, KOTOpast
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OoObeNUHSIET JaHHbIE OT NEPBUYHBIX (POTOXMMHUUYECKUX CTagudl 10 MPOIECCOB

TEMHOBOTO M€Ta00JI3Ma B €IMHYIO0 TMHAMHYECKYIO MOJICIIb alanTaliuu. TeM caMmbiM

CTAHOBUTCS BO3MOXKHBIM TPOBOAMTH WHTETPATUBHBIA aHAJIN3, MOCIEIOBATEIHHO

CBSI3bIBAsI IPOLIECCHI HA PA3HBIX MEPAPXUUYECKUX YPOBHSX U BBISBISITH YIPABISIOIINE

napaMeTphl MEPEXOIHBIX MPOIECCOB.

Lenu u 3a1a4n ucciae 0BaAHUSA

Lenpro HacTosMIEeH paOOTHI ABIsIETCS (HOPMUPOBAHUE KOHILETIIUUA TEPEXOTHBIX

IPOIECCOB KaK PErylaTOpHbIX (a3 agantauuud (POTOCHHTE3UPYIOIIEH KIETKU HU

BBISIBJICHUE MEXaHU3MOB, OOYCIaBIUBAIOIIUX MMOPOroBbie 3I(PGEKThl Ha pa3HbIX

UEPAPXUYECKUX YPOBHIX OpraHU3alMK (POTOCUHTE3UPYIOIIEH KIETKH.

Jlis moCTrKEHUS 11eTTH OB MOCTABIICHBI CSTYIOIINE 3a/1auu:

1. Pa3paboraTh MaTeMaTH4YECKUE MOJIEIH, OXBATHIBAIOIINE PA3HbIC UEPAPXUUECKUE
YpOBHU OpraHHu3aIiu (OTOCHHTE3UPYIOLTIX KJIETOK, BKJTIOYAS
MaKpPOMOJICKYJISIPHBIE KOMILUIEKCHI (DOTOCHHTETHYECKOTO ammnapara, MeMOpaHHBIE
IOPOLECChl, KJIETOYHBIH PpPOCT, U BOCHPOU3BOAAIIME HKCHEPUMEHTAIBHO
HaOII0aeMyI0 TMHAMUKY KaKk B HOPMaJIbHBIX, TAK U B CTPECCOBBIX yCIOBUSX.

2. Ha ocHOBe MyJbTUIKCIIOHEHIIMAIBHOW aNNpPOKCUMAIMM KPUBBIX HHIYKIMH
dbyopecuennuu xjaopoduiia a pazpadorark MaTeMaTHYECKUN METO aHau3a (a3
HKCMEPUMEHTAJIBHBIX KPHUBBIX HHIAyKUMU QuyopecueHuun (CMDA) kak
OCHOBHOTO  HMCTOYHMKAa HH(MOpMaUd O JWHAMUYECKUX IMEepecTporKax
(OTOCHHTETUYECKOTO amnmapara KJIETOK 3eJI€HbIX BOJIOPOCIEH.

3. BbIsIBUTH KOMIOHEHTHI MHIYKIMOHHBIX KPUBBIX, COOTBETCTBYIOLIUE PA3TUYHBIM
(GYHKIMOHAIBHBIM COCTOSIHUSAM (poTocucTemsbl II, Ha OocCHOBe aHaiM3a MaccuBa
IKCTIEPUMEHTAIBHBIX KPHUBBIX HMHIYKIUH (PIyOpECICHIIMN, TOIYYeHHBIX Ha
KyJbTypax BOAOPOCIEH (MOIETBHBIX OHOJOTUYECKHMX OOBEKTaX) B pPa3HBIX
YCJIOBHSIX OCBEILICHUSI M TPU ICUCTBUU Pa3HbIX PaKkTOpoB cTpecca (aeduumr azora,
dbocdopa, cepbl, OTpaBiIeHHE TOKCHUKAHTAMH), HCIOJNb3Yysl PEeayLHUpPOBAHHbBIC
monenu ¢otocuctemsl Il u pazpaborannsiii metog (CMDA).

4. C nomomplo pa3pabOTaHHBIX HEJIMHEHMHBIX MaTeMaTHYECKUX  MOJEJeH,

OOBENUHSIONINX Pa3HbIC MEepapXUUYECKHe YPOBHU (HOTOCHHTE3UPYIONICH KIETKU
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(poToMHaYLIMpPOBAHHBIE pEaKLUMU B XJOPOIUIACTaX, MPOLECChl HAa KJIETOYHBIX
MeMOpaHax, METabOJIMYECKUE IMYTH, POCT KJIIETOYHOH MOMYJNSALUU), MPOBECTU
aHaJIN3 TEePEXOJHBIX MPOIECCOB, BKIIOYAIONINX OUCTAOMIbHBIC MEPEKIIOYCHHUS,
THCTEPE3NC, KOIeOaHus, BBIIBUTH YIPABISIOUINE TAPAMETPHI TAKUX IIPOLIECCOB.

5. Ha ocHoBe aHanu3a HENMHENHBIX PEXUMOB pa3padOTaHHBIX MOJAEIIEN MPEIT0KUTH
BO3MOYKHBIE MEXaHU3MBI IEPEKITIOUCHUS MEX Y (PyHKITMOHATEHBIMUA COCTOSIHUSMU
(OTOCUHTE3UPYIOLIEN KIIETKH.

Hayuynasi HOBU3HA HcCJIeI0BAHUSA

Hayunast HOBU3HA AUCCEPTAMOHHOMN paOOThI 3aKJIIOYAETCS B CIEAYIOLIEM:

1. Pa3paboTaHHBI CHCTEMHBI HEpapXUUECKUM MOAXOA K aHaJIu3y MEepEeXOAHbIX
IIPOLIECCOB TMO3BOJISIET ONMCHIBATh IWHAMMKY aJanTallMM KIETKH Ha pPa3HbIX
IPOCTPAaHCTBEHHO-BPEMEHHBIX MaclTadax, OT MNEPBUYHBIX (POTOXMMHUECKUX
peakuii 10 MeTabOoIMYEeCKOW MEPEeCTPOMKH KIETKU. TakuM MyTeM BO3MOKHO
BBIJICTIUTh HEPAPXUYECKUE YPOBHU B CIOKHOW CHUCTEME M YCTAHOBHUTH CBSI3U
Mex1y HUMHU. [Ipy aHanmmu3e orBeTa LIEIIOCTHONM CUCTEMBI IOJYyYEHHBIE B MOJEIIN
3¢ (}EeKTUBHBIE TMapaMeTPbl MOXKHO «pPa3BEPHYTh» M BOCCTAHOBUTH 3HAYEHUS
IEMEHTAPHBIX KOHCTAHT PEAKLHM, B TOM 4YMCJIE U HEIOCTYIHBIX JUIA MPSMOIO
U3MEPEHUS in VIVO.

2. B omnuume OT TpaaMUMOHHBIX Mozenend QorocucteMsl II, ucnonb3yrommx
yCpEAHEHHbIE KHHETUYECKUE ITapaMeTphbl, MpeasiokeHHas MoJieNb poTocuctemsl 11
BKJIIOYAET YETHIPE PAa3HBIX THUIIA PEAKUUOHHBIX LEHTPOB, OTINYAIOLINXCSA
pa3MepoM CBETOCOOMparOLeil aHTEHHbBI U aKTUBHOCTBIO KHUCIOPOA-BBIACISIFOIIETO
KOMILUIEKCA. DTO MO3BOJSET KOJIMYECTBEHHO OXAapaKTEPU30BaTh I'€TEPOr€HHOCTH
peaKIMOHHBIX LIEHTPOB (hoTocuctemsl II B HOpMme u nipu cTpecce.

3. IlpennoxeHHbIN METO/ CIIEKTPaJIbHOU MYJIBTUIKCIIOHEHIMATTbHOU
anmpokcuManu  (CMDA), npuMEHEeHHbIM [JIs1 aHajld3a MacCHhBa KPHUBBIX
UHIYKIUU (IyOpeCleHIINH, O3BOJISET BBISIBUTH BU3YAIbHO HE OOHAPYKUBAeMbIe
OCOOCHPOCTH KpUBBIX, BO3HHUKAIOLINE B YCIOBUSAX CTpPECcCa, U TEM CaMbIM
00ecreynBaeT KOJIMYECTBEHHYIO OCHOBY ISl pAHHEW JUArHOCTHKH CTPECCOBBIX

COCTOSTHUH.
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TeopeTnyeckasi M NPaAKTHYECKAS 3HAYMMOCTD
Teopernyeckasi 3HAYMMOCThH

[IpensokeHa KOHUENUUS MNEPEXOAHOrO MpoIecca Kak 3HAYMMOIO 3JIEMEHTa
aJanTalnvy KJIETKU K W3MEHEHHIO ycioBuil. OOOCHOBaH HepapXUUeCKUH MOIXOI,
MO3BOJISIIONTUN  BBIIBUTh B3aUMOCBSI3b  OBICTPHIX  (DOTOXMMHYECKUX TIPOIECCOB
(MUJUTHCEKYH/IBI) C MEJJIEHHBIMU META00IMYECKUMU MEPECTPOKaMU (Yachl), a TAKKE
ONPEACIUTh KJIIOUYEBbIE (PAKTOPBI, BIMSIONIME HA MEPEKIIOYECHUE TUHAMUYECKHUX
PEKUMOB.

Pa3zpaborana KOHIENIHS «PEAYKIMU C pa3BOpAUUBAHHEM», KOTOPAs MO3BOJISET
MOJIYYUTh OTHOCUTEIIbHO TMPOCThIE MOJAEIH [IJIsi aHalIh3a HKCIIEPUMEHTAIbHBIX
naHHbIX. Takoil momxoa ympomiaeT pelieHre oOpaTHOW 3aJaud B KHHETUYECKOM
MOJICJIMPOBAHNH, OTPAHUYMBAs MPOCTPAHCTBO OMpENENsIeMbIX napameTpoB. CBs3b B
ABHOM BHUJEe 3(G(DEKTUBHBIX MapaMETPOB MOJCIHM C AJIEMEHTAPHBIMU KOHCTAHTaMHU
MO3BOJISIET MHTEPHPETUPOBATh PE3YIbTATHl MOJAEIUPOBAHUS C YYETOM MEXAHU3MOB
AIIEMEHTAPHBIX PEAKIINN.

Ha ocHOBe BBISIBICGHHBIX NEPEXOJIHBIX MpolieccoB B kieTkax Chlamydomonas,
Chlorella w Chara (aBToKojeOaHMs, TUCTEPE3UC, TPUITEPHBIC TMEPEKITIOUCHNUS)
c(hopMUPOBAHO MPEACTABICHUE O KJIETOUYHOM ajanTali K BHEITHEMY BO3JEHCTBUIO
KaK O HAalpaBJIEHHOM JAMHAMUYECKOM IMPOIECCe, YTO IMO3BOJSET paccMarpuBaTh
MEPEXOIHBIE MPOLIECCHl B KAUECTBE MHJIUKATOPOB KJIETOYHOIO OTBETA HAa U3MEHEHUE
BHEIIHUX YCJOBUM W OOOCHOBBIBATh CTpaTeTWHl YIpaBleHUS (PYHKIUOHAIbHBIMU
COCTOSIHUSIMH KJIETKH.

IIpakTu4eckasi 3HAYMMOCTh

1. Paunss ouacnocmuxa cmpecca no Kpusbim ¢ghnyopecyenyuu xaopoghunna a. Meron
CMDA 1no3BoJISIET KOJTMYECTBEHHO aHAJIU3UPOBATH SKCIIEPUMEHTAJIbHBIE KPUBBIE
U BBUBIISITh CTPECC HA pPaHHUX CTagusAX JO0 BHUAUMBIX [OBPEKICHUM.
PenyuupoBannas wMonens ¢otocuctemsl Il naer BO3MOXHOCTH OLIEHUTH
M3MEHEHHUE TETEPOr€HHOCTH PEAKIMOHHBIX IIEHTPOB KaK MapKepa JeWCTBUS
CTpecca M NPOTHO3UPOBATH PEAKIUI0 (OTOCHUHTE3UPYIOIIUX OPraHu3MOB Ha

W3MEHEHHE YCIOBUH (I€(PUITUT MUTATEIbHBIX BEIIECTB, ACHCTBUE TOKCHUKAHTOB).
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DT METOJBI MOTYT OBITh BHEJIPEHBI B CUCTEMbI aBTOMATU3UPOBAHHOTO KOHTPOJIS
KyJbTUBUPOBAHUS BOJOPOCIEH.

2. Onmumuzayus OuomexHonocuveckux npoyeccog. lIlpennoxena crparerus
kyneTuBUpoBaHusi Chlorella vulgaris, HampaBlieHHas Ha MaKCHUMM3AIUIO
HaKOTUIeHUS oS (oc(aToB, SBISFONTINXCS [ICHHBIM TIPOAYKTOM JIJIsl IPOW3BOICTBA
ynoOpenuii. [lornManne MeXaHU3MOB MIEPEXOAHBIX TIpotieccoB B Chlamydomonas
reinhardtii B yCIOBHSIX CEPHOTO TOJIOIaHUSI TTO3BOJISIET pa3padaTbiBaTh CTpaTeruu
JJIS1 LIeJICHATPABIEHHOTO HAKOIUJIEHUsI OMOTOIUIMBA (BOJOPOAA).

3. Vnpaenenue adanmayueii. BoisiBnenue napameTpoB, YKa3bIBAIOIIUX HA OJIM30CThH
CUCTEMBI K Touke Oudypranuu (Mmopory nepeKIrodeHms ), MOKET UCTOIb30BaThCs
JUTSL «3aITyCKay IEeJIEBOTO METabOIMYECKOTO Mpoliecca MyTeM KpaTKOBPEMEHHOTO
BO3JICHCTBUSA CTPECCOBBIM (DaKTOPOM C TOCHEAyIOUeH CcTaOuiIbHON paboToi
CHUCTEMBI B HOBOM COCTOSIHUM.

4. Cozoanue 6uomaprkepos. KomOMHAIMS TMPOCTHIX IKCIEPUMEHTATBHBIX METO/IOB
(peructpanms ¢uryopeciieHIIun) ¢ Maremarndeckum aHaimm3om (CMOA, JIP-tecr,
peayIHUpOBAaHHBIE MAaTEMAaTHICCKUE MOJICIH) MO3BOJISET CO37aBaTh JOCTYITHBIC H
HaJIS)KHbIE OMOMAapPKEPhI COCTOSIHUS OKPY>KAIOIICH Cpe/Ibl.

MeTo10,10THsI 1 METOBI HCCJIET0BAHUS

MeTon0I0rn4ecKkoil OCHOBOM JIMCCEPTAIMOHHOTO HCCIEAOBAHUS  SABJISETCS

CUCTEMHBIM TIONIXO/, COYETAIOMUN OSKCIEPUMEHTAIbHOE HAOMIOCHHE, aHaJN3

JTUHAMUKHA ¥ MaTeMaTH9IECKOEC MOJCIIMPOBAHUE.

OCHOBHBIE METO/IbI UCCIICTIOBAHUS BKITFOUAIOT:

1. Oxcnepumenmanvusie memoowl. Peructpanus KpUBbIX HHIYKINUU (HITyOpeCICHIINH
xnopopumna a (OJIP-kpuBble) C BBICOKMM BpPEMEHHBIM pa3peuieHueM (ot
MUKPOCEKYH/I 10 CEKYH/) IJIsl aHan3a cocTossHus porocuctemsr I1.

2. Ananuz maccuéa 9IKCNEPUMEHMANbHBIX KPUBLIX UHOYKYyuu hryopecyenyuu
Xn0pogunna a ¢ npumeHeHuem KOMNIeKca Memooos, 6CIPOEHHbIX 8 NPOCPAMMHbIL
naxem pyPhotoSyn. IlporpammMusiii maker pyPhotoSyn Bxrouaer meron CMDA
JUTSL BBIICTICHUST XapaKTEPHBIX BPEMEHHBIX KOMITOHEHTOB, JIP-TecT /st orneHku

(heHOMEHONOTUYECKUX TTapaMeTpoB (DOTOCMHTETHUUYECKOTO armapara, MoCTPOSHHUE
12



PA3HOCTHBIX KPUBBIX JIJISl BBISIBICHUS CTIELIM(PUUECKUX U3MEHEHUN TIOJ] IEWCTBHEM
dbakTopoB cTpecca, MOCTPOCHUE TEIUIOKAPT Il OJHOBPEMEHHOIO aHalu3a
OOJIBIIOTO KOJIMYECTBA KPUBBIX U Jp. DTOT MOJXO] MO3BOJISIET aBTOMATU3UPOBATh
00pabOTKy aHHBIX U BBISBIATH NATTEPHBI MEPEXOJHBIX MPOIECCOB B Pa3IMYHBIX
YCIOBUSIX.

3. Mamemamuueckoe moodenuposanue. IlocTpoeHre # aHaIU3 KUHETUYECKUX
MoJleJiel, OCHOBaHHBIX Ha cucteMax JuddepeHInanbHbIX  YpPaBHEHUI.
[IpumeHeHne Kak OETAIbHBIX MOZAEJIEH, ONHMCBHIBAIOIIUX MHOKECTBO COCTOSTHUN
PEAaKIMOHHOTO IIEHTpa, TaK W YOPOILICHHBIX MOJEJEH, OINUCHIBAIOIIUX
MaKpOCKOIMYECKYI0 TUHAMUKY. VIcnonb30BaHNE METOA Pa3lEeICHUsS BPEMEHHBIX
MaciTaboB (TeopeMa TUXOHOBA) Il PEAYKIMUA MOJEIEH U TMOCIEAYIOUIEro
«pa3zBopaunuBaHus» IPGEKTUBHBIX MMAPAMETPOB JUIsl BBISICHEHUS MOJEKYJISIPHBIX
MEXaHU3MOB.

4. Memoowl ananuza ouHamuyeckux cucmem. AHaIN3 HEJIMHEWMHOW HUHAMHUKHU IS
BBISIBJICHUSI PEKUMOB OMCTAOMIBHOCTH, aBTOKOJIEOaHUM U ructepesuca. Peiienue
oOpaTHBIX 3a7a4 — OMpENEJICHUE MapaMeTPOB MOJEIU IO AKCIEPUMEHTATbHBIM
JAHHBIM C LIEJIbIO0 JUATHOCTUKH COCTOSIHHUSI CUCTEMBL.

5. Humeepamugnulii nooxoo. O0beAMHEHUE TaHHBIX C Pa3HBIX YPOBHEHN OpraHu3aliu
(MOJIEKYISIpHBIN, CYOKJIETOUHBINA, KJICTOYHBIM, MOMYJISIITUOHHBIN), MOTYyYEHHBIX
AKCIIEPUMEHTAJIbHO M C TOMOLIBIO MOJENEH, B ILEJIOCTHYIO AWHAMHYECKYIO
CUCTEMY.

Takum 006pa3zom, METOAOIOTHS pabOTHI MO3BOJISET aHATU3UPOBATH MOBEACHUE
CUCTEMBI B YCIIOBUSIX CTPECCA, YTO IO3BOJIAET BBISABIATh MPUUYUHHO-CIIEICTBEHHBIC
CBSI3M Ha HECKOJIbKHUX MPOCTPAHCTBEHHO-BPEMEHHBIX MacIliTadax U MPOTHO3UPOBATH
aJanTallOHHbIEC PEAKIUU.

Ilon0:xkeHusi, BLIHOCMMbIE HA 3aIIUTY

Ha 3amuTy BBIHOCSTCS CIIEAYIONINE MOTOKEHUS:

1. B QorocunTe3upyronmmx KJIETKaX pean3ylTCs HepapXusl IMEePEeXOIHbIX
mporeccoB. MaTreMaTudeckoe MOJCTUPOBAHNE TaKUX IPOIIECCOB TO3BOJISET

BBISIBUTHh B3aUMOCBSI3b PAa3HBIX UEPAPXUUYECKUX YPOBHEH: (OTOMHIYIIMPOBAHHBIX
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peakiuii B KOMIUIEKCaX (POTOCMHTETUYECKOTO arapara, MpoIecCOoB MepeHoca
MOHOB 4Yepe3 KJIIETOYHbIE MEMOpaHbl, IMEPEeCTPOEK META0OIUYECKUX ITYTEeH,
0COOEHHOCTEN JUHAMUKHU POCTA KIETOYHOM MOMYIISILINH.

CymiecTBOBaHME  pa3IMYHBIX  BPEMEHHBIX  JHANa30HOB  IIPOIIECCOB B
(dboTOCHHTETUYECKOM armmapaTe IMO3BOJIIET 000CHOBATH M MPOBECTH PEIYKIIHUIO
CJIO’KHOM MHOTOMEPHON MOJIENH MEPEXOA0B MEKTY COCTOSTHUSME (hoTocucTembl 11
U TOJIY4YUTh MOJENb, BKIIOYAIONIYI0 HEOONbIIOE KOIMYECTBO KIFOYEBBIX
IIEpEMEHHBIX. PelIeHns1 Tako MOAEIN MOYKHO HCIIOIB30BaTh U1 UHTEPIPETALUN
0COOEHHOCTEN KHHETUKH HKCIIEPUMEHTATIBHO PETUCTPUPYEMOI KPUBOU MHIYKIIUU
¢uryopecieHIMUA. DPPEKTUBHBIE TApaMETPhI PEAYLIHPOBAHHON MOAEIH OCTaIOTCSA
CBA3aHHBIMH C 2JIEMEHTAPHBIMA KOHCTAHTAMH UCXOJHOM IETAIIBHOW MOJIEIIN YEPE3
AHAJIUTUYECKUE  BBIPAXKEHHS, UYTO OO0ECHEYMBACT BO3MOXKHOCTb  OLCHKHU
DIIEMEHTAPHBIX KOHCTAHT W MHTEPIPETALNHA COOTBETCTBYIOIIHUX JJIEMEHTAPHBIX
peaxkiui.

. AHallU3 MacCHBOB JKCIIEPUMEHTAIBHBIX KPUBBIX HMHIYKIUU (HIyOpECICHINH
METOIOM CIIEKTPaJIbHON MYIBTHUAIKCIIOHEHIIMAIbHOU anmnpokcumaiuu (CMDA)
BBISIBIISIET JIMHAMUKY XapaKTEepHBIX (a3 KPUBBIX, OTPAKAIOIMIMX H3MEHEHUS
byHKIMOHANBHOTO cocTostHUS (oTtocucteMbl II, uTo mo3BossgeT paccMaTpuBaTh
Meroq, CMDA Kak MHCTPYMEHT paHHEH JIMAarHOCTUKH JEeUCTBHS (haKTOPOB
cTpecca.

WNHaynrpoBaHHbBIE CTPECCOM MEPEXObl MEXKIY PA3IMYHBIMU (PYHKIHMOHAIbHBIMU
COCTOSIHUSMH (DOTOCHMHTE3UPYIONIEH KJIETKU MPEJCTABISIOT COO0N HEJIMHEWHbIE
JTUHAMUYECKHUE PEKUMBI, 00yCIOBICHHBIC HATUYHEM TMOJIOKHUTEIBHBIX 00paTHBIX
CBA3EH U MMOPOTOBBIX MEXaHU3MOB PETYISILIUN.

. JlocTrykeHre KpUTUYECKOTO 3HAYEHMs YIIPABIAIOLIETO IapaMeTpa Ha OJHOM
UEpapXUYeCcKOM YpOBHE CHOCOOHO BbBI3BIBATH MOPOTOBBIE MEPEKIIOYCHHUS Ha
JIPYrUX HUEpPapXU4YeCKUX YPOBHSX, TaKME€ KaK HM3MEHEHUs (yHKIHMOHAJIHLHOTO
COCTOSIHMSI (DOTOCHHTETHUECKOTO armapara, rnepeHarnpaBieHue MeTaboInuecKuX

INIOTOKOB HWJIM HW3MCHCHHUC JUHAMHWKH POCTA KJIETOYHOM IMOMYJISAIH. Takue
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NEPEeKITIOYeHUs  MOTYT  paccMaTpuBaTbCsl ~ KaKk  dTalbl  aJanTaluu
(OTOCUHTE3UPYIOIIUX KIIETOK K CTPECCY.

JInuHbIH BKJIAJ aBTOPA OTPa)KEH BO BCEX KIIIOUEBBIX pe3yJbTaTaxX AUCCEPTAIH U
MOJIOKEHUSX, BBIHOCUMBIX Ha 3alUTy. Bce KOHLENTyanbHbIE MOAXOJbI, BKIIOYas
UACI0 HMEPapXUYECKOM OpraHu3alud MEepPeXOJHBIX IMPOLECCOB, METOAO0JIOTHIO
penNyKUMU MOJele W HMHTepIperanuio OuypKalMOHHBIX MEPEKIIOUCHUH,
MPEI0KEeHbl 1 000CHOBaHBI aBTOpOM. Bee MaTeMaTnyeckue Moienu pa3padoTaHbl UM
CaMOCTOSITENIbHO; aHAJIMTUYECKHE HCCIEAOBaHUs (peayKuus 1mo Teopeme THUXOHOBa,
aHaJIN3 yCTOWYUBOCTH, BBISIBJICHUE TOUEK OU(]ypKalMK) BHITOJIHEHBI JUYHO ABTOPOM.
UucneHHoe MOICIMPOBAaHUE U UACHTHU(PUKALIMS TAPAMETPOB 10 IKCIIEPUMEHTAIIbHBIM
KPUBBIM MPOBOIMINCH COBMECTHO CO CTYICHTAMU U aCIUPaHTaMH, pabOTaIOIIUMU TTO]T
€ro  PYKOBOACTBOM. ABTOp HEMOCPEICTBEHHO Y4YacCTBOBaJ B  IOJyYEHUU
AKCIIEPUMEHTAIBHBIX JTaHHBIX MO HHIYKIUHU ¢iryopecteHun xjaopodmia a (B
YaCTHOCTH, MPHU a30THOM TOJIOJAHUH); OCTAJIbHBIE JKCIIEPUMEHTAIbHBIC TaHHBIC
MPEIOCTaBIEHBl COTPYAHUKAMU Kadeapbl OMOPU3UKU OHMOJIOrHYecKoro (paxkyibrera
MI'Y  wnm  3aMMCTBOBaHBl M3 JUTepaTypbl.  MeTox  CIEKTpaJbHOU
MYJIbTHIKCIIOHEHITMAIbHOU armpokcuManud (CMDA) u apXuTekTypa mporpaMmmMHOro
koMmruiekca pyPhotoSyn paszpabotanbl coBMmecTHO ¢ Xpymi€éBeiM C. C., KOTOpBIit
OCYIIECTBUJI X POTPAMMHYIO PEaTH3aIIHIO.
CreneHb 10CTOBEPHOCTH M anpodanus pe3ybTaToOB

JIOCTOBEpPHOCTh TOJNYYEHHBIX pE3yJbTaTOB MOATBEP)KICHA MHOTOKPATHOU
BepuduKameil Moneraeil Ha HE3aBUCHUMBIX OKCIEPUMEHTAIBHBIX  BBIOOpKaX,
COINIACOBAaHHOCTHIO  BBIBOJIOB, A TaKXe BOCIPOU3BOAMMOCTBHIO  KITFOYEBBIX
TUHAMAYECKNX dS(PQPEKTOB B MOBTOPHBIX CEPUSIX OKCIIEPUMEHTOB. Marepuabl
JUCCepTaIi ObUTH MHOTOKPATHO TPEICTABIICHbI Ha HAyYHBIX CEMUHAapax Kaderps
onoduzuku Ouosormdyeckoro ¢akynsrera MIY, a Takxke Ha KoH(DEpEHIUSX,
KOHT'peccax U CHMITIO3UyMax, CIIMCOK KOTOPHIX TPUBOAUTCS HUXKE.

Bcepoccuiickass HaydHas KOHGEpEHIMS C MEXKIYHAPOIHBIM  Y4acCTHEM
«PacTenus B M3MEHSIONIEMCS KIIUMATe: aJanTaius, yCTOMYNBOCTh U TPOAYKIIMOHHBIN

nporece», SAxyrck, Poccus, 2025. MexayHapogHass Hay4yHas KoH(MepeHIus
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«MaremMaTtuka B CO3BE3MH HayK» K ro0uiero akagemuka B.A. CagoBauuero, Mocksa,
Poccusi, 2024. VI-VIII HamuonanbHas Hay4Has KOH(EpEHIHsS C MEXIYHAPOIHBIM
ydyactueM «Marematuyeckoe MoJeIUpoBaHne B 3kosorum» (OxoMarMon), [TymmHo,
Poccus, 2019, 2021, 2023. II MexayHapoaHas HaydyHO-IIpaKTUYECKass KOH(MEPEHITUS
«Maremarnieckoe MOJEIUPOBAHUE CUCTEM U TporeccoB», [Ickos, Poccus, 2023. [V—
VII Coe3n 6nodusuxor Poccun, 2012, 2015, 2019 2023. XV-XIX Bcepoccuiickas
MOJIOJIe’)KHAsT HAyYHO-MHHOBAlIMOHHAs IIKoja «Maremaruka M MaTeMaTH4ecKoe
moznenuposanue», Capos, Poccus, 2021-2025. The 6™ International Workshop on
Deep Learning in Computational Physics, OUSAUN, [ly6na, Poccus, 2022, XXI-XXIII
[Tymunckue utenus no gporocuntesy, [lymuno, Poccus, 2022, 2025. MexaynaponHas
koH(pepeHmuss ~ «MonekynspHble,  MeMOpaHHbIE W KIETOYHBIE  OCHOBBI
dbyHkimonupoBanuss  O6mocuctem». XV  cbe3n  benopycckoro  oObenuHeHus
¢dotobuonoroB u O6nodusukoB, Munck, benapych, 2022. Ilaras MexayHaponHas
Hay4yHasi KoHpepeHIus: MoaenrpoBaHrue HETUHEHHBIX MPOIECCOB U cucTeM, MOCKBa,
Poccust, 2020. 10th International Meeting «Photosynthesis and Hydrogen Energy
Research for Sustainability—2019», Caunkrt-IlerepOypr, Poccusa, 2019. VII
Mesxnynapoanast koHpepenius «MaremaTrudeckast 0Mojorus U OMOMH(POPMaTHKaY, T.
[Tymmuo, Poccusa, 2018. XXVI MexayHnaponnas koHpepeHuus «Maremaruka.
Oxonomuka. OOpazoBanue», Hopopoccuiick, Poccus, 2018. VIII-XX Cnesn
Poccuiickoro  ¢oroOuonorudeckoro ooOmectBa. Bceepoccuiickas koH(epeHIus
«CoBpemeHnHble mpobseMbl (otoduonorun», noc. lllencu, KpacHomapckuii kpaid,
Poccus, 2017, 2021, 2023. International Conference «Mathematical Modeling and
Computational Physics, 2017», Jy6ma, OUSM, Poccus, 2017. 71 International
Conference. Photosynthesis Research for Sustainability-2016, [TymuHo, MockoBckast
obnacts, Poccust, 2016. VIII-XXXII MexnyHnapoaasix koHbepeHusax «Maremaruka.
Komnerotep. Ob6pazoanuey, [lymmuno, {yona, Poccus, 2000-2025.
baaronapuocTtu

ABTOp BBIpaKaeT WCKPEHHIOK OJaroJapHOCTh HAyYHOMY KOHCYJBTAaHTY,
npodeccopy Anapero bopucosuuy PyOuHy, 32 HEOIIEHUMYIO MTOMOIIb B MOATOTOBKE

JAHHOU PaOOTHI.
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ABTOp BbIpa)kaeT NIyOOKYI0 MPU3HATEILHOCTh CBOEMY HAyYHOMY HACTABHUKY U
HAay4yHOMY KOHCYNbTaHTy, ipodeccopy [Manune IOpbeBHe PuszHHuYEHKO, Ube MyIapoe
PYKOBOACTBO, HEHM3MEHHasl TMOAJAEPKKAa W MHOTOJETHsIS COBMecTHas pabora
c(hopMHpOBaJIM aBTOPa KaK YYEHOTIO U OMPEIEIIHIIN €r0 HayYHbIN MyTh.

ABTOp  HCKpEHHE OjaroJapuT  COTPYOZHHKOB  Kadenpbl  OMOPHU3MKU
ounonoruyeckoro gaxynsrera MI'Y 3a mi0g0TBOPHOE COTPYIAHUYECTBO.

Iyoaukanumn

VY aBropa umeercs 56 myOnMKanMii B PELEH3UPYEMbIX HAyYHBIX H3JaHUSIX.
OCHOBHBIE MTOJIOKEHHUSI, PE3YIIBTAThl U BHIBOJIBI IUCCEPTAIIMU OTPAKEHBI B 28 HAyUHBIX
TpyAax, 25 W3 KOTOPBIX OIMYOJIMKOBAHBI B PEIEH3UPYEMBIX HAYUYHBIX HW3JIaHUSAX,
PEKOMEHI0BAaHHBIX JJISI 3aIUTHI B JUCCEPTAIMOHHOM coBeTe MI'Y mo cnenuaibHOCTH
1.5.8. Maremaruueckas Ouonorusi, OuonHdpopmaruka ((pU3MKO-MaTeMaTHYECKUE

HaYKH).
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I'naBa 1. Ilepexoanblie npouecchbl B 0M0JIOTMYECKHX CHCTEMAaX: HepapXus,

HEJMHEMHOCTh M METOAbI AaHAJIHN3A

1.1. Konuenuus nepexoaHbiX MPoeccoB

IlepexomgHple Mmpoueccsl — 3TO YHUBEPCAIBHOE SBJICHHUE, XapaKTEPHOE IS
JUHAMUYECKUX CUCTEM 10001 pupozasl. B TexHuke, HampuMep B paAH031eKTPOHHUKE,
IIEPEXOHBIN MPOLIECC ONMPEALIACTCA KAK BPEMEHHOW UHTEPBAJI, B TEUEHUE KOTOPOIO
CUCTEMA IEPEXOAUT M3 ONHOIO YCTAHOBMBIIEIOCS COCTOSIHUS B JPYroe€ IOCIE
BHEIIHETO BO3JCHCTBUS, TAKOI'O KaK BKIIOUCHUE HANPSHKCHUS WIM W3MEHEHUE
Harpy3ku. OTH  TPOLECChl, KAaK  TMPaBWIO,  ONHUCBHIBAIOTCS  CHCTEMaMu
mu(ddepeHnnanbHbIX YPAaBHEHUM, a MX aHAJIM3 MO3BOJISIET OLIEHUTh YCTOMYHMBOCTD,
OBICTPOJICHCTBYE U KAUYECTBO pEryupoBaHusi. Bo3Hukarolme xapakTepHble PeKUMBI,
TaKMe KaK 3aTryXarolue KojieOaHWs, MOPOTOBbIE MEPEXO/Abl, TUCTEPE3UC CIIyKaT
VWHJIMKAaTOpaMHd BHYTPEHHEN CTPYKTYypbl cHCTEeMbL. [loMMMO XapaKTepHCTHK
YCTOMYUBBIX COCTOSIHUMA CHUCTEMbBI BAXKHBIM SIBJISICTCS AHAJIM3 MUMEHHO IEPEXOIHOTO
IIPOIIECCA, MOCKOJIBKY OH JA€T K4 K MOHUMAHUIO CKPBITBIX CBOMCTB CHCTEMBI:
WHEPIIMOHHOCTH, JeMII(UPOBAHUS, HATTMYKS OOPATHBIX CBA3EH.

B Guosoruu nepexoHbie MPOLECCHl UTPAIOT AHAJIOTUYHYIO, HO O0Jiee CI0KHYIO
posb. OHM BO3HUKAOT 0IPU U3MEHEHUM BHEIIHUX YCJIOBUH, BKJIKOYAKOLIEM
OCBEIIEHHOCTh, TEMIIEPATYPY, AOCTYIIHOCTb ITUTATEJBHBIX BELIECTB, U OTPAXKAIOT
aJanTalMOHHYI0 TepecTpoiKy kieTku. [lepexomnsiii mpoiiecc B OMOJIOTUU MOXKHO
OMpEACNUTh KaK JTal JWHAMUYECKOH TMEePeCcTpPONKH OHOJIIOTMYECKONH CHCTEMBI,
COMPOBOXKJAIOIIMNACA ~ W3MEHEHHEM  KJIIOYEBBIX  MapaMmeTpoB  (KOHIIEHTpaIUin
METa0O0JIMTOB, AKTUBHOCTU (DEPMEHTOB, PEIOKC-COCTOSIHUS MEPEHOCUYUKOB, YPOBHS
HKCIIPECCUU T€HOB), KOTOPBIA MPOIOJIKAETCA 10 JOCTHKEHHSI HOBOIO CTallHOHAPHOTO
COCTOSIHUA. B oT/inune OT TEXHUYECKUX CUCTEM, OMOJIOTMYECKUE OOBEKThI 00J1aJat0T
BBICOKOU CTEIIEHBIO HEJTMHEMHOCTH, T€TEPOr€HHOCTH U UEPAPXUUECKON OpPraHU3alllH,
YTO JIelaeT aHaJlu3 UX MEPEXOIHBIX PEKHMOB 0CO00 CIIOKHOM, HO M YpE3BbIUANHO

VHTEPECHOU 3a/1a4ei.
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XKu3Hb OMOJIOTMUYECKOM CHCTEMBbl MOXHO pAaccMaTpuBaTh Kak HEMPEPHIBHYIO
LEMb MEePEXOHBIX MPOIIECCOB MEXIAY KBA3UCTAIIMOHAPHBIMU COCTOSTHUSAIMU. Pa3BuTue
SMOpHOHA, KJIETOYHBIA IHMKJI, METa0OMWYeCKUe TMEepPEeKIIOueHusi, BCE OTH
(dbyHIaMEeHTaJIbHBIE TIPOLIECCH BKIIIOUAIOT B c€0sl AMHAMUYECKHUE ATallbl, KOTOPhIE HE
CBOITCA K IIPOCTOM CMEHE COCTOSHMW. VIMEHHO B mNEPEXOOHBIX peKUMax
peaIu3yroTCs KIKOYEBbIE CTPATETUHU, aKTUBUPYETCS TOT WM UHOM CUTHAJbHBIM MyTh,
3allyCKaeTcsl MporpaMma OTBETa Ha CTPECC, MPOUCXOTUT IepepacnpeeicHue
DHEPreTUYECKUX U METabOoNMYecKux TMOTOKOB. [loHMMaHue »THX MpOLEcCOB B
(OTOCUHTE3UPYIOIIUX OpPraHUW3Max IIO3BOJSIET HE TOJBKO OMNUCHIBaThb, HO U
IPEICKa3bIBaTh U YIIPABIATH IOBEACHUEM TaKUX CHCTEM, YTO MOXKET UMETh OOJbILIOE
3HaYeHUE B OMOTEXHOJIOTUH, CEILCKOM XO3MCTBE U KOJIOTMYECKOM MOHUTOPHUHTE.

1.2. Nepapxuueckass OpraHu3anus 0HMOJOTHYeCKUX CHCTEM U BPEeMEHHbIE
IIKAJIbI IePEeX0AHBIX NMPOLEeCcCOB

KittoueBoit 0COOEHHOCTHIO OMOJIOTUYECKUX CUCTEM SIBIISIETCS MX HepapXuyecKas
OpraHu3alysi, IMpU KOTOPOW IMPOLECCHl Ha pa3HbIX YPOBHAX (MOJEKYISIPHOM,
CyOKJIETOYHOM, KJIETOUHOM, MOIMYJISALIMOHHOM) MPOTEKAIOT B Pa3IUYHBIX BPEMEHHBIX
Jana3oHax: MOIVIOUIEHHE CBETA U MEPEHOC AIEKTPOHOB B (POTOCUCTEMAX IPOUCXOAST
32 HAHO- M MHUKPOCEKYH[bl (MOJEKYJSPHBIM YpOBEHB), (DepMEHTATUBHbIE PeaKUuu
MPOTEKAIOT 3a MHJUIMCEKYHbI (CYOKJIETOUHBIM YPOBEHB), MEPECTPOMKA IKCIPECCUU
I€HOB OCYILECTBIIIETCS 3a MUHYTBI, HA POCT KJIETKM YXOHST 4achl U JHU (YPOBEHb
I[EJTOCTHOTO OpTraHu3Ma).

Takas BpeMeHHass uepapxusi OTpaxaeT [IWHAMUYECKYIH) OpraHHM3allUI0
IIPOLIECCOB U OMPENEISIET CTPATETHIO MX aHaiau3a. MaKpOCKOIMYECKUE MEJICHHBIE
MPOIIECCHI (HapUMep, U3MEHEHUE POCTa KyJIBTYphl B TEUCHHE JTHEH ) BKJIFOUAIOT B ce0s
MHOKECTBO OBICTPBIX CYOKJIETOUHBIX IPOLECCOB, KOTOPHIE 3a4acTy0 HEBO3MOXKHO
HanpsMyto HaOmronats. OJIHAKO, KaK MOKA3bIBAET MPAKTHUKA, AUHAMUKA «OBICTPBIX)»
MPOLIECCOB MOXKET CIIY>)KUTh HHJIMKATOPOM «MEIJICHHBIX» NepecTpoek. Hampumep,
U3MEHEHUS B KpUBOW MHAYKIMH (PIyopecleHInH XJI0poduiuia a, perucTpupyemMon 3a
CEKYHbl, MOTYT IPEIBOCXUIIATh META00OINYECKUE MEPECTPONKH, 3aBEpIIAOLIUECS

gyepes3 4achl.
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BaxHbIM acrekToM aHajau3a TaKUX CUCTEM SBJISICTCS BBISIBICHUE Y3KUX MECT,
KPUTUYECKUX TOYEK WJIM KOMIIOHEHTOB, YbHM JWUHAMHYECKHUE XapPaKTECPUCTUKHU
JUMUTHPYIOT MOBEJACHUE BCEH CUCTEMBbl. JTH Y3KHE MECTA YacTO JIOKAJIM30BaHbI Ha
MIPOMEKYTOUHBIX YPOBHSX HeEpapXud (HampuMmep, TPAHCIOPT BEIIECTB uepes
MeMOpaHbl WM aKTUBALMS KIFOYEBBIX PETYISTOPHBIX OCJIKOB), U UX YYET MO3BOJISET
3HAYUTENIBHO YIIPOCTUTh MOJICTUPOBAHUE U TPOTHO3UPOBAHUE TTOBEJCHUS CUCTEMBI B
IIEJIOM,  CBSI3bIBasg  OBICTpBIE  MOJICKYJSIPHBIE  COOBITHSI €  MEIJICHHBIMH
(EeHOTUIMYECKUMH U3MEHEHUSIMU.

Kpome TOro, cmnemyer yuyurbiBaTh, YTO TOMEOCTA3, XapaKTEPHU3YIOIIUN
COCTOSIHHE OTHOCHUTEIIHOTO JUHAMUYECKOTO PABHOBECHS, MOXKET OBITh IOCTUTHYT Ha
OJTHOM YpOBHE OpraHu3alid H OTCYTCTBOBaTh Ha JpyroM. Hampumep, Ha
MOJIEKYJIIPHOM YPOBHE MOXKET HAOI0MAThCA CTAOMIBHOCTh KOHIICHTPAIMM KITFOUEBBIX
MeTabOJIUTOB, B TO BpeMs KaK Ha KJIETOYHOM YPOBHE HJET aKTHBHAs MEpPECTpOMKa
AKCIIPECCUU TEHOB WJIM HU3MEHSIETCS TEeMH JACJCHHUS. DTO HECOOTBETCTBHE MEXKITY
YPOBHSIMH OTpPa)Kae€T HE CTOJBKO HapylleHHe (YHKIUU, CKOJIBKO TUHAMUYECKYIO
Npupoay OMOJOTUYECKOW aJanTalli: CUCTEMa MOXET HAXOAMWThCS B IMEPEXOAHOM
COCTOSIHUM Ha OJIHOM YypPOBHE, COXpaHsAs YCTOMYMBOCTH Ha JApyroM. Takue
ACHHXPOHHBIC TIEPEXO/IHBIC MPOLIECCHI YKA3bIBAIOT HA TO, YTO TOMEOCTAa3 HE SIBIISETCS
KAKMM-TO YHHUBEPCAIBHBIM CBOWCTBOM BCEM CHUCTEMBI, a XapaKTEPHU3YET CKOpEe
OTIPE/ICJICHHBIN ypOBEHb Hepapxuu. VMmMeHHO aHanmu3 HTHUX IUCOATaHCOB MEXIY
HUEPaApXUUYECKUMHU YPOBHSIMM TO3BOJISIET IIyO)Ke MOHATh MEXaHU3Mbl aJlalTalluu,
CTPECCOBBIX OTBETOB U HBOJIIOIIMOHHON YCTOWYMBOCTH OMOJIOTHYECKUX CUCTEM.

HNepapXu4HOCTh TaKXe MO3BOJISIET IPUMEHSATH METObI Pa3/I€ICHUS] BPEMEHHBIX
MaciiTaboB, B YaCTHOCTH, TeopeMy THXOHOBa O «OBICTPBIX» U «MEIJICHHBIX)»
nepemeHHbIX [ TuxoHoB 1948]. CoritacHo 3ToM Teopeme, €CliM B CUCTEME CYIIECTBYIOT
CUJILHO pa3IMYarolIuecss MO0 CKOPOCTH MPOIECChI, TO «OBICTpPBIE» IEPEMEHHBIE
YCIIEBAIOT JIOCTUYb KBA3UCTAI[MOHAPHOTO COCTOSHUS TOpa30 paHblle, 4YeM
«MEJIJICHHBIC» TIEPEMEHHBIC, TOTJa «OBICTPhIC» MEPEMEHHBIC MOKHO HMCKIIOUUTH U3

cUCTEMBl  Ju(depeHIMaNbHbIX  ypaBHEHUH,  3aMEHMB  ajreOpandyecKuMu
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COOTHOILIEHUSIMH. DTO MO3BOJISIET PEAYLUPOBATH CIIOKHBIE MOZIEIIU 10 00Jiee MPOCTHIX,
OMKCHIBAIOIINX MAKPOCKOTTMYECKYIO JTUHAMUKY.

OpHako, B OIMYKE OT KJIACCHYECKOTO MOJXO0/a, KaK, HApUMEp, IPH BBIBOJE
ypaBHeHUs: Muxasnuca—MeHTeH, TJe Mocie PEeayKIUU AJIEMEHTAPHBIE KOHCTAHTBI
«3a0bIBAIOTCSY, U aHAINU3 OorpaHnduBaeTcs dQdekTuBHbIMU TapaMeTpaMu (Vmax, Km),
B HAIllEM MOJXOJ€ PEAYKIHS SBIIAETCS HE KOHLUOM aHaIM3a, & CKOPEE €ro HadyajioM.
[lonydyeHHsle B penylUpOBaHHON Mojenu 3((PEeKTUBHbIE KUHETUYECKUE KOHCTAHTHI
paccMaTpHUBAIOTCS KaK WHTETPAbHBIE XapaKTEPUCTUKH, KOTOPbIE BKJIIOUAIOT B CeOS
BKJIAJI 3JIEMEHTAPHBIX TIpolieccoB. [Ipu u3MeHeHnu ycinoBuii, HampumMep, Mpu cTpecce,
MBI MOXKEM «Pa3BEPHYTH» 3TH dPPEKTUBHBIE KOHCTAHTHI, AHATTU3UPYS, KAKHE UMEHHO
AJIEMEHTApPHBIE CTaAuM (HAmpUMep, pasfelieHHE 3apsJoB B PEAKLMOHHOM IIEHTpE
¢dorocuctemsl II, mepeHOC AMEKTPOHA OT KHUCIOPOI-BBIIEISIONIET0 KOMILIEKCA WIIH
MIEPEHOC AIEKTPOHA HA TIEPBUYHBIA XMHOH) U3MEHWINCH. DTO MO3BOJISET YCTAHOBUTH
CBSI3b MEXKIy HAOMIOMaeMBIMUA MAaKpOCKOMMYECKUMH H3MEHEHUSIMH U TIPOLIECCaMU Ha
MOJIEKYJISIPHOM YPOBHE.

Takoi 1OAXOAN JIEKWUT B OCHOBE HHTETPATUBHOIO METONA aHaM3a
OMOJIOTUYECKUX CHUCTEM, KOTOpPbIi OOBEOUHSET JaHHbIE C pa3HbIX YpPOBHEH
OpraHu3alyy, OT MOJEKYISIPHON AMHAMUKH OO0 (U3HOIOTHUYECKHX OTBETOB, U
MO3BOJISIET HMHTEPIPETUPOBATh JAMHAMUYECKHE COOBITHS Kak OTBET IEJIOCTHOU
cucteMbl. ITHTErpaTuBHOCTD 3aKJIIOYAETCA B TOM, YTO IPU COMOCTABICHUU JIaHHBIX C
pa3HBIX YPOBHEW OpraHMU3AIMH BBISBISIOTCS MPUYNHHO-CIECICTBEHHBIC CBS3U MEXKITY
IpOLECCaMu Ha 3TUX YPOBHSX, TO €CTh, U3BMEHEHUS Ha OIHOM YPOBHE KOPPEIUPYIOT C
W3MEHEHHSIMU Ha IPYTOM U OOBSICHSIOTCA Yepe3 HUX. B aToM KoHTekcTe 3 dheKTUBHBIC
KOHCTAaHThl B PEAYLIUPOBAHHBIX MOIESAX SBJSIOTCS HE MPOCTO TMOATOHOYHBIMU
napaMeTrpamM, a HMHJIWKATOpaMH COCTOSIHMSI TIOACHCTEMbI, YyBCTBUTEIIbHBIMH K
nepecTpoiikam B 00siee ObICTPBIX MPOIECCax.

BaxxHo moHMMaTh, dYTO OBICTpBICE TPOIECCHI, XOTSI W  JOCTHTAIOT
KBa3UPaBHOBECHS, UX KMHETHMYECKHE KOHCTAHTHI MOTYT M3MEHATHCS MOJ JACHCTBUEM
BHEITHUX M BHYTPEHHUX (PaKTOPOB, HApUMeEp, NP M3MEHEHHU Temreparypbl, pH,

YPOBHA OCBCHICHHOCTU WJIM IIPpHU TMOBPCKICHUHA OCIKOBBIX KOMIUIEKCOB. OTH
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M3MEHEHHUS, JaXe €CIIM OHU MPOUCXOAAT HA HAHOCEKYHIHOM IIKaJIe, HAKAIIUBAIOTCS
U TPAHCIHUPYIOTCS B MAKPOCKOMUYecKue 3PpPeKThl uepes nepectpoiky 3¢hHEeKTUBHBIX
napameTpoB. Tak, CHIDKeHHE CKOPOCTH TIEpeHOca AMeKTpoHa B hotocucteme [1 moxet
U3MEHUTH YPPEKTUBHBIA KOA(DOUIIMEHT KBAHTOBOTO BHIXOJIA, YTO B UTOTE MPUBEIET K
3aMEeJIJIEHUIO POCTa KJIETKU Y€pe3 Yachl WM THUA. TakuM 00pa3oM, ObICTPBIE TPOLIECCHI
MOTYT UIPaTh POJIb «CEHCOPOB» U «MOIYJISATOPOB» MEIJICHHON TUHAMHUKHU, a UX
M3MEHEHHE MOXKET MHUIIMUPOBATh KAaCKaJl aJaiTUBHBIX peakiui Ha 0oyiee BBICOKHX
YPOBHSIX.

HyXHO Takke y4uThIBaTh, YTO OOpaTHasi CBSI3b OT MEMJICHHBIX IMPOIECCOB
MOJKET BJIUATH Ha OBICTPBIE, HATPUMED, TOJITOCPOUHAS HKCIIOZUIIUS K CTPECCY MOXKET
IPUBECTU K U3MEHEHUIO IKCIIPECCUU T€HOB, KOJUPYIOMINX KOMIIOHEHTHI (DOTOCHCTEM,
4TO, B CBOIO OYE€pE/b, U3MEHUT COCTAaB M CTEXUOMETPHUIO OEIKOBBIX KOMILIEKCOB U
MOBJIHUSAET HA KUHETUKY MEPBUYHBIX (DOTOXUMUUECKUX PEAKIMM. DTO O3HAYAET, 4YTO
uepapxusi He SIBJISETCS JKECTKOM M OJHOCTOPOHHEU, MEXIY YPOBHSIMHU CYLIECTBYIOT
oOpaTHbIE CBSI3U M B3aUMHAsl PETYJISIUA, YTO JEIaeT CUCTEMY AUHAMUYECKU THOKOM,
HO U CJIOKHOM JUIS aHAJIN3a.

IMeHHO T103TOMY MHTETPAaTUBHBIA MeToA TpeOyeT MOcae0BaTeIbHOTO
pPaccMOTpEHHUs Pa3HbIX MacuITabdaoB, OT MAaKPOYPOBHS K MHUKPOYPOBHIO U OOpaTHO,
CHayaja YIpOIIAaeM CHUCTEMY, BBIJEIAS KIIOYEBbIE MAaKpOIapaMeTphl, 3aTeM
«pacCIaKkOBBIBAEMY» WX, YTOOBI TOHITH MOJICKYJISIPHYIO OCHOBY M3MEHEHUM, 1, HAKOHEII,
BO3BpAIIAEMCS K MAaKpPOCKOIIMYECKOMY YPOBHIO C YTOYHEHHOW MOJENbI0. Takoi
MIOJTXOJ1 TIO3BOJISIET HE TOJIBKO OOBSICHATH HAOIIOIaeMble SIBJICHUS, HO U TIPE/ICKA3bIBATh
MOBEJICHUE CHUCTEMBbI B HOBBIX YCJIOBUSIX, BBISIBIISISI BO3MOXKHBIE YSI3BUMBIE MECTa U
MEXaHU3Mbl YCTOMUYUBOCTU. B KOHEUHOM UTOTEe, MHTEIPATUBHBIN aHAIN3 PACKPHIBACT
OMOJIOTUYECKYI0 CHCTEMY KaK €IUHOE JWHAMUYECKOe IIeJloe, TIJ€ BPEMEHHbIE
MacuTaObl, ypDOBHU OpraHU3alMA U MEXaHU3MbI PETYISIIIUU TECHO MEPEIIICTEHBI.

1.3. ®dorocucrema II kak MoaeJbHas HepapxuyecKasi cucTeMa s
M3y4eHHs MepPexXoIHbIX MPOLeCcCoB

®dotocuctemy Il (OCII) MokHO Ha3BaTh UACATBLHON MOJCIBLHON CUCTEMOM ISt

M3YUYEHHUs TIEPEXOJIHBIX MPOIECCOB B KUBBIX KieTkax (puc. 1.1). Ee mepBuuHble
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peaxIiu, MOTIIONIEHUE CBETA, Pa3AesIeHUe 3aps/a, IEPEHOC AEKTPOHA, POTONN3 BOABI,
IPOTEKAIOT B CTPOTO YIMOPAJOYCHHOM MMOCIEA0BATEILHOCTH, 00pa3yoT HEPAPXHIO 110
BPEMEHHBIM MacIiTabaM: OT TMHKOCEKYH]I 1O COTEH CEKyHJ M MOTrYyT OBITh
3apEerUCTPUPOBAHBI C BEICOKUM BPEMEHHBIM paspelieHueM B kcrepuMenTax [Kalaji
et al 2016]. IIpu »>tom OCII obnamaeT BHICOKOI UyBCTBUTEIBHOCTHIO K BHEIIHUM

BO3JICMCTBUAM, YTO JEJIaeT €€ OMOWHIUKATOPOM COCTOSIHHUS PACTUTEIBHON KIIETKH

[Khan et al 2025].
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Pucynok 1.1 — Cxematnueckoe uzoopaxkenue komriekca porocuctemsl 1. Dnementsr OCIL: (Mn)4
— KUCJIOPOA-BBLACISAIONINI KOMIUIEKC (MapraHieBblii kinactep); Tyrz — Tupo3uH-Z; Pego — numep
xnopoduina a; Phe — peodutun; Qa — nepBudHbI XUHOH, QB — BTOPUYHBIN XWHOH. CILTONIHOM

CTpGJ’IKOfI IMOKa3aHa p€akKud OKHUCIICHUA BOABI, IYHKTUPHBIMU CTPCIIKAMH — TPAHCIIOPT 3JICKTPOHA.

Kpome Ttoro, @®@CII upe3BbluailHO yaoOHa ISl 3KCHEPUMEHTAIBHOTO aHan3a
Omaronapsi OBICTPON M OTHO3HAYHOM OTBETHOW pEaKI[MU HAa BHEUTHUN CTUMYI — CBET.
B ormanune or MHOTMX OMOXMMHYECKHX IPOILECCOB, TJE€ H3MEPEHHUE CKOpOCTEl
(dbepMEeHTaTUBHBIX peakiuil TpeOyeT NIUTENbHOW MHKYOAlMH, CIIOKHOM MOJTOTOBKU
npod u KOCBEHHbIX MeTonoB jaerekuuu, orBeT @OCII Ha cBeToBOM UMIYIbC
PETUCTPUPYETCS B PEAIbHOM BPEMEHH 32 HAHO- MUKPO- U MHJIM-CEKYH/bI C IOMOIIIBIO

METOJIOB OBICTPON CHEKTPOCKOMHH U (DIyOpUMETPUU. DTO TO3BOJSET HAMPSIMYIO
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HAOII0aTh JTUHAMHUKY IMEPBUYHBIX (POTOXMMHUYECKUX COOBITMH 0€3 3HAUMTENIbHBIX
BPEMEHHBIX 3a/I€P>KEK UM HAKOIUIEHHUSI METa0OIUTOB.

Takue xapakrepuctuku aenaror @CII ocoOeHHO HEHHON AJIA HCCIIeqOBaHUS
pPaHHUX ATANOB KJIETOYHOM peakluu Ha CTpecc, Korjga MeIEHHble (DepMEHTATUBHBIC
IIPOLIECCHI €€ HE YCHEBaIOT MposBUThHCA. Hampumep, mocne n3MeHEeHUs BHELIHUX
YCJIOBHI: OCBEIIEHHOCTH, TEMIEPATYPhI, JEHCTBUAA TOKCUKAHTOB HU.T.II. 32 | CEeKyHIy
(BpeMs M3MepeHusi KpUBOM HUHAYKIMU (PIyopecleHIuu XJIOpopuiia a) MOXKHO
3a(pUKCHpPOBATh W3MEHEHUS B KUHETHKE MEPEHOCa JIEKTPOHOB WM 3(PPEKTUBHOCTU
KHCJIOPOABBIJICISAIOMIEIO  KOMIUIEKCA, KOTOPbIE  OTPAXKAarOTC B  W3MEHEHHH
XApAaKTEpUCTUK 3TOM KPUBOW. OTH JaHHBIE NPEIOCTABIAIOT ONEPATHBHYIO
uH(pOopMaIHIO 0 (PyHKIIMOHATBHOM COCTOSSHUM (POTOCHHTETUYECKOTO anmapara, Toraa
KaK OIIEHKa CKOPOCTH (DEPMEHTATUBHBIX peaklUil (Harnmpumep, akTUBHOCTH PyOucko)
TpeOyeT W3BJIEUEHUSI OEIKOB, MOJATOTOBKM 3KCTPAKTOB U MOXKET OTpa)kaThb JIHIIb
YCPEIHEHHBI 10 BPEMEHU pe3yJbTaT, HE YlaBiuBas OBICTPBIX IEPEXOIHBIX
COCTOSIHUM.

Takum 0Opa3om, BbICOKasi BpEMEHHAs pa3peliaroniasi ClioCoOHOCTh U MpsAMast
JNETEKTUPYEMOCTh  CBETO3aBUCUMBIX IporeccoB gemaror DOCII  He ToibKO
YYBCTBUTEIbHBIM OMOUHJIMKATOPOM, HO U MOUIHBIM HMHCTPYMEHTOM MJI M3y4YEHHUS
JUHAMUKH KJIETOYHBIX OTBETOB B PEXKHUME, HEAOCTYIHOM JJisi OOJIBIIMHCTBA APYTUX
OMOXHMHUYECKUX CUCTEM.

1.4. PazBuTHe KuHeTH4YeCKUX Moaeseit porocucrembr 11

Maremaruueckoe MOAETUPOBAHUE MEPBUYHBIX MPOLECCOB (POTOCHHTE3A, U, B
yacTHocTH, TiporieccoB B DCII, sBnsieTcs BaXXHBIM HampaBlICHUEM OMO(PHU3UKH,
aKTMBHO pPa3BMBAEMbIM Ha MPOTSKEHUU TMOCIEAHUX MATUAECATH JIET. DTOT MyTh OT
OPOCTHIX (DEHOMEHONOTMYECKHX CXE€M K JETaJbHbIM KHHETHUYECKHUM MOEIISIM
OTPaXaeT SBOJIOLHUI0 CUCTEMHOIO MOAXOJA K M3yYEHHIO OHMOJIOTMYECKUX CHCTEM U
TECHO CBSI3aH C Pa3BUTHEM S3KCIIEPUMEHTAJIbHBIX METO/I0OB, OCOOEHHO PErucTpaluu
nepeMeHHoU (uryopeciieHnu XJopodua a.

[TepBbie Mmonenu OCII onuckIBaId NPOUECCHI B OTAEIBHBIX (POTOCUHTETUYECKUX

peakIMoOHHBIX IleHTpax [Stirbet, Strasser 1996; Stirbet et al.,1998; Strasser, Stirbet,
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2001; Lazar, 2001, 2003; Zhu et al., 2005]. OxHoif U3 paHHHX Pa0OT, 3aJIOKUBIIUX
OCHOBY KHHETHYECKOTO IOJXOja, CTaja Mojeib aBTopoB [Schatz et al. 1988], B
KOTOPOIl BIEpBbIE ObLIa MPEMJIOKEHA KOJIMYECTBEHHAs OIEHKA SHEPTreTUYECKUX U
KMHETUYECKUX MapaMETPOB NEPBUYHBIX PEAKIUN. DTHU MOJIEIHN, XOTS U OTHOCUTEIBHO
MPOCTHIC, YK€ YUYUTHIBAIM KOHKYPEHIIUIO MEXAY (HOTOXMMHUYECKUM IEPEHOCOM
DIIGKTPOHA W TIPOIECCAMM DEJIAKCAIlMM DHEPTUM, BKIIOYAs (DIyopecIeHIu0 |
0e3bI3,TyuaTesIbHyI0 PEKOMOUHAIINIO.

B 1980-x rogax Ha kadenpe onodusnku ononornaeckoro gakyasrera MI'Y mon
pykoBoactBoM A.b. Pybuna u ['HO. PusHuueHko ObUI HavyaT LUK padoT IIo
MOCTPOCHUIO KUHETUYECKUX MOJIENICH AJIEKTPOHHOTO TPAHCIOpTa B (POTOCHUCTEMAX.
bbimn mpenioxkeHbl OpUTHMHAIBHBIE CXEMbI, ONUCHIBAIOIIME JIUHAMUKY COCTOSHUM
nepeHocunkoB B OCI u OCII. B nocnenyronme necsaTuiieTds 3TH MOAEIU ObUIH
CYILIECTBEHHO pa3BUTHI, B pabotax [Rubin, Riznichenko 2009, 2014], [Belyaeva et al.
2008,2011,2014] 6puti MOCTPOEHBI I€TAIbHBIE KHHETHYECKUE CXEMbI, YUUTHIBAIOIIINE
MHOXECTBO COCTOSIHUW PEAaKIMOHHOTO LEHTPA, BKIIOYAs Pa3IUYHbIE OKUCIUTEIbHO-
BOCCTAaHOBUTEIIbHBIE COCTOSIHHMS  KucJopoa-Beiaenstomero kommiekca (KBK),
TUpo3uHa Z, Peso M IEpBUYHOTO M BTOpUYHOTO XMHOHOB, QA 1 Qp. Ocoboe 3HaueHue
MMEJIA UCCIICIOBAHMS, B KOTOPBIX C TTOMOIIbI0 KHHETUYECKUX MOJIECJICH BBITIOJIHSIIOCH
anmpOKCUMALIUST  AKCTIIEPUMEHTANIbHBIX KPHUBBIX HWHIAYKIUHM  (IYOPECUEHIIMU ¢
MOMOIIBI0 MOJIEITBHBIX KPUBBIX. Tak, Ha ocHOBE Monenu u3onupoBanHor OCII 6wu10
MPOBEACHO KOJMYECTBEHHOE BOCTIPOU3BEICHUE KUHETUKH (hITYOPECIEHIIMY B KIETKaX
3enenoit Bogopociu Chlorella pyrenoidosa, a Takxke B TUCThIX Arabidopsis thaliana n
mmuHara [Belyaeva et al., Photosyn. Res., 2008, 2011, 2014]. Mozaens 1mo3BoJisijia He
TOJIbKO omucaTh (GOpMy KPUBOM, HO U OIEHUTHh 3HAUYCHUS] KUHETUUYECKUX KOHCTAHT,
HEJOCTYITHBIC JIJISl IPSIMOTO U3MEpPEeHUs B dKcriepumenTe. Hanmpumep, Ob110 1okaszaHo,
YTO NOpH  YBEJIMYCHUHM  HMHTCHCUBHOCTHM  CBETa  BO3pAcTaeT  KOHCTaHTa
0€3bI3ITydaTeIbHOM peKOMOMHAIIMY B PEAKITMOHHOM IIEHTpPE, a BKJIaJl SHEPreTHUCCKUX
MoTeph uepe3 Oe3bI3TyUaTeNIbHYI0 pPENIaKCallMi0 B PEAKIIMOHHOM I[EHTPE MOXKET

nocturate 30% OT MOIIOIIEHHOTO KBaHTA CBETA. JTOT PE3YJAbTaT IMOAYEPKUBACT
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BaYKHOCTH MOJICTMPOBAHUS KaK MHCTPYMEHTA JIJ1s1 BBISIBJICHUS] MEXaHU3MOB PETYIISALUN
npouieccoB B OCII.

CoBpemennbie Maremaruueckue mojenu OCII MOXXHO YCIIOBHO pa3ieuTh Ha
JIBa TUIIA: JIETAJbHBIE U YIPOILECHHBIE, KAXK/Ible U3 KOTOPHIX PEIIaloT CBOM 3aJlaud B
paMKax CHCTEMHOTO aHaJW3a MEPBUYHBIX MPOIEeccoB (OTOCHHTE3a. BOIBITMHCTBO
CYIIECTBYIONTUX MOJIETIEH MCIOIb3yeT anmnapar 0ObIKHOBEHHBIX AuddepeHITnaaIbHbIX
ypaBHeHuit [Belyaeva et al. 2016, 2019; Stirbet et al. 2014; Lazar et al. 2003; Ebenhof
et al. 2011; Vershubskii et al 2018; Tikhonov, Vershubskii 2020], xoTs uMeroTCsS U
aJbTePHATUBHBIE MOAXO/bI, UCIIONB3YIOUIME CTOXACTUUECKUE METOJIbI, B YACTHOCTU
«rule-based» Monte-Kapno monenupoBanue [Zhu et al. 2005; Antal et al., 2018].

JleTanbHblE MOJEIM  OMHUCHIBAIOT CIOXKHYIO CETh TEPEXOJI0B  MEXKIY
coctostHusiMu DCII, Brimouas ot 30 no 50 mepeMEHHBIX, U YUYUTHIBAIOT TaKHE
MPOLIECCHI, KAaK pas3aeneHue 3apsaoB B peakunuoHHoOM ueHtpe DCII, tpancmopt
DIIGKTPOHOB MEXIY pPa3IUYHBIMA TIEPEHOCYMKAMH, TIPOIECCHl PEKOMOWHAIIUN
[Strasser et al., 2001; Lazar, 2003; Zhu et al., 2005; Belyaeva et al., 2011]. Otu Moaenu
MO3BOJISIIOT JICTAJIBHO HCCIIEIOBAaTh MEXAHU3MBl DPETYIAINNA  (HOTOCHHTETHUCCKUX
MIPOLIECCOB B PA3JIMYHBIX YCIOBUSIX U IMIUPOKO UCIIONB3YIOTCS A PyHIaMEHTaIbHBIX
uccienoBannii. OHu 3PPEKTUBHBI TPU PEIICHUH MPSAMBIX 33]1ad — BOCTIPOU3BEICHHUS
(GbopMbl KpUBOW HHIYKUMW WM 3aTyXaHusd (QIIyopecUeHLUUU XJIopopuiia a U ee
W3MEHEHHUS MPU U3MEHEHUHU MapaMeTpoB cUCTeMbl. OHAKO MPU PEIIeHUH 0OpPaTHBIX
3a/1a4, OMpeIeICHUN MTapaMeTPOB MOJICIH 1O SKCIIEPUMEHTATBLHBIM JaHHBIM, MOXET
BO3HUKHYTh HEOAHO3HAYHOCTh, TOCKOJIBKY CXOXKHE U3MEHEHUS (POPMBI KPUBOU MOTYT
OBITH BBI3BAHBI PA3TMYHBIMA KOMOUHAIIMSIMU U3MEHEHHBIX KOHCTAHT.

VYIpoleHHbIE MOJIENH, HAITPOTHB, OTIMCHIBAIOT TMHAMHUKY CHCTEMBI C TIOMOIIIHIO
HEOONBIIIOTO  YKclia (DEHOMEHOJIOTHYECKH TMONYy4YeHHBIX  JauddepeHnnanbHbIx
ypaBHeHui 1 napameTpoB [Baake, Schloder 1992; Goltsev, Yordanov 1997; Chernev
et al. 2006; Vredenberg, Prasil 2009]. Takue Monenu oka3bIBarOTCA yAOOHBIMH IS
aBTOMATHU3UPOBAHHOTO aHAM3a JAaHHBIX B OWOTEXHOJOTMHM M JKOJIOTHYECKOM
MoHUTOpUHTE. OHU MO3BOJAIOT 3G(HEKTUBHO peniarb 0OpaTHbIE 3a7a4u, ONPEEISTh

mapamMCTpPbl CUCTCMBI I10 SKCIICPUMCHTAJIbHBIM JAHHBIM, OAHAKO HHTCPIIPCTAIUS 9THX
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napamMeTpoB OrpaHUYEHA pAMKaMU MPHUHSTHIX YNPOIIEHUA U HE BCET/la MOXKET ObITh
OJTHO3HAYHO COIOCTABJIEHA C KOHKPETHBIMU OMO(PU3UUECKUMU MTPOLIECCaMHU.

Bo3nukaer HeoOX0qMMOCTh MPEoAoieTh (PyHAaMEHTaIbHOE MPOTUBOPEUHE
MEXK]y NETalbHbIMU W YNPOLICHHBIMH MOZEISMHU: C OJHOW CTOPOHBI, JETaJIbHBIE
MOJENH cofepkaT OoraTyro (PU3MYECKyl0 OCHOBY, HO 3aTpydHSIOT aHalu3
HKCIIEPUMEHTAJIBHBIX JTAHHBIX M3-32 HEOAHO3HAYHOCTH PELIEHUS] OOpaTHOM 3a1a4u; C
JPyroi CTOPOHBI, PEAYLUPOBAHHBIE MOJACIN MO3BOJISAIOT 3(D(HEKTUBHO 00padaThIBaTH
JAHHBIE, HO TEPSIOT CBSI3b C DJIEMEHTAPHBIMU IPOLIECCAMH.

KiroueBoil 3amadeil CTAHOBUTCSA CO3[JaHHUE TAKOTO IMOAXOJA, BKIIFOUAIOLIETO
IIOCJIEAOBATENIbHYIO PEAYKLHIO MOJIECIIM HA OCHOBE MEpPapXUMU BPEMEH, IIPU KOTOPOM
pPEAYKINs MOAENHM HE CTAHOBUTCSA KOHEYHOW LEIBIO, a MPEAIOIaracT JadbHEUIIYIO
UHTepIperanuio. B 3ToM KOHTEKCTe A(PQPEKTUBHbIE KHHETUUYECKHUE KOHCTAHTHI,
IIOJIyYEHHbIE B PENYLHPOBAHHOW MOJEIM, IOJDKHBI pPacCMAaTpUBATBCS HE Kak
(dopManibHbIE MAapaMeTphbl, a KaK HWHTErpajbHblE XapaKTEPUCTUKH, OTPAKAIOIIHE
COBOKYIHBIN BKJIaJ 3J€MEHTAPHBIX CTaJil, TAKUX KaK 00pazoBaHHE BO30YKJIEHHOTO
COCTOSIHUSI NIMTMEHTA, IEPEHOC DJIEKTPOHA OT KHUCIOPOA-BBIAEISIONIETO KOMILIEKCA
(KBK) unu pasnenenue 3apsiia B peakllMOHHOM LieHTpe. [Ipn mu3MeHeHUN BHEIIHUX
yCJIOBUM (Hampumep, MoJl IeUCTBUEM CTpEecca) aHalu3 U3MEHEHUU B 3(P(EeKTUBHBIX
KOHCTAHTAaX IIO3BOJUT MNPEAINOIOKNTh, KAKAE HWMEHHO JJIEMEHTApPHBIE CTaauU
nperepneny nepecTporky. IIpu takom noaxone maremarudeckas MOAEb CTAHOBUTCS
MHCTPYMEHTOM, KOTOPBIA MOXHO MCHOJIB30BaTh JJISI DKCIPECC-aHAIN3a JUHAMHKU
¢IryopeciieHIIMU 1 MOCIEAYIOMIEN OLEHKHU 10 3TOW AUHAMUKE COCTOSIHUS OTIENIbHBIX
komnoHeHTOB P CII u npeacka3aHus X MOBEJICHHS B HOBBIX YCIIOBHSIX.

1.5. KpuBass vMHAYKUMH (JIyOpeCUCHUHMH XJIOPOpmLIa a — «IOANUCH)
¢orocucremsr 11

Opnum u3 Hanbosiee UHGOOPMATUBHBIX U JAOCTYIHBIX METOJOB HCCIEAOBAHUS
cocrosinug @OCII daBnsgercss perucTpanuss KpUBOM HMHAYKIHUH (PIIyopeCUeHIUN
xynopodmmia a. OayopecreHIus MpeACTaBIsieT coOO00H MPOIecC, KOHKYPUPYIOIIHMA C
(GOTOXMMHYECKUM TEPEHOCOM JJIEKTPOHOB, TMO3TOMY €€ JMHAMUKa HaMpsSMYIO

OTpaXaeT AaKTUBHOCTh TMEPBUYHBIX peaknuii (POTOCMHTE3a U MOXKET CIY>KUTh
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YYBCTBUTEIbHBIM UHIUKATOPOM (PYHKIIMOHAJIBHOTO COCTOSIHUS (POTOCUHTETUYECKOTO
annapara. [lpu ocBelleHMHM TEMHOAJANTUPOBAHHOTO 00Opaslla WHTEHCUBHOCTH
duryopeciieHIIMM BO3pacTaeT OT MHHHMAIbHOTO YpoBHS Fy (COOTBETCTBYIOLIETO
MOJIHOCTHIO OKUCJIICHHOMY MEPBUYHOMY XMHOHY Q) 10 MAaKCUMaJIbHOTO ypOBHS Fp,
(TIpu IOJTHOM €T0 BOCCTAHOBJICHUH ), TPOXO/s uyepe3 xapakrepHsie ¢asel O, J, I, P —Tak

HaszpiBaemyto OJIP-kpuByro [Strasser et al. 2004] (puc. 1.2).
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Pucynoxk 1.2 — IIpumep kpuBoi HHIYKIMK (ITyopecleHINN XJIopoduiia a, U3MEpeHHO B
OTHOCHUTEINIbHBIX enHuLax. [Strasser et al. 2004]. 3nauenus ¢yopecuenuuu Fo, Fi, Fi, Fp

cootserctByior dazam O, J, I, P.
Ot ($a3pl OTPAKAOT TMOCIEAOBATENIbHBIC JTalbl JJIEKTPOHHOTO TPaHCIOPTA:
HakorieHne BoccraHoBieHHoro Qa (dasza O-J), BoccraHoBiaeHHE TIyJa
m1acToxuHOHOB ((aza J-I) u mpoueccel, cBsi3anHble ¢ ¢ortocucreMor | u pemokc-
crtarycoM nepeHocunkoB ((aza [-P). ®dopma KkpuBOMl 3aBUCUT OT MHOXECTBA
(haKTOPOB: COCTOSIHUS PEAKIIMOHHBIX IIEHTPOB, AKTUBHOCTU KUCIOPOI-BBIICIISIFOIIECTO
komruiekca (KBK), cTpykTypbl M MOABM)XHOCTH QHTEHHOTO KOMILIEKCA, a TakKXe
PENOKC-CTaTyca IEKTPOHHBIX TIEPEHOCYNKOB. JIt000e N3MEHEeHHE BHEIITHUX YCIOBHM,
MUHEpaJIbHOE TOJI0JJaHue, ICUCTBIE TOKCUKAHTOB, TEMIIEPATyPHBIN CTPECC, BHI3BIBACT

u3menenne  Qopmel  OJIP-xkpuBoii. M3-3a  BBICOKOM  YYBCTBUTEIBHOCTH H
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cnenuduyHocT u3MeHeHut opmbel OJIP-kprBOI B OTBET Ha pa3uyHbIC BHEIIHHE
BO3JICUCTBUA, 9Ta KpUBas Obljla Ha3BaHa «IOAMHUCHIO GoTocuHTE3a» («signature of
photosynthesis») [Strasser et al. 2004], uyTO mMOXYEpKHBAET €€ YHUKAJIHHYIO
MH(OPMATUBHOCTD KaK WHUKaTOpa (bYHKIIMOHAIBHOTO COCTOSIHUS
(OTOCHHTETUYECKOTO armapara u JieJiaeT MOJIE3HBIM HHCTPYMEHTOM JIJISl TUArHOCTHUKU
cTpeccoBbix cocTosiHui [Kalaji et al. 2014, 2016].

Jlist xonuuecTBeHHOro aHanu3a kpuBod P. Illtpaccepom u coaBTOpamu ObLI
pa3paboran Tak Ha3biBaeMblil JIP-TecT, ocHOBaHHBI Ha TEOPHH SHEPTETUUYECKUX
noTokoB [Strasser et al. 2004]. DtoT MeTOm TO3BOJIET PACCUUTATh P
(EeHOMEHOJIOTUYECKUX [apaMeTpPOB, TAKUX KaK KBAHTOBBIM BBIXOJ TEPBUYHON
dboroxumun  (F,/Fn), wuHmekc npousBogutenbHoctd (PI) wu  gomo  Qsg-
HEBOCCTAaHABIMBAOMMX I1eHTpoB (Vj), 1O 3HaueHUsIM (QIyopecleHIMd B
(UKCUpOBaHHBIE ~ MOMEHTBl  BpeMeHW. bnaromaps  cBoeld  mpocTtore U
CTaHAApTU3UPOBaHHOCTH, JIP-TecT Hamien mupokoe NpUMEHEHHE B (DU3MOJIOTHH
PaCTEHUI U 3KOJIOTUYECKOM MOHUTOPHHTE, €r0 UCIOIb3YIOT ISl BBISIBICHUSI PAHHHUX
MPU3HAKOB JErpajallii U aJanTallMOHHBIX PEaKIui, BBI3BAHHBIX A0MOTUYECKUMHU
dbakropamMu, TaKMMU KakK 3acyxa, TeMIleparypa, COJIeBOM cTpecc U JAePUIUT
nutarenbHbIx BemecTB [Oukarroum et al. 2009; Cetner et al. 2017]. JIP-tecT akTUBHO
IpPUMEHSIETCA 11 MOHUTOpUHTra 3(PPEeKTUBHOCTH (POTOCUHTE3a B HCCIEAOBAHMSIX
TeHETHYECKON BapuabeTbHOCTH aJaNTallMOHHBIX MEXaHU3MOB O]l BO3JEHCTBUEM
paznmuuHbIX cTpeccopoB [Rapacz et al. 2019], a takke B OHMOTEXHOJOTHYECKUX
MOJIX0/IaX IO YAYUIIEHUI0 YCTOMYMBOCTH KyabTypHBIX pacTeHuit [Chang et al. 2025].
CoBpemenHsble uccnenoBanus coueratot JIP-rect ¢ MeronamMmu MammHHOTO 00yUYeHUS
Y MUCKYCCTBEHHOTO MHTEIJIEKTA JJI1 aBTOMaTU3UPOBAHHOTO M 0OJIee TOUHOTO aHaln3a
dotocunrernueckux mapamerpoB [Chang et al. 2025]. Kpome Ttoro, JIP-tecr
UCIIOJIb3YETCA ISl OLICHKM BO3JEHCTBUS HAHOMATEPHUAIOB W MHUKPOIJIEMEHTOB Ha
doTocucTeMy, 4TO pacIIUPsET €ro MPUMEHEHNE B SKOTOKCUKOIOTUU U arpO3KOJIOTUU
[Raihan et al. 2025]. Onnaxo Bo3moxkHoctu JIP-TecTa cymiecTBeHHO orpanndeHsl. Bo-
NEPBbIX, OH MpeanonaraeT (PUKCMpPOBaHHbIE BPEMEHHBIE TOYKMU IJisi oTcuera (a3

(Hanpumep, 2 Mc g J-TOUKH), B TO BpeMsl KaK XapaKTE€pHbIE BPEMEHA IMEPEXO/I0B
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3aBUCAT OT BUJa OpraHu3Ma, yCIOBUM KyJbTUBUPOBAHNS U HHTEHCUBHOCTH cBeTa. Bo-
BTOPBIX, METOJ HE MO3BOJISIET HANPSAMYI) OLEHHUTh CKOPOCTH OTHAEJIBHBIX CTaJHil
MIEPEHOCA ICKTPOHOB UJIM BBISIBUTH MOJIEKYJISIPHBIE MEXAaHU3MBI, JICKAIIUE B OCHOBE
HaOMogaeMbIX u3MeHeHui. B vactHoctu, JIP-TecT He aeT oTBeTa Ha BOIPOC, KaKUe
uMeHHO cocTosiHng OCII peanu3yroTcs B CTPECCOBBIX YCIOBUAX WM KaK H3MEHSETCSA
TETEPOr€HHOCTh PEAKIIMOHHBIX IEHTPOB.

Takum oOpazoM, xorsi JIP-TecT ocraeTcss MONE3HBIM HMHCTPYMEHTOM JIJIS
DKCIIPECC-OIEHKN OOIIEro COCTOSHUSA (OTOCHHTETHYECKOTO ammapara, OH He
oOecreynBaeT JI0CTaTOYHOM JeTajau3aldd JJiS aHaju3a MEepeXOJHBIX MPOIECCOB Ha
MOJIEKYJISIPHOM YPOBHE.

D10 00ycnaBaMBaeT HEOOXOAUMOCTh pa3padOTKU U IPUMEHEHHUS 0oJiee THOKUX
MOJIXO/IOB, TMO3BOJISIIONIMX HE TOJBKO ONUCHIBaTHL (OpMy KpPUBOH, HO U
BOCCTAHABJIMBATh JMHAMHKY OTJIEJIBHBIX CTAJAUN W CBA3BIBATH UX C KOHKPETHBIMHU
n3MeHeHusimu B OCII.

Baxno ormerutrs, uto DCII He SBIAETCA H30JUPOBAHHOM CHUCTEMOM: €€
COCTOSIHUE BJIUSIET HA BECh META0OJIM3M KJIETKH, a €€ JMHAMUKA OTPaKaeT U3MEHCHUS
B KIETOYHBIX KOMMIApPTMEHTAax: XJIOPOIUIACTaX, MHUTOXOHJPHUAX, LHUTOILIa3MeE.
Hamnpumep, npu ceprom ronoganuu y Chlamydomonas camxenue aktusHoctu OCII
CONPOBOXKAAETCS AKTUBALMEN AHTUOKCHJAHTHOW 3alllUThl U TIEPEKIIOUYCHUEM Ha
MeTaboIM3M, BEAYIIMKA K HAaKOIUJICHUIO JIMITUAOB M BBIJICICHUIO Boopoa [ Antal et al.
2003, 2007, 2011]. ITIpu >TOM M3MEHEHHUS Ha KPUBOM HMHIYyKUUU (IIyOpECLECHIINH
MPENIIECTBYIOT U3BMEHEHHSIM B METa00IM3ME U POCTE KYJIBTYpPbI, YTO MOIYEPKUBACT
paHHiOl0 curHainbHy0 posib DCII. M3yuenue mnepexonubix mnpoueccoB B DCII
MO3BOJISIET HE TOJILKO MOHSTH €€ COOCTBEHHYIO JUHAMUKY, HO U PACKPBITh MPUHITUTIBI
PEryNAIMM MHOTHX TIPOIIECCOB KJIETKU. FMIMeHHO mosToMy B maHHOW paboTte
paspabarsiBaembie Mozend OCII paccmarpuBaroTCs Kak BaKHbIA HHCTPYMEHT aHaIM3a

Ha6J'I}O,ZIaeMBIX B OKCIICPUMCHTAaX IMEPCXOAHBIX IMTPOICCCOB.

30



1.6. HenuHeliHasi NMHAMHKA TIEpPeXOJHbIX PeKNUMOB, HalJwIaeMasi B
IKCIIEPUMEHTAX

Eme omHol (yHIaMEHTAIBHON YepTO OMOJOTUYECKUX CHUCTEM SIBIISICTCS WX
HeJIMHEeHas opranu3anus. BonbIIMHCTBO OMOXMMHUYECKUX PEaKUUid MOTUUHSIOTCS
HEJIMHEUHBIM KHHETUYECKUM 3aKOHAM, BKJIFOUAIOT MOJIOKUTENIbHBIE U OTPUIATEIbHBIC
oOpaTHbBIE CBSI3U. JTO MPHUBOIUT K TMOSBICHUIO CIOKHBIX JTUHAMHUECKUX PEKUMOB:
OHCTaOMIIBHOCTH, TUCTEPE3HUCA, AaBTOKOJIC0aHUH, KBa3U-XaOTUYHOCTH. Takue pexuMbl
o0ecreunBaroT OBICTPBIA OTKJIMK CHUCTEMbl HA BHEITHHE BO3ICHUCTBHS W UTPAIOT
BAXXHYIO POJIb B MOBBIIICHUH YCTOMYUBOCTH, TIO3BOJISISI CUCTEME «BBIOMPATHY MEKITY
aJlbTEPHATUBHBIMU COCTOSIHUSIMH. [lepexon Mexay pexumMaMy 4acTo yIpaBisieTcs
HEOOJIBIIIMM YHUCJIOM KJIIOYEBBIX MapaMeTpoOB, YbU HM3MEHEHHUSI MOTYT 3allyCTUTh
KACKaJHYI0 MEPECTPOKy Bcell cucTeMbl. K HUM OTHOCATCS, HalpuMep, PEdoKC-
COCTOSIHUE TUTACTOXMHOHOBOTO TIyja, TpPaHCMEMOpaHHBI MPOTOHHBIA TPATUCHT
(ApH), cootnomenue NADPH/ATP, ypoBeHb akTUBHBIX peakIMOHHBIX LIeHTpoB DCII,
KOHIICHTpalusi CUTHANBHBIX MoJieKkys (Ca?", ROS) u 1.n. U3MeHeHue 3Tux napameTpos
peryiaupyeT BKJIOYEHHWE MEXaHM3MOB, OIPEACISAIONINX HAMpaBICHUE U XapakKTep
aJIanTaIum.

Tak, npu nedunure cepvl y Chlamydomonas reinhardtii >xcriepuMeHTaIbHO
HaOJIIOaeTCsl PpEe3Koe CHUKEHUE mnepeMeHHou ¢uyopecueHuuu (puc.l.3), dro
yKa3bIBaeT Ha CHIKeHUE dPPEeKTUBHOCTH (POTOCHHTETHYECKOTO amnmapara [Antal et al
2003, 2007, 2011]. DTm u3MEHEHHS CONMPOBOXKAAIOTCS AKTUBALIMEW BBIICICHUA
BOZIOPOJIa, KOTOpOE HauMHaeTcs uepe3 24-48 yacoB Mocie Hayajaa ToJIOJaHUs U
nocruraetT Makcumyma k 70—80 gacy [Antal et al. 2003, 2007, 2011]. Kunetuka 3Toro
mpoiiecca He SBISETCS IUIABHOM, Ha KPUBBIX POCTa KYJABTYpbl W UHIYKIUU
duryopeciieHIIMM HAOMIOAAIOTCS TIOPOTOBBIE TEPEXOJbl, YTO MOXKET YKa3blBaTh Ha

HAaJIMYUEC TPUITCPHBIX MCXaHU3MOB.
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Pucynok 1.3 — M3mMeHeHue Bo BpeMeHH psfa GU3NOIOTHYECKUX MapaMeTpoB B kieTkax C.

reinhardtii BO BpeMsi HHKyOaluu B ycloBusix aeduura cepsl. [Antal et al. 2003].

AHanoruuynele TOpOroBble 3(@PEKTl MOryT HaOIIOAAThCS MPU  A30THOM
ronoganuu 'y Chlorella vulgaris [Plyusnina et al. 2020]. 3nech Takke oTMedaeTcs
cumkenue F,/Fn, 4To CBsI3BIBAIOT C pa30OpKON CBETOCOOMPAIOUIUX KOMILIEKCOB U
CHW)KCHHEM KOJMYECTBA AaKTHBHBIX PEAKIMOHHBIX IIEHTPOB. AHAIN3 KPHUBBIX
WHIYKIIMK C  TIOMOIIBI0  pa3pabOTaHHOTO HAMU  METOAAa  CHEKTPaJbHOM
MYJIBTUIKCIIOHEHIIMAIbHON  anmpokcumanuu  (CMDA), npeacTaBileHHOTO B
CIeIyIONIel TylaBe, IIOKa3bIBAE€T, UYTO HA KPUBBIX HWHAYKIUU (IIyOpECICHIINH
MOSIBJISIFOTCSL HOBBIE (ha3bl, KOTOPHIE MOTYT CIIYXXUTh PAaHHUMH MapKepaMu cTpecca u
MpEANIeCTBYIOT BUIUMOMY 3ameieHuto pocta [Plyusnina et al 2020].

Jpyrum mpuMepoM HETWHEWHBIX TEPEXOAHBIX IMPOIIECCOB B OMOIOTHYECKUX
cCUCTEMax SIBJISIETCS AMHAMHUKa nomiouieHus Gocdara u HakorieHUs: noaudocdaron
(PolyP) y Bonopocneit Chlorella vulgaris. 3t mpoiiecchl JEMOHCTPUPYIOT CIOKHYIO
JTUHAMUKY, 3aBUCSIIYIO HE TOJIBKO OT TEKYIIUX YCIOBHM CPEMbI, HO U OT MPEIBICTOPUH
KJIETKH, YTO JIENAaeT MX KJIACCUYECKUM IPOSBICHUEM THCTEpe3uca — OJHOTO W3
KITFOYEBBIX TPU3HAKOB HEIMHEWHBIX cucteM. [locne mepuoma TronomaHus mpu
BocnojgHeHun ¢ocdara B cpeae kietku Chlorella mposBISIIOT BBIPAXXEHHBIA OTBET

HakoruieHus PolyP, ux cofepkanue ObICTPO BO3PACTAET JO MAKCHUMYyMa, MOCJIE YEero
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HAUMHACT CHIDKAThCS MO Mepe BKIOUEHUs (ocdara B CTPyKTYpHbIE KOMIIOHEHTHI
KJIEeTKH U pocTa KyasTyphsl [Aitchison, Butt 1973; Solovchenko et al. 2019]. Dtot
PEXKUM KOHTPACTUPYET C MOBEICHNUEM KIIETOK, BHIPALIICHHBIX B YCIOBUAX IMOCTOSHHOTO
n30BbITKA TUTATENIbHBIX BELIECTB, B ATOM cllydyae coaepxkaHue PolyP cHauyana
YMEHBIIIAETCS Ha HA4YalbHBIX CTAAMSIX POCTa, a JUIIb CIyCcTd |—2 1HA HauyuHaeT
NoCTeneHHo yBennuuBarbes [Aitchison, Butt 1973; Solovhenko et al. 2019]. Takas
Pa3HOHANpPABICHHOCTh KUHETHUUYECKOTO IOBEIEHUS YKa3blBa€T Ha TO, YTO KJIETKa
peanusyeT pa3Hble PETYISITOPHBIE CTPAaTerHd B 3aBUCHUMOCTH OT IMPEILICCTBYIOIIUX
YCIIOBUH pPOCTa, YTO SIBJISETCS MPOSIBIICHUEM HaMSITH CUCTEMBI.

Knerkn rurantckux Bopopocneit poma Chara TpeAcTaBiIsiOT  coOoit
YHUKQJIbHYIO MOJCIBHYI0 CHCTEMY JUIS U3yYEHHUS CIOKHBIX JHHAMHUYECKUX
IPOLECCOB B KUBBIX KJIEeTKax. VX BBITAHYThIE KJIETKU AnuHON 10 10 cM coueraror B
ce0e MHOXKECTBO (YHIAMEHTAJIbHBIX OHOJOTMYECKHX CBOMCTB: 3JIEKTPUYECKYIO
BO30YyIUMOCTD MeMOpaHBI, MPOCTPAHCTBEHHO-BPEMEHHYIO OpTraHHU3AIIIO
(OTOCMHTETUYECKOTO — ammapara UM CIOCOOHOCTh K  CBETHHIYLIMPOBAHHOMY
(GbopMHUpPOBaHUIO YCTOWYMBBIX MAaTTepHOB pH, Tak Ha3piBaemble «pH-30HBD» (puc.1.4.),

H II0TCHIMAaJIa BJIOJIb KJICTOUHOM MCM6paHBI.

10 |-

9 -
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Pucynok 1.4 — Csero3aBucuMslii mpoduiib pH B IPUKIETOYHBIX CIOSX CPEAbI BAOIb MEXKI0Y3IHN
knetku Chara. Ilpodunu pH B nokoe (crutoniHast kpusas 1) u yepes 2, 9 u 45 MuH nocie

TeHepaluy MmoTeHIuana aeicreus (KpuBsie 2—4 cootBeTcTBeHHO). [Bulychev, Krupenina 2024].
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DT 0COOCHHOCTH AenaroT KieTku Chara oueHb YIOOHBIM OOBEKTOM JIJIs aHaJIM3a
MEPEXOIHBIX IPOLECCOB, MPOSBISIOMIMXCA HA Pa3HbIX YPOBHSAX OpraHU3alUU, OT
MOJIEKYJISIPHBIX COOBITHI IEpEHOCa MOHOB Yepe3 MeMOpaHy nocpeactsoM H -ATdaszel
70 00pa30BaHMsI MAaKPOCKONUYECKUX IJUCCUIATUBHBIX CTPYKTYpP BIOJb KIETOYHOU
MeMOpansbl. [Ipr paBHOMEpPHOM OCBEIIEHUHU HA KIETOYHON MeMOpaHe (HopMUPYIOTCS
o0acTé ¢ pa3auyHbIM 3HaueHHeM pH, 4TO CBS3aHO C JIOKAJIBbHON AKTUBHOCTHIO
masMmarndecko H*-AT®a3el U TpaHcmopToM HOHOB 4depe3 meMOpany [Bulychev,
Krupenina 2024, Bulychev, Strelets 2024]. OTu cTpyKTypbl SBISIOTCS KJIACCHYECKUM
MIPUMEPOM JTHCCUIIATUBHBIX CTPYKTYpP, BO3HHUKAIOIINX B OTKPBITBIX HEPABHOBECHBIX
CUCTEMax 3a CueT caMmoopranuzanuu. x popmupoBaHue 1 yCTOWYUBOCTb 3aBUCAT OT
OaslaHca MEXy SHEpruel, NOCTyNakoIeld OT CBETa, U CKOPOCThIO AU (y3un HOHOB B
PUMEMOPAHHOM CJIOE.

OcoOblli WHTEpeC MpeACTaBIsIeT THUCTepe3uc B pacnpeneneHun pH-30H,
oOHapyXeHHBIN Tpu wu3MeHeHuu ocBenieHHocTH [Bulychev et al 2003]. Ilpu
YBEJIMYEHUH CBETOBOTO NoToKa pH-momocsl popMUpyrOTCS MpU OAHOM KPUTHUYECKOU
WHTEHCUBHOCTH, a IMpPU YMEHBUIEHMHM — MCUE3al0T MpU OojJee HU3KOH. ITo
CBUJIETEIBCTBYET O MAMSITH CUCTEMBI, O CYLIECTBOBAHUU METACTAOUIIbHBIX COCTOSHUMN
Y MEXaHM3MaxX NEePEeKIUECHHS, XapaKTePHbIX sl OMCTaOMIbHBIX cucTeM. [ ucrepesuc
MO3BOJISIET  KJETKE COXPaHATh ONTHUMAJIbHYIO KOH(PUIypauuioo (Hampumep,
ONTUMaJIbHOE pacnpeneseHue 308 noroiieHuss CO2) gaxe mociae KpaTKOBPEMEHHOTO
3aT€HEHHUsA, YTO MOXKET pPAacCMaTpUBaThCA KaK DSJIEMEHT KJIETOYHOM cTpaTeruu
YCTOMYUBOCTH.

Takum oOpa3oM, MOXKHO 3aKJIIOYUTh, YTO HaOIOJAaeMble MAaKpOCKOIIMYECKHE
U3MEHEHMS  SIBJISIIOTCA  CJEICTBHEM  HEJIMHEWHBIX TEPEXOJ0B, YINPaBISEMbIX
HEOONBIIUM YHUCJIOM KJIIOUEBBIX MapaMeTpoB. AHaJIM3 MEPEXOAHBIX IPOLIECCOB
MO3BOJISIET HE TOJBKO ONMCHIBaTh OSTH HW3MEHEHUS, HO U BOCCTAHABIIMBATH
MOJIEKYJISIPHBIE MEXAaHU3MBI, JIEKAIUE B UX OCHOBE.

Bce Mmogpenu, mnpeacTraBleHHbIE B JUCCEPTALMM, IOCTPOEHBI HAa OCHOBE
HKCIIEPUMEHTAJILHO  HAOIIONAaeMbIX TEPEXOAHBIX IPOLECCOB, KOTOpbIE ObLIH

3a(UKCUPOBAHBl B PA3IMYHBIX (DOTOCHUHTE3UPYIOIIUX OpTaHW3Max IpHU JIEHCTBUH
34



CTPECCOBBIX (DAKTOPOB. ITU JaHHBIE JIETJIM B OCHOBY Pa3pabOTKU peAyLMPOBAHHBIX
KMHETHYECKUX MOJIeJIell W METOla CHEKTPAJIbHOIO MYJIBTUIKCIIOHEHIIUATIBLHOTO
ananmuza (CMDA). Takum oOpa3oM, Kaxkaas MOJENb B AMCCEPTAI[MM CTPOUTCS Ha
OCHOBE KOHKPETHOT'O JKCIEPUMEHTAIBHOTO (paKTa, ee Ieib — PacCKpPhITh MEXaHU3M
MEPEXOIHOTO TMpOIlecca, CBsS3aB HAOMIONAEMYyIO0 IUHAMHKY C MOJICKYJISIPHBIMU U
METa00JINYECKUMU NEPECTPONKAMH.

1.7. 3akiarouenue k riase 1

AHanmn3 nepexoAHbIX MPOIECCOB B (POTOCUHTE3UPYIOMIUX OpraHu3Max Tpedyer
CUCTEMHOTO MOJIX0/1a, 00BEIUHSIONIET0 OMOPU3UKY, MATEMAaTHYECKOE MOJIETTUPOBAHUE
U CUCTEeMHYIO Ouonoruto. Mepapxuueckas opraHusanvs ¥ HEJIWHEWHas TMHAMUKa
ONPEACISAIOT CTPYKTYPY 3THUX OPOLECCOB. METOMbI peayKINU Mojiesiel Mo TUXOHOBY
NO3BOJSIFOT ~ YIIPOCTUTH AHalM3, HO IIPU O3TOM COXPaHAETCS BO3MOXKHOCTH
«pa3zBopauynBaHus» A(P(OEKTUBHBIX MapaMETPOB ISl BBIICHEHUS MOJEKYJISIPHBIX
MexaHu3MoB. llepexomHble mpouecchl Ha OJHOM YPOBHE MOTYT  CIIY>KHUTb
WHJMKAaTOpaMU NEPECTPOEK HA JAPYIHX, YTO JIEJAET UX MOIIHBIM MHCTPYMEHTOM IS
JTUAarHOCTHKU COCTOSIHUSL KJIETKH. B mocnenyromux riaBax OydyT NpeaCTaBICHBI
KOHKPETHBIE MOJIETIN U UX IPUMEHEHUE JIJIS aHAIM3a OTBETA PACTUTEIbHBIX KIIETOK Ha

cTpecc.
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I'maBa 2. Monxeim 1 MeTOAbI AHAJIU3a KPUBbIX HHAYKINH (uiyopecueHIIun
xJgopoduiia a, pexyiupoOBaHHbIE MOEJH U METOJ CIIEKTPAJIbLHOI0
MYJIbTHIKCIIOHEHIMAIBHOT0 aHaau3a (CMDA)

[lepexomubie MpoIECChl, BO3HUKAIOIMIME B KIETKaX (POTOCMHTETHYECKUX
OpraHU3MOB IPU M3MEHEHHH CBETOBOIO PEXHMa WIHM MO JEUCTBUEM CTPECCOBBIX
(dbakTopoB, TPEACTABISAIOT COOOH  OTpakCHHWE  CJIOKHOW, MHOTOYPOBHEBOU
MEPECTPONKH, OXBATHIBAIOIIECH KAaK MOJIEKYJSIPHBIE, CYOKIETOUHbIE CUCTEMBI, TaK U
uenoctuele  kietku. @Dortocuctema I (DPCI) — kiooyeBOM  KOMIIOHEHT
(OTOCUHTETUYECKOTO armapara, JUHAMHUKa KOTOPOro B TEpBbIE MOMEHTHI MOCIIE
BKJIIOYEHMSI CBETa HeceT MHGPOpManUi0 O (PyHKIUMOHAJIBHOM COCTOSHUHM KIIETKH.
KpuBass wnaykuuum ¢ayopecueHuun xiopopumia a, wid OJIP-kpuBas, CiyxuT
MOIIIHBIM HEWHBAa3MBHBIM HHCTPYMEHTOM [UISl PErMCTPAllMM AITHUX IPOLIECCOB,
MIOCKOJIbKY €€ (popma HampsMyl0 3aBHCHT OT COCTOSIHUSI PEaKI[MOHHBIX IIEHTPOB,
CKOPOCTH TE€peHOca AJIEKTPOHOB U A(PPeKTUBHOCTU (HOTOXUMHUUECKUX PEAKIIHM.
OnHako Juist IyOOKOTO MOHMMAaHMsI MEXaHNU3MOB, JIEXKAIllUX B OCHOBE HaOJt0AaeMomn
JUHAMUKH,  TpeOyeTcss  MOAXOH, CIIOCOOHBIM  CBA3aTh  MAaKpOCKOIMYECKHU
PETUCTPUPYEMYIO KUHETUKY C SIIEMEHTApHBIMU OMO(U3NUECKUMH COOBITHSIMHU.

B nmanHOil mIaBe peanusyercss TMOAXOA, OCHOBAaHHBIM Ha MPUHLMIAX
uepapxudeckoil opranuzauuu. llepBuunbie @oroxumuyeckue peakuuu B DCII
XapaKTEepU3YIOTCA PE3KO Pa3IMyarolMMUCS BPEMEHHBIMU MacuiTadaMu: OT HaHO- U
MMKOCEKYHJ] — MOIJIOIIEHNE KBAHTOB CBETA M pa3JeiCHHUE 3aps/ioB B PEaKUHOHHOM
LEHTE JI0 MUKpPO- U MHJUIMCEKYHJ — Iepeladya IEKTPOHAa B LENU 3JIEKTPOHHOIO
TpaHCHoOpTa. JTa BPEMEHHAsl Mepapxus JICKUT B OCHOBE NPUMEHSEMBIX B JIaHHON
I1aB€ METOJIOB MOJEIUPOBAHMS, B YaCTHOCTH, METOJOB PEIyKUHUU CIOKHBIX
KMHETHYECKUX  cXeM. Tak, TMpeAnojokeHUus O  KBa3UpPAaBHOBECHMM U
KBa3WCTALIMOHAPHOCTH  MO3BOJSAIOT  HCKJIIOUWTH W3 aHaim3a  OBICTPO
YCTaHABJIMBAIOIIMECS COCTOSIHUSA, 3aMEHUB UX alre0panyeckuMu COOTHOIIEHUsIMU. B
pesyabrare dopmupyercs peayurpoBaHHas MOJIENb, OINMCBIBAKOIIAS
MaKpOCKOMMMYECKYI0 JMHAMHUKY, HO TIPM O3TOM COXpaHSETCd BO3MOXKHOCTb

«pa3zBopaunBaHus» €€ A(D(PEKTUBHBIX MapaMEeTPOB JJisi BBHISBICHUS W3MEHEHMI Ha
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YPOBHE OTIEIbHBIX DJIEMEHTAPHBIX CTaAuil, TaKMX KaK TIEepEeHOC DSJEKTPOHa,
peKoMOUHALINS 3apsAI0B WIIK aKTUBHOCTD KUCTOpOI-BhiAestomero kommuiekca (KBK).

B pamkax miaBel MNpPEACTaBIEHbl JBE B3aWMOJAOIOJHSAIOMIME MOJEIH,
WUTIOCTPUPYIONIUE Pa3Hble acHeKThl MpUMEHEHUs: 3Toro moaxona. IlepBas mopenb
JEMOHCTPHUPYET pEaJM3alUI0 NPHUHIMIA KBAa3UPABHOBECHS W UCHOJb3YyeTCA MJIs
aHanW3a KPUBBIX MHIYKIUHA (DIyOpEecHeHIMH Yy pa3HbIX (POTOCHHTETHIECKUX
OpraHU3MOB — BBICIIUX pacTeHui (¢acoisib) U oAHOKIETOUHOM Bojopociu Chlorella.
CpaBHeHUE mapaMeTpOB PEIyLHUPOBAHHON MOJIETU MO3BOJISIET BBISIBUTH Pa3linuvs B
JTUHAMUKE 3JIEKTPOHHOTO TPAHCIOPTa, 00YCIOBICHHbIE 0COOEHHOCTSIMU CTPYKTYPHI U
perymsiiun OCII B atux cucremax [[lntocuuna u ap. 2012]. Bropas monens, 6omee
JNeTaln3upoBaHHas B 4acTv, Kacawowmeicas KBK, penyumpyercs mo npunuumiy
kBasucranuonapHocTu [Plyusnina et al. 2024]. KomOunamus Takux peayIupOBaHHbBIX
MOJIeJIEl T03BOJISIET AHAJIM3UPOBATH TETEPOrCHHOCTh MOMYISIIUN PEAKIIMOHHBIX
LHEHTPOB M JAaeT BO3MOXKHOCTh OJHOBPEMEHHOW OLIEHKHM Kak pa3mepa
cBeTocoOMparoiei aHTeHHbl, Tak W ¢yHKIuoHanbHOro coctosHus KBK, wuyto
0COOEHHO Ba)KHO MPU aHAJIN3E CTPECCOBBIX BO3/ICUCTBUM.

JlonmojsiHEHHEM K  KHHETHYECKOMY  MOJEIMPOBAHHUIO  CIIYKUT  METOJ
CIEKTPAIIBHOTO MYJIBTUIKCTIOHEHIIMaNIbHOTO aHanmmza (CMDA) [IlmtocHuna u ap.
2015; Antal et al 2019; Plyusnina et al. 2020], mo3Bossito1LIKi BBISIBISTH CKPBIThIE (Pa3bl
WHIYKIUU (PIyopeceHIIny, HeJOCTYITHBIE TTPU BU3YaJIbHOW MHTEPIPETAUA KPUBOM.
DTOT MeTol oO0ecrneuynBaeT KOJMYECTBEHHYIO OLICHKY XapaKTepHbIX BPEMEH H
aAMIUTUTYl OTJEJIbHBIX KOMIIOHEHTOB JWHAMHUKH, YTO TOBBIIIAET YyBCTBUTEIHLHOCTH
aHaM3a ¥ Mo3BoJIsieT (PMKCUPOBATh paHHUE MTPU3HAKH CTpecca 3a/10JT0 JI0 MOSBICHUS
MOP(OIOTHYECKUX WM POCTOBBIX U3MEHEHUH.

2.1. Moaeanb nepenoca 3j1eKTpoHoB B @ CII

2.1.1. Ilocmpoenue mooenu

JIJ1st TOCTpOEHUSI MOJIENIM HAa OCHOBE MPEANOI0KEHUS O KBA3UCTALIMOHAPHOCTH
ObUIa paccMOTpeHa MOCIEN0BaTeIbHOCTh MPOIIECCOB IEpeHoca D3JIEKTPOHOB B

peakironHoM 1ieHTpe OCII (puc. 2.1a).
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Pucynok 2.1 — Cxembl IepBUYHBIX MTPOLIECCOB MEPEHOCA IIEKTPOHOB B PEAKIIUOHHOM
nentpe OC II: a — neranpuas cxema. [IpsmMoyroasHuKH — cocTosiHUS peakimoHHoro nentpa OCII ¢
Pa3IIMYHON CTENEHBIO BOCCTAHOBICHHOCTH BXOASAIIMX B HETO IIEPEHOCUUKOB. P6go - TUTMEHT
xsopoduina. Phe — peodeTuH, NepBUUHBIN aKLENTOp MEKTpoHa. O, U O, COOTBETCTBEHHO
IIEPBUYHBIN ¥ BTOPUYHBIN XUHOHBI. Y7 TUPO3UH, JOHOD IEKTPOHA U1 Pego. W — HEUTpAJIBHOE
COCTOSIHHE, X; — COCTOSIHUSA C OJHUM DJIEKTPOHOM, )i — COCTOSIHUSA C ABYMs JJIEKTPOHAMH, Z; —
COCTOSIHHS C TpeMs MEKTPOHAMHU. JKHUPHBIMU CTPEJIKAMU MOKa3aHbl CBETOBBIEC CTAINN, HA KOTOPBIX
[IEPEHOC DJIEKTPOHA 3aBUCUT OT MHTEHCUBHOCTHU CBETA. TOHKMMM CIUIOLIHBIMU CTPEIKAMU
ITIOKa3aHbl PABHOBECHBIE CTAUU NIEPEHOCA DJIEKTPOHOB. TOHKME MYHKTUPHBIE CTPEIIKU
COOTBETCTBYIOT O€3bI3/IydaTebHbIM nepexonaM. CTpesku, COCTOSIINE U3 TOYEK, OMHCHIBAIOT
nporeccsl oOMeHa ¢ ,-caliToM; 0 — peAyLIUpOBaHHAs CXeMa. W — HEUTPaJIbHOE COCTOSIHUE, X —

CyMMa COCTOSIHUH C OJTHUM 3JIEKTPOHOM, } — CyMMa COCTOSTHUH € AByMs SJIEKTPOHAMH, Z — CyMMa
COCTOSIHMI € TpeMmsl 311eKTpOHaMHU. ¢r; — 3)(HEeKTUBHBIE KOHCTAHThI CBETOBBIX cTanuil, i=1,2,3; qri —
3 eKTUBHBIE KOHCTAHTHI (iyopecueHuuy, i=1,2,3; gui — 3pPEeKTUBHbIE KOHCTAHThI
0e3bI31Iy4aTeIbHON peKOMOMHAIUY 3apsioB, i=1,2,3; grpi — 2P PEeKTUBHBIE KOHCTAHTHI IEPEHOCA
AIIEKTPOHA Ha IyJ IJIACTOXMHOHOB, i=1,2.

B ycnoBusx TEMHOBOW ajanTalMy BCE PEAKIIMOHHBIE LIEHTPBI HAaXOAATCS B
OTKpBITOM (HEWTpalbHOM) coctosiHuu w. Iloxg npelcTBUeM cBeTa MPOUCXOIUT
BO30YyXJIeHUE MUTMEHTa Pegg, COCTOSIHME W MEPEXOAUT B COCTOSIHUE X|, C KOHCTaHTOM
cKopocTH kr;. OOpaTHBI Mepexon C KOHCTAHTOW ki ONHUCHIBAET (PIIyopecUEHIUIO
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cocrostHus xi. [lamee ciemyeTr mocCienoBaTENbHOCTh OBICTPHIX CTaaAMi TEpeHoca
AIIEKTPOHA X|...Xs, OTIOCPENYEMBIX IMEpeHOCUnKaMu — peodeTuHoM (Phe), nepBUYHBIM

U BTOPUYHBIM XHWHOHAMU 0 L, A QB, B KOTOPBIX COCTOAHHUC X1 4CPEC3 IMPOMCIKYTOUHBIC

COCTOSIHUSL ITOCIIEOBATENBHO IEPEXOJUT B X, COCTOSIHUE, B KOTOPOM DIIEKTPOH
nocturaer koHeuHoro akuentopa PCII xuHOHa Q,, BOCCTaHaBiuBas €ro 10 Q.
Crnenyromuii KBaHT CBETa, MOMIOIIAEMbId B PEaKIUU kr», BHI3BIBACT AHAJIOTHYHYIO
IIOCIIEA0BATENIBHOCTD PEAKUUU ))...Js C TOM PA3HHILEH, YTO B IPOMEKYTOUHBIX
COCTOSIHUAX V1.5 O, YK€ YaCTUYHO BOCCTAHOBJEH (MMEET OJMH JJIEKTPOH, Oy ), a B
COCTOSIHHH V6 Q, BOCCTAHOBJICH MOJHOCTHIO (O, ). TpeTnii KBaHT CBETa B peakiuu ki3
BHOBb BBI3BIBACT AaHAJOTUYHBIE IIEPEXONBl COCTOSHUW Zj...Zs, B KOTOPBIX O,
MIOJTHOCTBIO BOCCTAHOBJICH (COCTOSIHUE C IBYMS JIEKTPOHAMH, O, ), IO3TOMY IETIOYKa
peakuui 3aKaH4YMBAETCs BOCCTAHOBIEHHWEM (@, 10 (Q,. z5 — MaKCHUMAaJIbHO
BOCCTAHOBJIEHHOE COCTOSIHHE XHWHOHHBIX akUenTopoB. COCTOSHUA V¢ U Zs MOTYT
JNBAXKIBl  IPOTOHUPOBATHCSA, IIOCIE€ 4YEro  BOCCTAHOBJIICHHBIM  IUIACTOXWHOH
BBICBOOOXK/IA€TCSI B PacTBOp U3 (,-CailTa, a HEUTpaJbHbIA IJIACTOXMHOH BHOBB
caJuTcsa Ha Q,-CalT B peakuusx kpoi U kppy. Ilpu 3TOM peaklinoHHbIE LIEHTPbI BHOBb
CTaHOBATCS OTKPBITHIMHU, CHOCOOHBIMU MIEPEHOCUTD AIEKTPOH, U IIUKJI MoBTOpsieTcst. C
BOCCTAaHOBJIEHHOTO IUIACTOXMHOHA DJEKTPOHBI TMEPENAIOTCA Ha LUTOXPOMHBIN
KOMILJIEKC, TJIACTOLMAHUH U Jajee K peakMOHHbIM LIeHTpaM (oTocuctemsl .

bbulo caenaHo mnpeAnonokeHue, 4YTo «OBICTpBIE» MpOLECcChl  (MepeHoc
AIIEKTPOHOB MEXKIY KOMIUIEKCAMH) HAXOASTCS B KBa3U-PABHOBECUH IO OTHOIIECHHIO K
«MEJUICHHBIM» (CBETOBBIE PEAKIMH), IOCKOJIbKY CKOPOCTb CBETOBBIX CTaJMM,
ompenensaeMas 4YacTOTOM TMONIOIMIEHUS KBAaHTOB CBETA, CYIIECTBEHHO MEHBIIIE
CKOPOCTH MEPEHOCA MIEKTPOHOB MEKAY KOMIUJIEKCAMM.

[TocnenoBarenbHOCTH peaKIUil A Xi, Vi, zi (1=1...6) OTAWYAIOTCS YUCIOM
DIIEKTPOHOB Ha BTOPUYHOM XHMHOHE (,: B COCTOSHHSX X; MPOUCXOAUT NEPEHOC
AIIEKTPOHA MPU U3HAYAIBHO HEUTPAIIBHOM (), ; B COCTOSIHUSIX Vi HA BTOPUYHOM XMHOHE
W3HAYAJIbHO HAXOAUTCS OIMH 3JIEKTPOH, (O, ; B COCTOSHUSAX zi HA BTOPUYHOM XWHOHE

W3Ha4YaIbHO HAXOMATCS JIBa SJICKTPOHA, O, .
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Hanuuwue KBa3n-paBHOBCCHBIX COCTOSIHMH TTO3BOJIHIIO peaAynmupoOBaTh UCXOAHYIO

6 6
CHCTEMY, BBOJAS HOBBIC IEPEMEHHBIE x=» X, y=> ), z=» z U COBEpIIasi

5
i=1 i=1 i=1 l
COOTBETCTBYIOIIKE MpeodpazoBanus [[InrocHuna u np.2012].

CucreMa ypaBHEHUH, COOTBETCTBYIONIAS PEAYIIMPOBAHHON CXEME Ha PUCYHKE

2.10, c yueToM 3aKoHa COXpaHeHUus (w+x+ y+z =w, ) UMEET BUJ;

dx
E = _(qu tqr T4, T4, )x"' (9, + 95 +9,)y+ (=g, + QPQz)Z +q9., W, (2 1)
dy
Equzx_(qFZ—i_qLS+QZd+QPQ1)y+(qF3+qd3)Z (2.2)
dz
E =4,V —(Gpy+ G+ qPQ2)Z (23)

rac w, - CyMMapHas KOHLCHTpALWA BCCX PCAKINHMOHHBIX IICHTPOB, a KOHCTAHTBI

CKOPOCTEH B IIOIYYCHHOW PENYyLUPOBAHHOM CUCTEME (ri, qFi, {dis qPoi ABISAIOTCS
COYETAHUSAMM KOHCTAHT UCXOAHOM JE€TAIbHOU CXeMbl peakuui kz;, ki, kai, kpoi, K.
dnyopecueHusl BBOAMUIACh KaK CyMMa BceX (PIyopecUUpYOIIUX COCTOSHHIA:

F=x+y+z. B HOBBIX NEpPEMEHHBIX PEAYLUUPOBAHHON MOAENIU (DIyOpeCLEHIUS

X z
OIINCBIBACTCA KakK F=F+l+3, rac Dx, Dy U D, - COYCTaHHA KOHCTAHT

D

. D, D,
AIIEMEHTAPHBIX CTAIUN UCXOAHON MOJAEIH.

2.1.2. Ouyenka napamempoe mooeau

BOoNBIIMHCTBO KOHCTAHT AECTANIBHOM MOJEIA U3MEPEHBI SKCIEPUMEHTAIBHO, UX
BEJIMYMHBI XOPOIIO W3BECTHBI. [[md peakuuii MeEXAy COCTOSHHUSIMH, KOTOPBIE
OTJIMYAIUCh TOJBKO HAIMYKUEM 3JIEKTpoHA Ha Qp, MPEANONIarajJoch, YTO KOHCTAHTHI
PAaBHOBECHS COOTBETCTBYIOIIUX TMEPEXOJ0B PaBHbI MEXKIy coOoi. Tak KOHCTAaHTHI
PaBHOBECHUSI TIEPEXOJIOB X| <> X2, V1 <> V2, Z1 <> Z» PaBHBI MEXIy cO00il 1 paBHbI K],
KOHCTAHTBhI PABHOBECHS TIEPEXOJIOB X2 <> X3, V2 <> V3, Z2 <> Z3 TAKXKE PABHBI MEXIY
co0o0# 1 paBHbI K> U KOHCTAHTHI PABHOBECHS TIEPEXOAOB X3 <> Xa, V3 <> V4, Z3 <> Z4
paBHBI MKy cOO0¥ 1 paBHbI K3. CortacHO COBpEMEHHBIM MpecTaBieHusM [ Renger,
Renger 2008] mpu mocnenoBaTeIbHOM IMONAAaHUUA 4-X KBAHTOB CBETA B CHUCTEMY

PCAKOUMOHHOI'O ICHTPA MPOUCXOAUT JOHHUPOBAHHUC J3JICKTPOHOB OT BOJLI B 4 CcTaauu,
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KOTOpbI€ CYIIECTBEHHO OTJIMYAIOTCS IPYT OT ApPyra 1o BPEMEHH, MO3TOMY KOHCTAHThI
paBHOBECUS Kix, Kay, Ka, 1A CTAIUN X4 <> X5, V4 <> V5, Z4 <> Z5, COOTBETCTBYIOILIUM
peakuusiM IepeHoca DJIJIEKTPOHOB OT BOJbl, OTIMYAIOTCS Jpyr oOT Jpyra. B
COOTBETCTBUH C JIUTEPATYPHBIMU JAHHBIMHU MEPEHOC 3JIEKTPOHA C O, HA O, 3aBUCHUT

OT CTEIECHU OKUCIICHUS XUHOHA Q,, IIOOTOMY KOHCTAaHTHI paBHOBeCUs Ksx U Ksy 1id

CTaJIUU X5 <> Xg, V5 <> V6, TAKIKE OTIIMYAIOTCS 10 BEJIMYUHE.
OneHka 3HaYEHUW KOHCTAHT, UCMOJB3YEMbIX B MCXOIHOW JETalbHOW MOJACIIH

npuBe/ieHa B Taonuiie 2.1.

Tabnuma 2.1 — 3HaueHust KOHCTAHT, UCITOJIb3YEMbIX B MOJICIIH

Cragus O06o3HaueHust 3HaueHUs KOHCTAHT, Ccbuikn
apaMeTpos, MIPUBEJICHHBIC B TUTEPATypPe
UCIIOJNIb3yEMbIe
B JICTaJIbHOMN
MOJIeIIN
Koncmanmer | Koncmanmeui
cKopocmu pasHosecus
Bo36yxkenue ki 4-5.5 mc™! Lazar 2003
MMUTMEHTHOT'O
KOMILIIEKCA 0.0002 mc™! Belyaeva 2008
dyopecueHIus kr 6.7-10% mc™! Rabinovich and
Govindjee,
1969
Paznenenue 3apsaos | Ki 100 Roelofs 1992
(otkpeiThie PII)
Paznenenue 3apsnos | Kz 103 Renger and
(3akpeIThie P1I) Holzwarth,
2005
Boccranonenne K3 200 Renger 2001
P680
Boccranosnenue Kax 29 Brettel 1984
TUPO3UHA YZ Kay 3
K4z
Ilepenoc 1-ro Ksx 14 Crofts and
JJIEKTpOHA Ha O, Wraight, 1983
[Tepenoc 2-ro Ksy 1 Crofts and
3NIEKTpoHA HA (O, Wraight,1983
Oomen PQH2 ¢ Q,- | kro 0.004-0.03 Baake and
caifToMm mc! Schloder, 1992
bespznyuarensHbie | kg 3.8-10 mc™! Steffen 2005
TIePEX0JIbI
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AHanu3upysl BEJIWYMHBI KOHCTAHT, NpHUBENCHHbIE B Talmuie 2.1, MOXHO
3aMETHUTh, YTO CBETOBas KOHCTaHTa k; WMEET JIOCTAaTOYHO IIMPOKHUMA JHarna3zoH
3HAYEHUM. DTO MOKET OOBSACHITHCA TEM, YTO BEJIMYMHA CBETOBON KOHCTAHThI 3aBUCUT
OT UHTEHCHUBHOCTH CBETa M OT pa3Mepa aHTeHHbI, y KOTOPOH miomaab 3QPeKTUBHOIO
CEUeHUs Ul PA3IMYHBIX OOBEKTOB OTIMYAETCSA. BennunHa KOHCTaHTBI kpp Takxke
MOJKET 3HaYUTEIILHO BaphbUPOBATh, ITOCKOJIBKY OTHOCHUTCS K 3 (HEKTUBHOMY TIPOIIECCY,

BKIIFOUAIOIMIECMY HC TOJIBKO BSaHMOHCﬁCTBHC IJIACTOXUHOHA C O, -CaﬁTOM, HO M CTO

nuddys3uto B MemOpane. KoHcTaHThI O€3bI31TydaTeIbHBIX MIEPEXOJI0B ky B IUTEpaType
OIICHEHBI B OCHOBHOM M3 MOAENbHBIX pacueToB [Steffen 2005], u ux BenuuuHsl, 1O-
BUJIMMOMY, MOTYT 3aBUCETh OT yCJIOBUI SKCIIEPUMEHTA.

Takum 00pa3om, OOJILIIMHCTBO KOHCTAHT PEAKIMM i MOJEIbHBIX PacueToB
ObLIM 3aMKCUPOBAHBI B COOTBETCTBUU C BEJIMYMHAMU, NMPUBEICHHBIMU B Ta0nwuiie 1.
B uncieHHoM ke cueTre NpHU aANNpPOKCUMAIMU HKCIIEPUMEHTAJIBHBIX KPHUBBIX
ONPEIEIISIINCh: CBETOBAsI KOHCTAHTA k7, KOHCTAHTHI O0€3bI3Ty4aTeNIbHbIX MEPEXOA0B Ky

N KOHCTAHTBI PCAKIINHU oOMeHa IIJIaCTOXMHOHA C 0, -CalTOM kPQ.

2.1.3. Pe3ynomamul 4ucieHHbIX IKCHEPUMEHMOE

YuclieHHbIE KCIEPUMEHTHI MTPOBOAMWINCH C MOMOIIbI0 nmporpamMmMmbl DBSolve
Optimum [Gizzatkulov et al., 2010], koTopast TO3BOJIAET MOMyYaTh PEIICHUS CUCTEM
nuddepeHnnanbHbIX YPAaBHEHHM, a Tak)Ke MPOBOAUTH ANMIPOKCHUMAIIIO MOJEITHHBIX
pelieHud 10 JKCIepUMEHTAbHBIM ToukaMm. Jlns Bepudukanuu monenud ObLIu
HCITIOJIb30BaHbI KPUBBIE MHAYKITUU (PITyOpECIEHITNH, TTOTyYSHHBIC TIPU IHCTBUH CBETA
MHTEHCUBHOCTEIO /=1000, 2000, 4000 mMxD m?c! ma mmcThs (acoam U KIETKH
Bonopociiu Chlorella [Ilmocauna u ap. 2015. DkcnepuMeHTaNbHbIE TOYKU ObUTH
HOpMUpOBaHbI Ha (F,-F) ¢ TeM, 4TOOBI 00JIACTh N3MEHEHHUI BCEX KPHMBBIX JIe)Kalia OT
0 no 1. IlepemenHbie Moznenu ObUTM HOPMHUPOBAHBI HA CYMMAapHYIO0 KOHILEHTPAIUIO

BCEX PEAKIMOHHBIX IIEHTPOBW,, a (YyHKIHS, OMUCHIBArONas (IyOpeCICHIINIO — Ha

CBO€ MaKCHUMaJIbHOE€ 3HaueHue. Takum o0pa3oM, NMpU HYJIEBOM HadyajJbHOM YCJIOBUU
MOJIeTIbHBIE KPUBBIE TaKxke U3MeHsuch oT 0 10 1. 3HaueHust 3pPeKTUBHBIX KOHCTAHT

MOIEIU qLi, Gdi, §poi ONPENEISUIMNCH IIyTEM AallPOKCUMALUN 3KCIIEPUMEHTAJIBHBIX

42



JaHHBIX C IIOMOINBIO YHUCJICHHOI'O PCIICHUSA MOACIIH. PCSyJ'H)TaTBI AIIIIpOKCUMaAlI A

MIPEJCTABICHBI HA PUCYHKE 2.2.
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Pucynok 2.2 — Kpuble HHIyKIHUU (IIyOPECICHITNH, TTOTyYEHHBIC C TIOMOIIBIO
pPEIyIUPOBAHHOW MOJICIH: & — JIISl KJIETOK BOJOpOCIel, O — st muctheB dacomu. Touku —
SKCIIEpPUMEHTAJIbHBIE TaHHbIe. HenpepriBHBIC IMHUN — MOZIeNIbHBIEC KpuBble. Kpusbie 1, 2, 3
COOTBETCTBYIOT HUHTeHCUBHOCTSIM cBeta [ = 1000, 2000, 4000 MxD m2c’! cooTBeTCTBEHHO.
[TapameTpsl MOJENH, TPU KOTOPHIX HAOMIOAAETCS HAMIYYILEe COBIACHIE MOICTIbHBIX U
AKCIIEPUMEHTAJILHBIX KPUBBIX, IPUBEACHBI B TaOIHIE 2.2.

Hcnonb3ys monydeHHBbIE MpU anmpokcuManuud 3(PQPEeKTUBHbIE KOHCTAHTHI, a
TaK)XK€ COOTHOIICHUS, CBS3bIBAIOIIME S(DPEKTUBHBICE KOHCTAHTHI C KOHCTAHTAMHU
AIIEMEHTAPHBIX CTaIUNA UCXOIHOMU AeTanbHOM Moaenu [[ImocHuna u ap. 2012], 6butn

MOJIy4€HbI 3HAYCHUS TApaMEeTPOB UCXOIHON Mojenu (Tadm. 2).

Tabnuna 2.2 — 3HaueHust JIeMEeHTaPHBIX KOHCTAHT MCXOJHOM IeTaIbHON MOJEIH

Krnetku Bogopocan Jluctes daconu
1=1000 1=2000 1=4000 1=1000 1=2000 1=4000
kLl =1.074 kLl =1.953 kLl =3.525 kLl =0.142 kLl =0.287 kLl =0.677
kL2: 0.243 kL2= 0.252 kL2= 0.287 kL2= 0.121 kL2: 0.196 kL2: 0.183
kL3 = 0.206 kL3 = 0.227 kL3 = 0.243 kL3 = 0.053 kL3 = 0.035 kL3 = 0.032
ka=3.12-10* k1g=533-10* | k1a=9.35-10* | k1g=0.91-10* | k1g=1.67-10* | kya=3.01-10*
k2d: 695.61 kzd: 583.49 kzd: 628.41 kZd: 553.22 kzd: 597.68 kzd: 535.60
k3a=0.049 k3a=0.119 k3a=10.122 k3a=0.015 k3a=0.01 k3a=0.0096
kex1=6.7-1072 kex1=5.8-1072 kex1=6.4-1072 kex1=1.3-1073 kex1=1.7-1073 kex1=1.9-1073
kexx=1.1-10" kexx=1.3-10" kexa=7.2-10" kexo=1.010" | kexo=1.5-10"* | kexo=1.8-10"
Kax=3, K4y= 50, K4,= 110 Kax= 6, K4y= 50, K4,= 110

Kak yka3piBajoch BbIlle, Onaromaps OAHO3HAYHOMY COOTBETCTBHIO MEXKITY
IIEPEMEHHBIMU W MAapaMEeTpaMu MOJHOW W YHOPOILIEHHOM MOJEINIEH, IOJyYEHHbIE
3HAQUEHUS TMAPAMETPOB YMHPOIIECHHONW MOJAEIM MOXKHO HCMOJIb30BaTh ISl OMUCAHUS
JTUHAMUKHU TIEPEMEHHBIX UCXOAHOM AeTanbHOoi Moaenu. Ha pucynke 2.3 npeacraBieHa
JMHAMUKA COCTOSIHUM HWCXOIHOM JIE€TaJbHOM MOJEIM C Pa3HOW CTEIEHBIO

BOCCTAaHOBJICHHOCTH XMHOHHBIX aKIICIITOPOB.

43



1 - 1

v ]
ul 2 Ao ) o
0.7 J }'f // 0.7
0.6 “{-"" o 25 06
05 / /A/ 0.5

0.4 ¥ / 0.4
0.3 r / 0.3
P A ) Ye

. |
0.2 % \_\/ 02
0.1 s £ 0.1

0 0
0.001 0.01 01 1 10 100 1 000 0.001
t (Mc)

1000

Pucynok 2.3 — Jlunamuka rnepeMeHHbIX HCXOIHOM JETAIbHOM MOJIENN: a — JJIsl KJIIETOK
BOJIOPOCIICHA; O — JUIsSl TUCTHEB (PaCOIH; TOUKH — IKCIIEPUMEHTAIIBHBIC TAHHBIC JJI1 MHTEHCUBHOCTH
ceeta 1=4000 MxD M2c™!; X6, Y6 M Z5 — COCTOSAHHSA C OHUM, IBYMs U TPeMs 3JIEKTPOHAMHU Ha
XUHOHHBIX aKIIETITOPaXx.

N3 npuBeneHHBIX HAa pUCYHKaxX 2.2 U 2.3 pelleHuil BUIHO, YTO YIPOILECHHAS
MOJZENb JAET XOPOILIEE COBIIAJICHUE MOJECIBHBIX PEHICHUN C 3KCIEPUMEHTAIbHBIMU
KPUBBIMU WHIYKIUU (IYyOpECICHIIUN JJIsi Pa3HbIX MHTEHCUBHOCTEH CBeTa W s
Pa3HBIX (BBICIIMX U HU3IIKX ) PACTUTEIIbHBIX OPraHu3MOoB. [Ipu 7TOM MOXKHO MOy YUTh
COOTBETCTBYIOIIYIO JUHAMUKY NIEPEMEHHBIX MUCXOIHOM AeTanbHOU Moaenu (puc. 2.3),
VCIIOJIb3YsI X BBIPAKEHUSI YEPE3 IEPEMEHHBIE YIIPOLLIEHHON MOJEIH.

Takum oOpa3oMm, Ha OCHOBE MPOBEACHHOIO aHajIM3a NpPOAEMOHCTPUPOBAaHA
3(h(HEKTUBHOCTh MEPAPXUYECKOTO TMOAXO0AA K PEAYKIMU ACTAIbHOW KHUHETHYECKOU
moaenu DCII, ocHOBaHHOTO Ha TPHUHILMIE KBa3upaBHOBecus. VcxomHass MoJelb,
onuchiBaromas 18 paznuunbix coctosHuii @CII u mepexoapl MexAy HUMH, ObLia
CYIIECTBEHHO YMpOIIeHa 0 Tpex AuddepeHInanbHbIX YPaBHEHHM, OMUCHIBAOIINX
CyMMAapHYIO JTAHAMUKY COCTOSIHUM, Pa3IMYarOIINXCS o CTETIEHU
BOCCTAHOBJICHHOCTH. AHAJIMTHUYECKOE PEIICHHE ITON CHUCTEMBI MPECTABISET COOOM
CYMMYy TpeX OHKCIMOHEHIMATbHBIX (PYHKIMI, YTO JaeT BO3MOXHOCTH OIHUCHIBATH
AKCIIEPUMEHTAJbHbIE  KPHUBbIE  HMHIAYKIUM  (IYOPECUEHIIMM €  MOMOIIBIO
pEAYyUMPOBAHHOM MOJEIM C TOW IKE CTEINECHBI TOYHOCTH, YTO U IpPHU
HEMOCPEACTBEHHOM PA3JIOKEHUU KPUBBIX HA TPU SKCIOHEHTHI, YACTO MPUMEHSIEMOM
py OOBIYHOM aHAJIN3E TAaKWUX KPHUBBIX, OJTHAKO, B AHAIIMTUYECKOM PEIICHUU MOJEIH
napameTpbl SKCIIOHEHITUATBHBIX (DYHKIIUNA SBISIFOTCS HE a0CTPAKTHBIMY BEJTMUYUHAMH,

a COYETaHMSIMU KOHCTAHT JeTalbHOM Mmonenu. biarogaps onHO3HaAYUHOMY
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COOTBETCTBHIO MEX1y IEPEMEHHBIMU PEAYLIMPOBAHHOM U UCXOTHON MOJIENEH, MOXKHO
BBIYUCIIUTh BPEMEHHBIC 3aBUCUMOCTH COCTOSIHUMN C OTHUM (X¢), IBYMS (V6) U TPEMS (Z5)
AIIEKTPOHAMHU Ha XMHOHHBIX aKIIETITOpax. AHAIN3 3TUX KPUBBIX MTOKA3bIBACT, 4TO (ha3a
OJ B OCHOBHOM oOIpeieNnsieTcs HaKOTUICHUEM OTHOAJIEKTPOHHBIX COCTOsIHUM, (a3a JI —
JBYXAJICKTPOHHBIX, a JOCTHKCHHE MAaKCHMaJIBHOTO YPOBHS dQuiyopecueHmmu Fiy,
KOPPENUPYET C MAaKCHMYMOM TPEX3JIEKTPOHHBIX (OpM, UTO CBHUACTEIBCTBYET O
MPAKTUYECKHU TOJIHOM BOCCTAaHOBJIICHHM PEAKIIMOHHBIX IEHTPOB MPHU HACHIIIAIOIIEM
ocsenieHnu. [Ipu 3ToM BBISBICHBI BHpocnenuduaeckue ocodbennoctu: y Chlorella
CBETOBBIC KOHCTaHTHI kri B 7 pa3 BbllIe, 4eM Yy (acoiid, YTO MOXKET OObSICHSATHCS
pa3IMuusIMUA B pa3Mepax aHTEHHBI, OJJHAKO HEOOXOJAMMO YUYWUTHIBATh, YTO YACTHYHO
NOTPENIHOCTh MOTYT BHOCHUTH ONTHYECKHE 3(P(EKTbl — CYCIIEH3UH BOAOPOCIEH
00naiatoT O0JBIICH MPO3PAYHOCTHIO MO CPABHEHHUIO C IJIOTHOM TKAaHBIO JIUCTA, YTO
BIIMAECT HAa PaCHpE/ICICHUE CBETOBOTO MOTOKA U, COOTBETCTBEHHO, Ha KHUHETHUKY
uHaykiuu. [lomydeHHble pe3yabTaThl Ka4€CTBEHHO COIVIACYIOTCS C JIaHHBIMH,
pacCuYMTaHHBIMM B M3BECTHBIX JAeTaldbHBIX Mojensx [Lazar, 2003; Strasser, Stirbet,
2001], mna comoctaBuMbIXx cocTossHUM DCII. OmgHako KIHOYEBOE NPEUMYIIECTBO
NPEMIOKEHHON PEAYIIMPOBAHHON MOJENM 3aKII0YaeTCcsl B €€ BBIYMCIUTEIBbHOU
MPOCTOTE U MPAKTUYECKON MPUMEHUMOCTH. B OT/IMUME OT TPOMO3JIKHX MOJEIEH C
OOJIBIIMM YHUCJIOM YypaBHEHHM, peaylMpoBaHHAs MOJENb MO3BOJAECT A(PPEKTUBHO
OMUCHIBATh AKCIIEPUMEHTAJIbHBIE KpUBBIE WHIYKINU dryopecieHum,
BOCCTAHABJIMBAs CHayajga KUHETUKY CyMMAapHBIX COCTOSIHUHM, a 3aTéM C MOMOIIbIO
YCTaHOBJICHHBIX AHAIIMTUYECKUX COOTHOIIEHUW «pPa3BOPAYMBATH» 3TH AAHHBIE IS
MOJIYYEHHUS TUHAMUKH OTAEIbHBIX MUKPOCOCTOSTHUN UCXOQHOM IeTaabHON MOJEIH.

Takum oOpa3om, paspaOoTaHHasi peayLUpPOBaHHAsA MOJEIb OOBEAUHSET
BBIYUCIUTENBHYI0 A()(PEKTUBHOCTh MPOCTHIX CXEM C BO3MOXXHOCTBIO OIHCAHMS
nepexonoB B jaetanbHbiXx Momensax OCII. Takas Mopenb MO3BOJSIET OBICTPO
oOpabaThiBaTh MaCCHBBI SKCIIEPUMEHTAJIBHBIX JAHHBIX U MOJIy4YaTh KOJIMYECTBEHHBIC
OLICHKH 3JIEMEHTAPHBIX KUHETUYECKUX KOHCTAHT.

Ha ocHoBe mpemioKeHHOrOo TMOJX0/Aa, TIJA€ JJIEMEHTapHbIE KOHCTAHTHI

COXPAHSIIOTCS B SIBHOM BHUJIE U MOTYT OBITH OIICHEHBI MO YPPEKTUBHBIM MapaMETPaM,
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OblJIa TOCTPOEHA CIEAYIOIIast, MOZICIb ¢ 0oJiee eTaabHBIM OMUCAHUEM MPOIIECCOB Ha
noHopHoi cropone OCII, cBA3aHHBIX ¢ KUCIOpoaA-BhIestomeM koMiuiekcoM (KBK).
[TockonbKy mepBasi MOJiesb, IOCTPOCHHAS C YUETOM HepapXUH BPEMEHHBIX MacIITab0oB
Y MPUHIIMIA KBa3UPAaBHOBECHS, B KOHEYHOM CUETE CBEJIACh K MPOCTOM aHATUTUYECKHU
pa3pelInMON CUCTEME, OKUIAIOCH AHAJIOTMYHOE YIPOIIEHUE U BO BTOPOW MOJEIIH,
HECMOTpsI Ha ee OOJNBIIYI0 JAETaTu3allMio, YTO M ObUIO MOJyYeHO U OINHCAHO B
cienytomeM pazzaene. Ilpocteie ¢GopMbl peaylHpPOBAaHHBIX MOJEICH MO3BOJISIOT
WCITOJIB30BAaTh MX KOMOMHAITUIO JIJISi OMTUCAHUS PAa3HBIX THUIIOB PEAKIIMOHHBIX TICHTPOB
s aHanmza rereporeHHoctd DCII, mposBIsIOMIECsS NMPU U3MEHEHWH BHEIIHHMX
YCJIOBHM, B TOM YHUCJIE IIPU CTPECCOBBIX BO3ACUCTBUSAX.

2.2. Uepapxuueckasa moaeab ®CII nmox aeiicreuem DCMU pas1 aHanusa
reTepPOreHHOCTH AHTEHHbI M KUCJI0POA-BbIACISIOLICI0 KOMILJIEKCA

Peakunonnsie 1neHtpel OCII rereporennsl mo cBoeil npupone (puc. 2.4.).
[eTepOoreHHOCTh MOXKET MPOSBIATHCS B CTPOCHHHM M pa3Mepe CBETOCOOMparolen
anteHHbl. JloHopHas yacte DCII, cBa3annas ¢ KBK, takxke MOXET NOpOSBISATH
TETEPOreHHOCTh BeaeAcTBUE pasznuuHor aktuBHOCTH KBK. Eme omnuMm BapuanTom
rereporeHHocTd DCII sBasitorcs (Qp-HEBOCCTAHABIMBAIOIIME ILEHTPHI, B KOTOPBIX
YAaCTUYHO WJIA MOJHOCTHIO 320JIOKMPOBAH MEPEHOC IEKTPOHA C MEPBUYHOTO XMHOHA

Ha BTOPUYHBIN.
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Pucynoxk 2.4 — Tlonymsuus @CII kak cmech pa3nudHbIX (GOpM: a — HOpMa, pPEeaKIMOHHBIC
IEHTPHI C MOJIHOM aHTeHHOU, akTUBHBIM KBK 1 He3a010KupOBaHHBIM MEPEHOCOM 3JIEKTpoHa Ha QB,
O-IICHTPBI; O — peaKIMOHHBIC IEHTPHI 0€3 BHEITHEW aHTEeHHBI, B-IICHTPHI; B — PEAKIIMOHHBIE TIEHTPHI
¢ HeaktuBHBIM KBK; r — Qp-HEeBOCCTaHABIMBAIOLIUE LIEHTPHI.

Tax, B padote [Terentyev et al. 2020] nnst KyasTypsl Bonopociau Chlamydomonas

ObUTO0 MOKa3aHo, uro 12—-16% PI] B memOpanax, oboramenubix OCII, He umeroT
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MapraHIEeBbIX KIACTEPOB, BXOMAIIUX B COCTAB KMCIOPOA-BBIACIAIOMNX KOMIIJIEKCOB.
BBII0 BBICKA3aHO MPEANOIOKEHUE, YTO ITO CBA3AHO C TEM, YTO YaCTh PEAKIIMOHHBIX
nentpoB @CII B mpenaparax HaxomsTcss B Ipolecce COOpKH WIH JIerpajaluu
[Terentyev et al. 2019, 2020]].

['ereporennocts antennsl OCII Oblia BiepBbie onucaHa B pabotax Menuca u
Xomanna [Melis, Homann, 1975, 1976]. Ananu3upys KUHETHKY MOABEMa KPUBOM
UHAYKIMHA  (IyopecUeHUUH aJalTUPOBAaHHBIX K TEMHOTE XJIOpOILIaCTOB B
npucytctBur  mHruonropa DCMU, aBTopsl BBIIBHUHYJIH —OPEANOIOKEHHE O
cymiectBoBanuu AByx nonyisnuid @CII. M3BecTHO, 4TO KOMIUIEMEHTapHas IIONIAb
HaJ KpUBOM MHAYKUMHU (Di1yopecueHIH (IJI01aab MEXKIY KpUBOM (IyopeclieHIIuY 1
TOPU30HTAJIBHOM JIMHMEW Ha MaKCMMajJbHOM YpOBHE (QuyopecueHuun Fm) B
npucyrctBul DCMU  nponopuuoHaibHa KOJIWYECTBY (POTOCHCTEM, CIIOCOOHBIX
OCYLIECTBIISITh BOCCTAaHOBJIEHHE NepBUYHOTrO XuHOHa Q4 [Malkin, Kok 1966, Murata
et al. 1966]. Menuc u Xomann [Melis, Homann 1975, 1976], paccmarpuBas B
nojynorapupMuyeckoM Macmrabe KHHETUKY HWHAYKIMH (PIyopecleHLUUu B
npucyrctBun  DCMU, oOnHapyxuwin e (a3bl C pa3auyHbIMH XapaKTEPHBIMU
BpeMEHaMH U cOOTHecHHU ux ¢ AByMs nonymsauuamu OCII, a umenHo, anbQa-1eHTHI -
OClla u 6era-uentpsl - OCIIP. B nanbHeiiimem Obuta 0OHApY)XEHA U TPEThS, €IIIE
Oosnee menieHHas, a3za, KOTOPYIO COOTHECTU C monmyasuui ramma-ieHTpos - OClIly
[Hsu et al 1989; Hsu, Lee 1991].

PaboTbl, B KOTOPBIX OBLIM MOTYUYEHBI TPEXMEPHBIE CTPYKTYPhI aCCOLIMMPOBAHHBIX
¢ ®CII cBeTocoOuparomuXx KOMIUIEKCOB, MOSBHIIMCH CpaBHUTEIHHO HemaBHO [Umena
et al. 2011; Van Bezouwen et al. 2017]. bonee panHue MPENNONOKEHHUS O CTPOCHUU
peakunoHHbIX 1eHTpoB PCllo, ®CIP u OCIly ocHOBBIBaNIHCH HA HCCIECAOBAHUU
KMHETHKU UHAYKIUU (iryopecteHi. Cunranoch, yto peakiuonnbie neHTpsl OClIly
UMEIOT TOJBKO «KOPOBYIO» aHTeHHY (~ 50 moinekyn xjopoduia a), peakliMOHHbIE
ueHtpel OCIIB B nmomoiHeHHEe K KOPOBOW AHTEHHE MMEIOT TaK)Xe BHYTPEHHIOIO
anTeHHy (cymmapHo ~130 monekyn ximopoduia a u b), a B peaKIIMOHHBIX IIEHTPaxX
OCllo umeercs Takxke nepudepudeckas anteHHa (cymmapHo ~210-250 monexyn

xynopodwmia a u b) [Hsu, Lee 1995; Mathur et al. 2011]. JJlomunupytromas ¢dopma,
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®Cllo, nokanuzoBaHa B rpaHax [Anderson, Melis 1983] u xapakrepusyrorcs
HaumOonblIel cBerocoOuparomeld aHTeHHoOW. [lpenmonaraercsi, YTO HECKOJBKO
peaknroHHbIX 1IeHTpoB PCllo cBsi3aHbl OOIEH aHTEHHON W CIIOCOOHBI IepeaaBaTh
DHEPTUI0 BO3OYXKIEHUS JPYT NIPYTY, YTO MPUBOJUT K MOSIBJICHUIO CUTMOUJIATBHOTO
ydacTka Ha KpuBoi unaykuuu ¢iayopecueniuu B npucyrctBuu DCMU [Joliot, Joliot
1964]. Onnaxo, B pabotax [Sipka et al. 2021] sxcniepuMeHTAIBHO OBIIIO TTOKA3aHO, YTO
CUTMOUIHBIM YYAaCTOK MOKET MOSIBUTHCSA U B YCIOBUSIX OTCYTCTBHS CBA3HOCTH (KOTa
B PEAKI[MOHHBIE LIEHTPBI COAEPKAT TOJBKO KOPOBYIO aHTEHHY ), U €70 OSIBJICHHE MOXKET
ObITh CBSI3aHO, Kak IMPEANoiaraloT aBTOpPhl MPOIMUTHUPOBAHHON paboOThI, C
KOH(OpPMALIMOHHBIMU M3MEHEHUsIMU B peakiimoHHoM LeHTpe. @CIIP pacnonararorcs
B OCHOBHOM B CTPOMAJIbHON 0O0JIACTM M XapakTEpU3YIOTCS ~ B 2 pa3a MEHbIIUM
pa3mMepoM cBeTrocoOuparomieii aHTeHHbl 10 cpaBHeHHo ¢ @DClla, a Takxke
HEBO3MO)KHOCTBIO MEpeadyn BO30YKIECHUS MEXAY PEAKUMOHHBIMH LEHTpPaMH, 4YTO
NPUBOJUT K HKCHOHEHIIMAIbHOW KWHETUKE KPUBOM MHAYKIUHU (DIyOpeclEHIMH B
npucytctBu DCMU. IIpoueccel pazaenenus 3aps0B U U3IydeHUs (IIyopecleHInN
B 0- U B-ueHTpax npeanonararorcs cxoqaeiMu [Melis 1991].

Coo011anocsk, 4To CTPECC, BBI3bIBAEMBII JCHCTBUEM OKPYKAIOIIEH CPEIbl, MOKET
BIuATh Ha rereporeHHocTh OCII, yBennuuBas nomo peakuuoHHbIX 1HeHTpoB OCII
[Pan et al. 2008; Singh-Tomar 2012; Dao, Beardall 2016; Markou et al. 2017]. Kak
owLT10 TOKa3aHo [Antal et al. 2010], pasmMep aHTEHHBI MOXKET MEHSATHCS M B TIPOIECCe
agantanuu K crpeccy. Takum o0pa3oMm, aHaIW3 HEOJHOPOIHOCTH PEaKUHMOHHBIX
LEHTPOB IO pa3Mepy CBETOCOOMparolleil aHTEHHbBI MOXKET ObITh MCIOJB30BaH IJIs
OTIPEICIICHUSI CTPYKTYPHBIX U/WU (PyHKIIMOHATFHBIX M3MEHEHUH B YCIIOBUAX CTpecca,
KOTOpPBIE MOTYT OKa3aThb HeratuBHoe BiMsHHE Ha npoaykruBHOCTh DCII m poct
ounomaccsl.

Hns ouenkm pasmepa anTeHHbl @OCII nmpuMeHSIOTCS pa3audHbIE METOJBI,
OCHOBAaHHbIE HA PETUCTPALMHU WHIYIIMPOBAHHBIX CBETOM M3MEHEHUM MOMIOIICHUS €€
komroHeHTOB [McCauley, Melis 1986], peructpanuu ckopoctu ¢ukcainuu CO;
[Malkin et al. 1981], cranmonapHoii CkOpoCTU BblJieNieHUs kuciaopoaa [Henrysson,

Sundby 1990], mraoBeHnHOTO BBIXOAA KHcIopoaa [ Wang et al. 1973 ] wimu MrHOBEHHOTO
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BbICBOOOXK IeHHS TpoTOHOB [Nedbal et al. 1991]. OgHako npuMeHeHHEe TaKUX METO0B
BO3MO)XKHO JIMIIb B YCIOBUAX N Vitro, W MO3BOJISIET IOJYYUTh JIMIIbB JOCTATOYHO
rpyOble YCPEIHEHHBIE OLIEHKH pa3Mepa aHTECHHBI.

Jpyroii moaxo OCHOBaH Ha aHayn3e (POPMbI KpUBON MHIYKIUH (PIyopeclieHInu
xnopodmwmia a B npucyrctBun DCMU maremarnyeckumu metomamu [Lazar et al.
2001] u mO3BOJIAET BBIABUTH CYIIECTBOBAHME HECKOJBKHX IYJOB PEAKIIMOHHBIX
neHtpos @CII ¢ pa3nmuyHbIM pa3sMEPOM aHTEHHBI T.€. OXapaKTEpHU30BaTh €¢
reTeporeHHocTh. [lomydeHne MHAYKIMOHHBIX KpHUBBIX B npucyrctBud DCMU He
BBI3bIBAET TPYIAHOCTEH M MO3BOJISIET MOJIy4aTh OOUIMpPHBIE HAOOpPHI TaKUX KPUBBIX,
HanpuMep, Ha Pa3HbIX CTAIUAX aJalTalliy PAaCTUTEIbHBIX OPraHU3MOB K CTpeCCy. JTO
Ja€T BO3MOKHOCTh OLIEHUTH TMHAMUKY U3MEHEHUS reteporeHHoctr anTeHHsl OCII B
IIPOLIECCE Pa3BUTHS CTPECCA.

OpauM W3 HamboJsee IIUPOKO HCMONb3YEMbIX MAaTEMaTHYECKUX METOIOB
BBISIBJICHUSI PA3IMYHBIX TUNOB peakMoHHbIX LEeHTpoB (DClla , ®CIP u DPClly)
SBJISIETCS  BBIJCJICHUE HECKOJBKHUX OKCIHOHEHLHMAJIbHBIX (a3 C  pPasIUYHBIMU
XapaKTEepPHBIMU BPEMEHAMH Ha IUIOIIAIA MEX1Yy KPUBOW UHAYKIMH (DIyOpeCleHIINH,
OTJIO)KEHHOW B MONyJIOrapupMUUecKoM Macuitabe, U TOPU3OHTAIbHON JMHUEH Ha
MaKCUMAaJIbHOM ypoBHE (hiyopecteHuu F), (koMrieMeHTapHoil miomaan). Hanuuue
HECKOJIbKMX SKCIIOHEHUHMAJbHBIX (ha3, KaK MPaBUIIO, COOTHOCAT C CYLIECTBOBAHHUEM
HECKOJIBKMX  IMOMYJISIMUH  PEaKIUOHHBIX  LEHTPOB C  pa3sHbIM  pa3MepoM
ceerocobuparomiei anteHHbl: OClla, OCIP u OCIly. OnHako, Kak yKa3blBajJoCh B
paborax [Lazar et al. 2001, Kalaji et al. 2016], TouHOCTh MeTONA PA3JIOKEHUS HA
DKCIIOHEHTBI OYEHb CHJIBHO 3aBUCHT OT TOYHOCTH ONPEIAECICHUS MAKCUMYyMa
WHIYKIIMOHHOW KpUBOMW 3HaueHus F,. Ommuodka Ha 2-3% B onpeneneHuu F,, MOXeT
npuBecty K omudke Ha 100% B ornpeneneHny XxapakTEepPHBIX BpeMEH U aMIuuTya ¢as
Ha KpuBoi. B cBs3u ¢ 3TuM ObLI0 npeioxeno [Lazar et al. 2001] ucnonbs3oBaTh 1ist
aHaJv3a UHAYKUMOHHBIX KpUBbIX MaTeMaTH4ecKyro moaenb OCII. B atom ciryuae HET
HEOOXOAMMOCTH  HWCIONB30BaTh  KOMIUIEMEHTapHble  IUIOMIA[M, a  OILIEHKa
TeTEPOTEHHOCTH MPOU3BOIMUTCS HEMOCPEICTBEHHO C IIOMOULIBIO MOJEIH, IIyTEM

I/II[eHTI/I(l)I/IKaHI/II/I €C IMapaMCTpOB II0 SKCIICPHMMCHTAJIBbHBIM JddHHBIM. I[J'IH aHaJIn3a
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reTepPOreHHOCTU PEAKIIMOHHBIX IIEHTPOB B 00pasuax Chlamydomonas, 00pabOTaHHBIX
DCMU, B paborax [Lazar et al. 2001, de Marchin et al. 2014] 6bu1a HUcONBE30BaHA
npocras Monelb, paccmarpuBaromas gBa coctossHust DCII:  «OTKpbITBIE» U
«3aKpBITHIC» PEaKIMOHHBbIE HEeHTPhl. KoMOMHAIMA M3 HECKOJIbKHX TaKUX Mojelei
MO3BOJIMJIA aBTOpaM OIEHUTH JOJII0 PA3IUYHBIX peakHoHHBIX IeHTpoB (PClla,
OCIIB nu OCIly). Ogqnako HEOOXOMUMO OTMETHUTH, YTO (asbl, OOHAPYKUBAEMbIC Ha
WHIYKIUOHHOW KpuBOM B mnpucyrctBuM DCMU, MOryTt orpaxarb Kak HaJuyue
peakunoHHbIX HeHTpoB DCII ¢ aHTeHHaMH pa3IMYHOrO pa3Mepa, TaK U MPOLECCHI C
Pa3IMYHBIMM XapaKTEPHBIMH BpEMEHAMH, MPOUCXOASIIME B OIHOM PEAKIHMOHHOM
IEHTpe, Ha 4ro ObUIO YyKazaHo B paborax [Melis, Homann 1975, 1976].
Hcnonp3oBaHue MOIENIH, BKIIIOUAIOIIEH TONBKO JiBa cocTosHus [Lazar et al. 2001, de
Marchin et al. 2014], He MOXeT OTBETUTh Ha BOMPOC, C YEM COOTHOCHTCS
JIOTIOJIHUTEJIbHAS SKCIIOHEHIIMaIbHAs (Da3a Ha KPUBOUW KOMILJIEMEHTAPHOU IUIOIIAAU: C
JPYTUM THIIOM aHTEHHBI WJIM C KaKUM-JIUOO MPOILIECCOM, MOCKOIbKY €IMHCTBEHHAs
peakuyss B TaKOM MOJENHM XapaKTEPU3yeT JUIIb CBETOBYIO CTAAHMI0 MEPEHOCA
anekTpoHa. Hy)XHO MOAYepKHYTh, UTO NpPEACTaBICHHAs B JAHHOM pa3/ielie MOCIb
JIETAJIbHO OMMUCBHIBAET KaK CBETOBBIE CTaJANM, TaK U peakund, cBsizanHble ¢ KBK, uto
OTIIMYAECT €€ OT cymecTByrommx moaenen OCII.

2.2.1. Ilocmpoenue moodenu u ananus ee peuieHuil

JleTanpHasi cxeMa TMEPeXOJ0B MEXAY COCTOSHHMSIMH TUTMEHT-0EJIKOBOTO
xomiuiekca @CII npu peiictBum Ha Hero uHruobutopa DCMU, OGnokupyroniero

MEPEHOC AIEKTPOHA HA BTOPUYHBIA XMHOH IIPEICTaBICHA HA PUCYHKE 2.5.
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Pucynok 2.5 — Cxema nepexonoB Mexay cocrossHusiMu OCII ¢ yuerom npeiictuss DCMU,
onoxupytomiero nepeHoc ¢ Qa Ha Qp; KpacHBIM LIBETOM BbII€TICHBI BO30YK/IEHHBIE COCTOSHUS; Sy
(n=0, 1, 2, 3) — kucnopoa-seiaemstomuii komruiekc (KBK); Y — tuposun; P — nurment
peaknuonHoro 1eaTpa P680; I — peodurnn; A — nepBudHbIN XUHOH Qa; ki — KOHCTAHTBI CKOPOCTEH

QJICMCHTAPHBIX peaKHHﬁ.

Jlnama3oH XapakTepHBIX BpEeMEH mnepexofoB Mexay cocrosHusmu OCII
COCTaBJISIET 9 MOPAIKOB — OT NMUKOCEKYHJ O COT€H MWIIMCEKyH[. Hanuume Taxoi
UepapXuu BPEMEH IMO3BOJISIET MPOBECTU PEAYKIHUIO MOJEIH, UCIOJb3Yys TEOpEMY
Tuxonosa [TuxonoB, 1948]: ecinu B cucteme auddepeHImaibHbIX YPaBHEHHN MOKHO
BBIJICJINTH MAJIBII IApAMETP & MPU CTAPIIMX MPOU3BOIHBIX (TaK Ha3bIBaeMas CHCTEMA
C CHUHTYJISIPHBIM BO3MYILEHHUEM), TOT/Ia YPABHEHHUS], COAEPKALIUE & MOXKHO 3aMEHHUTH
Ha anredpanvecKkue, Mpu 3TOM peleHUe peayLHPOBaHHON cUCTEMBbI Oy/lIeT COBNAAATh
C PEIICHHEM MCXOIHOM BE3/€, 32 MCKJIIUYECHHEM HAdajJbHOTO MHTEpBaJIa MOPSAIKA &
Bce mnepemenHble cucTeMbl OBUIM pa3[elieHbl Ha TaK Ha3bIBa€MbIE «OBICTpPBIE»
NepeMEHHbIE — YPaBHEHUS, KOTOPbIE COAEPKAT MaJIbIi TapaMeTp P MPOU3BOAHOM, U
«MEJJICHHBIe» — OCTaBILIUECS MEPEMEHHbIE, MOCIIE YEer0 YPaBHEHUS ISl «OBICTPBIX)
NEpPEeMEHHBIX ObLIM 3aMEHEHBI Ha airedpandeckue. VMicxoqHas Moaenb, cocTosmas u3
24 0OBIKHOBEHHBIX TU(PPepeHIINaTbHBIX JIMHEWHBIX YPaBHEHUHN, OOLIUI BUJ KOTOPBIX
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dx;
P Yjkijxj, Oblma, TakuM 00pa3oM, peIyLUMpOBaHa B CHUCTeMYy u3 3-X

OOBIKHOBEHHBIX JU(depeHIInaIbHbIX TMHEHHBIX YpaBHeHHH [Plyusnina et al. 2024]:

2=k, (2.4)
d
=k x—ky Y, (2.5)
d
—=kyy, (2.6)

Tac, kx BKJIIOYAaCT CBCTOBYIO KOHCTAHTY WM KOHCTAHTBI PA3ACIICHUA U peKOM6I/IHaHI/II/I

ki Koi _ k; K10

3apsAa0B B OTKPBITBIX HCHTPAX: kx = m, oi — k_ - m
oi i 2TKR-10

. k, BKJIFOUQeT KOHCTAHTY

IICPCHOCA SJICKTPOHA OT KBK Ha THUPO3UH U KOHCTAHTBI BOCCTAHOBJICHUA 1 OKHUCJICHUA

Kpred kpred
Peso: ky = ko, K K = .
y Kprea+1 s1> Bpreds> D pred Kpox

Bripaxkenue 11t MHTEHCUBHOCTU (hiiyopecueHuu F(f), BKIIOYAIOINIEe «OBICTPHIC»
nepeMeHHble, ObUIO 3alKMcaHO Yepe3 «MEJUICHHbIe» TIEpeMEeHHbIe, Onarogaps

O,Z[HOBHa‘{HOﬁ CBA3U MCIKOY <<6I>ICTpI)IMI/I» U «MCIOJICHHBIMN) IICPCMCHHBIMM

kp, X Kpred y Z
F(t)== + == + ). (2.7)
ki "Koi+1  Kprea+l K¢+l K¢+l
k k o o
3nech: Ky, = k—zﬁ — KOMOMHAIMs KOHCTaHT CKOpOCTECHU PCAKIMHM, CBA3AHHBLIX C
i 2Th-10

pasaciICHUEM 3apsaia B OTKPBITBIX PCAKIIMOHHLIX HECHTPAX MW IIEPCHOCA IJICKTPOHA Ha

kTC le

€. —1¢ — _ KOMOUMHaIMs1 KOHCTAHT CKOPOCTEU PeaKkLnid,
ki Kyctk—1ic

MEePBUYHBIN XUHOH Qa; K ; =

CBA3aHHBIX C pasAaCJICHHUCM 3apsa/id B 3aKPBIThIX PCAKIIMOHHBIX ICHTPAX (C QJICKTPOHOM

Ha Qa) ¥ pekoMOuHaNKeEl 3aps 0B MeXIy Peso” 1 peodurrrom I;

k
Kprea = k”red — KOHCTAHTa PaBHOBECHS B PEAKIIMU NIEPEHOCA DIEKTPOHA OT TUPO3MHA HA
pox

Psso.

JIJsl MOy4YEeHHOM CUCTEMBI C YYETOM 3aKOHA COXpaHeHus x + y + z = 1 Obuio

HaﬁﬂeHO AHAJIMTUYCCKOC PCUICHUC!

x = exp(—k, - t), (2.8)

y=1—x—2z, (2.9)
k Ky

z= ky_ykx cexp(=k, - t) + —— exp(—k,-t) -+ 1. (2.10)

52



B pesynbrare BhIpakeHHE I HMHTEHCUBHOCTH (uyopecueHiuu F(f) Obuio

MPENICTABIIAECT COOOM CYyMMY JIBYX ASKCITOHEHIIUATBHBIX (DYHKIUH:
F(t)=A; (1 —exp(—k,-t))+ 4, (1 — exp(—ky - t)), (2.11)

rae

Fot ky—kx'Kpred/(1+Kpred) _ ky(1—Kpred/(1+Kpred))

A, = — + VA, =
1 1-Fyy (key—kx) (1~For) 2 (ky—kzx) (1=For)

.(2.12)

K
F,; === COOTBETCTBYeT OTHOIICHHWIO MHHHMAJIBLHOTO YPOBHS (IyOpECHEHIINH K

ci
MaKCUMAaJIbHOMY, SIBJISIETCA COYETAHUEM KOHCTAHT PA3/ACIICHUS 3apSIOB B OTKPBITHIX U
3aKpBITHIX IIEHTPAX, a TAK)KE KOHCTAHThI PEKOMOWHAIIUU.
Uucnennsle pemieHus mis F(f) B TOJHOW M pEeAyLMPOBAHHOM MOIEIIX
OTJIMYAIOTCS TOJIBKO B MUKOCEKYHAHOM AMAaNa3OHE, a HauMHasi ¢ HAHOCEKYHIHOTO —
MpaKTUYECKU coBnaaatot (puc. 2.6).

F Fm
1800
1600
1400
1200
1000

800
600 | PeAyIIIpOBaHHAT MOJETh

400 : Fo

1 00TIAcTh
200 SKCIIePIMEH TATBHELY
v -' =
0 TMOITHAS MOJIE TH IMepeHIt
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1 Ic 1 HC 1 mMEC 1 mc
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Pucynok 2.6 — KpuBas unxyKkuuu ¢iryopeclieHlIny, IoayyeHHast sl IOJTHON MOAeNu (3es1eHas
KpUBasi) U JUIsl peAyLUpOBaHHON (UepHasi KpHuBasi); KpaCHBIMU TOYKaMHU 0003HaYEHbI TUITMYHAS
KpUBas, MOJTY4YEHHAs B OKCIIEPUMEHTE.

Takum 00pa3om, perieHrue MOACIH MpeACTaBIsieT co00M ByX(a3Hyl0 KPUBYIO,
KaX70i (Da3ze COOTBETCTBYET HKCIMOHEHIMANbHAsT (DYHKIUS CO CBOMM XapaKTEepPHBIM
BPEMCHEM, HapacTaHue 170031 cnan da3 oTIpeensieTCs 3HaKaMu
MPEIAKCIIOHCHIIMAIBHBIX MHOXUTENEH A; W A, 3aBUCSIIUMH OT KOHKPETHOTO
COYETAHUS BXOMAIIMX B HUX MApaMETPOB. 3HAK U 3HAYCHHUE MPEIIKCTIOHCHIIMAIBHBIX
MHOXKHTeENEH A 1 A, CIOXKHBIM 00pa30M 3aBUCAT OT COOTHOIIICHHSI BCEX TTapamMeTPOB

MOZACINA U MOT'YT UBMCHATHCA B 3daBUCUMOCTU OT COOTHOIICHUA XapPaKTCPHBIX BPEMCH
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1/ky n 1/k,. Ilpu perucrpanum HMHIYKUMOHHBIX KpPUBBIX B OJKCIIEpUMEHTaX
WHTCHCHUBHOCTh aKTHHHYHOTO CBETa MOXKET BaphbHPOBATHCS B ITUPOKOM JTHAIa30HE, B
MOJIEJIM 3TO COOTBETCTBYET M3MEHEHUIO 3HauYeHus mapamerpa k. bouia ncciemoBana
3aBUCUMOCTh A; U A, OT KOHCTAaHTHI CKOPOCTH CBETO3aBHCHMOMN pEaKIuu k,, MPH

3HAYCHUSX MMapaMeTPOB, B3ITHIX U3 padboTsl Jlazapa [Lazar 2003] (puc. 2.7).
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Pucynok 2.7 — Bkian s5KkCIOHEHIIMANbHBIX (PYHKIUH (3€JIeHast U CHHSIS IITPUXOBBIE KPUBBIE)
B o0lIee pelenue Mojeny (KpacHas kpusas): a —npu ky =8 mc ! 6 —mpu ky = 15 mc™!; B —
3aBHCUMOCTb aMIUTUTY]] peIyLIMPOBAaHHOTO MOJIEIbHOrO pemeHus (2.12) ot 3HaueHus kx. A1(kx) —
cunsis kpuBasi, A>(kx) — 3eeHast KpUBas; BEPTHKAIbHBIE ITyHKTHPHBIE JIMHMU COOTBETCTBYIOT Ay = 8
mc ! u ky = 15 Mc™!; BepTHKabHAs IITPUXOBAs IMHHUS COOTBETCTBYET Ay = 10 Mc ™.

IIpy OTHOCHUTEFHO MallbIX HHTEHCHBHOCTAX cBeTa (puc. 2.7a, k, < 10 mc™' ) 4,
> (), ¥ DKCIOHEHIIMAJIbHBIN YJIEH C A OTpaXaeT IMHAMUKY pa3IelICHUs 3apsiioB, IIPU
stoM Ay < 0 (puc. 2.78, k, < 10 Mc™!), ¥ dKCIIOHEHIMATBHBIA YIeH ¢ 4; OTpaXkaer
nepexof Si-S, B KBK u BHOCUT BKi1ag B GOpMy Ha4aJIbHOTO y4acTKa WHAYKIIMOHHOU
KpUBOM, 00yCIaBIMBasi €r0 CHTMOMIHOCTb. [Ipy BBICOKOY MHTEHCUBHOCTH CBeTa (pHC.

2.76, ky > 10 mc™! ) ammumuryga A, CTaHOBATCS MONOKUTENBHOM (puc. 2.78, k, > 10 Mc

). Cnenyer ormeTuTh, 4YTO, €ciM Obl JUIA OOHAPYKEHHSA HEOJHOPOIHOCTH
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peakunoHHbIX HeHTpoB PCII B TakoM cilyyae NMPUMEHSIICA METO KOMILJIEMEHTapPHOU
IJIOIIAIM, KakK, HarpuMep, B padore [Mathur et al. 2011] sta nononuutenpHas dasza
Moryia Obl ObITh HEBEPHO HMCTOJKOBAaHA KaK CYIIECTBOBAHUE PEAKIIMOHHBIX IIEHTPOB
®OCII ¢ pa3HbIMU pa3MepaMu CBETOCOOUPAIOLIUX AaHTECHH.

Takum 00pa3oM, ¢ TOMOIIBIO PEAYIUPOBAHHOW MOJEIH YCTAaHOBJIEHO, YTO
BTOpas (a3a MHIYKIMOHHON KPHBOW, M3MepeHHoil B mpucytctBun DCMU, moxer
OTPa)KaTh KaK PEaKIMOHHBIE IEHTPHI C YMEHBIIIEHHON aHTEHHOW, TaK U PEAKIUOHHBIE
IEHTPBl C  HEAKTUBHBIM  KHUCIOpoA-BeiAeistomuM  komiuiekcom  (KBK).
PacnipocTpaneHHass B JuTepaType MHTEpIpETalus 3TOM (a3bl UCKIIOUUTENBHO IS
OLIEHKH T€TEPOr€HHOCTH PEAKIMOHHBIX LIEHTPOB IO Pa3MEpy aHTCHHBI HE SIBISETCA
yHUBEpCaIbHOU. [[Ns KOppPEeKTHON  HMHTEpHpeTaluyd  JOMOJTHUTENbHBIX (a3
WHIYKIIMOHHOW  KPUBOW,  BBISIBIEHHBIX  SKCIMOHEHUIHUAJIBHBIM  PA3JIOKECHUEM,
HEOOXOJMMO HUX COMNOCTAaBJICHHE C MOJIENbI0, YUYWUTHIBAIOIIEH COBOKYITHOCTD
BO3MOXHBIX (usnonorndeckux cocrosiuuii GCII.

2.2.2. Mooenv Kak uHCmMpPyMeHMm OUEHKU 2emepPO2eHHOCMU DPeaKUUOHHbIX
UEeHmpos

[IpocToii BUA TOJYYEHHOH MOJEIM IIO3BOJIAI COCTaBUTh PA3JIUYHBIC
KOMOMHAIIMU 11 MOJEIUPOBAHUSI TE€TEPOTEHHOCTH pPEaKIMOHHBIX 1EeHTpoB DCII,
Pa3IMYAONIMXCSl Pa3MEPOM AHTEHHbI M AKTUBHOCTBIO KHUCJIOPOI-BBIICIISIIOIIETO
KOMILJIEKCA JJOHOPHOM CTOPOHBI. DIyopeceHITNIO C YUETOM pa3HbIX JoJiel anbda- u
OeTa-IIeHTPOB MOXKHO 3aluCcaTh KaK

Fp=0-F,+(1-a)-F, (2.13)
rae Fyu Fg— QuryopecuieHnns, COOTBETCTBEHHO, ajlb(a- 1 OeTa-LeHTPOB, 0- U 3 - 10H
anb(a- u 6era-1eHTpoB. Kaxxapiii Tum peakimornHoro reatpa @CII MoxeT conepkarh
KaK aKTUBHBIHN, Tak 1 HeakTUBHBIN KBK, uT0 MOXeT ObITh OTpa’keHO Kak

Fo=sFS S +(1-5)-FS, Fp=sFg + (1 -5)Fp, (2.14)

e F¥" — dayopecuennus i-ro nientpa ¢ aktuBabiM KBK, Fi¥ — duyopecueHmus i-ro
nenTpa ¢ HeaktuBHBIM KBK, s — nonsa aktuBabix KBK.

Takum o6pa3om, Obla mojydeHa KOMOWHAIMs U3 4-X MOAENEH, B 1eJIOM

OTpakarouasi FTeTEpOreHHOCTh U B pa3Mmepe aHTeHHbI, U B akTuBHOCTH KBK. [lanee
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OBLIIM OIIEHEHBI KOMOMHUPOBAHHBIE TTAPAMETPHI JUIsl peakiMOHHbIX 1IeHTpoB PClla u
®Cp, koTOpbIE BKIIOUAIOT YIIOMSHYTHIE BBIIIE AIE€MEHTApHbIE KOHCTAHThI, UCTIONb3YS

ux 3HaueHuss u3 Tabmuipl 3 B crathe [Roelofs et al. 1992]. KomOunupoBaHHBI

— (k2t+k_10)(KyckictkiKyctkik—1c)
7 (kpetko10)(kykyo+kiky+hik_10)

napameTp F, o0o3Ha4YaeT OTHOIIICHHE

WHTCHCUBHOCTEH @HYOPCCHGHHI/II/I B OTKPBITBIX M 3aKPBITBIX PCAKIIMOHHBIX HCHTpPAX.

Ero 3nauenue cocrasnser 0,220 u 0,213 qs peakuuonHbx 1eHTpoB OCllo u OCIIP

Koi
Kyi+1’

COOTBETCTBEHHO. KoMOMHMpOBaHHBIN mapameTp k, CONEPKUT BbIPAKEHUE

omuchIBaroIIee YOPEKTUBHOCTD pa3eieHHsI 3PS 0B, U MHOKHTEIb kL, OTPasKaFOIIIHIA

W3MEHEHHE CIIOCOOHOCTH PCAKIMOHHOI'O OCHTPA K IOITIOMCHNUIO CBCTA. OTHo1IeHHUE

Koi
Kpitl

cocraBiusier 0,9 u 0,86 mna peakuroHHbix MeHTpoB DPCllo u DCIIP
COOTBETCTBEHHO. CJ1e10BaTEIbHO, PA3JINYMS B 3HAUCHUSAX MAPAMETPOB Ky (Kva, kig) B
OCHOBHOM OOYCIIOBJIEHBI W3MEHEHUSIMU CIIOCOOHOCTH PEaKUMOHHBIX LEHTPOB K
nonionieHuto cera. OleHKa IMOKa3ana, YTO, HECMOTpPS Ha OOJIBIIYIO pa3HMILY B
3HAUEHUAX DJIIEMEHTApHBIX KOHCTAHT CKOPOCTH, 3HAYEHHS UX KOMOMHAIMN
OKa3bIBAIOTCSI OY€Hb ONMM3KUMH. VcXons U3 BBIMIEHU3JIOKEHHBIX PACCYXACHUN, B
JAIbHEWIIEM MOJEIMPOBAHUM 3HAYEHHE [ CUMTAIOCh OOMMM, a kv U kg -
paznuyHbIMU 111 peakiiMoHHBIX 1IeHTpoB DOClla u OCIIP. B peakiinoHHBIX IIEHTpAX C
HeakTuBHBIM KBK niepenoc anekrponoB ot KBK orcyrcTByer (ksi-s2 = 0), B TO Bpems
KaK OCTAJIbHbIE MapaMeTPbl B 3TUX YETHIPEX TUIAX PEAKIMOHHBIX LIEHTPOB UMEIOT
OJMHAKOBBIE 3HaueHus. lIpu 3TOM NPEANONOKEHUM AHAIUTUYECKOE PELICHUE IS

KOM6I/IHI/Ip0BaHHOﬁ MOACIN OBLJIO 3alMCaHO Kak CyMMa TpPEX ISKCIIOHCHIOHAJIBHBIX

(byHKIMIA ¢ XapaKTepHbIMU BpeMeHaMu 1/kyq, 1/kyp, 1/ky:

Fop(t) = Ay e Mxat 4 A, - e7Mxpt 4 Ay et 41, (2.15)
e
- - aFmakyq  BFmpk
a-(Fot—K—}}?;(_lkg-s)-Fma ﬁ'(Fot—K—?;(_lk:;'S)'Fmﬁ (1-K)s( kFy_k;:a ’ k;riix;ﬁ
Al B (5+K'(1_5))'(“'Fma+ﬁ'FmB)' Az - (5+K'(1_5))'(0-"Fma+ﬁ'pm/i’)’ A3 - (s+K-(1-8)) (@ Fna+B-Fmp) '

st Bepudukanuu KOMOMHUPOBaHHOW Monenu (2.15) ObUIM MCHOIB30BaHbI
KpUBBIE MHIYKIHUU (BIIyopecleHIInd, MoMydeHHble B npucytctBun DCMU: 1) mis
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KylIbTypbl KjJeTok Chlamydomonas reinhardtii npu pa3IuyHOM OCBEIICHUU
(u3mensiercst 3pPEeKTUBHBIN pazMep aHTEHHBI); 2) IS KYJIbTYpPbl KIETOK Scenedesmus
obliques TOCnEe KpPaTKOBPEMEHHOIO HarpeBa C MOCIEAYIOUIUM OXJaXIECHHUEM
(u3mensiercst akTUBHOCTH KBK). UTOOBI yMEHBIIUTH YMCIO CTENEHEW CBOOOIBI U
NOJIyYUTh OJHO3HAUHBIA Ha0Op MapaMeTpoB [UIS KAaXKIOTO Ciyyas aHalu3a
UCIIOJIb30BAJICS HA0OP KPUBBIX, KOTOPbIE aHATU3UPOBAIUCH OAHOBPEMEHHO. J[aHHbIe
KaXKJIOTO HKCIEPUMEHTAa HOPMHUPOBAIUCH OTHOCUTEIBHO MAKCHUMAJIbHOTO 3HAYCHUS
(Fn) KpUBOH, TMOMYYEHHOM TpH MHUHUMAJIbHOM  HMHTEHCHUBHOCTH  CBETA.
AnNmnpokcuManusi 3KCHEPUMEHTAIbHBIX JAHHBIX M MOCTPOCHHUE COOTBETCTBYIOIIUX
rpaduKoOB BHITIOJIHSIMCH C TOMOIIIBIO porpammHoro nakera DBSolve [Gizzatkulov et
al. 2010]. CranpapTHble TOTPEIIHOCTH OLEHKH MapaMeTPOB YTOUYHSUIMCH MYTEM
MTOBTOPHOTO TOJ00pa Pe3yabTaTOB C MCIOJb30BaHHEM OMOMMoTekH Imfit mist s3bika
nporpammupoBanus Python [Newville et al. 2023]. I'paduueckoe npencraBieHue
MoJiesiel ObLIO BBIMIOJIHEHO ¢ moMolibo Onbmuorexku Matplotlib aiis Python [Hunter,
2007].

2.2.2.1 Bauanue paznuuHOoil UHMEHCUEHOCHMU AKMUHUYHO20 céema Ha
2emepo2eHHOCHb PeakyuoHHbIX yenmpos ¢ kiemkax Chlamydomonas reinhardtii

beim nmpoananu3upoBaH HA0OpP WHIYKIIMOHHBIX KPUBBIX, MOJYYEHHBIX JIS
cycnen3uu kietok C. reinhardtii npyu BOCbMU UHTEHCUBHOCTSIX aKTHHUYHOTO CBETA OT
940 no 6230 mMxD M2 c¢'. [Ing ydera pa3inuuMii B MHTEHCUBHOCTH CBETa MpHU
anMpOKCUMALIMY SKCIIEPUMEHTAJIBHBIX KPUBBIX 110 OBIIIM OLICHEHBI TAPAMETPHI ki U Kip
JIJII MUHMMaJIbHOM MHTEHCUBHOCTH JelcTBYo1Iero ceeta (940 MxD M2 ¢ '), a Takxke
KO3(PDUITUEHTHI U; TSl KaXKI0M U3 KPUBBIX, OTYUEHHBIX TIPU APYTHX HHTEHCUBHOCTSIX
CBETa, CIENYIOIIMM 00pa3oM: Ky = kiqUi M kypi = kig-u;. IloTydeHHBIE MHOXKUTENN
MPAKTUUYECKA COBMAJIM C OTHOIICHUEM WHTCHCUBHOCTH AaKTHHUYHOTO CBETa K
MUHHAMAJIbHOW WHTEHCUBHOCTHU TSl KakaoW kpuBou (tabmn. 2.3). IIpu mocTpoeHuu
MOJIETTLHBIX KPUBBIX (pUC. 2.8 a) 3HaYeHUS] WHTEHCUBHOCTU (DIIyOpECICHITMN ObLTH
YMHOXXEHbl Ha 3HAa4€HUE F), Uil DKCIIEPUMEHTAIBHOM KPUBOU, ITOIYYEHHOH IIpU
MUHUMaJIbHON MHTEHCUBHOCTH aKTMHUYHOTO cBeTa (puc. 2.8 a, kpuBas 1). Monenb

XOpomo OIHMCBIBACT OKCICPHUMCHTAJIBHBIC AAHHBIC B IMHPOKOM  AWAIIa30HC
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MHTEHCUBHOCTeN cBeTa (puc. 2.8a). Peakuuonnsie nentpor @Cllo coctapnsmu 55%
Bcex peaknuoHHbIX IIeHTpoB DCII, a 43% peakMOHHBIX IIEHTPOB 00JIa1aIu
aktuBHbIM KBK. Ilpm HalimeHHBIX 3HaueHUSX MmapamMeTpoB (Tabm. 2.3) BKIaf
BoccTaHoBJeHUS Pggor oT KBK B HaOmonaeMyto KuHETUKY (hIyopeclieHIIMN TP BCeX
M3YYCHHBIX HMHTEHCUBHOCTSAX CBETA OKa3aJICs He3HAYUTEIBHBIM (aMIuiuTyna A3, Tabi.

2.3 u puc. 2.80).
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Pucynok 2.8 — KpuBble HHIYKIHH (ITyOpeCEHIIHH, TIOTy9IeHHBIE ISl KIIETOK
Chlamydomonas nipu no6asinennn DCMU: a — skcriepiMeHTalbHbIe JaHHBIE (TOUKH) U MOZEIbHBIE
pelieHus Ui napamMeTpoB U3 Tabnuibl 2.3 (JJMHUM), YUCIa COOTBETCTBYIOT Pa3IMuHbIM
WHTEHCUBHOCTSAM aKTHHMYHOTO cBeTa: 1 — 940, 2 — 1840, 3 — 2670, 4 — 3440, 5 — 4180, 6 — 4900, 7
— 5570 u 8 — 6230 MxD M *c!; 6 — BKJIaJ SKCIOHEHIMANLHBIX (a3 (3eNeHas, OpaHKeBas U CHHSS
KpHBBIE) B 00I11e€ peleHrne Mojient (KpacHasi KpyBasi) P HHTEHCUBHOCTH aKTUHUYHOTO cBeTa I =
6230 MKD M >Cc"'; ¢ — BKJIaJ] SKCHOHEHIMAIbHBIX (a3 (3e]IeHas, OpaHKeBask U CUHSs KPUBBIE) B
of11iee perieHue Mojenu (KpacHasi KpuBasi) IpU HHTEHCUBHOCTU akTMHUYHOTO cBeTa [ =30 000
MKkD M 2c !, [Plyusnina et al. 2024]

OpHako mpu MOJICTUPOBAHUU JEHCTBUS CBETa OOJIbIIEH HHTEHCUBHOCTHU (k1o = 2ks1.52)
KaKIass W3 TPeX OHKCHOHCHIMANbHBIX (YHKIMA WMEeT TOCTATOYHO OOJbIne
MOJIOKUTEIFHBIE aMIUTUTYAbI (MocaeaHuii cronber; B Tadnwuie 2.3, puc. 2.88). Ilpu
ATOM XapaKTEPHBIC BPEMEHA ATHX (YHKIIUH 3aMETHO Pa3IMYaroTCsl, YTO MPH aHATU3e
C HCIOJIb30BAaHHEM METOJa KOMIUIEMEHTApHOW  IUIOMIATXd  ITO3BOJUIO OBl

uaeHTuGuuMpoBars Tpu Tina PLI.
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Tabmuma 2.3 — [TapaMeTpbl MOJIETH U UX CTaHAPTHBIC OITMOKH, TOTYYECHHBIC ITyTEM arpOKCUMAIIH
HKCIIEPUMEHTAJIbHBIX KPUBBIX HAa PUCYHKE 2.8a

Lmkd v [ 940 1840 [2670 | 3440 | 4180 | | 4900 | 5570 | 6230 | 30000

| I'Iapameprl, nosy4yeHHble B pe3y/ibTaTe annpoKCcMMmaLuumn Kpusbix
ui 1" J196" [278" [3.68" [4.43” [ 513" [6.007" [ 659" | 32"
Knay MC™! 0.91£0.02
kee, MC™! 0.25£0.02
s 0.43£0.26
a 0.55£0.02
Fot 0.48™
ks1s2, mc™ 16.94+14.23
Kpred 28.0°

PaccunTtaHHble napameTpbl

kau,mc? 091 [178 [253  [335 [4.03 467 |546 [6.00 [29.12
keu,mc® 025 049 |069 [092 [111 128|150 [1.65 [8.00
A1 082 |08 |08 [084 |084 0.85 | 085 |0.86 |0.63
Az 018 |018 [018 |018 |0.8 018|019 [019 [0.20
A;s 000 |-001 [-001 [-0.02 |-002 003 | -0.04 |-004 017

*DUKCUPOBAHHOE 3HAYCHHE
**CrannaptHas ommnbka menee 0,01
*#*3HaueHHs UCIIONIb30BATUCH TOJIBKO B MOAECITUPOBAHUY.

Kak u oxunanoch, Bce HabOmomaemble W3MEHEHHUS (OPMBI KPHUBOM OKa3aJlUCh
CBSI3aHHBIMM TOJIBKO C W3MEHEHHMEM CKOPOCTH OOpa30oBaHUs JIKCUTOHOB. Mojeinb
MPEANOJIaraeT, 4TO COOTHOIIEHHWE Pa3MEPOB AHTEHH JiA PEAKIMOHHBIX IIEHTPOB
OCllae u PSHP y Chlamydomonas cocraBnser npubnusutenbHo 3,6:1, uTo
comnacyercs ¢ olleHKaMmHu, caenanHbiMu B [de Marchin et al. 2014]. Cnenyet oTMETUTS,
YTO HECMOTpPS Ha TO, YTO M3MEHEHHS NapameTpa ky CBSI3bIBAINCH C M3MEHECHUSIMHU
pa3Mepa aHTEeHHBI, 9TO HE 03HAYaJI0, YTO alb(a-IEHTPHI C kx B TPU paza OOIBIITNM, YEM
OeTa-1IeHTPhI, JOJKHBI UMETh BTPOE OOJIbIIIEEe KOJIMYECTBO MOJEKYN XJopodusia B
cBeTocoOuparoieit anteHHe. i3MeHeHune nmapamerpa ky OTpa)kaeT TaKKe U3MEHEHUE U
B MapameTpax BCEX OBICTPBIX MPOIECCOB, MPOUCXOSANINX B PEAKIIMOHHOM IIEHTPE
OCII. Takum o00pa3oM, OICHEHHBIM pa3Mep AaHTEHHBI ABIAETCS 3(PPEKTUBHBIM
MoKasarejaeM Il OIEHKH Pa3UYHBIX CKOPOCTEM MEPBUYHBIX (POTOXUMUYECKHUX
peakiuii B peakiinoHHbIX 1eHTpax OClla u @CIIP. Ouenennas noinst aktuBHbIX KBK
st Chlamydomonas coctaBuna 43%. Heoxxumanno manas nosis aktuBHbIX KBK
BO3MOXXHO 00ycioBiieHa (HOTOreTepoTpOPHBIMU YCIOBUSIMU KYJIBTUBUPOBAHUS, B
KOTOPBIX POJIb OTOCUHTE3A MOXKET OBITh HE3HAYUTEITLHOM.

2.2.2.2 Bauanue KpamkoépemMeHHO20 Hazpeea HaA 2emepo2eHHOCHb

PeakuuoHHnvlX yenmpoes 6 knemxkax Scenedesmus obliques
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Hnst onenku BnusiHua uwHaktuBaumun KBK Ha dopmy dayopeciieHTHBIX
NEepPEXOJHBIX MpolieccoB, oopadoTtanHbpix DCMU, ObUIM MOy4eHBl WHIYKIIMOHHBIC
KpUBBIE M3 CYCIIEH3UM KIETOYHOM KYJIBTYpbl KIETOK Scenedesmus 1ocnie
KpaTKOBpEMEHHOTro HarpeBa. M3BecTHo, uto Takasi oOpaboTka, B 3aBUCHUMOCTH OT
TEeMIEPaTyphl, MPUBOAUT K yacTHUHOM min nonHoi nHaktuBaimu KBK [Allakhverdiev
et al. 2008]. MnaktuBanms KBK He wu3menser 3nadenue F,, HO mpuBOAUT K
yMeHbleHuto 3HaueHus Fr,. Oqnako B Hammx skcriepuMenTax [Plyusnina et al. 2024]
IpU YMEPEHHBIX TeMIIepaTypax Halmoganock Hebonbloe yBenndenue kak F,, Tak u
Fn (puc. 2.9 a). DOro o3Hauano, 4YTO HaOMIOJaeMble M3MEHEHUS (POPMBI
(IIyOpECIIEHTHBIX TMEPEXOJHBIX MPOLECCOB HE OTHOCATCS HCKIIOUUTENIBHO K
nHaktuBauu KBK. IIpeanomaranoce, 4Tro mapamerpel pas3ieieHus 3apsiiga B
OTKpBITHIX (Koi) U 3akpeIThix (K.) PIL[ ®CIl Takxke MOTyT H3MEHSTBhCS IMOJ
BO3JICCTBUEM TEpMHUECKON 00paboTku. OcTanbHbIe TapaMETPbl MOAEIH CUUTAIUCH
oOmuMu 711 Habopa U3 MATH KPUBBIX, MOJYUYEHHBIX MOCIE HArpeBaHUs 10 Pa3HBIX
temneparyp. CooTBETCTBYIOIIMI HAOOp MapaMeTpOB MOJENH MPEICTABIECH B TaOIHIIE
2.4. NnaktuBanusa KBK conpoBoxnaercss yMEHbIIEHUEM CUTMOUIHOCTH HA4aIbHOTO
ydacTKa MHIYKIMOHHON KpuBOul (puc. 2.9 6, B), 4T0 OOBSCHSETCS yMEHbIICHUEM
3HAYEHUS OTPHULATEIBHOTO MPEI3KCIOHEHIIMAIBHOTO MHOXKHTENS As,
xapakrepusyromero aktuBHOcTh KBK. 3nauenus K, m K yMEHBIIAIOTCS MOCIE
YMEPEHHOI0 HarpeBa, Ho CHoBa yBennuuBaroTca npu T = 46°C. BuaHo, 4TO NPOUEHT
aktuBHbIX KBK mamaer co 100% npu T =20°C no 15% mpu T =43°C n noutu 1o Hymns
npu T =46°C.
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Pucynok 2.9 — KpuBble HHIyKIMH (QI1yOpecLeHINH, TIOTyYeHHbIE A1 00pa3LoB KJIETOK
Scenedesmus, oopadoranaeix DCMU mociie HarpeBaHus B TCUCHHUE 5 MUH: 2 —
9KCIIEpUMEHTAIbHbIE JaHHbIE (TOUKH) U MOJEIIbHBIE PELICHUs /1JIs TapaMeTpoB U3 Tadnuisl 2.4
(7muHMN); 6 — BKIIAJ1 SKCTIOHEHIIMAIBHBIX (a3 (3eJeHast, OpaHKeBast U CHHSS KpPUBBIE) B o01Iee
pewenre Mozaenu (kpacHas kpuBast) npu T = 20°C; B — BKJIaJ SKCIIOHEHIMATIBHBIX (ha3 (3eseHas,
OpaHXXeBasl U CUHSS1 KpUBBIE) B o0111ee perieHrne Moaenu (KpacHas kpusas) npu T =46 °C.

Tabmuua 2.4. — IlapameTpsl MOAENM W MX CTAHJAPTHBIE OIIMOKH, IOJyYEHHBIE IIyTEM
anmnpoOKCUMAIIMK HKCIIEPUMEHTAIbHBIX KPUBBIX Ha pUCYHKe 2.9

T,°C | 20°C | 35°C | 40°C | 43°C | a6°C

I'Iapameprl, noJsly4yeHHble B pe3y/sibTaTe annpoKCUMaLUnU KPpUBbIX

Koi 22.96+0.20 22.00+0.19 20.70+0.18 18.69+0.17 21.41+0.22

Kci 9.93" 9.51" 9.30" 9.09" 13.60"

s 0.97+0.24 0.90+0.24 0.84+0.24 0.15+0.23 <0.01™

o 0.58+0.01

ki, mc? 16.12+0.31

ks1.s2, mc™? 21.50+2.24

Kored 28.0°

PaccuntaHHble napameTpbl

A1 1.01 1.00 0.99 0.88 0.86

Az 0.14 0.14 0.14 0.14 0.14

As -0.15 -0.14 -0.13 -0.02 0.00

kxa, mc™? 15.45 15.42 15.38 15.30 15.40

ks, mc™? 3.55 3.55 3.54 3.52 3.54

Fot 0.46 0.46 0.47 0.51 0.65

*OUKCUPOBAHHOE 3HAYCHHE
**CrannmaptHas ommbka menee 0,01

61



B skcnepumeHTe ¢ HarpeBaHMeM M MOCJIEAYIOIIMM OXJIAKIEHUEM 00pa3loB
Scenedesmus MOBBILICHUE TEMIEPATYpPbl MPUBOAMIO K YMEHBUIECHUIO 3HaueHUsi Fp,
IIPA 3TOM TAaKXKE€ YMEHBIIAETCS CUTMOMJIHOCTh HAYAJbHOTO YYaCTKA KPHUBOM, YTO
cornacyercs ¢ qanubiMu [Lazar, Pospisil 1999, Strasser 1997]. CornacHo pe3yibsraram
anmpOKCUMAIIMK, CATMOUJIHOCTh KPUBBIX, 3aPETUCTPUPOBAHHBIX O€3 HArpeBaHUS WIH
MOCJIe YMEPEHHOTO HarpeBaHus, 0OyCJIOBIICHa HAaJUYHEM JIOMOJHUTEIBLHOU (a3bl ¢
OTpHUIATENbHBIM BKJIAJIOM B YBeJIMUEHUE (IyopecleHInUd. PeakiiMoOHHbIE HIEHTPHI C
HeakTuBHbIME KBK He mnposBisior 310l (as3pl, MOATOMY YMEHBIICHHE A0JIU
PEaKTOpHBIX KOMIUIEKCOB ¢ akTuBHbIMM KBK mocne BeicOkoTeMIieparypHOu
00pabOTKK CHIDKAET BKJIAJ 3TOU (ha3bl U, CIENOBATEIHHO, YMEHBIIIAET CUTMOUTHOCTh
kpuBoi. 3menenue nonu aktuBHbIX KBK, s, cormacyercs ¢ JaHHbIMU O BBIJICJICHUIO
KHCIIOPO/Ia, TIOMYYEHHBIMU B aHAJIOTMUYHBIX ycioBusx (Inoue et al. 2001). Ilocne
BbICOKOTEMIIeparypHoii 00pabotku (46 °C) 3Hauenue F, OnNM3k0 K 3HAYEHHUIO,
HaOmonaeMoMy Oe3 HarpeBa, a yMEHbIIICHHE 3HadeHus Fp, MOXXHO OOBICHUTH
YMEHBIIICHUEM JIOJU PEAKIIMOHHBIX IIeHTpoB ¢ akTuBHbIMU KBK. Onnako nHkyOams
oOpasioB mpu Oosiee HuU3KUX Temieparypax (35-43 °C) npuBOAUT K JIOBOJBHO
HEOOJBIIIOMY, HO 3aMETHOMY YBEIWYEHUIO Kak 3HaueHuit F,, Tak u Fp. Jus
OOBSCHEHUS ATUX WM3MEHEHUM, OBUIO CHEJIaHO MpeAnoyiokeHue, uro K, u K
M3MEHSIOTCSL BO BpEMsI HarpeBa. AHAJIU3UPYS COCTAB 3TUX NMapaMETPOB € MOMOILBIO
AJIIEMEHTAPHBIX KOHCTAHT, MOXKHO MPEANOJIOKHUTD, YTO TP YMEPEHHBIX TEMIIEpaTypax
KPaTKOBPEMEHHBIN HATPEB MPUBOANUT K YMEHBIIEHUIO KOHCTAHT Pa3JIeJICHUS 3apsia B
OTKPBITBIX W 3aKPBITBIX IEHTPAX, ki, U kic, @ TIPU HATPEBE JI0 BBHICOKUX TEMIIEPATyp
KOHCTaHTBI OOpPaTHOM peakIuu ki, U k_jc MOTYT yBEJIMUMUBATHCA, B pe3yJIbTaTe 4ero Ko
1 K.i BO3BpAIIaloTCsl K CBOUM UCXOAHBIM 3HAUCHUSM.

[IpenmoxeHHbI TOAXO K PEAYKIIMU JAETaJIbHON MOJEIN ITPOLECCOB NIEpEHOCca
anekTpoHOB B DCII mo3Bosvi MOMy4YUTh MOJENb, BKIIOYAOUIYIO TPH KIIFOUEBBIX
coctosausg OCII. Moxaens sBiasgeTcst MUHUMAJILHOU M JOCTATOYHOM JIJI1 OIIMCAHUS BCEX
MPOIIECCOB, OTPAXXEHHBIX B KPHUBOW HapacTaHusi (UIyopecleHIUH i 00pasiioB,
obpaboranubix DCMU. Monenb mo3BOISET BBISIBUTH HEOUEBUIHBIE B3aUMOCBSI3U

Mexay ¢GopMol TepexomHoro Tmpoiecca (ayopeclreHuu xjopopwuia a |
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rapaMeTpaMu IEepeHoca IEKTPOHOB B peaklMoHHBIX HeHTpax PCII ¢ yuerom ee
reTeporeHHocTd. Takas Mofenab MO3BOJISIET OBICTPO  OLEHUTH  IapaMeTphl
cserornoromenus OCII n aktusrocTr KBK 11 MOeET OBITH UCITONIBE30BaHA B KAYECTBE
WHCTPYMEHTa AJi1 00paOOTKH OOJBIIMX MACCHUBOB HKCIEPUMEHTAIbHBIX JIaHHBIX,
HallpuMep TMpPU  SKOJIOTHYECKOM MOHUTOpUHTE. [lOCKOJIbKY TreTepOreHHOCTh
(OTOCHHTETUUYECKOTO armapaTa HeoOXoauMa JJIs €r0 aJanTanu K HeOIaronpusiTHBIM
dbakTopam OKpyXaroleid cpeabl, NMPEIJIOKEHHbIM MMOAXO0A K aHaldu3y COCTOSHUS
(OTOCHHTETUUYECKOTO anmnapara pacTeHU U MUKPOBOJOPOCIICH MOXKET OBITh TIOJIE3CH
KaK JJig TOHHMMAaHUS MEXaHW3MOB (YHKIIMOHUPOBAHUSA (POTOCHHTETUUYECKOTO
amnmnapara, Tak U JIJIsl peIIeHUs IPUKIAIHBIX 3a/1a4.

2.3. MeTon cieKTpaibHO MYJbTHIKCIIOHEHIIMAILHON aNMPOKCUMAIIUU
(CMDA) nis anaam3a nepexoansix npoueccoB B @CII no kpuBbIM HHAYKIIUH
dayopecueHuun

Jlns  skcnpecc-aHanu3a (a3 KPUBBIX MHAYKUUM (IyOpPECUEHIIMU ObLI
pa3paboTaH MeTOJ, OCHOBAHHBIM Ha MYJbTUIKCIIOHEHIIMAILHOM TPEICTABICHUU
KpuBbIX. Kak ObUIO MOKa3aHO B ImpeaplAyluX pasaenax pasiandnbie coctossHus OCII
U TEepexoabl MEXAy HUMH MOTYT OBITh ONHCAHbl CHUCTEMON  JIMHEWHBIX
muddepeHuranbHbIX ypaBHEHUH. PenieHue JNTMHEMHOW cUCTEMbl B OOLIEM cilydae
MOYHO TIPEACTAaBUTh B BHUJIE CYMMbI SKCIIOHEHITUATBHBIX (YHKIUH, YUCIO KOTOPHIX
ONpEeNeNAeTCs] KOJUYECTBOM MEPEMEHHBIX. 3HAUUTEIBHOE OTIWYUE XapaKTEPHBIX
BPEMEH MEPBUYHBIX peakiuii POTOCHHTE3a MO3BOJISIET BBIICIUTH OT/IeNIbHBIC (Pa3bl Ha
WHIYKIIMOHHOM KpuBoM. Kaxknas u3 da3, oTpaxkaromascss Ha MHIYKIIMOHHON KPUBOH,
YKa3bIBAET IPYMIY PEaKIUi C COOTBETCTBYIOIIMMHU XapaKTEPHBIMU BPEMEHAMH.

OnnuM U3 HauboJiee pacpOCTPAHEHHBIX CITOCOOOB aHAIN3a CUTHAJIA B CAMBIX
pa3HbIX OOJACTSX HUCCIIENOBAHMUN SIBISIETCS €ro MPEACTABICHHE B BHUJE CIEKTpa.
[[Inpoko mpuMeEHSIIOTCS TaKue METO b, Kak Dypbe aHanu3, mpeodbpazoBanue Jlamnaca,
WCIIOJIB3YIOIIME SKCIMOHEHIIMAIbHBIE (YHKIUM C KOMIUICKCHBIMH TEPEMEHHBIMH.
[ToCcKOJIBKY MBI HUCXOAWIM M3 MOJEIH, PEUICHHUE KOTOPOMl MPENCTABISIET CyMMY

OKCIIOHCHIIHMAJIbHBIX (bYHKLII/Iﬁ AJI TIPOBEACHUSA CIICKTPAJIBHOI'O aHallM3a KHHCTHKA
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UHAYKIUHA  (IyOpeCUEHIUH allpOKCUMHUPOBANIACh MYJBTUIKCIIOHEHIIUAIbHBIM
PAAOM, IIPU STOM XapaKTEepHbIE BPEMEHA T, ObUIM (PUKCUPOBAHBI:

F(t)=Fo+ 2. _ An(1—e t/™), (2.16)
rae Fo — MUHUMaJIbHOE 3HAUCHHE Ha KpUBOW MHAyKiuH (iayopecueHimu F(t), A,
OTpa)XaeT BKJIAJL 1-i SKCIIOHEHTHI C XapaKTEPHBIM BPEMEHEM T, B OOLIUI CUTHAI, f —
Bpems. XapakTepHble BpeMEHa TOKa3aTeNbHBIX  (PYHKIIHMA An(l — et/ T")
BbIOMpaKCh Ha (PUKCHPOBAHHOM JIOTapU(PMUUECKON CETKE C IIATOM Kyiep: Tn+1 = Kstep Tn-

JUis 1eMOHCTpali BO3MOYKHOCTEH MeToza Oblila pacCMOTPEHa MOJEIbHAs
KpUBasi, HIMUTUPYIOIIAsl pealbHbI CUTHAJ, IJIs 3aJaHHsl KOTOPOM HMCIOJb30BaJIach
CyMMa IIATH SKCIIOHEHT € 33JlaHHbIMU mapamerpamu (puc. 2.10 a). Ha rpaduke 3Toii
(GYHKIUM B JIOTapU(PMUUYECKOM MacliTabe Mo BPEMEHH BU3YalIbHO BBIJCISIOTCS TPU
(da3bl, CX0aHbIE C OOBIYHO HAOIIOJaEMbIMHU Ha 3KCIEPUMEHTAIBHBIX KPUBBIX (pazaMu
OJ, JIun IP.

Pesynbrar anmnpokcumanuu BxogHoro curaaia F(t) BeipakeHuem (2.16) Obut
NpeACTaBiIsAeT CcOOOM aMIUIMTYIHBIA CHEKTp — Ha0op aMIuUTYd  Au(Ty),
pacrpe/iefieHHbI 10 BbIOpaHHBIM (UKCHUPOBAHHBIM BpemeHaMm 17, (puc. 2.10 0).
[Tony4yeHHBI CHOEKTp HMMEET MATh XOPOILIO Pa3pElIeHHBIX OTACNBbHBIX IOJIOC C
BpEeMEHAMHM, OJIM3KUMHU K XapaKTEpPHbIM BPEMEHaM HCXOAHO 3aJaHHbIX (YHKIIMM.
BenuunHbl aMIIUTY ] BHE [TOJIOC MPUOIMKAIOTCS K HYJIIO U Ha rpaduKe BU3yalbHO HE
oOHapyxxuBaroTcs. JlJIsi OLEHKM XapakTepHOro BpeMeHU (a3bl HCIOJIb30BAIOCH
B3BELICHHOE CPEAHEE XapaKTEPHBIX BPEMEH SKCIOHEHT, COCTABIIIOLIMX ITOJIOCY.
CymMma ammuiutyf, A, BCEX 3KCIIOHEHT, COCTABIISIIOUIUX KaXKIYI0 OTACNIbHYIO MOJIOCY,

ompeeseT aMIUTUTY Ty COOTBETCTBYIOIICH (ha3bl BXOJHOT'O CUTHAJIA.
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F(t), oTH. ex.
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Pucynok 2.10 — Mmroctpanus npeasaraéMoro nojaxo/a Juis aHajln3a KHHETUKH MOJIENTbHBIX
KPUBBIX, UMUTHPYIOIINX 3KCIIEPUMEHTAJIbHbIE KPUBbIE MHIYKIUU (IIyOPECIEHIINU: a — MOAEIbHAs
KpHBasi, TIOCTpOeHHast 1o hopmye: F(t) = Zi: 1An(l —e7t/ T"), napaMeTphbl yKa3aHbl B TaOIUIE

2.5; 6 — cnextp amruTya A, (t,), HOTy4EeHHBIH NPy anmpoKcUManuu kpuBoit F(f) psuom u3 300
3KCIIOHEHT Z iozol An(l — et/ Tn), rae 7o = 0.001, a kaxxg0€e mocnenyroliee 3Ha4eHrue 7 ObUIO

paccuuTaHo 1Mo GOPMYIIE Tn+1 = Kstep Tn, kstep™ 1.05; B — dacTHUHBIE CYMMBI psiia )= 4;,
MIOCTPOEHHBIE HA KaXKJIOM IIIare 1o BpeMeHu T,,. Ha Bcex rpadukax ucnomnb3yercs
JorapupMHUECKUil MaclITad BpeMEHH.

Paccuurannbie BpeMeHa U aMIUIATYIbI XOPOLIO CONIACYIOTCS € MapameTpaMu

(bYHKITMHY, UCTIONIB30BAHHOM TSI TOTYUYEHUSI MOJIETTLHOM KpUBOii (Tadm. 2.5).

Tabnuna 2.5 — [TapameTpsl MozIesIbHOM KpHrBOM Ha pucyHke 2.10 a.

[TapameTtp Aq A, As A, Asg T, T, T3 Ty Tsg
3agaHHoe 0.25 (0.15 {020 (020 |020 |[0.10 |04 |4.0 |20.0 |200.0
3HAUYCHUE

Paccuurannoe 0.259 | 0.141 | 0.201 | 0.199 | 0.200 | 0.10 | 0.41 [ 4.06 | 20.02 | 200.3
3HAUYCHUE

Jlns  BuU3yalu3alldd  pe3y/bTaTOB  alMpPOKCUMAIMM W UJCHTHU(UKAIIUU

OTACJIBHBIX (1)33 HHAYKIUH (bnyopecueHuI/H/I MO0 JKCIICPUMCHTAJIbHO IIOJIYYCHHBIM
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JAHHBIM OBbUIO MPENIOKEHO MCMOIb30BaTh rpauK 3aBUCHUMOCTH YACTHYHBIX CyMM

| A; OT COOTBETCTBYIONIMX 3HAUCHHUIA T,,. Takoit rpaduk (puc. 2.10 B) mpeacTapisieT
co00# cTyneH4aTyo QyHKIIUIO, MO3BOJISIONLYIO OLIEHUTh aMIUIUTY/Ibl U XapaKTepHbIC
BpeMeHa 3Tux (a3. YacTHIHBICE CyMMBI aMILUIUTY/I, PACCYMTAHHBIC HA KAXKIOM IIare
CEeTKHM, TaKUM o00pa3oM, JalT OOIIyI0 KapTUHY Hauboyiee 3HAYMMBIX BKJIAJI0B
HKCMOHEHIUANBHBIX (YHKIMNA, COOTBETCTBYIOIIUX pPa3jM4HbIM (azaM KpuBOU
UHAYKIUK  (ayopecteHuu. [IpenoxkeHHblii METOA aHalvM3a MaHHBIX HWHIYKIHH
duryopecuieHIIMM ObUT pealii30BaH B BUje Moayis s nakera pyPhotoSyn. Jlns
pemenus ypaBHeHust (2.16) mcnomb3oBanics anroputMm JleBenObepra—MapkBapara,
peanu3oBaHHbIN B nakere SciPy.

JIist Buzyanuzanuu OOJBIIOTO YHUCIAa JIaHHBIX, MOJTY4YaeMbIX, HallpuUMeEp, Mpu
MOHUTOpPUHTE, ObUIO pa3pabOTaHO NPEJCTaBICHUE KPUBOW B BUIE BEPTHUKAJIBHOM
MOJIOCHI, Pa3/lCICHHON Ha Y4YaCTKH, COOTBETCTBYIOIIUE aMIUIUTyAaM (a3 KpuBoii
KOTOPOl M OKpallleHHBIX B IIBETA, COOTBETCTBYIOIIUE XapaKTepHbIM BpeMmeHaMm (a3

KkpuBoi (puc. 2.11).

0.2mc

t (mc) 6 7 (Mc) B

Pucynok 2.11 — Unmoctpanus metoga CMDA: a — unnykuunonHas kpusast F(¢) ans C.reinhardtii; 6
— KpHBEIE TTOCIIe peodpazoBanus; F— kpuBas moiryueHa anmpoKCHMaIieid CyMMBbI DKCTIOHEHT;
Y1 A; — crymenyaras QyHKIUS MOMyYeHa BEIYUCICHHEM Ha KaXIOM Il1are CETKH YaCTHYHBIX CYMM
aMIUTUTY/; B — BU3yanu3auus ¢a3 ¢ MOMOILBIO I[BETA; LBET IOJIOCHI ONPEENsSeT XapaKTepHOe
BpEMS COOTBETCTBYIOIIEH (ha3bl, BBICOTA MOJIOCH — €€ aMIUIUTYLY.

CnekTp xapakTepHbIX BpeMeH OT 1 MKC 710 1 ¢ COOTBETCTBYET IIBETOBOM IIKAJE
OT CHHEro K xenromy. B pesynerare mnpeoOpazoBanus kpuBou (puc. 2.11 a)
noisydeHHas cryneHvaras ¢ynkmus (puc. 2.11 6), mpeoOpasyercss B IMOJIOCY,
OTJEJIbHBIE YACTH KOTOPOM pAacKpalleHbl B LBETA, COOTBETCTBYIOIINE XapaKTEPHBIM
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BpEMEHaM BBIJIETIEHHBIX (pa3, a BbICOTa COOTBETCTBYET aMIUIUTyAaM 3Tux (a3 (puc.
2.11 B). OObenvHEHHE TAaKUX TMOJOC, MOJIYYEHHBIX MpH 00paboTKe OOIBIIOTO
KOJINYECTBA IAHHBIX, B TEIUIOBYIO KAPTy JAET BU3YaJIbHOE NPEACTABICHUE O JUHAMHUKE
¢da3 MHAYKIIMOHHOW KPUBOM B mpolecce pocta KyiabTypbl. [IpeasiokeHHbI MeTon
CMDA Obu1 peasii30BaH B BUE MOy st maketa pyPhotoSyn.

Taxum oGpa3oM, B JaHHOM I1aBe cPOPMHUPOBAH METONOJIOTUYECKUI ammapar, B
KOTOPOM peAaylUHpoBaHHbIE Monenn 1 CMDA ABISIOTCS JONOJHAOIUMH APYT Apyra
MHCTpYMEHTaMH aHanu3a mnepexoanbix mpoueccoB B OCII. Xapakrepuctuku ¢asz
KpUBOW MHAYKIHMH (DIYOPECICHIIMM UHTEPIPETUPYETCS KaK OMPENESICHHbIE TPYIIIbI
nporeccoB OCII, uamMeHeHrne KOTOPBIX OTPAKAET MEXAHU3MBI PETYISLUN, [IOPOTOBHIE
nepexonsl U npu3zHaku rereporeHHocTH PCII. OTh mMeTompl COCTABISAIOT OCHOBY
MPEACTABICHHOTO B CIEAYIOIIMX [JIaBaX [HMCCEPTAllMyd aHajiu3a aJalTallMOHHBIX
IIPOIIECCOB B YCIIOBHSIX CTpECCA.

2.4. BeiBoABI 11O IJ1aBe 2

1. PazpabGotan uepapXxuyeckuil Moaxo, MO3BOJSIOMINN KOPPEKTHO PEayIIUPOBAThH
kuHetnueckue moaenu OCII, konM4ecTBEHHO ONHCHIBATH KPUBBIC MHAYKIIMHU
¢uryopecueHIIMY U OIIEHUBATh dJIEMEHTAPHBIE KOHCTAHTHI ITEPEHOCA AIEKTPOHOB
MyTEM «pa3BopaunBaHus 3(H(HEKTUBHBIX TAPAMETPOB.

2. Ilpennoxena penyuunpoBanHas moaenb DOCIlI ans aHanmsza TeTEpOreHHOCTH
PEaKUMOHHBIX LEHTPOB KpuBbix npu aeiictBun DCMU. IlomydyeHHoe
aHAJIUTUYECKOE  pElIeHHEe  TO3BOJIMJIO  KOPPEKTHO  OOBSICHUTH (a3l
WHIYKIIMOHHOW KPUBOW, B TOM YHUCJIE€ CUTMOUIHOCTh HAYaJIbHOTO YYacTKa.
KomOuHanusi, cocTaBieHHass U3 HECKOJBKUX TaKUX MOJENIEH C pasHbIMU
IapaMeTpaMu, MO3BOJISIET OLEHUBATH JOJIM PEAKIIMOHHBIX LIEHTPOB C PAa3HBIM
pasMepoM cBeTocOoOMparouiel aHTEHHbI, JOJM PEaKIHOHHBIX IIEHTPOB C
akTUBHBIM M HeakTuBHBIM KBK u unx mepepacnpeneneHue nmpu M3MEHEHUU
BHEIIHUX YCIIOBUM.

3. Ilpennoxken W peasv30BaH METON CIEKTPaIbHON MYJIbTUAKCIIOHECHIIMATbHOMN
annpokcumannu (CMDA) 115 aHann3a TMHAMUYECKUX XapaKTEPUCTUK KPUBBIX

VHYKIWH dryopecueHImm, MO3BOJISIOIINHN BBISIBIISITD BU3yaJIbHO
67



HeuJeHTuuuupyembie (a3pl Ha TAKUX KPUBBIX, OLICHUBATh X AMIUIATYAbI U

XapaKTepHble BpeMeHa. Bu3zyanmuzamuss ¢ NOMOIIBIO TEIIOKAPT MO3BOJISET

OTHOBPEMEHHO aHAJIM3UPOBATH OOJIBIITION MAaCCUB SKCIIEPUMEHTAITLHBIX KPUBBIX.
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I'nasa 3. IIpumeHeHue penynupoBaHHbIX Moaesaei 1 merona CMIA nisa
AHAJIM3A NePeXOHbIX MPOIEecCOB B YCI0BHUAX AeHCTBHUSA (PAKTOPOB cTpecca

B npeapinynieit maBe ObUTM MPEICTABICHBI METOIOJIOTHYECKUE MOIXOAbI NSt
aHajaM3a TEpPeXOJHBIX TMpoleccOB B  (OTOCHUHTE3UPYIOIIUX OpraHu3Max —
penayuupoBaHHbie kuHetudeckue wMoxaenu ¢dortocuctembl I (OCII) u wmeron
CHEKTPaIbHON MYJBTU3KCIOHEHIIMAIBHOOH annpokcumanuu (CMOA), no3Bossroniye
CBSI3aThb U3MEHEHMS (POPMBI KPUBBIX MHIAYKIMU (IIYyOPECUECHIIMU C 3JIE€MEHTAPHBIMU
onodusnyeckumMu mporeccaMu. B maHHOW TaBe 3TH METOABl MPUMEHSIOTCS IS
aHanu3a JCUCTBUSL PA3IMUHBIX CTPECCOBBIX (DAKTOPOB: MHUHEPAIBLHOIO TOJIO/IAHUS,
JEUCTBUSI TOKCUKAHTOB M W3MEHEHHUS CBETOBOIO pexkuma. JlaHHbIE BO3IEHCTBUS
BBI3BIBAIOT MEPECTPOUKY (POTOCHMHTETUUYECKOIO arapara, KoTopas MpOsBISIETCS B
u3MeHeHuu (Hopmbl HHIYKIIMOHHOUM KpuBoil (MK). AHanu3 nepexoaHbIX MPOIECCOB B
YCJIOBUSX CTpecca MO3BOJSET BBISIBUTh PAHHUE MPU3HAKU TAaKUX MEPECTPOCK, YACTO
MPEANICCTBYIONUX BUANMBIM H3MEHEHUSIM B pocTe WiM nurMmeHtanuu. Ocoboe
BHUMAHUE YACIEHO BO3MOXHOCTH C IIOMOIIBID TNPEAJIOKEHHBIX METOJOB
oOHapyxuBaTh CKpbIThie (a3l MK, koTopble MOTryT CIyXUTb WHAUKATOPAMU
MEePECTPOUKHU Ha JIPYTUX UEPAPXUUECKUX YPOBHSIX. B gomonHenue k pa3paboTaHHBIM
B INIaBe 2 MeToAaM ObUIM UCIIOIB30BaHbl TAKXKE U TPAJAUIIMOHHBIE METO/IbI, TAKUE KaK
JIP-tect, aHanu3 pa3HOCTHBIX KPUBBIX U METObI MAIIUHHOTO O0YYEHUSI.

3.1. AHaJau3 mnepexoAHbIX NpoueccoB B pacrtyuieil Kyabrype Chlorella
vulgaris, IpyU NCTOLLIEHUH A30TA B Cpelie

B nanHoM pasznene Ha ocHOBe aHann3a MaccuBa UK, momydeHHbIX IS KIIETOK
Boopociau Chlorella vulgaris, pacTymux B OMOpeakTope, JaHHBIX O M3MEHEHHUIO
COCTaBa CpeJibl M CIIEKTPATIbHBIX XapaKTEPUCTUK UCCICAYIOTCS IEPEXOIHBIC MPOLIECCHI
B (POTOCHHTETUYECKOM amnmnapare KJIETOK MPH €CTEeCTBEHHOM MCTOIIEHUH (BbICTAHUH)
azota B cpefe. A30T SIBISETCS OJHMM M3 BAXKHEHIIMX SJIEMEHTOB MHHEPAJIHHOTO
MIATAHUS SBIISIETCS, KOTOPBIM BXOAUT B COCTAB BCEX aMUHOKHCIIOT, HEOOXOIUMBIX JIJIst
CHUHTE3a OCTTKOB KJIIETKH, a TAKXKE MPHUCYTCTBYET B MoOJIeKylax xyuopodwia. Jlebunur
a30Ta TMPUBOAUT K CHIDKCHHMIO COJEpXKaHUS XJOpopuiula U BaKHEHIIUX s

PAaCTUTCIIBbHBIX KIICTOK OCIKOB THH&KOHHHOﬁ MCM6paHBI, BXOAAIINX B KOMIIICKCHI
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AIIEKTPOH-TPAHCIIOPTHOM 1eTH XJIoporiacToB — potocucteM I u I, muroxpomMHoro bef-
komIuiekca U AT®D-cuHTa3bl, a TakKe OCHOBHOTO (PEpPMEHTa, YYacTBYIOIIETO B
dbukcarmmu CO; B TeMHOBOU daze porocuHTe3a — prbyno3oaudocharkapOOKCHITa3bI
(pyoucko) [Cetner et al. 2017]. B urore 310 mpuBOAUT K CHUXKEHUIO 3(PGHEKTUBHOCTH
MPOIIECCOB CBETOBOM (pa3bl, K TEHEpallMd aKTHBHBIX (OpM KucIopoma 3a cuer
n30BITOYHON CBETOBOW SHEpTHH W mojarieHuto 1mukia Kanseuna [Chen et al. 2024].
OpaHaKko 3TH U3MEHEHHUS MPOSIBIISIIOTCS HA YPOBHE MUTMEHTAIMU U POCTA KYJIBTYPHI C
CYIIECTBEHHOW 3aJ€pKKOW. A30THOE TOJOJAaHWE NPUBOAUT K IIOCTEIEHHOMY
UCTOILIEHUIO 3alacoB a30Ta B KJETKE, YTO COMPOBOXKAAETCS  pa3dopKon
CBETOCOOMPAIOIIMX  KOMIUIEKCOB, CHWXKEHHUEM CojepKaHud Xxjopodpuwiia u
M3MECHCHHEM aKTUBHOCTH (DOTOCHHTETHUECKOTO

OCHOBHOI1 LIEJTBIO TAHHOTO MCCIIEA0OBAHUS OBLIIO BBISBICHUE PAHHUX U3MEHEHU N
B peakuuoHHoM 1eHTpe DCII kynsTypsl mMukpoBogopocieir Chlorella vulgaris B
dboToOMOpeaKkTope Mpu €CTECTBEHHOM HCTOIIEHWW a3oTa B cpere. s meranbHOTO
MOHUTOPHUHTA BCEX CTAJIUN POCTa KYJIbTYPbl, IPOTEKAIOIIMX B TEUCHHUE OTHOCUTEIHHO
KOPOTKOI'O BpEMEHHU (JECATKH YacOB), ObLII BHIOpaH TEPMO(HIIbHBIHN ITAMM C BBICOKOM
cKkopocThio pocTa. B padore [[ImtocHuna u ap. 2019] Ob1710 1MOKa3aHO, YTO UCTOIICHUE
a30Ta B Cpeie SABJISACTCS JTUMUTHPYIOMUM (PaKTOpOM, MHUITUUPYIOMIUM H3MEHEHUS
OCII Bo Bpems pocta Chlorella na cpene Tamusa [Tamiya 1957]. IloatoMy ogHO# 13
3aaq ObLIO cpaBHeHUE AuHamuku mapameTpoB OJIP-kpuBoii BO BpeMsi pocrta
KyJBTYPBI U U3MCHEHUS COJICP’)KaHUS HUTPATOB B CpEJIE.

3.1.1. QOuenxka ckKkopocmu OeneHUs KIeMmoOK, COOEPHCAHUA a3oma u
xnopogunna

B Teuenue nepBbix 40 yacoB pocTa KyJAbTYphl XJIOpEUIbl B (OTOOUOpPEAKTOPE
KOJIMYECTBO KJIETOK JEMOHCTPHUPOBAIIO HKCIIOHEHITMATBHYIO 3aBUCUMOCTh OT BpEMEHU
¥ yIOBJIETBOPsIO ypaBHeHuto y = 1,5-¢%%%! (puc. 3.1a, uepHble poMObI ¥ IyHKTUPHAs
KpUBas COOTBETCTBEHHO). TakuMm 00pa3oM, BpeMs yIBOCHHUS KJIETOK Ha
AKCIIOHEHITMATBHOU (Da3e pocTa KyabTyphl OBLIIO OIlEHEHO Kak 9 dacoB. B TeueHue

9TOro nepruoga M3MCHCHUC KOJMYCCTBA KIICTOK XOPOIIO KOPPECIUPOBATIO C HHACKCOM
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KOJIMYECTBA KIIETOK A7zs, MOTYYEHHOMY U3 U3MEPEHUI nomonieHus ceera (puc. 3.1 a,

OeJbie KPY>KKH).
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Pucynok 3.1 — VI3MeHEeHHS ITIOTHOCTH KJIETOK, COMIEPIKaHUs XJIOpOPHUIIA B a30Ta B TPOIECCEe pOCTa
Chlorella B poroOnopeakrope: a — KOJIMYECTBO KIETOK (UepHbIE POMOBI), alllpOKCUMALIUs
SKCHOHEHIMANbHOM ynkuuei y = 1,5-e%% (mynkTupnas kpusas) U MHIEKC KOJTUYECTBA KIETOK,
OLICHEHHBIH KaK ONTUYECKas MIIOTHOCTh KJIETOUHOM cycrieH3uu npu 725 HM (A72s, Oerble KPYKKH);
0 — obmee coneprkanue xjaopoduiuia a u b (uepHbIe pOMOBI) U €ro OIleHKa (MHIEKC COCPIKaHMS
XJIOpOo(hUIIIa) MO ONTUYECKON TIIOTHOCTU KIIETOYHOM CYCIIEH3UU Ag75, CKOPPEKTUPOBAHHOM C
YUCTOM pacCesIHUA CBCTA (A675 — A725, Oemble KPY)KKI/I), B — COACPIKAHUEC HUTPATOB B CPCAC; I' —
COZIep’KaHMe a30Ta Ha KJIETKY (Oenble Kpy»KKu) U Xjaopopuiia a u b (uepHsie poMOBI).

N3menenue od1iero copepxanus xiaopopuiia B KyasType (puc. 3.1 0, uepHbie
POMOBI) COBIIAAAJI0 C K3MEHEHHUEM HHIeKca coiepKanus Xiopoduinia Agrs — A7as (puc.
3.1 6, G6enble kpyxku) 10 30 4acoB pocTa KyJbTypbl. 3aTeM 0OO0Ilee COIep>KaHue
xjopoduiiia mepecTaio yBEJIWUYUBATHCS, B TO BpeMs KaK Agrs — A7zs MPOAOTKAIO
pactu. [lo-BunmuMomy 3TO OBUIO CBSI3aHO C TaK Ha3bIBaeMbIM A(H(PEKTOM YMAKOBKH:
OJIMHAKOBOE KOJUYECTBO XJIOpo(duia MpUBOIUT K 00Jiee BHICOKOM abcopOIiuu, Kora
MOJIEKYJIbl IUTMEHTA yMakoBaHbl Oosiee poixyo. HauanbHas koHuentpauus KNOs; B
KyJBTYPaIbHOU Cpefie 0 MHOKYIISIIIUY XJIOPEIUIbl cocTaBisiia 52 mr/i. OHa CHIKallach
0 Mepe POCTa KYJIbTYPhI U MPUOIIIKAIACh K CBOEMY CTallMoOHapHOMY 3HaueHwuto (0,7

mr/i) B Tederue 31 gaca (puc. 3.1 B). B ¢aze skcrioHeHITHaILHOTO POCTa COEPIKAHME

azora W xjopopumia Ha kieTky (puc. 3.1 1, Oenble KPYKKHM W YEpHbIE POMObI
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COOTBETCTBEHHO) OCTaBaJIOCh MOYTH MOCTOSHHBIM M HAUWHAJIO CHUXAThCS MO Mepe
UCTOILIEHUS HUTPATOB B Cpele, MOCKOJIbKY KIETKH MPOAOJDKAIU JEIUTHhCS, U UX
KOJIMYECTBO yBEIMUUBAIOCh. Colep:KaHKe a30Ta U XJIOPO(PHILIA HA KIETKY CHIKAJIOCh
MOYTH B TpH paza 10 41 yaca kynpTHBUpOBaHUs. ClelyeT OTMETUTh, YTO COJEPKaHUE
XJIopo¢uiia Ha KIETKY CHIKAJIOCh C TOW e CKOPOCTBIO, UTO U COJIEpKaHue a30Ta.
3.1.2. Ouenxa QyHKUUOHANLHOU AKMUGHOCMU (HOMOCUHMEMUYECKO20
annapama c nomouwipio JIP-mecma
KpuBbie nHAyKIMU (QIIyopeceHuy XJIopopuilia PeTUCTPUPOBAINCH KK IbIN Jac B
teuenre 60 dacoB kynabruBupoBanus Chlorella B doroduopeaktope. C mMoMoIIbIO
nporpammHoro obecrnedenus pyPhotoSyn Obimm mpoaHanmu3upoBaiM N3MEHEHUS
napameTpoB JIP-tecta mo Mepe pocra KynbTypbl. MakCMMaJIbHbIN KBAHTOBBIN BBIXOJ
nepBuYHoOi hotoxumuu ¢p, = F\/Fy, ocTaBasncs mouru nocrosuubM (0,67) 1o 35 yacos
pocTa KyJlbTyphl, a 3aT€M MEJJIEHHO cHWXajica npumepHo 10 0,6 (uepes 42 vaca) u
Menblie (puc. 3.2 a). OTHocuTenbHass nepemMeHHas ¢uyopecueHuus B J-daze V;
MOCTENEHHO YBEIUYHMBAIACH /10 29 4acoB, 3aTeM pe3Ko Majaia B T€YCHUE 3 4acoB U
CHOBa HaunHana pactu (puc. 3.2 6). Uunekc npousBoguteabHocTu Plags (puc. 3.2 B)
noctur coero Makcumyma (0,7) depe3 20 yacoB pocTa KylbTypbl (IlepBasi TOUKa
OTCUE€Ta, KOIJla CTajo BO3MOXKHBIM HaJeXKHOE ompenaesieHre napamerpos JIP-tecra),
3aT€M MOCTENEHHO CHU3WICS npuMepHO A0 0,3 depe3 29 yacoB u ganee yBeIUIUiICs
1o 0,4 gepe3 31 yac, 3aTeM MOHOTOHHO cHu3uJjcs 10 0,2 yepe3 45 4acoB U MO3KE.
I'paduku HauambHOTO HaKJIOHA (UIYOPECIEHTHOIO MEPEXoIHOro mpoiecca My (puc.
3.2 T), HOpMHPOBAHHOW KOMIUIEMEHTAPHOM IUIOIIAIA HAJ IEPEXOJHBIM mpoieccoMm O-
J-1-P S;, (puc. 3.2 1) 1 KBAaHTOBOTO BBIXOJIa AJICKTPOHHOTO TpaHCHopTa ¢rp (puc. 3.2 e)
TaKKe MOKa3aJid JABE TOUKH neperuda (yepes 29 u 32 yaca pocta KylabTypbl). Takum
obOpa3zoM, ObIITM OOHAPYKEHBI JIBA MOMEHTA BPEMEHH, KOT/la JUHAMHUKA OOJIBIITMHCTBA
napameTpoB JIP-tecta pe3ko uamenunack Bo BpeMs KynbTuBupoBanusi Chlorella —31o
29-i1 m 32-ii yacel pocrta. [Ipu 3TOM CKOPOCTh YBEIMYEHHS MEPEHOCA DJICKTPOHOB
ET¢/RC pe3ko nzmenumnace yepe3 29 4, (puc. 3.2 3), Tormaa Kak CKOPOCTH YBEIMUEHUS

Kak 1oToka 3axBaueHHoM 3Heprur TRo/RC (puc. 3.2 %) 1 moToKa pacCessHHON SHEPTUU
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DIy/RC (puc. 3.2 u) usmenwiuch yepe3 32 4. [IoBTOpsieMOCTh pe3ylbTaToB B TpeX

OKCIICPUMCHTAX IIOATBCPpANIIA, UTO 3TH U3MCHCHUA OBUIH 3HAYUMBIMHU.
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Pucynok 3.2 — Jlunamuka napametpoB JIP-tecta B mporecce pocta kynstypsl Chlorella B
dorodbuopeaxrope. KpuBbie HHIYKINH (IyOpecleHIIUN XJIOpOoPUILIa a PETUCTPUPOBAIUCE TOCTE 3
MUHYT TEMHOBOM aJanTalyu, MHTEHCUBHOCTH BO30y K aaro1iero cBera cocrapisiia 3000 MxD M2

!, Tpu moBTOpPHOCTH HKCHIEPUMEHTA TOKA3aHbI PA3HBIMU CHMBOJIAMH.

3.1.3. Ouenxa axkmuenocmu Oonopuou cmoponvlt DOCII no paznocmmuvim
Kpuevim uHOyKuuu (hayopecuenyuu

CpaBHeHHE KPHUBBIX HMHIYKIUU (QIyOPECICHIIMA MyTeM BBIYUTAHUS OTHOU
JBaXJbl HOPMUPOBAHHOM KPHMBOM W3 APYroil MOMOraeT oOHapyXUTh W3MEHEHUS B
HadaneHOM yactu kpuBoit OJIP, B wvactHoctu, nosiinenue K-daser [Kalaji et al. 2016].
Hnsa BeisiBienust K-daser Bo Bpemsi pocTa KymbTyphl, ObUIM TOCTPOEHBI KpPHUBBIC
HHIYKIUH (PIIyopeceHIny ABax 16l HopMupoBaHHbIE 10 paze O—J: Wo; = (F.— Fo)/(F;
— Fo) (puc. 3.3 a) cormacHo onucanuto B padore [Oukarroum et al. 2007]. Paznuna
AWy Obl1a paccuuTaHa MyTeM BBIUMTAHUS 3TATIOHHOTO 3HaueHuss Woj U3 3HAUCHUS
Woj, paccuuTaHHOTO AJIs MOCIEAYIOMIUX YacOB U3MEPEHHsI MHIYKIIMOHHBIX KPUBBIX
(puc. 3.3 0). B kauecTBe 3TaTOHHON KPUBOI ObLIa B34Ta YCpEeIHEHHA UHIYKIIMOHHAS

KpUBasi Ji1 TPEX MOBTOPHOCTEM SKCIEPUMEHTA, OTHOCSAIIUXCS K 23-My yacy pocTa
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KyJAbTYpHl B (poToOuopeakTope. K 3TOMy BpeMeHM IIOTHOCTh KYJIBTYPhI 10CTaTOYHO
BBIPOCIIAa, TIO3TOMY (DIIyOpecleHTHBIE IMEePEXOHbIE MPOUECChl ObUIM 3alUCaHbl C
MUHHAMAJIHBIM IIYMOM, U KyJIbTypa €Il€ HE Hadalla rojoAarh, MOCKOJIbKY B Cpene

O0CTaBaJIOCh AOCTAaTOYHOC KOJIMYCCTBO a30Ta.
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Pucynok 3.3 — Ouenka ammuutyasl K-¢a3bl 10 pa3sHOCTHBIM KPUBBIM: a4 — MHAYKIIMOHHBIE KPUBEIE,
HopmupoBanHsie 1o ¢aze OJ. Woy = (F; — Fo)/(Fs — Fo); 6 — pasHocTHbIe kpuBble. B xauecTBe
ATaNOHHOM KpUBOM Wier ObLIa B35iTA ycpenHeHHas (IyopecIieHTHAsI IepeXoAHast KpyBas Ui Tpex
MOBTOPEHUH IKCIIEPUMEHTA, 3aliCcaHHas yepe3 23 yaca pocTa KyJIbTyphl B (POTOOHOpeaKTope.
AWoj = Woj — Weet.; B — AKimax — MakcuMalnbHOE 3HaUeHHE cOOTBETCTBYo1Ero AWoj B HHTEpBasie
Bpemenu oT 0 10 2 mc. Tpu noBTOpHOCTH 0003HAUEHBI Pa3HBIMU CUMBOJIAMHU.

Kaxnas paznoctHas kpuBass AWy umeet MakcumyM (K-muk) npumepno Ha 250
Mkc. Kak mnpaBwio, B nuteparype Hu3MeHeHUs K-muka ONMUCHIBAIOTCS TOJIBKO
Ka4eCTBEHHO, KaK €ro yBeJIMYCeHHUE WM yMeHbIneHue. s Gonee ymoOHOM OleHKU
n3MmeHeHust K-nuka B ciiydae O0JBIIOTO SKCIEPUMEHTAIBHOTO Habopa JaHHBIX HaMU
ObLIa BBEJEHA €ro KOJIWYeCTBEHHAas oleHKa. MakcumaiabHoe 3HaueHue AWgp; ObLI1O
0003Ha4eHO KaK AKpmax (puc. 3.3 0). Ouenka AKy,x 115 KaXI0T0 Yaca pocTa KyJIbTYypHI,
MO3BOJIMJIA TOCTPOUTH TpaduK ero u3MeHeHus (puc. 3.3 B) U TaKuM 00pa3oM OLICHUTh
MOCTETIEHHBIE U3MEHEHHSI aKTUBHOCTH KUCIOPOABBIAEIISIONIETO KOMIUIEKCAa BO BpEMs
pocTta KynbTypbl MUKpOBOJIOpociiei. AKp,x YBEIMUMBANIOCH C Hayajaa HAOMIOIEHUS U
JIEMOHCTPUPOBAJIO HEKOTOPhIE HEMOHOTOHHBIE M3MEHEHHUs uepe3 35 4YacoB pocTa
KYJIBTYPBL.

3.1.4. Ymounenue ¢paz O-J-I-P ¢ nomowvio ananuza CMIA

Anamu3z ¢ momomiplo CMDA mokaszan, 4To B TEYEHHE MEpBbIX 35 4YacoB
KyJIbTUBUPOBaHUS ~ MUHAYKUIMOHHBIE  KPUBBIE  MOXHO  Pa3lIOKUTh Ha  TpHU
AKCIIOHEHITMATBHBIX (DYHKIIMHU C XapaKTepHBIMU BpeMeHaMu B Auanazonax 0,4—0,5 mc,

2,6-4,2 mc u 55-130 mc, coorBeTcTBYrOmmMME TUNMYHBIM (pazam OJ, JI, IP. Cnenyer
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OTMETUTH, YTO 3TH XapaKTEPHbIE BPEMEHA OTHOCSATCS K MOMEHTaM BPEMEHHM, KOTJa
duryopecuieHlMsl npuMepHO B 2,7 pa3a HMKE, YeM B CTallMOHAPHOM COCTOSIHUU
COOTBETCTBYIOIIEH (ha3bl, MOITOMY 3TH BpeMeHa ObLIIM 3HAYUTEIHHO MEHBIIIE, YEM TE,
KOTOpbI€ OOBIYHO UCHOJB3YIOTCS [Isi onucanus ¢a3 kpusoir OJIP. [lononHuTenbHas
daza ¢ xapakTepHbIM BpeMeHeM OKoyo 250 MKC mosiBMIach mocie 35 4acoB pocTa
KyJabTyphlI (puc. 3.4). XapakrepHoe BpeMs 3TOW JTONOJHUTENBHOU (a3bl KOPpEeTupyeT
co BpeMeneMm K-muka, OOHapy>KEHHOTO MyTeM aHaJW3a PA3HOCTHBIX KPUBBIX.
Xapakrepnoe Bpems ¢a3z OJ m OK B MyIBTHIKCIIOHEHITHATHLHOM TPHUOIMKCHUH
YMEHBIIANIOCh B MPOIECCE POCTa KYJIBTYPhI, B TO BpEMs Kak XapakTepHoe BpeMms ¢a3

JI u IP yBenuuuBanocs (puc. 3.4).
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Pucynok 3.4 — MynbsTusKCIOHEHIIMAIbHAs annpokcuManus kpuBbix OJIP nms kaxoro yaca pocta
KyJIbTyphI B poToOuopeakrope. tok ~ 0,15-0,25 mc, toy ~ 0,4-0,5 mc, i ~ 2,6-4,2 mc, tip ~ 55-130
MC.

AHanmu3 WHAYKIMOHHBIX KPHUBBIX, 3apETHUCTPUPOBAHHBIX BO BpeMs pOCTa
KynbTypbl Chlorella, B coueTaHMM ¢ MOHUTOPUHIOM HCTOIICHUS a30Ta U COACP KaHUs
xjopoduiia B KJIETKaX IOKa3aJl, YTO HWHAYKIIMOHHBIC KPHUBBIE MOTYT CIIYKHTh
YyBCTBUTEIBHBIM  WHCTPYMEHTOM  JIJI1  XapaKTePUCTUKH  MPOIECCOB B
(hOTOCHHTETHYECKOM armapare, IPOUCXOISAIINX IIPH HCTOIECHUH a30Ta B cpene. [loutu
MOJIHOE MCTOINCHHME a30Ta B cpeae mpowmsonuio depe3 30 9acoB pocra KyJabTypHI,

OIHAKO IICPBLIC IIPHU3HAKK CTPECCa MOIKHO OBIL10 06Hapy)I(I/ITB Ha HCCKOJIbBKO 4YaCOB
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panbiie. Coueras JIP-tect, pasHoctHbie kpuBble AWo; 1 CMDA ¢ TpaAulluOHHBIMU
METOJJaMH  XMMHYECKOTO aHaiau3a, ObUIO BBISBIEHO HECKOJIBKO Ka4eCTBEHHO
pPa3TUYHBIX CTAaaui pocTa KyabTypsl Bogopocieit Chlorella B dhotoOuopeaxTope:
HKCMIOHEHIUATBHBIA POCT, aKKJIMMATH3aIUs K CTPECCY, KJIETKU MOJ ACHCTBUE CTpecca.
COOTBETCTBEHHO MOKHO BBIJEIMTh TPH KIHOYEBBIX MOMEHTA POCTa KYJIBTYphI: 29, 32
u 35 yacoB. B Teuenue nepBoii ctaguu (10 29 4acoB) B cpefie eiile ObLI0 JOCTAaTOYHO
a30Ta, MOATOMY POCT KYJbTYpPhl OCTaBajCsi SKCIOHEHIMaNbHbBIM. Ha 3ToM srame
MaKCUMAaJbHBI KBAaHTOBBI BBIXOA MEPBUYHON oToxumuu, ¢po, OCTaBaICA
MOCTOSIHHBIM, OJIHAKO MoKa3aTesib 3GGeKTUBHOCTH, Plaps, cHmXaics wu3-3a
OHOBPEMEHHOTO YMEHBIIECHUS o (BEPOSITHOCTh TOTO, UTO AJIEKTPOH OyAET EPEHECEH
3a mpenenbl Qa) U yBenuueHus 3GOEKTUBHOM IIIOMIAAU TOMEPEYHOTO CEUCHMS
anteHHbl ABS/RC. DTt sddextsi MOXKHO OOBIACHUTH YBEIMYECHHEM OMNTHYECKON
IUIOTHOCTU  KJIETOYHOW CYCIEH3WH, UTO TMPUBOAUT K CHUKEHUIO CpeIHen
OCBEILIEHHOCTH B (hoToOnopeakTope. Uepes 29 yacoB noTpediieHre HUTpaTa U3 Cpe/ibl
KJIETKAaMH TPAKTHYECKU TPeKparusiock. OTHOBPEMEHHO MPEKpaTUiics U OMOCHHTE3
xynopoduiia. Tem HE MeHee, IeTIeHUE KIIETOK IMPOJI0JIKAIIOCh € TOHM ke CKOPOCTHIO, UTO
MIPUBEJIO K CHIDKEHUIO COJIEp’KaHUs a30Ta U XJopoduiuia Ha KJIeTKy. boiee Toro, B
uHTepBasie oT 29 10 32 yacoB HAOMIONATOCh 3aMETHOE yBEIMUEHUE apaMeTpoB Plags
U o, COOTBETCTBYIOIIEE YBEIMYECHHIO JP(HEKTUBHOCTH (POTOCHUHTETUYECKOTO
anmapara. IToT 3QPeKT MOKHO OOBSICHUTH YMEHBIIIEHUEM TNIOTHOCTH PEAKIIMOHHBIX
nentpoB (PLI) @CII B TuiakouiHOM MeMOpaHe, UTO MPUBOAUT K YBEJIMUCHUIO pazMepa
nyjla IJJacTOXWHOHa Ha oxuH PI[. DJrta rumore3a noaTBepkaanach pe3KUM
YBEIMYCHHUEM TUTOIIAAN Ha/l MHAYKIIMOHHON KPUBOU Sy M Oro — BEPOSTHOCTH IEPEHOCA
DIIEKTPOHOB OT MPOMEXYTOUHBIX NepeHocunkoB K MCI. B teuenue storo mepuona
addexTuBHAs TUIOMAAL MornepeyHoro ceueHuss aHTeHHbI ABS/RC He m3MeHsace.
[Tocne 32 yacoB pocta KyJabTypbl d(PPEeKTUBHOCTh (DOTOCHHTETHYECKOTO armapara
(mapametp Plags), CHOBa Hauajlia CHUXaThCA. JTO CHIDKCHHE OBUIO B OCHOBHOM
pE3YJIBTAaTOM  yYMEHBIIEHUS MAaKCHMMaJlbHOTO KBAaHTOBOTO BBIXOAA TMEPBUYHOMN
dboToxumun, ¢po. BeposaTHO, HA 3TOM 3Tane BoccTtaHoBiaeHHEe ToBpexaeHHbIX P1] OCII

HC yAaJIOCh M3-3a HAPYHICHUA CHHTC3a OCIKOB M IIMTMEHTOB B YCJIOBHUAX I[C(I)I/IHI/ITEI
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azora. B To xe Bpems s¢ddexTuBHAs IUIONIAAL IMONEPEYHOTO CEUEHUS AHTEHHBI
ABS/RC Hauana yBeIM4YMBaTLCSA, TaK)Ke, BEpOATHO, U3-3a oBpexaeHus P CII, uto
MPUBEJIO K YBEJIMYECHUIO YKCJIa AHTEHHBIX KOMIUIEKCOB Ha Ka)Iblil U3 OCTaBIIUXCS
akTuBHBIX PI[ ®CII. OpgHako MNONOJHUTENIbHAS CBETOBAas JHEPIusi, 3axBauCHHAs
YBEJIMYEHHOW aHTEHHOW, He MoxeT 3(dekTuBHO ucmonb3oBarbes PLI, mostomy
pacceuBanue sHeprun DIy/RC Ttaxxke yBenmumiock. TeMm He MeHee, B UHTepBaje oT 29
10 35 4 norok nepenoca 31ekTpoHoB ET¢/RC yBennumics mouTu BABOE, TOrJa Kak
nocie 35 u yBenmuuenue ETy/RC 3amemmunocs. [IpumepHo B 3TO BpeMs HHACKC
conepxkanust xyopoduina (Aers — Agzs) JOCTUT CBOET0O MakCMMyMmMa W Hayall
CHUXaThCA. B 3T0 ke BpeMsi Ha MHAYKIIMOHHBIX KPUBBIX MOSBHIACH JOTOJHUTEIbHAS
osicTpast ¢aza (K-daza) c xapakrepHsiM BpeMeHem okojo 0,25 mc (puc. 3.4),
yKa3bIBaOIasi HA MHTHOMPOBAaHKE MIEPEHOCA AIIEKTPOHOB Ha JOHOPHOU cTopone OCII.
MoxxHO TTpeanonoxuth, 4to aerpananusi @CA B OMUCHIBAEMBIX IKCIIEPUMEHTAIBHBIX
YCIOBUSX Hadaylach ¢ 3toro MomeHta. Ilepmox ¢ 29 mo 35 yac MOXHO cCUWTaTh
nepuogoM akkiauMmanuu. B Tedenue storo mepuoga @C coxpaHsieT CrocCOOHOCTH
CIpaBIATHCS € JAeUIIMTOM TMUTATENbHBIX BemecTB. ClenyeT OTMETHTh, 4YTO
MPOAOIKUTEIBHOCTD ATOTO TIeprojia (OKOJI0 6 4acoB) KOpOU€, YeEM BpeMs yIBOCHUS Ha
AKCIIOHEHIMAILHOM (ha3e (okoso 9 yacos). CnegoBaresibHO, HAOMIOJAEMOE B 3TO BpEeMsI
YBEJIMUEHUE YMCIIa KIIETOK 00YCIIOBIEHO JICJICHUEM KIIETOK, KOTOpPhIE Hauallv JIeJIeHUe
JI0 UCTOILIEHHS a30Ta B Cpe/Ie.

3.1.5. Hcnonv3osanue mooenu 014 aHanu3a 2emepo2eHHocCmu peaKyuoHHblX
uenmpos OCII undykuuonnoii Kpueoit

C momoripio pazpaboTaHHON B MpEABIAYIIEeH TJIaBe MaTeMaTHYECKOW MOJEIH
(2.15) Obu1 mpoOBENEH aHAM3 U3MEHEHMS] T€TEPOr€HHOCTH PEAKIUOHHBIX LIEHTPOB
@CII B mporiecce pocTa KyIbTyphbl IIPU UCTOIICHUU a30Ta B cpee. KpuBble MHIYKIIMU
(biIyopecleHIIMN U3MEPSIUTUCh KAl Yac B MPOIECCe POCTa KYIbTYPhl MPHU TPEX
Pa3HBIX MHTEHCHBHOCTAX JekcTByromero ceera: 3440, 4900 u 6230 mMxD m2c! Ha
oOpasnax, oopadoranasix DCMU. Tlpumep kpuBbix st 29 4. pocta MpUBEACH Ha

pucyHke 3.5.
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Pucynok 3.5 — Kpuble uHayknuu uyopecueHIuu xjuopoduiia, U3MepeHHble B MPUCYTCTBUU
DCMU npu neiicTByromieM cBeTe MHTeHCUBHOCTHIO 3440 (kpuBast 1), 4900 (kpuBas 2), 6230 (kpuBas
3) MkD M *c !, Touku — SKCIepUMEHTANbHBIE JaHHbIE, H3MEPEHHbIE HAa 29-M 4 POCTa KyIbTYpHL.
HenpepriBHBIE KpHBBIE — pe3yibTaT alMPOKCHMAIUN KCIIEPUMEHTAIBHBIX JTaHHBIX C ITOMOIIBIO

MOJIEIIH.

Hcnonp3oBaHue  pa3iMYHBIX HWHTEHCUBHOCTENM  WM3MEPUTEIBHOIO  CBETA
MO3BOJIMJIO KOPPEKTHO HACHTU(PHUIIMPOBATH MapaMeTpbl MOJEIHU, MOCKOIbKY Cepus
TaKUX KPUBBIX OMUCHIBAJIACH OJHUM HAOOPOM MapaMeTpPOB 32 UCKITFOUCHUEM KOHCTAHT
(kxa, kxp), KOTOpBIE MEHSUIMCH MPOMOPLMOHATBHO WHTEHCUBHOCTH H3MEPUTEIHHOIO
ceerta. [lpu uaenTudukanum napaMmeTpoB MOJIETU 1O CEPUSIM KPUBBIX, OTHOCSIIIUXCS
K Pa3HbIM CTQMSIM POCTa KYJIBTYPBI, MPEANOIaraioch, YT0 MOTYT MEHSATHCS JOJIS
anbda-1eHTpoB (0) W 3¢PdEeKTUBHBIA pa3Mep CBETOCOOHMpAIOIIe aHTEHBI aibda-
neHTpoB (kyq), momu aktuBHBIX KBK (s), a Takke OTHOIIEHHME MHUHUMAIBLHOTO Fj U
MaKCUMaJIbHOTO F)s 3HaYE€HUU KpHBBIX, F,; = Fo/F), XapakTepusyroiiee KBaHTOBBIN
BBIXOJI ITPOIIECCOB AUCCUTIAIINK dHEPTHH B peakiinoHHOM rieHTpe P CII. DddexTuBHbIN
pasmMep  cBerocoOuparomield  aHTeHHbl  Oera-LeHTpoB (k)  mpenmosaraics
OJMHAKOBBIMH Ha BCEX CTAJUAX POCTA, MOCKOIBKY OH XapaKTepu3yeT CBETOCOOpP
peakioHHbix  1eHTpoB ~ DCII  6e3  mpHCOENMHEHHBIX  JIOMOJTHUTEIBHBIX
cBeTocoOuparomux komriuiekcoB. ITpu ananuze aktuBHoctu KBK mpennonaranocs,

410 n3MeHeHue akTuBHOCTH KBK CBsi3aHO TOJIBKO C MU3MEHEHHEM JOJIM PEAKIIMOHHBIX
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nentpoB OCII ¢ akruBHbpiM KBK (), B TO BpeMst kak koHcTaHTa niepexoga KBK u3 S,
B S, (k,) 1 KOHCTaHTa paBHOBECHS [IEPEHOCA HIEKTPOHA C TUPO3UHA-Z Ha Pego (Kprea) B
peakiMoHHbIX 1eHTpax ¢ akTuBHbIM KBK He wu3MeHstoTcs. AnmpokcuMaiius
MpPOBOAWJIACH MO BCeMy HaOOpy SKCIEPUMEHTAJIBHBIX JIaHHBIX C IOMOIIBIO
2010],

nporpammbel  DBSolve Optimum 2020 [Gizzatkulov et al. 3HAYCHUS

npencrasiieHbl B Tadbaune 3.1.

Tabnuua 3.1 — [TapameTpsl, MoIy4YeHHBIE B PE3y/IbTaTe aIPOKCUMAIINH IKCIIEPUMEHTAIBHBIX
KPHUBBIX [P MTOMOIIY MOJIEJIN MHIAYKIHH (DIIyOpecleHINH, H3MEPEHHBIX Ha Pa3HbIX Yyacax pocTa
KyJsTypbl Bogopociueit Chlorella vulgaris B ycnoBusix nedunura azora

294 314 334 354 374
Fo 0,36%* 0,36** 0,38%** 0,38%* 0,38%*
Kprea 1,08%* 1,08%* 1,08%* 1,08%* 1,08%*
a 0,81 +0,03 0,75 £0,02 0,74 0,02 0,70 + 0,02 0,67 0,01
ky 28,45+ 0,73 28,45+0,73 28,45+0,73 28,45 +0,73 28,45+ 0,73
kxa 4,49 £ 0,06 4,53 £ 0,06 4,69 + 0,06 5,00 = 0,06 5,28 £0,06
kxp 1,27 £ 0,06 1,27 +£ 0,06 1,27 +£ 0,06 1,27 £ 0,06 1,27 £0,06
s 0,84 + 0,04 0,78 + 0,04 0,57 0,03 0,54 + 0,02 0,45 +0,02
394 41 4 43 4 454 47 4
Fo 0,38%* 0,40%* 0,42%%* 0,43%* 0,45%*
Kprea 1,08%* 1,08%* 1,08%* 1,08%* 1,08%*
a 0,67 0,01 0,63 +0,01 0,61 +0,01 0,61 +0,01 0,61 +0,01
ky 28,45 +0,73 28,45+0,73 28,45+0,73 28,45 +0,73 28,45+ 0,73
kxa 5,16 0,06 5,57 +0,07 5,88 £0,08 6,14 + 0,08 6,30 = 0,09
kxp 1,27 £ 0,06 1,27 +£ 0,06 1,27 +£0,06 1,27 +£0,06 1,27 £ 0,06
s 0,44 + 0,02 0,35+ 0,02 0,28 +£0,02 0,21 +£0,02 0,13 +0,01

[Tpumeuanus: 3Hauenus ky, kxa, kxp TPUBENIEHBI JUII MNHTEHCUBHOCTH JeiicTBytomiero ceera 3400
MKD M2cl;

* - cTaHJIapTHOE OTKIIOHEHHUE HE OIPEEIISIOCH;

** - 3HayeHUe cTaHAapTHOro OTKIOHeHus 0<0,01.

Hons anbda-uieHTpoB (0), comepxkamux HAUOONBIIYI0O TIO pa3MeEpy AaHTEHHY,
BKJIIOYAIONIYI0O M TepuepudecKyto, U BHYTPEHHIOI 4YacTd, cmycTs 18 4 mocine
ucronieHus azota B cpene naaaet ot 0,81 10 0,61 (Ha 25% OT HaYaTLHOTO COCTOSIHHS),
COOTBETCTBEHHO 011 OeTa-1eHTpoB (), copepKauux ToJIbKO BHYTPEHHIOI aHTEHHY,

YBCIIMYNBACTCA BJABOC. HaI/I6OJ'H>HIYIO YYBCTBHUTCIIbHOCTDL K OTCYTCTBHUIO a30Ta B CPCIIC

79



nokazan KBK: nons akrusabix KBK (s) 3a 18 u ymensmmnacs ot 0,84 10 0,13 (1a 85%
[0 CPAaBHEHUIO C HAYaJIbHBIM 3HAUEHHUEM), TO €CTh, 32 ITO BPeMsI HHAKTUBUPOBAJIACh
Oonbinasi ux 4acth. [Ipy aHanmm3e KpUBBIX MHAYKUUHU (PIyopecleHInu Xyiopoduiia
Uil KynbTypbl  Bomopocneit  Chlorella vulgaris ObUIO  BBISIBIEHO CHUXXECHHE
s dextuBHOCTH paboTel DCII, BEpakaromieecs: B Bo3pacTanuu F,; (KBAHTOBBIN BBIXO]
NEPBUYHBIX (OTOXUMHUYECKUX peakiuii, F\v/Fy = 1 — F,, Tpu 3TOM CHIKaeTCs).
CHMxeHrEe KBaHTOBOT'O BbIX0/Ia TEPBUYHON (DOTOXMUMHH COITIACYETCS C MOJIYYSHHBIMU
OLICHKaMu B mpeasiaymeM pasaene 3.5.4, xoropble ObUIM IPOBEIEHBI C
ucnoinb3oBanueM JIP-tecta. BeposTHO, 3TO CBSI3aHO C HAPYIIEHHEM CHUHTE3a OEJIKOB U
XJIopopuiia MpU HEJOCTATOYHOM KOJIMYECTBE COEAUMHEHMM a3zora. OAHUMU U3
Ba)KHBIX MEXAaHU3MOB, 3AIUINAIOMNX (OTOCHHTETHYECKUN anmapar OT pa3IMYHbIX
MOBPEXKJICHUNA U CBSI3AHHBIX C HUMH HETaTUBHBIX 3(PGHEKTOB, SIBISIOTCS CHUHTE3 U
3aMeHa TOBPEKACHHBIX OCJKOB, MpexkIe Bcero, Oenmka D; — omHOW W3 KOPOBBIX
cyobenquuun  @CII, kotopas HaubOojee TMOABEPKEHA CBETOMHIYLUUPOBAHHBIM
noBpexaeHuAM. HerocTaTtok coequHeHnii a30Ta B KJIIETKE CYLIECTBEHHO 3aTPYIHSET
UCITIOJIb30BAHUE 3TOT0 3AIIUMTHOTO MexaHu3ma. CHukeHue A07u aib(pa-LeHTPOB,
cofiepkalllux U nepuepruuecKyto, 1 BHYTPEHHIOIO aHTEHHY, MOXET OBbITh BBI3BAHO
WHTMOMPOBAHMEM CHUHTE3a OENKOB NepU(PEepUuecKOro aHTEHHOTO KOMIUIEKCa H
xjopoduiia B CBA3M C HENOCTAaTKOM a3oTa. Jlpyras BO3MOXHas MNpUYMHA —
oTcoenuHeHue nepudepudeckoro anreHHOro komruiekca or ®CII u ero murparus k
dotocucteme | (state transition): 4TO NPHUBOAUT K MEPEPACHPEICICHUIO SHEPTrUU
Mexay porocucremamu u 3amnuinaetT OCII oT H30BITOYHOTO MOTJIOMICHUS YHEPTUH U
NOBpeXAeHUs (oTocuHTEeTHYECKoro ammapara. [lpu ucuepnanum a3ora B cpene
HaOJIIOAeTCsl YBEIMYEHUE CBETOBOM KOHCTaHThI aib(a-IEeHTPOB — IMapaMeTpa,
xapakrepusymomuero 3p¢GeKTuBHOE CEYEeHHE TMOIVIOUIEHHUs CBeTa. JTO SBJIEHHUE, IO-
BUJIUMOMY, 00YCIIOBJICHO HAPYILLIEHUEM CUHTE3a OCJIKOB U MUTMEHTOB, YTO 3aTPYIHSET
pernapaiuio MOBPEXKICHHBIX PEAKIUMOHHBIX IEeHTpoB. [lockonbky anbda-ueHTpbl
OpraHM30BaHbl KaK JAUMEPHI, MPU HHAKTUBAIMM OJHOTO W3 LIEHTPOB SHEPrusd

CBETOCOOMpAIOIICH aHTEHHBI MOJIHOCTHIO HAIMPABIISICTCS HAa OCTABUIMKCS aKTUBHBIM
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ueHtp. B pesynbrare sddexTuBHOE ceueHHe NOMIONICHUS HAa OJWH AKTUBHBIN
PEaKIMOHHBIN LEHTP BO3PACTAET.

Pe3ynprarel, moJlydeHHBIE C MOMOLIBIO PEAYLUPOBAHHOM MaTeMaTHYeCKON
MOJIEJIH, B ILIEJIOM CONJIACYIOTCSl C OLICHKaMH, IPOBEACHHbIMU B pasueie 3.1.4 ¢
NOMOIIBI0  MUPOKO mnpuMensemoro JIP-recra (MeTroma, OCHOBaHHOIO Ha
WHTEPHIpETANA 3HauYeHUN (IYyOpEeCICHIIMN B BHIOPAHHBIX TOYKAX WHAYKITMOHHOU
KPUBOM M KOMOMHAIIMU Takux 3HadueHui). OgHako JIP-TecT naeT Hekue ycpeaHeHHBIC
XapaKTEepUCTUKU HM3MEHEHUM /i1 Bcex peakiuoHHbIX LeHTpoB PCII, torma kak
MaTeMaTu4yecKass MOJEIb IIO3BOJIMJIA BBISIBUTH TPYIIIBI PEAKIMOHHBIX ILEHTPOB,
pasznuyaronmxcs mo pasMepy cBetocoOuparomiet anteHHbl U akTuBHOoCcTH KBK, u
ONMCaTh W3MEHEHHE BBISBICHHOW T'€TEPOreHHOCTH peakunoHHbIX 1eHTpoB DCII B
pouecce pocTa KyJabTyphl B cpesie ¢ AeQUIMTOM a30Ta.

Takum oOpa3zoM, ObLT MPOBEACH KOMIUICKCHBIM aHaiu3 (HOTOCHHTETHYECKOU
aKTUBHOCTU Ha (poHe aeduiMTa a30Ta B MEPUOAUUYECKON KYIbType TepMO(UIBHOTO
mramma Chlorella vulgaris. Peructpanus WHIYKIMOHHBIX KPHBBIX KaXKIbIH 4yac B
TEUEHUE JIJTUTEIBLHOTO Mepruosia pocta MukpoBoaopocieit Chlorella v KOMIIIIEKCHBIN
aHanu3 nocreneHHbIX n3MeHeHu B @CII mo3BoMMIM BBIIBUTH IEPEXOIHBIE TIPOLIECCHI
U OINpEAeNUTh KIIOYEBbIE TOYKM METa0OIMYECKOM NEpPEecTPOMKHM BO BpeMs
€CTECTBEHHOIO UCTOUIEHUS a30Ta B cpefie. bl 0OHapyKeHbl TPU KITIOUYEBBIX TOUKH
B KUHETHKE MapamMeTpoB ¢oTtocunte3a. Cpasy mocie HaCTyIUIeHUs AeQUIuTa a30Ta B
cpene oOHapyx)uBaeTcs He0oboi ObICTpbIl pocT 3pdekTuBHOCTH DCII. B Teuenue
sroro nepuoga @OC cnpaBisgercss CO CTPECCOM IyTEM CHUXKEHHUS IUIOTHOCTH
peakuroHHbIX 1EeHTpoB DCII B THIaKOMAHBIX MeMOpaHaX W OIHOBPEMEHHOTO
yBennueHust 3(HEKTUBHOTO MOMEPEUYHOTO CEUEHUsI CBETOCOOMPAIOIe aHTEHHBI, PU
ATOM KJIETKH MPOIOJIKAIOT NenuThes. [JanmpHedmmii nqedunut a3zora TPUBOIUT K
NEAaKTUBALIMM  KHUCJIOPOABBIJICISIONIETO  KOMIUIEKCA W CHIDKEHUIO  OOUIEro
AIIEKTPOHHOTO TpaHcnopTa. KomruiekcHoe npuMeHeHue pa3paboTaHHOTO HaMU METO/1A
CMDA ¢ anamumzom nuddepennmanbabix KpuBbix AWop u JIP-TecToM mo3Bonumiio
BBISIBUTH BU3YaJbHO HE HAOIIOaeMble paHHUE MPU3HAKU cTpecca. Monenp nokaszasia

ce0st ((HEeKTUBHBIM WHCTPYMEHTOM, O0JIaJarOIMM BBICOKOM YYBCTBUTEIIBHOCTHIO U
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MH(OPMATUBHOCTBIO TpHU aHalu3e rereporeHHoctu cocrosiHuit OCII B oTBeT Ha
NEUCTBUE TaKOro CTpecca, Kak a30THOro rononanue: rereporeHHOCTh OCII
BO3pacrajga, YTO MOXET paccMaTpuBaTbCsl KakK aJanTHBHAs IEPECTPOMKa,
HaIpaBJICHHAS] HA CHIKEHUE (DOTOMOBPEkKIACHUS ITPU OTPAHMUYEHHOM CUHTE3€ OEJIKOB.
[IpennoxkeHHbI MOAX0A KOMIUJIEKCHOTO UCIIONB30BAHUSI METOJOB pPETrHUcTalluu |
aHaJIM3a WHIYKIMOHHBIX KPHUBBIX MOXET MPUMEHSTHCS KaK B (PyHIaMEHTaIbHBIX
UCCJIEIOBAHUAX, TaK U TPH PEIICHUH MPaKTUYECKUX 3a]ad YIPaBICHUS POCTOM
KYJIETYpbl MUKPOBOAOPOCIIEH B OMOTEXHOJIOTHUN — B YaCTHOCTH, C I[EJIBIO OMPEACICHUS
ONTUMAJIBHBIX ~ PEKUMOB  BBIPAIIMBAHUS MUKPOBOJOPOCIEH Il  MOJTy4YeHUs
OTIPEICIICHHBIX 1IEJIEBBIX MPOITYKTOB.

3.2. AHa/IM3 nepexoaHbIX MPoUeccoB B pacryiueii Kyjabrype Chlorella
vulgaris npu 1eiCTBUN TOKCUKAHTOB

B mannom paznene Ha ocHOBe aHann3a MaccuBa MK, monydeHHBIX I KIETOK
Bopopocnu Chlorella vulgaris, pacTynux B OMOpeaKTope, UCCICAYIOTCS MEPEXOIHBIC
mpoiiecchl B (DOTOCUHTETHUECKOM armapare KJIETOK MpH JAEHCTBUU COJIeH KaaMus U
xpoma, KrCr,07 u CdSO,.

3.2.1. Ouenka nokazameneii ONMUYECKOIL RIIOMHOCMU

Xnopopun Urpaer KIKUYEBYIO posib B mpouecce (OTOCHHTE3a, MOIIouas
KBaHTHI CBETa ISl MOCIEAYIONIEr0 MpeoOpa3oBaHus B DPHEPTUI0 XUMUUECKOU CBSI3H.
N3menenus coaepkanus XJaopopuiuia MOTYT OTpakaTh (PU3UOIOTUYECKOE COCTOSHUE
pacTeHusi, €ro aJanTaluuio K YCJIOBHUSM OKpyKawomed cpeabl U 3PQPEeKTUBHOCTD
(GOTOCUHTETUYECKON aKTUBHOCTH, TIO3TOMY B JJAHHOM HCCJIEIOBAHUU TAKXKeE, KaK MpU
JEUCTBUM A30THOTO TOJOAAHUS, ObUIM TPOBENECHBI COOTBETCTBYIOIIME OIEHKH.
WN3meHeHne oOmIero colepKaHus XJIopopuiuia B KYJAbTYpe KOPpPEITUpPYEeT C
U3MEHEHHEM HHIeKca Ag7s—A72s BO BpeMsi pocTa KymnbTyphl (puc. 3.6 6). Ha panneit
CTaIuu KYJIBTUBUPOBAHUS HAOMIONAJICS HSKCIOHEHIUAIBHBIA POCT XJIOpoduiia,
KOTOPBIM 3areM Mnepexonusl B JuHehHyio (a3zy. [Ipm noOaBieHMHM TOKCMKAHTOB B
koHreHTpamuu 20 MKM poct xnopoduiuia OCTaBalcs JTUHEHHBIM, HO HEMHOTO
3aMeJISICS TI0 CpaBHEHUIO ¢ KOHTpoJieM. Jlo6aBieHne TOKCHKAaHTOB B KOHIIEHTPALIUU

50 MKM mpUBOIUIIO K PE3KOMY CHMIKEHHIO CKOPOCTH HAKOIUICHUS XJIOpoduiuia B
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TedeHre nepBbix yacoB st KrCr,O; M MOYTH MOJHOMY MPEKpPAIIEHUIO pocTa JUis

CdSOsa.
0.035 0.40
0.030 .2 035 o
L ] ++
0.025 x  °2 XX 4 1 030 o
v 0.020 ¢ +-‘§ Yy + xxx < 0.25 ++
> rpaigy X X 02 +¥%
Yo tio "+ +
<0015 + bo aaX Lt e+ Ty 2 UED %
...‘3*_-?" +++ é: 0.15 z xxxxxxxxxxxxxxxx
PR + xxxx
0.010 + o8 Fodd s 0.10 ; ‘;"K!‘r rf+++++++++++++++++
< pRay S DLe
0.005 _%,;xxx ¥ 0.05 A.‘-""‘"
0.000 2 - 0.00 —
-10 =5 0 5 10 15 20 -10 =5 0 5 10 15 20
Time, hour Time, hour
a
+
1.10 +
— +++"' = 14000 | PR ar S ot o LR
g % Xty F* 47
< 1.05 212000 - oot ™ g
l;,‘ x +-:.‘ xxxx ; 12000 +$T"‘+TTY"(}k‘ ‘ +‘ 3 ,x-,x"w",y""‘\‘«"é
& spcXaX XK X 5 THERX ++
= 1.00 * + 210000 | i
= + % 3 Ry X + +++
8 %t x + 8 Fppptt
< Y e Z 8000
q x%co" ok o+ + &=
IZ0.95 + xeltes.x 3 Q
g P T Sl S S e =
< + g ptadt ;3 6000 + - %
~— + Q »
0.90 * 7 ot 0 adtda XX XEX
4000 | FEOTREEES; :‘x""“ :vxxx?‘?‘ﬁ‘%‘-?-‘-?-:"‘-!--'r-iﬂn*a»
-0 -5 o0o_ 5 10 15 20 10 -5 0 5 10 15 20
Time, hour Time. hour
B r

PucyHnok 3.6 — 3aBUCUMOCTH TTapaMeTPOB, XapaKTEPHUIYIOIINX POCT KYJIbTYPhl OT BPEMEHHI
nHkyOaruu kietok Chlorella: a — i3MeHeHUE ONITUYECKON TIIIOTHOCTH A725, XapaKTepU3YIOIIIEe
POCT KyIBTYpbI: O — pa3HHIIAa ONTHYECKHUX TUIOTHOCTEHN (Ag75 — A725), XapakTepusyromias
cozepxkanue xiopoduiia; B — otHomeHue (A470 — Ass0)/(Ae7s — A725), XapaKTepusyloIiee
OTHOIIICHHE COACPKAHMS KAPOTHHOUAOB K COJIEPKaHUIO XJIOpODUIIa; T — yIeIbHbIe
MHTEHCHBHOCTH (yopecteHiun, Fo'=Fo/(1-1070-2A455-AT29)) |y "=F\1/(1-10702(A435-A723)y T]pera:
cepblif — KOHTPOIIb, Tony00i — CdSO4 (20 MkM), cunnit — CdSO4 (50 MkM), opanxkeBblit — KoCraO7
(20 MxM), kpacubiit — K2Cr207 (50 MkM).

Kak Owuto mokazano [Ilmocaumna u ap. 2019, 2020, IMupytun u gp. 2025],
YYBCTBUTEIHHBIM IMAPAMETPOM K CTPECCOBBIM (haKTOpam siBJsieTCs: OTHoeHue (A470—
Ass50)/(Ag75—A725), KOTOPOE XapaKTEpU3yeT OTHOIICHUE COJEPKaHUsI KapOTUHOUIOB K
coZiepKaHuio xjopodriuia. AHaIN3 MOKa3all, YTO YBETUYCHHUE JOJU KapOTHHOWJIOB
MPOUCXOAWIIO TIOZ BO3ACUCTBHEM BCEX MPOTECTUPOBAHHBIX TOKCUKAHTOB, HO B
paznuuHoi crenenu (puc. 3.6 B). Haumensinee ypenndyeHue Haomonanoch 1is CdSOy4
(20 mxM), a wnaumbompmee — mua CdSOs (50 mMxM). Jlpyrue mnapamerpsl,

YYBCTBUTCIIbHBIC K HeﬁCTBHm cTpecca — 9TO cneun(l)nqecxne 3HAUYCHUS MUHUMaJIbHOMN
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¥ MakCUMaJlbHOW (uyopecteHnun, Fo=Fg/(1-1070-2A455-A725)) " |y *=F) 1/(1-1(70-2(A455-
A729) | mojydeHHBIE MyTEM AENEHUS MCXOOHBIX 3HadeHuil Fo u F, Ha omruyeckyro
IUIOTHOCTh CYCIICH3WH MPHU JJIMHE BOJHBI BO3OYXKAeHHs (uyopecueHunn 455 HM
[[TupyTun u ap. 2025]. Ota HOpMaIHU3aLKs YCTPAHIET OUEBUAHYIO 3aBUCUMOCTD U OT
KOJIMYECTBA KJIETOK M COAEP KaHUs IIMTMEHTA B KylbType. HeGonbimoe camkenue Fo u
Fum' B KoHTpOJIE (pHC. 3.6 T) OTpaXallo afanTaluio KylIbTyphl K YCIOBHSAM POCTa MOCIE
nepeHoca B 6uopeakrop. [locie noOaBieHns TOKCUKAHTOB B KOHIIeHTpauuu 50 MkM
Ha0monanock ysenumdenue Fy', ykaspiBaroliee Ha MOSBIEHUE 3aKPBITHIX PEAKIIHOHHBIX
LIEHTPOB, U yMeHblIeHHe Fy[, 4To mpeamosnaraer ycuiaeHue He(GOTOXMMHYECKOTO
TymieHus. Takue u3MeHeHUs! TUIIMYHBI JUIsI CTPECCOBBIX ycaoBuil. OqHako 100aBiIeHHE
TOKCUKAHTOB B KOHLEHTpauuu 20 MKM BbI3BIBAET HETUIHYHYK PEAKIHUIO:
yBenM4uBaroTcs Kak Fo', Tak u Fy;', 4T0, BEPOATHO, CBA3aHO C MOSBIECHHEM MOJIEKYJI
xjopoduiiia, He CBI3aHHBIX C PEAKIIMOHHBIMU LIEHTpaMu (HOTOCUCTEMBI, YTO BIMSET
KaK Ha ypoBeHb Fy', Tak 1 Ha ypoBeHb Fy{ (0100HbIE U3MEHEHUS HAOTIONAINCH IPH
azoTHoM rojofanuu [[Imocuuna u ap. 2019]). MIamepeHue crekTpoB MOTJIOMIEHUS BO
BpEMs pOCTa KYJIBTYpPbl B POTOOMOPEAKTOPE MO3BOJIUIIO OTCIEKUBATH JMHAMUKY POCTA
KYJIBTYPBI U colepkaHue nmurMeHtoB. Kak Obuto mokaszano panee [Plyusnina et al.
2020], yBenuueHue 4ucia KIETOK B ¢aze JMHEHHOrO POCTa XOPOIIO KOPPEIUPYET C
U3MEHEHUSIMU A7s. JlaHHbIe A7s (puc. 3.6 a) yKa3pIBalOT Ha TO, 4TO J00aBJICHHUE
TOKCUKAHTOB B HU3KHUX KOHLICHTPALUSAX MAJIO BIUSET HA POCT KYJIbTYPBbI, TOT1A KaK IIPU
BBICOKMX KOHLEHTPALMAX POCT KyJbTypbl npekpamaercs yepes 10 gacos s K,Cr, O
u yepe3 5 gaco aist CdSOy.

3.2.2 Hcnonv3zoeanue JIP-mecma u memoooe mawiunnozo ooyuenusn (PCA)
0J151 OUEHKU 6ITUAHUA MOKCKAHMOG

Jiist u3ydeHust usMeHeHu# B oTaeNbHbIX YacTsax D TL Ob111 npoaHain3upoBaHbl
U3MeHeHUs (POPMbl MHIYKIIMOHHOM KPUBOM C HCTIOJIb30BaHueM napameTpoB JIP-Tecra.
Becs Habop nanHbIX coctosn npuMmepHo u3 1800 mapamerpos (12 mapameTpoB aJis
Kaxxaoro u3 ~150 xkpuBbix). Jlyig BU3yanu3amnuu CTPyKTYphl 3TOT0 HabOpa MaHHBIX U
BBISIBJICHUSI BO3MOMKHBIX TPYIII CO CXOXKHMH XapaKTEPUCTUKaMH ObLT MCIOJIb30BaH

MeTon TIaBHbIX KOMIOHEHT (PCA), KoTOpbIii MO3BONHII TMOMYYUTh KOMOWHAIMH
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UCXOAHBIX 12 mapamMeTpoB — NIAaBHBIX KOMIIOHEHT, HOBBIX HEKOPPEIMPOBAHHBIX
MPU3HAKOB, OTPAKAIOIINUX HAUOOJBIIINE pa3Inyus MEXy KpuBbiMU. [lepBas raBHas
komrnoHeHTa (PCA|) oObsicHsnia npumepHo 80% oOiieid AUCHIEpPCUU B UCXOMHBIX
JAHHBIX, B TO BpeMs kak Bropas komnoHeHTa (PCA;) — okono 15%. CrnenoBatenbHo,
JIBYyMEpPHOE TOAMPOCTPAHCTBO, O0Opa30BaHHOE TEPBBIMU  JIByMsI  IJIaBHBIMU
KOMITOHEHTaMH, OMHUCHIBAJIO TPUMEpHO 95% oO011e N3MEHYMBOCTH MPU3HAKOB, YTO
ITO3BOJIMJIO OTPAHUYUTH AATbHEHUIINN aHATN3 3TUMU JIByMsI TTIaBHBIMA KOMIIOHEHTaMHU.
B mnpocTpaHcTBE ABYX IVIaBHBIX KOMIOHEHT (puc. 3.7 a), rae Kaxnaas Todka
COOTBETCTBYET OJIHOM HWHAYKIIMOHHOM KPHUBOM, BBIACISIOTCS HECKOJbKO rpymir: 1)
koHTposib 1 CdSO4 (20 MxM), 2) KyCrO7 (20 u 50 mxM), 3) CdSO4 (50 mxM).
[Tosy4ueHHbI€ TPYNIIBI OTIIMYAKOTCS OT TEX, KOTOPBIE MOKHO OBLIO ObI 03KUATh, UCXO/S
U3 OOBIYHOM JIOTMKH (KOHTPOJIb, HU3KHE KOHUEHTPALUU TOKCUKAHTOB, BBICOKHE
KOHIIEHTPALIMA TOKCUKAHTOB). DTO MOXKET YKa3bIBaTh HA TO, YTO MPU HU3KUX YPOBHSIX
TOKCUKAHTOB HAOJIOAAETCS HE MPOCTO MEHBIINI 3PQPEKT, HO U KAYECTBEHHO WHOM
MEXAaHU3M JIEUCTBUSA. YCPEIHEHHBIEC NIEPEXOAHBIE MTPOLIECCHI, HOPMUPOBaHHBIE 110 Fy,
BU3yaJIbHO COOUPAIOTCS B T€ K€ Tpynibl (puc. 3.7 0), UTO U B MPOCTPAHCTBE ITIABHBIX

KOMITOHEHT (puc. 3.7 a).
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Pucynok 3.7 — Busyanu3zaiust MacCCHBOB JJaHHBIX: a — C HcIonb3oBanueM MeTona PCA (kaxnas
TOYKA COOTBETCTBYET OTJEIBHOMY MEPEXOAHOMY Tporieccy (yopecteHun xiaopoduna); 6 — ¢
WCIIOJIF30BAaHUEM YCPETHEHHBIX MEPEXOAHBIX MPOLIECCOB (MITyOPECIEHITNH XI0poduIIa,
HopmupoBaHHbIX Kak Fy/Fo. [[Bera: cepblit — kKoHTpoIb, rony6oii — CdSO4 (20 MKkM), cunuit —
CdSO4 (50 MxM), opanxeBbiit — KoCr20O7 (20 MkM), kpachsiil — KoCraO7 (50 MkM).
3amTpruXoBaHHbIE 0OIACTH YKa3bIBAIOT CTAHIAPTHBIE OTKJIOHEHUS AJIi COOTBETCTBYIOIIUX KPUBBIX.
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Jlis  BBISBICHMSI TEPEXOAHBIX IMPOILIECCOB OblIa HCCIeNOBaHa JHWHAMUKA
napaMeTpoB MHIYKIIMOHHOM KpHUBOM B OTBET Ha JEHCTBUE TOKCHMKaHTOB. Ha mepBom
miare ObUIa MPOAHAIM3UPOBAHA JMHAMHUKA IVIaBHBIX KOMIIOHEHT (puc. 3.8). Otor
aHaJIN3 MO3BOJIHII BBIETUTH OCHOBHBIE XapaKTEPUCTHUKU HAOIIOaeMbIX U3MEHEHUH B
npouecce KyJbTUBUPOBAaHUS, UTHOPUPYS IIPU 3TOM BTOpOCTeneHHble. V3 nuHaMuku
IJIaBHBIX KOMIIOHEHT MOKHO BBIJICNIUTH JIBA XapaKTEPHBIX MarTepHa: nuHamuka PCA
(puc. 3.8 a) oTpakaeT JOBOJIBHO PE3KHE MU3MEHEHUS B TEUEHHE MEPBBIX HECKOJIbKHX
4acoB OCJIe 100aBIeHUsS BCeX TOKCUKaHTOB (3a uckimtouenrnem CdSO4 (20 MkM)), 3a
KOTOPBIMH CJIEYET MOYTH CTallMOHAPHOE NOBEICHHE, Tora Kak tuHamuka PCA,; (puc.

3.8 6) IEMOHCTPHUPYET €€ MOCTEIICHHOE U YCTOMYHNBOE YBEIIMUCHHUE.
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Pucynok 3.8 — MI3aMeHeHus I1aBHBIX KOMIIOHEHT BO BpeMEHU B TeueHue nukyoOaruu: a — PCA; 6 —
PCA:; Touka 0 4 COOTBETCTBYET MOMEHTY /100aBJI€HUsI TOKCUKaHTa. L{BeTa: cephlif — KOHTPOIIb,
rony6oit — CdSO4 (20 MxM), cunmit — CdSO4 (50 MxM), opamskeBsblii — KoCr207 (20 MkM),
kpacHbIif — K2Cr207 (50 MkM).

BrisiBiieHue 3THUX ABYX NMATTEPHOB OOJErdaeT aHaiu3 JUHAMHUKUA UCXOAHBIX 12
napameTpoB JIP-TecTa 1 yKa3bIBaeT, KAKHE HA KAKME KOHKPETHBIC U3MEHEHUS CIIEAYET
oOpaTuTh BHMMaHHE NpPH BU3yaJIbHOM aHanu3e 3Tux 12 mapamerpoB (puc. 3.9).
Huunamuka PCA; (puc. 3.8 a) nHaubonee Onu3ka K JAMHAMHUKE TOKa3aTes
s dexruBHOCTH Plags (puc. 3.9 B), 0IHOTO U3 KIIFOUEBBIX MApPaMETPOB, OTPAKAFOIITHX
OOLIyI0 >KHU3HECMOCOOHOCTh KJIETKH, TpaduK KOTOPOTOo NPAKTUYECKU SIBISETCS
3epKalibHBIM oTpaxkeHueM Tpaduka PCA . K mapamerpam ¢ aHaIOTUYHON JUHAMUKOM

taxoke otHocaTcs DIy/RC (nuccumnanust sneprum B peakiimoHHoM 1ieHTpe) (puc. 3.9 i),
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V; (xapakrepusyromumii 10110 Qp-HEBOCCTaHABIMBAIOIIMX HIEHTPOB) (puc. 3.9 1) u My
(xapakrepusytonuii goHopayt crtopony DOCII) (puc. 3.9 x). Jlunamuka BTOpOW
IJIaBHOM KOMTIOHEHTHI (puc. 3.8 0) Hanbomee O6IU3KO HamOMUHAET TUHAMHUKY Rpo/RC
(TIOTOK ANEKTPOHOB, BOCCTAHABIIMBAIOIINM KOHEUHBbIE akIenTophl 31eKTpoHOB B DCI)

(puc. 3.9 n).
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Pucynok 3.9 — Msmenenus napametrpoB JIP-tecta Bo BpeMeHH B Ipoliecce HHKyOaluu BOgopocCiei
B IIPUCYTCTBUH TOKCUKAHTOB; TOuka () 4 COOTBETCTBYET MOMEHTY J100aBJIeHUs TOKCHKaHTa. [[Bera:
Cepblif — KOHTPOIIb, ToIy00i — CdSO4 (20 MkM), cunnii — CdSO4 (50 MxM), opanxkesblit — KoCr2O7
(20 MxM), xpacusiit — K2Cr207 (50 MkM).
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Takum oOGpa3zoM, U3MEHEHUs B (PYHKIIMOHUPOBAHWU OTAENBbHBIX dacTed DTL]
MOTYT IPOUCXOOUTH KaK pPE3KO, TaK U MOCTENEHHO, B 3aBUCUMOCTHU OT KOHLUEHTPALINU
W TUNA TOKcWKaHTa. Ha cremyromem miare OBUTM pPacCMOTPEHBI W3MEHEHHUS,
MPOUCXOMSIINE B Tpynnax, UACHTU(OUIMPOBAHHBIX C TMOMOIIBI0 METOJA IJIaBHBIX
KOMIIOHEHT (TIEPEXOIHBIE TTPOLIECCHI C HAMDOJIEE CXOKUMHU XapPaKTEPUCTUKAMU).
I'pynna 1, Koutpons u CdSO4, 20 MxM. U3MmeHeHus, BbI3BaHHBIE J00aBICHHUEM
CdSOy B xonnentpanuu 20 MkM, He BBISBIISIIOT KaKUX-JTHMOO KPUTUUECKH 3HAYUMBIX
W3MCHCHUM B WHIYKIIMOHHBIX KPUBBIX M, COOTBETCTBEHHO, B (DyHKIIMOHHUPOBAHHH
OCII. HaGnromaercst HE3HAUUTENbHOE CHUXEHHE HHJEKCAa MPOU3BOIUTEIBHOCTH
(PIags) (puc. 3.9 B), B TO BpeMs Kak JApyrue mapaMmerpbl OCTAIOTCS MPAKTHYECKU
HEM3MEHHBIMU, 4YTO YKa3blBaeT Ha cnaboe Tokcuueckoe percteue CdSOs4 B
KOHUEeHTpauuu 20 MKkM.

I'pynna 2, K,Cr,0O7 npu koHueHtpanusax 20 MmxM u 50 MkM. XOTS TOKCHKAaHT B 3TOU
TPYIINE UCTIOIB30BAJICS B PA3HBIX KOHIIEHTPAIUX, €r0 YPQeKThl B TeUeHHE MEepBhIX 10
4acoB CXOXHM — JWMHAMUKa NOYTH Bcex mnapamerpoB JIP-tecta 3a 3TOT mepuon
coBnagana (puc. 3.9): uHAEKC NPOU3BOAUTENHHOCTH Plags CHMKANCS; MOTOK
AIIEKTPOHOB, BOCCTAHABIMBAIONTNI KOHEUHbIE akenTopbl AeKTPoHOB B DCI, Rp¢/RC,
yMEHbIIAJNCS; W JUCCUIALMA DSHEpPruM B peaknuoHHoM ueHtpe, DIy/RC,
yBenmmuuBasiack. Opnako mnocie 10 uacoB BozmeiictBus K,Cr,O; auHamuka
napametpoB st 20 u 50 MkM HaumHaet ommuatrkes. B cnkyudae K,Cr,O7 (20 MxM)
napaMeTpbl Majio U3MEHSUIUCH B OCJIEIYIOIINE Yachl POCTA KYJAbTYPHI (MJIM HAYMHAJIN
NpUOIMKAThCSI K KOHTPOJBHBIM 3HAUEHUSIM), YTO TPEIIOJIaraeT, 4YTO KYJIbTypa
aJlanTupoBaiach K AeHCTBUIO HU3KOM KoHIeHTpauuu K,Cr,O; uid 4TO TOKCHKAHT,
BEPOSATHO, IIEPEIIEN B MEHEE TOKCHYHYI0 opmy — Cr**. HanpoTus, HaunHas IpuMeEpHO
¢ 10-ro yaca BozaeiictBus, Ko,Cr,O7 (50 MKM) BBI3BIBAET MOCTENIEHHOE CHUYKEHHE
nokazatess 3¢GeKTUBHOCTH Plaps ¥ yBe/lMueHHE MOTOKA SHEPTUU HA PEAKIIMOHHBIN
ueHtp (ABS/RC) u auccunaruu (DIy/RC), uTo yka3piBaeT Ha pa3BUTHE TOKCUYECKOTO
addekra.

I'pynna 3, CdSO,, 50 MxM. BoznetictBue CdSO4 B BEICOKOW KOHIIEHTPAIIMU BBI3HIBACT

HanOoJiee 3HaYNTENIbHbIE N3MeHeHus mapaMmeTpoB JIP-tecra. B Teuenue nepsbix 8—10
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4acoB JMHAMHUKa I[apaMETPOB aHAJIOTMYHA TAKOBOW B Tpynmne 2, HO 3HAYCHHUS
napamMeTpoB U3MEHSIIOTCS B OOJIbIIEH CTENEHU: MHACKC MPOU3BOAUTENHHOCTU Plags
CHWXaJcs 6oinee pe3ko, B To Bpems kak motoku ABS/RC u DIy/RC yBenmauBammch 10
Oosiee BBICOKMX ypoBHeH. B Teuenue ciemyronmux ~8 yacoB mapameTpbl Plags,
ABS/RC u DIy/RC cTabunu3upoBaiich, HO MOTOK 3JIEKTPOHOB, BOCCTaHABIUBAIOIHI
KOHEUYHBIC akienTopsl AeKTpoHOB Ha DCI, Rio/RC, HaunHam aKTHBHO yBEITMYIUBATHCS
(puc. 3.9 n). Ha 3akmountensHoM stane Habmoaenuit napamerpsl ABS/RC u DIy/RC
CHOBa HauMHaJM pacTH, a Rpo/RC mpomomkan yBennyuBaTbcs, 4YTO B COBOKYITHOCTH
YKa3bIBa€T HA Pa3BUTHE CUILHOTO TOKCUYECKOTO 3(pdeKTa.

3.2.3. Ananu3 61UAHUA CIMPECCOBBIX (PAKMOPOB ¢ UCNOIb306AHUEM MEmMO0a
PA3HOCHHBIX KPUBHIX

CpaBHeHHE (IyOPECLEHTHBIX NEPEXOIHBIX IPOLECCOB IyTEM BBIUUTAHUS
OZIHOM JABaXK/Ibl HOPMUPOBAHHOM KPUBOI U3 APYroil HoMOraeT 0OHapyKUTh H3MEHEHUS
B HavajbHOU yacTu kKpuBod OJIP, B wactHocTH, nosBienue K-paspl. s BeIsIBICHHS
nuHaMuku K-da3zbl Bo BpeMs pocTa KyJIbTypbl ObLUIA OCTPOEHBI IPapUKU pa3HOCTHBIX
KPUBBIX, JBaXbl HOpMUPOBaHHBIX MO (paze O-J, kak Woy = (Fi— Fo)/(F; — Fy) (puc.

3.10 a—x), xak onmcano B [Oukarroum et al. 2007, Kalaji et al. 2016].

Control CdSO,4 20 uM CdSO, 50 uM K,Cr,0; 20 uM K,Cr,04 50 uM
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Pucynok 3.10 — Onenka ammnutysl K-hassl 1o pa3HOCTHBIM KPUBBIM: a—1 — Pa3HOCTHBIE KPUBBIE,
HopmupoBaHHbIe 10 (aze OJ; e—k — AKmax, MaKCHMaIbHOE 3HaUEHHE COOTBETCTBYIOMEro AWoyj B
nHTepBaiue Bpemenu ot 0 1o 2 mc. [[Bera kpuBbix AWoj OT CHHEr0 A0 KPaCHOTO yKa3bIBalOT HA
W3MEHEHUE OTBETA BO BPEMEHH.
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KpuBasi, n3amMepeHHas HEMOCPEeICTBEHHO Nepe]l 100aBIeHUEM TOKCUKAHTA, Obla
B35iTa B KaUeCTBE 3TAIOHHOU KpUBOU W, .r. Paznoctu AWo; ObUIH NTOCTPOEHBI TyTEM
BbIUUTAaHUSI Woj 3TAIOHHON M3 Wpj, paCCUMTAHHOW i1 MHAYKUHWOHHBIX KPHUBBIX,
3apETUCTPUPOBAHHBIX B KAXKJIBIM MMOCIEAYIOMNN Yac pocTa KyiabTypbl: AWo; = Woy —
Wier. Kaxkgast u3 atux pasHocreit umena Mmakcumym (K-nuk) mim MmuauMyM (1171 pocta
KyJbTyphl 0€3 TOKcHKaHTOB) mnpu ~250 mkc. Kak m B mpenpiaymem pasnesne,
MakcuMalibHoe 3HaueHue AWoj Obuto 0003HaueHO Kak AKy.x U MpeAcTaBiIeHO Ha
rpadukax (puc. 3.10 e—x), Takum 0Opa3oM, OBLITM OIICHEHBI ITOCTEIICHHBIE U3MCHCHHSI
Ha poHopckoil cropone @CII B mnpouecce pocra MukpoBogopociied. AKpax
3HAQUUTENIbHO YBEIMYUBAJICS TOJ BO3JICHCTBUEM TOKCHUKAHTOB B  BBICOKHX
KOHIIEHTpALUSIX, OCTaBaJICs MPAKTUYECKU HEM3MEeHHBbIM mnoj aeiictBuem CdSO4 (20
MKM) U u3MeHsIcs HEMOHOTOHHO mof BozaehcTueM K,Cr,O7 (20 MxM). Briustaue
CdSOs npu Hu3kux KoHleHTparusax (20 MkM) He BbI3BIBAJ CYIIECTBEHHBIX
u3menenunit (puc. 3.10 6, %), TOorma Kak NpHu NOBBIMIEHHON KoHUeHTparuu 50 MkM
HaO0JI0]AI0Ch BBIPAXKEHHOE YBEJIMYECHUE UHTEHCUBHOCTH MHIYKIIUU (PIIyOpECLCHIIUN
Ha HadyaJlbHOM yuacTke rpagukoB (puc. 3.10 B, 3), 4TO yKa3bIBaeT Ha BO3MOXHOE
HakorieHue cocrosiauii ®CII, B KOTOPHIX MpeobiagaeT okucacHHas hopma Pego'™. D10,
BEPOATHO, MOXET OBITh CBSI3aHO C TNOBpEXIeHUEM JOoHOpHOU cropoHbl DOCII,
SJICKTPOHBI HE MOT'YT MOJHOCTHIO BOCCTAHOBHUTEH BCE MOJIEKYIIBI Pego™. AHATOTHUHBIH
s dext Habmonancs u st KoCr,O7 (50 MxM) (puc. 3.10 g, k). Bousiaue K,Cr,O7 ipu
HU3KUX KOHLEeHTpauusx (20 mxM) xapakTepu3yercs HEMOHOTOHHOW JTUHAMMKOM:
nepBoHa4YaibHOE yBennueHue K-nuka B TedueHwe npumepHo 10 4acoB cmeHseTcs
CHUKEHUEM JI0 KOHTPOJIBHOTO YpoBHs (puc. 3.10 1, n). JTa [uHaMU4ecKas KapTUHa,
BEPOSITHO, OTPaXKaeT MPOIECCHl BOCCTAHOBJICHUSI JOHOPHOW CTOPOHBI PEAKIMOHHOTO
LIEHTpa B OTBET HA HE3HAYUTEIbHBIE T[IOBPEKICHUS, BBI3BAHHBIE HUZKUMHU
koHueHTpauusimu KoCr,O7.

3.2.4. Ananu3z eauanUA MOKCUKAHMOG C UCHOIb306AHUEM MAMEMAMUYECKOTL
Mooenu

Jlns ananu3a rereporeHHocTH PL] ¢ Touku 3peHus pazmMepa CBETOCOOUPAIOIIETO

anTeHHoro komruiekca ¥ aktuBHOocTH DCII ncnonb3oBanack ymnpouieHHas MOJAEIb
90



dbotocuctembr 11 (2.15), mpeacraBieHHas B NpeablAyIIeH IJIaBe, OMUCHIBAIOIIAS
JTUHAMUKY UHIYKIMK Quryopecueninu noa aeiicteueM DCMU (uHruburopa nepeHoca
amekTpoHoB OoT Qs k Qp). B mpouecce uaeHTHdukanuu mnapaMeTpoB MOICIU
MPEIoNarajoch, YTO MOJ BO3JACUCTBUEM TOKCUKAHTOB MOMKET M3MEHSATHCS JOJs O-
HEHTPOB (0) M UX CBETOBble KOHCTaHTHl (ky,), @ TaKXke JOJIM AaKTUBHBIX
KHUCJIOPOJIBBIJICTISIONINX KOMIUIEKCOB (S), B TO BpeMsI KaK KOHCTAHTAa PaBHOBECHS
nepeHoca JNEKTPOHOB OT TUpo3uHa K Pego  (Kpres), KOHCTAaHTA mepexoia
KHCJIOPOABBLIEIAIONIET0 KOMIUIEKCA U3 COCTOSIHUS S1 B COCTOAHUE S) (k) U cBETOBas
KOoHCTaHTa Uil [B-1eHTpoB (kys) OCTAIOTCA HEW3MEHHBIMH. OKCIEPUMEHTAJIbHBIC
KpHUBbIE ObLIA U3MEPEHBI NMPU TPEX UHTEHCUBHOCTSIX akTUHUYHOTO cBeTa: 3440, 4900
1 6230 MxD m*c!. [Ipeanonaranocs, 4To CBETOBbIE KOHCTAHTHI (kyy, Kip) M3MEHSIOTCS
MPONOPLUHUOHAIIBHO MHTEHCUBHOCTH aKTUHUYHOTO CBETA. VCIonb30BaHHE pa3InyHbIX
WHTEHCUBHOCTEM aKTMHUYHOTO CBETa IO3BOJMJIO CHU3UTh HEOJHO3HAYHOCTH B
OMPEJICICHUH TapaMeTPOB MOJENIHU, TMOCKOJIbKY, TPU H3MEHEHUHU TOJIBKO CBETOBBIX
KOHCTAHT, U (PUKCUPOBAHHBIX OCTAJBHBIX MAPAMETPOB, PEHICHUS MOJAEIHU JOJKHBI
XOPOIIIO JIOKUTHCSA Ha BCE AKCIIEPUMEHTAJIbHbIEC TOUKU. MneHTudukanys napameTpon
MoOJienu JUIsl BbIsBICHUS 3((deKTa TOKCMKAHTOB MPOBOAMIIACH JIJISI JBYX HAaOOpOB
KpuBbIX: 1) KpuBble, u3mMepeHHsle 10 nooasnenus CdSO, (50 MxM) u yepes 5 yacos
nocje ero JAercTBust; 2) KpuBble, uaMepeHHsie 10 godasneHuss KoCr,O7 (50 MxM) u
yepe3 5 4acoB IMOCIE €ro JIEUCTBUA. DKCIEPUMEHTAIbHBIE U MOJEIIbHBIE KPUBBIC
noka3zansl Ha pucyHke 3.11. B pe3ynbrare anmpokcMManuu 3KCIEPUMEHTAIBHBIX
KPUBBIX OBUIM HAMJICHBI 3HAYCHHUSI MapameTpoB, MPU KOTOPHIX MOJCIbHBIC KPUBBIC
HAWJIY4IIIMM 00pa3oM COOTBETCTBYIOT 3KcmepumeHTaMm (Tabum. 3.2). M3 tabmuimsr 3.2
BUJIHO, YTO MOJ] BO3/ICHCTBHEM TOKCUKAaHTOB HabOmonaercst yBenuueHue Fo (For = 1 —
dpo), UTO MOXKET OBbITh CBsi3aHO co cHiwkeHueM sddextuBnoctn DCII, Oonee
BeipaxkeHHbIM it CdSOs4 mo cpaBuenutro ¢ K,Cr,O;. Jlons a-IeHTpOB MO,
BO3JICUCTBMEM HMOHOB TSKEIBIX METAJJIOB MPAKTUUYECKU HE M3MeHuiach. CBETOBBIC
KOHCTaHTBI PEAKIIMOHHBIX LIEHTPOB TaKKE OCTAIUCH MPAKTUUECKH HEU3MEHHBIMU T10]]

EeMCTBUEM TOKCUKAHTOB.
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Pucynok 3.11 a — DkcriepuMeHTalIbHBIC KPUBBIE (TOYKH) TIOJ] BO3JCHCTBHEM TOKCUKAHTOB,
u3MepenHsie B npucytctsur DCMU, u MonienbHble KpUBbIe (JIMHUHU): @ — KOHTPOJIbHBIE KPUBBIE 10
no6asnenust CdSO4 (50 MkM); 6 — kpuBBIE, H3MEpeHHBIE Yepe3 S u mocie nodasnenus CdSO4 (50
MKM); B — KpuBBI€, U3MepeHHbIE Yepe3 5 u nocie nodasnenus KoCro07 (50 MmxM). UepHbie KpuBbIe

COOTBETCTBYIOT HHTEHCHBHOCTH aKTHHUYHOTO cBeTa 3440 MxD M~ %c” !, cunme kpuBbie
COOTBETCTBYIOT HHTEHCHBHOCTH aKTHHUYHOTO cBeTa 4900 MkD M ¢!, KpacHble KpUBbIE
COOTBETCTBYIOT HHTEHCHBHOCTH aKTHHUYHOTO cBeTa 6230 MKk M ¢ .

JleiicTBHEe TOKCMKAHTOB NMPUBOIWIO K yYMEHbIIeHHIO oiu akTuBHBIX KBK (s)
npuaeMm st CdSOy (50 MKkM) 311 3P eKThI NPOSBISIINCH 3HAYUTEIBHO CUIIBHEE JTaXKe

yepes S yacoB BozaeicTBus, yeM 1t K,Cr,0O7 (50 MkM).

Tabmuma 3.2 — Ilapamerpsl MozenH, TOJNYYEHHBIE B pe3yJbTaTe  amnmpOKCUMAIUU
9KCIEPUMEHTAIbHBIX KPUBBIX. 3HAUCHUS Ky, Kxo, kxp IPUBEICHBI JUI1 MHTEHCUBHOCTH U3MEPSIEMOTrO
cBera 3440 MxD mc.

CdSOg4, 50 MxkM K2Cr207, 50 MxkM
ITapameTp
KonTpons ToxcukanT KonTposb TokcukanT
Fo 0,36** 0,45%* 0,36%* 0,38%*
Kpred 1,68* 1,68* 1,36* 1,36*
a 0,68 £ 0,04 0,63 £0,05 0,61 +0,04 0,66+ 0,04
ky 1397+ 1,28 | 1397+ 1,28 | 12,88 +0,89 | 12,88+ 0,89
Kxa 2,47 +0,08 2,46 £0,10 2,55+ 0,06 2,47 £0,05
kxp 0,44 £ 0,27 0,44 £0,27 0,29* 0,29*
s 0,91 +£0,05 0,31 £0,04 0,84 + 0,04 0,66 £ 0,03

* CTAHAAPTHOC OTKIIOHCHUEC HE OIPEHCIISAIIOCH, ** _ 3HayeHHe CTAaHAAPTHOTO OTKJIOHCHUA G < 0,01
3.2.5. Komnnekchuolit ananu3 Oeicmeus MOKCUKAHMOE C YUemoMm 6cex
UCNOTb30BAHHBIX MAMEMAMUYECKUX MEMO008
buonornyecknii 0TBeT GOTOCHHTETUYECKOTO amnmapara Ha CTPECCOBBIC (PaKTOPbI
HOCHUT CJIOKHBIM JUHAMHYECKUW XapakTep ¢ BKIIOYAET HECKOJNBbKO (a3 — oT
HAYaJIbHOTO TIOBPEKICHUS O aKTHBAIIMU 3alIUTHBIX MEXaHU3MOB, ajamnTalldd WM

OKOHYATCIIbHBIX HOBpe)K,Z[eHI/II\/'I. B otnmume ot TPpAaAUIMOHHBIX ITOAXOA0B, OCHOBAHHBIX
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Ha aHAJIM3€ KOHEYHBIX COCTOSHUM WJIM OTAEIBbHBIX BPEMEHHBIX TOUYEK, HENPEPHIBHBIN
MOHUTOPHUHT TMO3BOJSET HUJCHTU(DUIMPOBATH IMOCIEAOBATEILHOCTh MPOUCXOIAIIUX
W3MEHEHUM, OIEHUTh UX CKOPOCTh U OMPENCIIUTh MOPOTOBBIC YPOBHHU BO3/ACHCTBUS
cTpecca. B paccMoTpeHHOM Hccne0oBaHUK ObLT TPUMEHEH KOMITJIEKCHBIN MOAXOT 1JIs
m3yuenus nuHamuku peakuuun OCII y Chlorella vulgaris ipu BO3MEWCTBUU MOHOB
TSOKENBIX  METAJUIOB, COYETAonMil Onodu3m4eckue METOAbl — EeKEUYaCHBIMU
U3MepeHUAMH (IIyOpeCICHIIMH XJIOpOo(UIUIa @ U CIEKTPOB MOMIOMICHHS XJIopodusia
U KapoOTHMHOWJIOB, C MAaTeMAaTHMYEeCKUMHU MeTojamMu, Takumu kKak PCA, ananus
napametpoB JIP-tecta u MatemaTrueckum MozienupoBanreM. Habop 6uodpuznueckux
METOJIOB TO3BOJMI coOpaTh OouyblIolN MaccuB JaHHbIX, ~1800 mapameTrpos,
XapakTepusyomuil GopMy KpUBBIX HHIYKIUHU (iayopecuieHuu. [ mepBUYHOIO
aHaJM3a 3TOro Habopa JaHHBIX ObLT MpUMEHEH MeTojl TaBHbIX KommoHeHT (PCA), B
pe3yyibrare 4Yero ObUIM UASHTU(PUIMPOBAHBI TPYMIbl KPUBBIX CO CXOXKHUMHU
xapakrepuctukamu: 1) konTposb u CdSO4 (20 MxM), 2) KyCr,O7 (20 1 50 mxM), 3)
CdSO4 (50 mxM). CdopmupoBaHHBIE TPYNNbl HE COOTBETCTBYIOT OXKHUIAEMOMY
pa3[eNeHHI0 Ha KOHTPOJIb, CIad0€ M CHJIbHOE BO3JEHCTBUE TOKCUKAHTOB. JTO
YKa3bIBa€T Ha TO, YTO MPHU HU3KUX KOHLIEHTPALUSAX TOKCUKAHTA MEXaHU3M €T0 BIUSHUS
Ha OPTaHU3M MOXET MPUHIUIMHAIBHO OTIIMYATHhCS OT TAKOBOTO MPU BBICOKHX J103aX.
AHanu3 JMHAMUKHA TJIaBHBIX KOMIIOHEHT IIOMOT BBISIBUTh HauOoyiee 3HAYUMBIE
OCOOEHHOCTH  WM3MEHEHUW  (QOpMBI  KPUBBIX  HUHAYKIUUA  (IIyOpPECUCHIINH,
MPOUCXONAIIUX BO BpeMs KYyJIbTUBHPOBAHUSA. bbIIM BBIJCICHBI JBE OCHOBHBIC
3aKOHOMEpPHOCTH: TiepBasi miaBHas KommnoHeHTa (PCA|) IeMOHCTpUpPYET pE3Kue
CIABUTH B HadaJIbHbI MEpPUON TOCJE J00aBJIEHHS TOKCHKAHTOB (32 MCKIIIOUEHUEM
CdSO4 mpu 20 mxkM), mocie dYero ee 3HauYeHHs CTaOWIM3UpYrOTCSA. Btopas
komnoHeHta (PCA;), HanmpoTuB, HEMOHCTPUPYET MOCTENEHHOE M YCTOWYHUBOE
YBEJIMUEHUE Ha MPOTSHKEHUU BCEro JKCIepuMeHTa. Takum oOpa3oM, M3MEHEHUS B
JUHAMUKE TJABHBIX KOMIIOHEHTOB U mapamerpoB JIP-tecta mpu noGaBieHuu
TOKCUKAHTOB HaOMronaroTcsi Ha ¢GoHE W3MEHEHWH, yKa3bIBAIOIMIMX Ha aJanTaIlHuio
KYJIBTYypbl K pocTy B (orobuopeakrope. BbIABICHHE OTHUX JBYX Pa3IMYHBIX

JTUHAMUYECKUX TarTepHoB, cBsizaHHbIX ¢ PCA; u PCA,, moguepkuBaeT OCHOBHBIC
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OCOOEHHOCTH JMHAMHMKU HMCXOAHBIX mapameTrpoB JIP-tecra. [lockonbky auHamuka
Kaxxgoro mnapamerpa JIP-tecta OZHOBpPEMEHHO OTpakaeT XapaKTEPUCTUKH OO0enX
IJIABHBIX KOMIIOHEHT, XOTSl U B Pa3HOM CTEIEHU, BU3yaAJIbHBIM aHAJIN3 JUHAMHUKU BCEX
napamMeTpoB OJIHOBPEMEHHO MpPEACTaBISIET cO00i crnoxHyto 3anady. CpaBHEHHE C
JVHAMMUKOW ITIABHBIX KOMIIOHEHT 3HAYNUTENIBHO YIIPOLIAET UHTEPIIPETALUIO IIOBEICHUS
napameTpoB JIP-Tecra, mo3Bosnsis pa3aenurts ux, no CyTH, Ha JIBE TPYIIbL: OHA IPyTIIIa
JEMOHCTPUPYET O0JIee BEIPAKEHHYIO Koppelisiiuio ¢ tuHaMukoi PCA |, B To Bpemst Kak
npyras koppenupyet cuibHee ¢ PCA,. AHanu3 Toro, Kakue UMeHHO napameTpsl JIP-
TE€CTa TPYIIHUPYIOTCS B COOTBETCTBUU C JUHAMUKOW IEPBOW WJIM BTOPOM IJIABHOM
KOMITIOHEHTBI, [TO3BOJISIET MPEANOI0KUTh, 4To quHaMuka PCA| U CBA3aHHBIX C HEH
napameTpoB JIP-Tecra B Ooublliell CTENEHH OTpPa)XKaeT M3MEHEHMS, NMPOUCXOASIINE
BHyTpu OCII. Hanpotus, nunamuka PCA, 1 cBsi3aHHBIX ¢ HEl napameTpoB JIP-tecra,
MO-BUAMMOMY, CBS3aHa C mporeccamu, npoucxondammmu B ITL] 3a npenemamu PSII,
BEPOATHO, B KoMILiekce nuToxpoma bof numu B @CI. [lomumo ananuza napamerposn JIP-
TeCTa, METOJ PA3HOCTHBIX KPHUBBIX IMO3BOJUJ BBISIBUTh HIOAHCHI M3MEHEHUS (OPMBI
MHIYKIMOHHBIX KPUBBIX HAa HAYaJbHOM YYaCTKE, XapaKTEPHU3YIOIIME MPOLECCHl Ha
noHopckor ctopoHe OCII. B otnmuuue oT yCpeAHEHHBIX MO BCEM XapaKTEPUCTUKAM
peakumoHHbIX LHeHTpoB PCII XapaKTepHUCTHK, MOIYYEHHBIX C HCIIOIb30BAHUEM
napameTpoB JIP-Ttecta, MaremMaTnueckasi MOJEIIb ITO3BOJINIIA BBIIBUTh T€TEPOT€HHOCTh
peakmoHHbIX HeHTPOB DCII 1 OLIEHUTH 1071 aKTUBHBIX U HEAKTUBHBIX PEAKIIMOHHBIX
LEHTPOB, a TAKXE JOJU PEaKIIMOHHBIX LEHTPOB C MOJHOM aHTEHHOH (O-LEHTpPHI) U
IIEHTPOB, HE HUMEIIMUX mepudepuitHol aHTeHHBI (PB-1leHTphI). Takum oOpazom,
KOMIUJIEKCHBI aHajn3 Habopa JaHHBIX IMO3BOJIMI MOCTPOUTH LIEJIOCTHYIO KapTUHY
JVHAMMYECKUX W3MEHEHHU B peakunoHHbIX HeHTpax OCII B orBer Ha nelicTBhe
TokcukaHnToB CdSO4 u K,Cr,O7 B pa3nuyHbIX KOHIICHTPALIUSIX.

Kak BUIHO W3 AMHAMUKM CHEKTPAJIBbHBIX XapPAKTEPUCTHUK, OTPAXKAIOIIUX POCT
KYJBTYpPBI U cofiepxanue nurMeHToB (puc. 3.6), CdSO4 u K,Cr,O7 B koHuenTpaiuu 20
MKM NpakTUYECKH HE BIMSIOT HAa POCT KYJIbTYphI, TOTAA Kak IO/ BO3IECHCTBHUEM
K,Cr,07 (50 MkM) pocT npekpariiaercst mpuMmepHo yepes 10 yacoB mocie no0aBieHus

TOKCUKaHTa B KyJIbTYypy, a noj Bo3aeiictBueM CdSO4 (50 MkM) poct mpekpariaercs
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NpUMEPHO uepe3 5 yacoB mocie ero jgoOaeieHus (puc. 3.6 a). Ilpu HuU3KHX
KOHIICHTPALUSIX ~ TOKCHKaHTa  COJAEpXaHue XJopoduiula CHUXKACTCA  JIMIIb
HE3HAYUTEIHHO. B yCIIOBHUSIX BEICOKUX KOHIIEHTPAIMI CKOPOCTh CUHTE3a XJI0pohHiIIa
pe3ko nagaet (puc. 3.6 6). Ognako B cinydae KoCr,O7 (50 MkM) B nanbHelemM pocrte
KyJbTYpPhl HAONIOMAeTCs HEOOJBIIOE YBEIWYEHUE CONEpKaHHs XJIOpoduiuia, YTO
MOJKET yKa3bIBaTh HA MOMBITKU KJIETOK aJanTUPOBaThes K cTpeccy. B cmydae CdSO4
(50 MmxM) cozxepskanue XJIOpo(ulIa HAYMHACT CHIDKATHCA YK€ MPUMEPHO depe3 5
4aCOB MHKYOAIH, 9YTO, BEPOSTHO, OTPaKaeT HEOOpaTUMBbIC TIOBPEIKICHNUS, BBI3BAHHBIC
ero 0Oojee BBIPAKEHHBIM TOKCHMYECKUM JeictBueM (puc. 3.6 0). CHuxeHue
comepxkanusg xjopoduina nox BosaekictBueM CdSOs4 B konnentpauun 50 mMxM
COMPOBOXIAETCSA OTHOCUTENIBHBIM YBEIMYECHUEM JOJIM KapOTUHOUJOB (puc. 3.6 B),
4YTO, BEPOATHO, YKa3plBaeT Ha Oosiee OBICTpOE CHUXKEHHUE CKOPOCTH CHHTE3a
xjopoduiiia MO CpaBHEHUIO C KapoTuHowaamu. OAHOBPEMEHHO HaOIIOnaeTCs
yCUJIEHHE HE(POTOXUMHUYECKOTO TyIIeHusl (CHUXKEHue, puc. 3.6 T), 4TO yKa3bIBaeT Ha
aKTUBALIMI0 MEXAHU3MOB pacceuBaHMs WU30BITOYHOW dHepruu. CoueraHwe H>THUX
MU3MEHEHHI JEMOHCTPUPYET Hanbosee BoIpaxkeHHbId Tokcnueckuil agdext CdSO4 (50
MKM).

BnusHre TOKCMKAaHTOB Ha pa3Mep aHTEHHbI HEe OOHapy>KeHO; J0iu o- U -
IEHTPOB TMPAKTUYECKH HE u3MeHWIUCh (Tabm. 3.2). OpHako NpH  BBICOKUX
KOHIIEHTpAIMsIX TOKCUKAHTOB HaOmromaeTcs yBenmdeHue mapamerpa ABS/RC, gto
OOBIYHO CBSI3aHO ¢ yBeIMYeHUEM 3(D(PEKTUBHOTO MOMEPEYHOTO CEUCHHSI aHTEHHBI. JTO
KaXyIIeecss MNPOTUBOPEUYHE MOXKHO OOBSICHUTH TEM, YTO TIO BO3JEHCTBUEM
TOKCUKAHTOB YBEJIUYMBACTCS KOJMYECTBO TMOBPEKICHHBIX PEAKIIMOHHBIX IIEHTPOB
(yBenuueHue Ha puc. 3.6 T), U, COOTBETCTBEHHO, YBEJIWYUBACTCS OOIIas TJIOMIA/lb
QHTEHHBl Ha OJWH PEAKIIMOHHBIM LEHTP. OTOT A(PPeKT 0COOCHHO BBIPAKEH IO
BozneiictBueM CdSO4 (50 MkM) (puc. 3.9 x). s K,Cr,O; npu 06erx KOHIIEHTpaIUsIX
Ha paHHHUX CTaAusAX HaOmromaercs aHamorndHoe ypenuueHue ABS/RC. Onnako npu
koHreHTpanuu 20 MkM 3HaYeHHe mapaMeTpa HAYMHACT CHIKAThCS TMPUMEPHO Yepes
10 gacoB, 4TO MOXKET yKa3blBaTh Ha aKTHUBALIMI0 MEXAHU3MOB aJalTalliu KJIETOK K

cTpeccy. AHanu3 nporeccoB Ha JoHOpHOM cTopoHe DCII mokaspiBaet, uto CdSO4 ipu
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KkoHIeHTpauuu 20 MKM NMpakTUYECKH HE BIUSET HAa KUHETUKY (uIyopeclieHInu (puc.
3.10 6, x). B 10 xe Bpems CdSOs (50 MxM) u K,Cr,O7 (50 MkM) BBI3BIBAIOT
BBIpXEHHOE YBEIMUEHNE HHAYKINH (iryopecueHimu B oonactu K-dassl (puc. 3.10 B,
I, 3, K), 4YTO yKa3blBaeT Ha 3aMelJICHuE peakuuii Ha JoHopHoM ctopone DCII.
Pe3ynbrarel MogenMpoBaHus MOATBEPKAAIOT, UTO 3TO CBA3aHO ¢ nHakTuBanuen KBK:
noiist aktuBHOoro KBK caHuxaercst ¢ 84 no 66% nox BoznercteueM K>Cr,O7 (50 MxM)
u ¢ 91 no 31% nox aevicteuem CdSO4 (50 mxM) (Tabn. 3.2). Ilpu koHIIEHTpaLUH
K,Cr,O; 20 MM HabmromaeTcss HEMOHOTOHHAs JWHAMHKA: TIEPBOHAYAIHHO
OTMEYaeTcsl yBennyeHue nurencuBHocT K-daspl, a npumepHo yepe3 10 u 3HaueHus
BO3BPAIAIOTCS K KOHTPOJIBHOMY YpOBHIO (pHC. 3.10 1, 1), YTO CHOBa MOXKET YKa3bIBaTh
Ha aKTUBALIMIO MEXAHU3MOB aJaNTalliu KJIETOK K crpeccy. Ha akuenTopHoil ctopoHe
OCII >ddext TOKCMKAaHTOB MeHee BBhIpakeH. bbuio 3adukcupoBaHo HEOOJIBIIOE
yBEJIIMUEHUE TapaMeTpa Vj, OTpaxkaroniero Ao (Qp-HEBOCCTAHABIMBAIOIIMX
HEeHTpOB, oguHakoBoe i1 CdSO4 (50 MkM) u 06enx konuentpanuii KoCr,O7 (puc. 3.9
n). Taxxke HaOMIOTACTCS YMEHBIIEHUE IOTOKA AJIEKTPOHOB, BOCCTAHABIMBAIOUIUX
koHeuHble akuentopsl Ha OCI (RE(/RC) (puc. 3.9 u). Ognako B ciyyae CdSO4 (50
MKM) mpumepno uepe3 10 u nnkyOaruu RE(/RC naunnaet yBennuuBarhesi. Kak u B
cinyudae ¢ mapamerpoM ABS/RC, yBenuuenne RE(/RC, BeposaTHO, CBSI3aHO C TEM XK€
MEXaHU3MOM: TIOBPEXKJACHUEM 3HAUUTEIbHOW 4YacTU PEaKIUOHHBIX IIEHTPOB,
MPUBOASIIMM K MEPEPACHPEICTCHUI0 TMOTOKA 3JIEKTPOHOB MEXKIY OCTABUIMMUCS
aKTUBHBIMU LIEHTPAMH.

Camxenue 3¢ dextuBHocTr OCII mog Bo3aeiicTBHEM TOKCUKAHTOB (CHMYKCHHUE
Plags Ha puc. 3.9 B) MoxkeT OBITh CBSI3AHO C TMOBPEKIACHHEM €€ pPa3INYHbIX
KOMIOHEHTOB. M3BECTHO, YTO MOHBI KaJIMHUS BBHITECHSIIOT MarHui U3 xjopoduiia u
HApyIIAIOT CTPYKTYpy OCJIKOB PEaKIMOHHBIX IIEHTPOB. B CBOIO odepenb, MOHBI
JMXpOMara BBI3BIBAIOT OKHUCIUTEIbHOE TmoBpexaeHue OenkoB OCII, Bxirouas
WHIYKIMIO aKTUBHBIX (JOPM KUCIOPOJA, YTO TAKXKE YXYAIIAeT MX (yHKIIMOHAIHHOE
coctosinue [Hayat et al. 2012, Rodriguez et al.2007]. O6Ga TokcHKaHTa BIUSAIOT Ha
MEepPEeHOC  JJIEKTPOHOB, 4YTO  MPOSBIsETCS B yBelWueHun  jgoaum  Qp-

HCBOCCTAHABJIMBAIOMINX ILICHTPOB, 0COOEHHO npu AJIUTCIIBHOM BO3I[CI>1CTBHH. 910
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MOXKET OBITh CJIEICTBUEM JI€30praHu3allid MEMOpaH XJIOPOIUIACTOB, BBI3BAHHOMU
MEPEKMUCHBIM OKUCIICHUEM JIUITU/IOB I HHTUOUPOBaHUEM (DEPMEHTOB, yUaCTBYIOLIUX
B ux cuHrese [Titov et al. 2011, Hayat et al. 2012]. bsuto oTrmedeno, uto »hdexT
K,Cr,O7 Gonee BbIpaxkeH Mpu Oojee UIMTENbHBIX BpeMEHaX, BEPOSITHO, M3-3a €ro
CIIOCOOHOCTH HETIOCPEJCTBEHHO OKHCIATH JIMMHUABI W yCWINBATh 0Opa3oBaHUE
akTMBHBIX (opM kucinopona (ADPK) [Hayat et al. 2012]. Bousaue Cd*" na KBK moxer
OBITH CBA3aHO ¢ BhITecHeHMeM Ca’’ U3 MapraHieBOro KiacTepa, dT0 MPENSTCTBYET
CBSI3bIBAHHUIO BOJIBI M HAPYIIAET CTA0MIBHOCTH KaTaIUTUYECKOTO LeHTpa [ Sigfridsson
et al. 2004]. Ipenmonaraercs, uro Ca’" yuacTByer B 0Opa30BaHUM BOJOPOIHBIX
CBsI3el, HEOOXOMUMBIX JUIsl OKMCIeHHs Boabl [Lovyagina, Semin 2016]. Cd*" moxer
napymars npouecc ¢oroakruanuu OCII, ceaswiBasch BMecto Ca?’ [Faller et al.
2005]. Kpome Toro, Cd*" momasnser akTMBHOCTh KapOOaHIMApasbl — (EepPMEHTa,
noaepsxkuparoniero pynkuo KBK npu nsmenenun pH nytem ynaneHust npoOTOHOB —
3a CUET 3aMelleHus Zn?", BXOMAIETO B ee CTPyKTypy [Sas et al. 2006].

HeiictBue K>Cr,O7 cBa3ano ¢ yBenmuuenueM oopazoanusi ADK, uro npuBoaut
Kk noBpexaenuro KBK, B ToM 4mucie 3a cyeT OKHCJIEHHUS €ro BHEIIHUX OEJIKOB U
BBICBOOOJK/ICHHSI MIOHOB Mapraniia u3 kiacrepa [Rodriguez et al.2007, Gupta et al.
2020]. Veenmuuenue yposas AD®K mox Bosaericteuem Cd?* cBA3aHO ¢ HHTMOMPOBAHKEM
aHTUOKCcHUJIaHTHBIX cucteM [Huang et al. 2017].

Ha aHTeHHBI KOMILJIEKC B pPaccMaTpUBa€MOM HCCIIEIOBAHUM TOKCHUKAHTHI
MPAaKTUUYECKA HE OKa3blBaldW BiMsHUA. (OJHAKO CYIIECTBYIOT HCCIEIOBAHMUS,
ONHUCHIBAIOLINE Ppa3pyLIEHHE AHTEHHBIX KOMIUIEKCOB mox BosaeiictBuem Cd*,
BKJIIOUAsi THTUOMPOBAaHUE CUHTE3a XJIopoduiuia u ne3opranuzanuto Tpumepo LHCII
[Fagioni et al. 2009, Parmar et al. 2013]. Bo3moxkHo, B HamieM ciydae 3d@ekr
TOKCUKAHTOB HA AHTEHHY HE YCIIeNl MPOSBHUTHCS, TMOCKOIBKY OOpaslbl AJIA OIEHKH
pa3Mepa aHTEHHbI (HaJu4Khe WM OTCYTCTBUE mepudepruyeckoil yacTh) ObLIM B3SITHI
MOCJIe TEpPBBIX S5 4YacoB J00aBICHUS TOKCHKaHTa. TakuM 00pa3oM, OCHOBHBIC

n3meHenus nox BozzaeictBueM CdSO4 u K,Cr,O7 3arparuBaroT JOHOPHYHO CTOPOHY
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OCII, KBK u nipouieccsl nepeHoca 3JIeKTPOHOB, B TO BPEMsI KaK aHTCHHBIN KOMILIEKC
OCTAaE€TCsI OTHOCUTEIBHO HETIOBPEXKICHHBIM.

Takum  oOpa3oMm,  MOPOIEMOHCTPUPOBAHO  MPHUMEHEHHE  KOMILIEKCA
MaTE€MaTUYECKUX METOMOB, ISl M3ydeHus auHamuudeckoro orBera @CII B kieTkax
Chlorella vulgaris nipu Bo3aeicTBuu coneit kaqmus u xpoma (CdSO4 n K,Cr,0O7). Ha
IIEPBOM 3Tare C MOMOLIBIO METOAOB YMEHBIICHHS PA3MEPHOCTH BBIIEISIIUCH TPYIIIIBI
JAHHBIX, Pa3JIUYUs MEXKAY KOTOPBIMHU 3aTEM MOATBEPKAAINCH HA CIAEAYIOIIMX dTanax
IIPU IIOMOIIM MaremMarudyeckon monenu, JIP-tecra ¥ pa3HOCTHBIX KpUBBIX. bbLIO
MOKA3aHO, YTO JCHCTBUE TOKCUKAHTOB BBI3bIBAET CHUKEHUE PPEKTUBHOCTH PAOOTHI
@OCII, poct gomu QB-HeBoCcTaHABIMBAIOIMIKX IEHTPOB U nHruouposanue KBK, npu
TOM JEHCTBUE TOKCHMKAHTOB HA AHTEHHBIE KOMILJIEKCHI BBISIBICHO HE ObLIO. Takoi
IOJIXO/ K aHAJIM3y JAaHHBIX IO3BOJIET BBIABIIATH U3MEHEHHUE COCTOSIHUM PAa3JIMYHBIX
anemeHTOB @CII, 4r0 nemaer ero MepCrneKTUBHBIM HWHCTPYMEHTOM JUIA aHAJIA3a
NEPEXOJHBIX PEXKUMOB B MPOLECCE POCTa KYJIBTYpbl MOJ JEHCTBUEM pa3IMYHBIX
dbakTopoB cTpecca.

3.3. CpaBHenue mnepexoanbix mnpouneccoB B DCII Bomopoc.eii,
BBIPALICHHBIX B Pa3JIHYHBIX CBETOBBIX YCJIOBHAX

B pasnmene 3.3. Ha oCHOBE aHalu3a MaccuBa MHAYKUMOHHBIX Kpubix (MK),
MOJIYYEHHBIX JUIsl ISATH BUIOB Bojopocnei: Chlorella, Scenedesmus, Ankistrodesmus,
Pleurochloris, Stichococcus, BHIPAIIEHHBIX TP HHTEHCUBHOCTAX cBeTa: [; = 8 BT M
u [, = 16 Br ™M™, HCCIemylOTCs NMEPEXOMHbIE TPOLECCH B (POTOCHMHTETUYECKOM
anmnapare KJI€TOK B 3aBUCUMOCTH OT CBETOBBIX YCIOBUI pocTa. J{Jis ISTH yIOMSIHY ThIX
BUJIOB BOJIOPOCIIEH U AJIs1 KQXKJIOTO YCIOBHS POCTa ObUIM U3MEPEHBI KPUBbIE MHAYKIIUU
(duyopeclieHIIMM MPU JI€UCTBUM HECKOJIBKUX HHTEHCHUBHOCTEH AKTUHUYHOTO CBETa
(1840 MxD m2c™!, 3440 mxD, 4900 MxD M2c™!, 6230 MxD m2c!, 7500 MxD m2c!), npu
o0pabotke DCMU u 6e3 Takoit 00paboTKH, KOTOPbIE 3aT€M ObLIU MPOaHATU3UPOBAHBI
C TIOMOIIBIO TPEJICTABICHHOM B IpeabIayIel rase moaenu (2.15) u napamerpon JIP-
TeCTa M MpeJCTaBICHNUs] KPUBBIX B BUJAE CyMMbI SKCIOHEHLHMAIbHBIX (pyHKUMI. Ha
pucyHke 3.12 mnpuBeneHsl HOPMHUPOBAaHHbIE Ha [, KpUBBIC, NOJYYEHHBIE IpHU

MHTEHCUBHOCTU JAeiicTBytolero ceera [=3440 mxD m2c!, u3 cpaBHEHMS KOTOpBIX
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BHUJHO, 4YTO BCC BOAOPOCIH IIO-PasHOMY pCarupyrorT Ha CBCTOBBLIC YCJIOBH:A, IIPH

KOTOPBIX KYJIBTYpPbI BBIPAIUBAIIUCE.

Ankistrodesmus Pieurochloris Chiorella Scenedesmus Stichococcus
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Pucynoxk 3.12 — Kpusble unayKiun (ryopecueHIni, HopMUpOBaHHbIE HA F,; 6e3 00paboTKu
DCMU (Bepxnuii psin); ¢ 06padorkoit DCMU (HmxHU# psin). MTHTEHCHBHOCTD IEHCTBYIOIIETO

cera I = 3440 MxD m2c™.

[Ipyn aHanm3e KpUBBIX C MOMOIIBIO MOJEIU MPEANONarajlioch, 4TO Pa3IUdUs
Mexay anbha- U OeTa-IeHTpaMH OTPAaHUYMBAIOTCS TOJBKO 3A(H(PEKTUBHOCTHIO
cBerocOopa, W, Kak CIEJACTBHE, KOHCTAHTAMU CKOPOCTEH CBETO3aBHCHUMOTO
o0Opa3oBaHus BO30YKJIEHHBIX COCTOSIHUM MUTMEHTA PEAKIIMOHHOTO LIEHTPa B PEAKIINU
P — P (COOTBETCTBEHHO, ko M Kyp), TOTIA KAK OCTAJIBHBIE KOHCTAHTHI CKOPOCTEH BCEX
peakiuii mepeHoca d3JeKkTpoHa oauHakoBbl. C momornipio mporpammbl DBSolve
[Gizzatkulov et al. 2010] ObL1a poBeieHa UACHTU(DUKAIIMS TAPAMETPOB 3TON MOJIEIIU
JUTsl OTMIMCAHHBIX BBIIE HAOOPOB JAHHBIX, KAKIBIM U3 KOTOPBHIX BKIIIOYAJ HECKOJIHKO
WHYKIIMOHHBIX KPUBBIX, 3aPETUCTPUPOBAHHBIX IS OAHOUM U TOM e MPOOBI KYIbTYPHI
MHKPOBOJOPOCIIEN MPH IIATH PA3JIMYHBIX HHTEHCUBHOCTSX JEUCTBYIOLIETO cBeTa. [
KaXJI0Oro Habopa MJaHHBIX, IMOJYYEHHOTO JJII OJHOW TIPOOBI, HACHTHUMUKAIINS
napaMeTpoB MOJIeJIM MPOBOAWIACHE OJAHOBPEMEHHO IO MSITH SKCIEPUMEHTAIBHBIM
KPUBBIM, 3aPETHUCTPUPOBAHHBIM MPU Pa3HOM MHTEHCHUBHOCTU JCHCTBYIOIIETO CBETA.
Takum o0Opa3zom Obuta obecmedeHa €IWHCTBEHHOCTh HAOOpOB  HaWJIEHHBIX

napaMeTpoB. Pe3ynprarsl annpokcuMaliuy NpuBeIeHbl Ha pUCYHKE 3.13.
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8 Br m2c! (35 MxD Mm2c ) 16 Bt m2c! (70 Mx3 m2c?)
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Pucynok 3.13 — Pemenus Mozenu (JIMHUM), COOTBETCTBYIOIIHME SKCIIEPUMEHTAIbHBIM KPUBBIM
(TOYKM) MHIYKIHHA (QIyOpPECICHIINH, TIOTYYCHHBIM MPH 5 MHTEHCHBHOCTAX ICHWCTBYIONIETO CBETA.
PacrionoeHue U LBET KPUBBIX CHU3Y BBEPX COOTBETCTBYIOT MHTEHCHUBHOCTAM 11=1840 MxD m~2c!
(uepuas), 1,=3440 MxD m2c! (cunsas), 5=4900 MxD m2c! (kpacHas), 14=6230 MxD m2c! (3enenas),

[5=7500 MxD m2c’! (;runosas).
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3HaueHUs nmapamMeTpoOB, IIOJIYUCHHBIC B PEC3YILTATC alllpOKCHUMallVHd U

napameTpsl JIP-tecta, mpeacrasnensl B Tadnuie 3.3.

Tabmuma 3.3 — IlapameTpbl MonenH, MOJyYEHHBbIE NMPH ANMPOKCHUMAIMH HKCIEPHUMEHTATBHBIX
KpHUBBIX, M napameTpsl JIP-Tecra

Ankistrodesmus Chlorella Pleurochloris Scenedesmus Stichococcus
=8 1=16 1=8 I=16 1=8 I=16 1=8 =16 =8 I=16
Br/m? Br/m? Br/m? Br/m2 Br/Mm? Br/m? Br/Mm? Br/m? Br/m? Br/m?
kxa, Mmct | 2.90+0.02 | 2.77+0.3 2.52+0.03 | 4.61+0.05 2.02+0.03 2.74+0.02 | 2.14+0.02 | 2.73+0.02 | 2.16+0.02 | 2.99+0.03
ke, Mc™! 0.70+0.05 0.85+0.06 0.68+0.03 0.52+0.05 0.36+0.03

0.72£0.01 | 0.74+0.01 | 0.77+0.01 | 0.65+0.01 0.57+0.01 | 0.70+0.01 | 0.71£0.01 | 0.73+£0.02 | 0.74+0.01 | 0.66+0.02

0.26+0.01 | 0.93+0.04 | 0.85+0.03 | 0.25+0.01 0.79£0.02 | 0.78+0.02 | 0.58+0.02 | 0.40+0.02 | 0.83+0.03 | 0.76+0.03

ky, mc™! 41.03£1.29 35.25+1.07 28.23+0.66 33.58+1.43 32.12+0.93
Kpred' 1.52 1.46 1.83 1.88 1.17

F 0.35" 0.4° 0.36° 0.33" 0.39° 0.37 0.34° 0.32° 0.3 0.27°
V; 0.63" 059" | 0.65+0.01 0.81° 055 | 0.62£0.02 [ 057 058" [ 0.58+0.02 [  0.60°
PI 0.15" 048 | 047£0.03 | 005 0.57+0.01 | 0.38+0.04 | 0.64=0.02 | 052" | 0.66x0.11 | 0.65°
Fv/Fm 0.58" 071° 071° 0.59° 0.67° 0.69° 0.71° 0.73° 0.76" 0.78"

*CranaaptHas ommuboka < 0.01
“Ilapametp Kpreq ObIT 3apKCHPOBAH B XO/I€ ONPEACICHNS CTAaHAAPTHBIX OTKIOHEHHUH MMapaMeTpoB,
IMOCKOJIbKY ObLIa 06Hapy>KeHa OobIIas KOppesuysa MKy HUM U IIapaMETPOM k;,

AHaim3  ¢GopMbl  KpuBBIX B makere pyPhotoSyn ¢ momormibio
MYJIBTUDKCTIOHEHIIMAIIBHOM ~ allPOKCUMAIlMA MOKa3aj, YTO Ha BCEX KPHUBBIX,
MoJTy4eHHBIX 1ociie gooapinennss DCMU, MOXHO BBIICIUTh TPU B Pa3HOM CTENCHU
BbIpakeHHbIe (a3wl (ipumep st Chlorella npusenen Ha pucyHnke 3.14). Hapacranue
WHTEHCUBHOCTU (DIIyOPECUEHIIMU COACPKUT JBE (ha3bl IKCIOHEHIIMATBLHOTO POCTa C
pPa3HBIMM XapaKTEPHBIMH BpPEMEHAMHU U Pa3HbIMU aMIuiuTygaMu. CHUTMOMIHOCTH
Ha4aJIbHOTO Y4YacTKa KPUBOI, HA KOTOPOM UHTEHCUBHOCTH (UIYyOPECIIEHIIUY HapacTaeT
MEJJICHHEE, YeM II0 DJKCIIOHEHTE, MOXET OBbITh CBfi3aHa C JIOMOJHUTEIHHOU
AKCIIOHCHIIMAIBHON (ha30ii ¢ XapakTepHBIM BpEMEHEM IIOpSAKa JSCSTKOB

MHUKPOCEKYH/I ¥ OTPULIATEIIbHON aMIUIUTYIOM.
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Puc. 3.14 — Paznoxenue KpuBoit MHAYKIUHU GIIyopecleHINH, monyueHnoi mis Chlorella,
BhIpamenHoit mpu 8 Br m2c! (35 MxD m2c!), Ha Tpu skcnoHeHnManbHbIE (Basbl (CyMMa Tpex
bynknmii Buna: 4; (1-exp(-#/t;)): HadanpHas daza — orpunarenbaas (41 < 0), u aBe
MIOJIOKUTEIIbHBIC, OCHOBHAS, A2, COOTBETCTBYIOINAS alb(a-IIeHTPaM, U JOTOIHUTEIbHAS C MEHBIIICH

aMILTUTY/I0U, A3, COOTBETCTBYIOIIAs OeTa-IeHTpaM.

Maremarnueckass MOJEIb IIO3BOJIMJIIA HE TOJBKO BBIACIUTh Ha KPUBOMU
AKCIIOHEHIIMAaIbHbIE (a3bl, HO W JaTh HHTEPIPETALUI0 KXo u3 HUX. bonee
BBIpaKEHHAss CUTMOUIHOCTh HadalbHOM (a3bl (daza ¢ aMImuTynol A;) KpuUBOW B
paMKax MoOJeNU oTpaxkaeT Haiauuue Oosbmioro umcia aktuBHbIX KBK, cama ¢aza
COOTBETCTBYET nepeHocy aiekTpona ot KBK. AmmnuTtyna 3Toit (ha3el 3aBUCUT KaK OT
oy akTuBHBIX KBK, Tak 1 OT MHTEHCUBHOCTH JIEUCTBYIOIIETO CBETA IIPU U3MEPEHUN
MHIYKIAOHHBIX KPUBBIX: OHA MPAKTUYECKU HE3aMETHA MPU HU3KOW MHTEHCUBHOCTH
CBETA U PACTET C €€ YBEIMYCHUEM, a TAKXKE C YMEHbIICHUEM 0y HeaKTUBHBIX KBK.
XapaktepHoe BpeMsi 3T0# (a3bl HE 3aBUCUT OT UHTEHCUBHOCTH JICHCTBYIOIIETO CBETA.
BTtopas u TpeThs (a3l 0TBEUAIOT 32 POCT UHTEHCUBHOCTU (DITYOPECLICHITUU U CBS3aHBI
C PEaKIIMOHHBIMU IIEHTPAMH C Pa3JIMYHBIM Pa3MEPOM CBETOCOOMPAIOIICH aHTEHHBI.
da3za ¢ aMIIUTYI01 A> UMeeT 0osiee KOPOTKOE XapaKTepHOE BPEMSI U COOTBETCTBYET
®OClla, paza c ammurynoit A3 — DCIIP. XapakrepHbie BpeMeHa 3TuX (a3 COOTHOCATCS
C pa3MepamMu aHTEHHBI ayib(a- U OeTa-IIEHTPOB, COOTBETCTBEHHO. M3mMenenue Gpopmbl
HA4YaJbHOTO YyYacTKa Xapakrepu3yeT wusMeHeHue aktuBHOocTH KBK, Torma kak
W3MEHEHHE COOTHOIICHUS aMIUIATYJ ABYX APYTUX (a3 XapakTepu3yeT U3MEHCHUE B
COOTHOIlIEHUH alb(da- U Oera-ueHTpoB. MaeHTudukanus napaMmeTpoB MOJEIH IO
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DKCIIEPUMEHTAJIbHBIM TOYKAaM ITO3BOJIMJIA OLEHUTH 3TU U3MEHEHUS KOJUYECTBEHHO
(tabu. 3.3).

HyXHO OTMETHTB, Y4TO B ONPENEIEHHBIX YCIOBUAX, HAalpUMEp, NPU OYECHBb
BBICOKMX MHTEHCHUBHOCTSX JIEHCTBYIOIIETO CBETa, KOTJa XapakTepHoe Bpems (asbl,
CBsI3aHHOU c mepeHocoM anekTpoHoB oT KBK, cranoButcs Gosblie xapakTepHOTO
BpeMeHH (Da3bl, CBI3aHHOW C pa3lejIeHHEM 3apsAoB B alib(a-IEHTpax, aMILTUTY/IbI
BCEX Tpex (a3 MOTyT OKa3aThCs MOJTOKUTENbHBIMU. B 3TOM cityyae cBsizannyto ¢ KBK
a3y MOKHO OITUOOYHO COOTHECTH C €IIE OJHUM TUTIOM peaKIHOHHBIX IeHTpoB DCII.
Uto6bl n30exkaTh TaKOW OIIMOKHA, HEOOXOAUMO MPOBOIUTH JKCHEPUMEHTHI MPU
HECKOJIbKUX MHTEHCUBHOCTSAX JeHCTBYIomIero ceera. Eciau ¢aza xapakTepusyeT OiauH
u3 TUNoB peakunoHHbIX HeHTpoB (PClla, ®CIIP u OClly), Torna xapakrepHoe BpeMs
3TOM  (a3pl OygeT MEHATbCA OO0paTHO NPONOPLUUOHAIBHO HHTEHCHUBHOCTHU
nercTBytonero ceera. Eciu ke ¢asza xapakrepusyet nepeHoc 31ekTpoHoB oT KBK,
TOTZIA €€ XapaKTEPHOE BPEMS HE JOJDKHO U3MEHATHCS TP U3MEHEHUH HHTEHCUBHOCTH
JEHUCTBYIOIIETO CBETA.

Hcnonb3oBanne MaremMarnyeckor MoAenu U napamerpos JIP-tecta mo3Bonmino
IIOJIYYUTh KOMIUJIEKCHYIO OLIEHKY I'€T€POTr€HHOCTH peakUMOHHBIX LeHTpoB PCII s
ISATH Pa3IMYHbIX BUIOB Bojaopocieu, Ankistrodesmus, Chlorella, Pleurochloris,
Scenedesmus, Stichococcus, xaxnas U3 KOTOPBIX BbIpalllMBalach B JBYX pPa3HbIX
cBETOBBIX ycioBusix. HecmoTps Ha To, uto OCII siBisieTcst 1OBOJIBLHO KOHCEPBATUBHBIM
MUTMEHT-0ETKOBBIM KOMILIEKCOM, reTeporeHHocTh DCII mposiBisieTcss Kak y Bcex
BHJIOB BOJIOPOCIIEH, BBIPAILICHHBIX B OJIMHAKOBBIX CBETOBBIX YCJIOBHSX, TAK Uy OJTHOTO
BU/JIa BOJIOPOCITH, BRIPAIIIEHHOTO B Pa3HBIX CBETOBBIX yCioBUsX (Tadi. 3.3). U3BecTHo,
YTO OINTHMAaJbHbIE 3HAYEHUsS OCBEUIEHHOCTH I pPa3HbIX BHUAOB BOJOPOCIEN
BAPBUPYIOT B LIMPOKHUX Mpeaenax. B 3aBUCUMOCTH OT IPEANIOUYTEHUNA YCIOBUA POCTa
BOJIOPOCJIM, KAaK W BBICIIME PACTEHUS, MOXKHO pa3[eiuTh Ha CBETOJNIOOUBBIE U
TE€HEBBIHOCIMBBIE. CBETOIOOMBBIE BOJOPOCITH HYXAAIOTCS B OOJBIIOM KOJIMYECTBE
CBEeTa ISl HOPMaJIbHOTO pocTa U (OTOCUHTE3a. DTO, B OCHOBHOM, CHHE3EJIEHBIE U
MHOTHE 3€JIEHbI€ BOJOPOCIH, KOTOPbIe OOMIIBHO PAacTyT B JIETHEE BpeMs B BEPXHHUX

CJIOAX BOJIBI. TeHeBBIHOCIUBbBIC BOOOPOCIIN, HAIIPOTHUB, HpI/ICHOCO6JIeHBI K YyCIIOBUAM
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HU3KOM OCBEIIEHHOCTH M M30eraroT spkoro cBera. Mcmonb3dyemble NI aHalu3a B
JAHHOU paboTe BOIOPOCIH SABISIOTCS Ta00OPATOPHBIMU KYJIBTYpaMHU, COJEPKAIMMHUCS
B OJIMHAKOBBIX CBETOBBIX YCIOBUAX. B €CTECTBEHHBIX YCIOBHUSIX ATH BHJIBI BOAOPOCIIEH
MOTYT BXOJUTh B COCTaB IUIAHKTOHA MPYyAOB U o3ep. [IpennoureHue Tex UIU UHBIX
CBETOBBIX YCJIOBHH TIPH CXOKECTH (POTOCHHTETUYECKOTO armmapara, BO3MOXKHO,
ornpenemnsieTcs: PU3NOIOTHEeH ITUX OPTaHU3MOB, CIIOKHUBIIEHCS B POIECCE SBOIOIINH.

Nunexcet Pl (MHIEKC Mpou3BOAUTENBHOCTh) W F\/F, (KBaHTOBBIA BBIXOJ
NEPBUYHOM  (POTOXMMHHM) TOKA3bIBAKOT, 4YTO sl  Ankistrodesmus  ©onee
MpeAnoYTUTENIeH BBICOKUN cBeT, misa Chlorella — Gonee HM3KHI CBET, TOTJa Kak
octanbHble, Pleurochloris, Scenedesmus, Stichococcus, modtn O0e3pa3IudyHBI K
CBETOBBIM YCJIOBHSIM WX KYyJIBTHBHPOBaHUS. D(P(EKTHBHOEC CEUCHUE TOTIOMICHUS
CBeTOCOOMparolell aHTeHHBbl y alb(a-IeHTPOB, XapaKTepU3yemMoe IMapaMeTpoM
MOJIeNIH ky, Y BCEX BUIOB, KpoMme Ankistrodesmus, Ha 0ojiee BBHICOKOM CBETY POCTa
yBennuuBaetcs (y Chlorella 3nHauntenbHelt, uem y Apyrux), y Ankistrodesmus HeMHOTO
yMeHbIaeTcsi. B 1ieoM 3T0 KOppenupyeT ¢ MNpearnoYyTUTEIBHOCThIO B CBETE IIO
napamerpam Pl u F\/F,,. N3menenue nonu anbda- u O0eTa-ueHTPOB, o, TAKKE KaK U
napametp ky, oTpaxkaer usmMeHeHusi B ceerocoope PCII. Ananu3 M3MEeHEHUs JOJIH
anb(a- 1 OeTa-IEeHTPOB MoKa3biBaeT, uTto y Chlorella n Stichococcus nons anbda-
HeHTpoB majgaer Ha 8-10% mnpu pocte Ha OoJee BBHICOKOM CBETY, TOrla Kak y
Pleurochloris, Hao60poT, Bo3pacTtaer, a y Ankistrodesmus n Scenedesmus mpaKTU4eCKU
HE MeHseTcs. MOXXHO TMPEeArooXKUTh, YTO OTMEUCHHOE paHee YBEIMYCHUC
3G(HEKTUBHOTO  CEYEHUSI  CBETOCOOMpAloliell  aHTeHHbl  NpU  JCHCTBUU
HEOJIaronpusATHBIX (PaKTOPOB CPEBI MOKET OBITH CBSI3aHO C YMEHBIIIEHUEM JI0JIH OeTa-
IIEHTPOB MPU CHIKEHUU CKOPOCTH POCTA KYJIBTYPHI.

N3meHeHus B akIIeNTOPHOM YacTH XapaKTepusytoTcs napamerpom Vj, (momns Qp-
HEBOCCTAHABIIMBAIOIINX IICHTPOB). AHAJIN3 ITOKA3BIBACT, YTO HAUOOJIBIIICE YBEITHUCHUE
o Qp-HEBOCCTaHABIMBAIOMIUX IEHTPOB Ha ~15% Mpu pocTe Ha BBICOKOM CBETY
xapaktepao misi Chlorella, menee 3HaumtensHoe Ha ~7% nmst Pleurochloris,
MPaKTUYECKU HE MEeHsIeTCs Y Scenedesmus v Stichococcus, 1 HeMHOTO TIafaeT Ha ~4%,

y Ankistrodesmus. Bunno, 4to uaMenenue 1011 Qp-HEeBOCCTaHABIMBAIONIUX IIEHTPOB,
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Kak U 2(QQEKTUBHOE CEUYEHHE AHTEHHBI, KOPPEIUPYET C MPEeArOYTUTETbHOCTHIO
CBETOBBIX yclioBUi pocta 1o Pl u F\/F),.

N3meHeHnss B TOKaszarensX, CBSI3aHHBIX CO CBETOCOOPOM, HWHTYHTHUBHO
oxugaemMbl. HecKkoiabKO HEOXKHIaHHBIMH  OKa3aJIMCh HW3MEHEHHUS aKTUBHOCTU
KHUCJIOPOJI-BBIJICTISIIOIIETO KOMIUIEKCAa B 3aBUCUMOCTH OT CBETOBBIX YCJIOBHH pOCTa.
Jons aktuBHbix KBK (mapamerp s B Mozenu) npu pocte Ha 0osee BBICOKOM CBETY
3HauuTeNbHO MeHsiercsi y Chlorella (ymenbiiaercs Ha ~60%) u 'y Ankistrodesmus
(yBenuumBaeTcs Ha ~ 65%), MeHee 3HauuTeNnbHO — y Scenedesmus n Stichococcus, n
npakTuyecku He MmeHsierca y Pleurochloris. Kak yka3bpIBaJloCh BBIIIE, U3MEHEHHE
aktuBHOCTH KBK MOXKeT OBITH CBsI3aHO cO cTaausaMu cOOpkHu wiu nerpananuu PL]
OCII [Terentyev et al.2019, 2020] B mpouecce pocTa KyJbTypbl. YBEJIMUYCHHE
WHTEHCUBHOCTU cBeTta YyckopsieT ¢oronoBpexaenue Pll. Cunre3 OenkoB W,
COOTBETCTBEHHO, MPOLIECCHl penapanud MNOBPEXKACHHBIX IIEHTPOB, KaK U POCT
KYJIBTYpbl B II€JIOM, TaKXK€ YCKOPSIOTCS NMPH YBEJIWYEHUM WHTCHCUBHOCTHU CBETa JI0
HEKOTOpOTo Tmpenenia. B cBs3M € 3TWM, B 3aBUCUMOCTH OT TOTO, SIBJISIFOTCS JIH
OpraHU3Mbl CBETOJIFOOMBBIMM WJIM TEHEBBIHOCIUBBIMH, IPU OJJMHAKOBOM H3MEHEHHUU
uHTeHcuBHOCTH cBeta n0is PI[ ¢ HeaktuBHbiM KBK Moxer y oaHux BHUAOB
YBEJIMYUBATHCS, a Y IPYTUX — yMeHbIarbes. [Ipu n3aMeHeHnn MHTEHCUBHOCTH CBETa
MOTYT TaK)X€ BKJIFOUAThCs ClIeU(PUIHBIE MEXaHU3MBI OTBETA Ha cTpecc. Tak, B pabore
[Hamilton et al. 2014] oGcyxnaercs du3nonornyeckas pojb IUTOXpoMa bsso,
Bxojsiero B cocraB OCII, B perynsauuu coopku win nerpaganuu P1] u, B yacTHOCTH,
Maprasniesoro kinacrepa KBK npu pa3HbIX HHTEHCUBHOCTSIX CBETA.

CyMMHpys B KOMIUIEKCE U3MEHEHHS BCEX MTOKA3aTeNei, MOXKHO NPEANOI0KHUTD,
YTO CpeIUd HCCIEAyeMbIX BOAOpOCieH Haubosee YyBCTBUTEIBHBIMH K CBETY MpHU
BBIpAIIUBAHUM OKazanch Ankistrodesmus w Chlorella. bonee BBICOKHIA CBET
npeAnoYTUTeNbHeN 1151 Ankistrodesmus n Mmenee Boicokuid 1st Chlorella, mpu 3ToOM y
Ankistrodesmus Ha MeHee OJaronmpusTHOM CBETY YXYILIAIOTCSA MOKA3aTed TOJbKO
noHopHOM yacTu @CII — akTUBHOCTbH KHCIOPO/I-BBIICIISIONIETO KOMILJIEKCA, TOT/Ia Kak
y Chlorella yxynmarorcsi ToKa3aTeJii U JJOHOPHOM, U aKIENTOPHOM YacTeu, a Takxke

CBGTOCO6I/IpaIOHleI>‘I aHTEHHBI. B 3aK/Ir0oueHNN aHanm3a X0TeJIOCh OBl MOAYCPKHYTh, UTO
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NPUBEACHHBIC OLEHKM HE TMPETEeHAYIOT Ha OKOHYATENIbHbIM BBIBOA IO padoTte
(OTOCUHTETUYECKOTO armnapara UCCIeA0BAHHBIX BOJOPOCIEH B PA3IMYHBIX CBETOBBIX
ycinoBHsX pocta. Ckopee 3TO NpuMep KOMIUIEKCHOTO UCITOJIb30BAHUS POCTOU MOJEIH
u JIP-TecTa 17151 BO3MOXKHOCTH BCECTOpOHHETO aHanu3a s dextuBHoCcTH padoThl OCII
U €€ OTAEJIbHBIX YacTel B Pa3JIMYHBIX YCIOBUAX POCTA.

3.4. BoiBoablI 10 171aBe 3

1. IlpuMmeHEeHME KOMILIEKCAa MaTEMAaTUYECKUX METOAOB, KaK TPAIULIMOHHBIX
(JIP-tecT, meToxa pa3sHOCTHBIX KpuBBIX, PCA), Tak 1 pa3pabOTaHHBIX B JAaHHOH paboTe
(penyumpoBanHas monenb OCII, CMDA) k maccuBy UK, momyueHHBIX 1151 KyAbTYPbI
Chlorella vulgaris, xynsTUBUpPyeMOHl B (OTOOMOpEaKTOpe W TMOJBEprarouieiics
NEHUCTBUIO pa3NUYHBIX (PAKTOpPOB CTpecca: a30THOE TOJIOJIaHuE, JIEUCTBHE
TOKCUKAHTOB, POCT MPU Pa3HOM OCBEHIEHHOCTHU, MO3BOJIWIO BBISIBUTH NEPECTPONKY
(OTOCMHTETUUYECKOTO armapara J0 TMOSBICHUS MAaKpPOCKOIMYECKUX MPU3HAKOB
MOBPEXKJCHHUS, YTO MOATBEPKIAET BBHICOKYIO UYBCTBUTEIBHOCTh 3TUX METOAOB JJIS
PaHHETO IETEKTUPOBAHUS CTpECCa.

2. V3MeHeHME WHTEHCHUBHOCTU CBETa BBI3BIBACT BUJOCHEIU(UYHbBIC
ajanTalnyvy: pas3auuuMs B JUHAMHUKE KOJIMYECTBa O- U [B-IEHTPOB, pa3Mmepa
cBeTrocoOuparoiiei anteHHbl U aktuBHocth KBK y martu BuoB Bomopociel, yTo
CBUJICTECJIbCTBYIOT O CYIIECTBOBAHMM pa3HBIX CTpaTeruil ajanTalud Jaxe Y

TaKCOHOMUYECKHU OJTU3KUX BHUIOB.
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Vulgaris B YCIIOBUAX a30THOT'O T'OJIOAAHHA C UCIIOJIb30BAHUCM MaTeMaTHU4eCKOM
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I'maBa 4. Mogeau mnepexoaHbIX mnpoueccoB B kierkax Chlamydomonas
reinhartii, CBA3aHHBIX C TMEPECTPOMKONl MeTa00JU3Ma, B OTBET Ha CepHOeE
roJiojjaHue

B maBe 4 ¢ moMolipl0 MHTETrpalluM KUHETHYECKOM M TOTOKOBOM Mojenei
nporieccoB B kinetkax Chlamydomonas reinhardtii aHanu3upyrOTCS NEPEXOIHBIC
MPOIIECCHl TPU CEPHOM TONOAaHWH. B yciaoBusx paeduidra cepbl B KIETKaX
Chlamydomonas reinhardtii poucxoquT MepecTpoiika MeTabonu3Ma, Beaylas K
aKTUBAIIMH BBIJICJIICHHS BOJOPOJIA, TpOoIlecca, MPEACTABISIONIET0 OOJBITON HHTEpEeC
1utst OmorexHosorun. OgHaKo caM Mepexo/i B HOBOE COCTOSIHUE, UMEIOIIHUIA TOPOTOBBIi
XapaKTep, OCTAETCA MAJIOM3YYEHHBIM, HEU3BECTHO, KAKHME€ MEXAHU3MBbI YIPABIISIOT
ATUM TEPEXOJ0M, H3MEHEHUE KaKUX [apaMeTpOB SIBISAETCS KPUTHYECKHM.
[IpennoxeHHbI KOMIUIEKCHBIN MOAXO]T MO3BOJIAET KOJIMYECTBEHHO 0XapaKTepU30BaTh
JWHAMHUKY 53TOTO TIEpPeXo/la W BBISIBUTh KIIIOYEBBIC TapaMEeTphbl, MPU KOTOPBIX
WHULIMUPYETCSI TPUTTEPHOE TIEPEKITIOUECHUE.

4.1. Mogesb mnepexogHbIX mnpoueccoB B kiaerkax Chlamydomonas npu
CEPHOM I0JIOAHUM

B nmanmHOM pa3pmene mpeAcTaBlieHa KUHETUYECKas MOJAENb, BKIIOYAKOIIAs
HECKOJIBKO MEPAPXUUYECKUX YPOBHEW: 3JIEKTpOH-TpaHcnopTHble myTH udepe3 OCII u
LeMb XJOPOAbIXaHUsS, JAWHAMUKA TMPOTOHOB BOJM3U CTPOMAJIbHOW  CTOPOHBI
TUJIAKOUJTHOM MeMOpaHbl. AHAM3 JKCIEPUMEHTAIBHBIX WHIYKIIMOHHBIX KPHBBIX
(MK) mokaszai, 4to yxxe uepe3 24 yaca mocje Hayajia cTpecca MpOUCXOIUT U3MEHEHUE
dbopmbl KpHBOH, yBenuuuBaeTcs Fo, pe3ko cHmkaercs F/Fp,, mosBisitoTcst HoBbIE (pa3kbl,
CBSI3aHHBIC C HAKOILJICHHEM BOCCTAHOBIICHHOTO ImacToxuHoHa [ Antal et al. 2003]. Ot
M3MEHEHUSI COMPOBOXKIAOTCS MaJieHUuEeM (POTOCUHTETUYECKOTO BhiAeeHUsT Oy mouTH
JI0 HYJISI, 4TO YKa3bIBAET HA MOJIABIICHHUE JIMHEHHOTO 3JIEKTPOHHOTO TPAHCHOPTA.

PazpaboranHbiii Bo 2 [1aBe HepapXUYECKUN MOAXO0A ObLI UCIIONB30BaH IS
MOJICJIMPOBAaHMSI HAONIOMaeMOM B DJKCIEPUMEHTaX CKaYKOOOpa3HOW JIMHAMUKHU
mpoiieccoB B porocuHTeTHYecKoM anmapare Chlamydomonas nipu CEpHOM TOJI0JaHUH.
OpHoil W3 1ene 3Toro pasaena ObLIO MPOAEMOHCTPUPOBATHL, UTO HabIIOMacMast

HEeJMHEHas TuHaMUKa (Pe3Koe MEePEKITI0YCHIE B IPYTO PekuM (yHKIIMOHUPOBAHMS )
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MOXXET BO3HUKATh KAK €CTECTBEHHOE CJIEICTBUE B3aUMOIEUCTBUSA AJIEMEHTAPHBIX
JIMHENHBIX MPOLIECCOB, O0€3 BBEACHUS HEIMHEWHBIX YJICHOB B YpaBHEHMUSI.

4.1.1. Ilymu nepenoca 31eKmpoHo8 HA homocuHmemuuecKko memopane

[lepeHoc »ANEKTPOHOB B MEPBUYHBIX peakUUAX (oTocuHTE3a SBISIETCS
OCHOBHBIM TPOIECCOM, B KOTOPOM MPOHUCXOAUT OOpa30BaHUE U 3alacaHue SHEPTruu
CBETa B  BHUJE  MAaKpOIPrUYECKUX  COCIUHEHUH U  TPaHCMEMOpPAHHOTO
AIIEKTPOXUMHUUECKOTO MoTeHuana. Hapymienuss B (hOTOCUHTETUYECKOM TPAHCIIOPTE
DIICKTPOHOB, BO3HHKAIONIWE IIOA JEUCTBHEM (PaKTOPOB cTpecca, NPUBOAST K
COOTBETCTBYIOLIUM HapylIEHUSIM 00IIero MeTabolnu3Ma B pacTuTenbHOM kietke. Ha
CErOAHSAIIHUAN JIEHb W3BECTHBI pAa3JIMYHbIC AJIBTEPHATUBHBIC IIYTH TPAHCIOPTA
AIIEKTPOHOB B MeMmOpane xyoporuiactoB [Cournac et al. 2000, Nixon, Rich 2007],
KOTOPBIE MOTYT aKTUBUPOBATHCS B YCIOBHSIX cTpecca. Tak, B XJIopomiacTax pacTeHUM
ITIOMUMO JINHEMHOTO nepeHoca 31eKTpoHOB 0T PCII k OCI, cymecTByeT IMKINYECKUI
TpaHCHOPT 3MEKTPOHOB BOKpyr PCI, mo3Bosisommi npu HapyLIEHUH JMHEWHOTO
TpPaHCIOpTa TE€HEPUPOBATh PA3HOCTh IMOTEHIIMAJIOB Ha MeMOpaHe XJIOpoIUlacTa U
obecrreunBarhk cuHTE3 AT®, HEOOXOAMMBIM IS KJIETOYHOro metaboimm3ma. Bcee
OOJBIIMI MHTEPEC BBI3BIBAET M3YUEHHUE TAKOTO aJIbTEPHATUBHOTO IIyTH, Kak
XJIOPOJbIXaHUE.

Tepmun xnoponbixanue ObuUT BBeeH Benoun [Bennoun 1982] nns omucanus
TPaHCIOPTa BJIEKTPOHOB B XJIOPOIJIACTAX, CXOJHOIO C ABIXaTEIbHBIM MPOLIECCOM B
MUTOXOHAPUSIX. XapaKTEPHbIM MPU3HAKOM MPOTEKAHUSI XJIOPOABIXaHUS SIBISETCS
BOCCTAaHOBJIEHME B TEMHOTE IIyJla IJJACTOXUHOHOB  BOCCTAaHOBUTEIIbHBIMU
skBUBajeHTamMu cTpombl [Cruz et al. 2011]. Xnopoasixanue cBsizaHo ¢ pabOTON JIBYyX
tdbepMeHTOB, OOHapyxkeHHbIX B xjopomiacrax, — HAJ-H-neruaporenazubim
komruiekcoM [Martin 2009 et al., Peng 2011 et al.] u macTuaHOM TEepMHUHATBLHOMN
okcumazoit (PTOX) [Kuntz et al. 2004, Joét et al. 2002] (puc. 4.1). DNEKTPOHBI OT
HAJI(®)-H, ob6pa3yromierocss B IEHTPAIbHBIX KaTaOONIMYECKUX MYyTIX TIIHUKOJIN3A,
nenTo3odocdarHoro myHra u nukiaa Kpebca, mepenocstcs Ha miactoxudoH (PQ),
KOTOpbIA B BOCCTAHOBJIEHHOW (QopMe TIIaCTOXMHOJA MEepPeNaeT 3JIEKTPOHbI

nocpeactsoM PTOX Ha KOHEUHBIN aKLENTOP — KUCIOPOA. XJIOPOABIXaHUE SIBIISIETCS
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JOINIOJTHHUTCIIbHBIM CIIOCOOOM pETyIMpoOBaHusA OKHCIUTCIbHO-BOCCTAHOBUTCIIBHOIO
COCTOSAHUA ITyJIa PQ B XJIopoI1uiactax 1 CTUMYJIHUPYCTCA B YCJIOBUAX BBICOKOT'O YPOBHA

BoccraHoBieHHOCcTH HAJI(®)-H u nyna PQ [Anexuna u ap. 2005].
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Pucynok 4.1 — YipoieHHast cxema opraHu3aliy 31eKTPOH-TPAHCIOPTHBIX LieTen
¢doTocuHTe3a U XJI0pobIxaHus Ha MeMOpane Tuiakouaa; @CII — porocucrema II; GCI -
¢dorocuctema I; ndh — HAJI-H-gerunporenasa; PTOX — miactuinas TepMUHaIbHAS OKCHA3a;
PQ/PQH: — myn muiiactoxuHOHOB. CTpeskaMu IOKa3aHbl TyTH NEpeHOca AEeKTpoHa. JIMHENHBIH
nepeHoc MeKTPoHOB B porocuHTe3e ocymectsisiercs oT OCII no HAJI(D)-H uepes myn
iactoxuHoHoB, OCI u ¢peppenokcun Fd. XnopoapsixaHue BKIIOYAET MEPEHOC AIEKTPOHOB OT
OKHUCJIUTEIbHO-BOCCTAaHOBUTEIbHBIX 3kBUBaeHTOB HAJI(®D)-H Ha TepmunanbHyto okcuaasy PTOX
yepes Iyl IUIACTOXUHOHOB.

Kak mokazano B pabotax [Cruz et al. 2011, Antal et al. 2003, 2007, 2011],
BOCCTAaHOBJICHHOCTh TiyJa PQ yBenuuuBaeTcss MpH BO3HUKHOBEHHUH CTPECCOBBIX
YCJIOBHM, TaKUX KaK CEPHOE TOJIOMAHHME WM TMPHU HEAOCTATKEe KUCIOPOoJa. ABTOPHI
CBSI3BIBAIOT 3TO C TEM, YTO BO BCEX CIydasx IPH CTpPeccax, KOTAa IPOUCXOIUT
HapylIeHUE JbIXaHUS BCIEJACTBUE paspylieHus (EpPMEHTOB [bIXaHUS WIA H3-3a

HemocTatka kuciopona, HAJ(®)-H mepecraer pacxomgoBaThCsi Ha JbIXaHUE U

HauMHAeT HakarIuBaThes B crpome. [Ipu u3owsiTke HA JI(®D)-H HaunHaeT mpoucxoauTh
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BOCCTaHOBJeHUE Tniyda PQ, axkTuBuUpyeTcs XJIOpPOJbIXaHHE€ U  CHMXKAETCS
dboTocUHTETUYECKAs] AKTUBHOCTb.

Jlist  omeHKH  (DOTOCHMHTETHYECKOM AaKTMBHOCTH B YCIOBHSX —CTpecca
aHAU3UPYIOTCS KPUBbIE MHIYKIIUU (IyOPECLEHIIMU KaK IPoliecca, KOHKYPUPYIOIIEro
Cc (poToXuMHUYECKHM TMEPEHOCOM JJIEKTPOHOB B (orocucteMax [Antal et al. 2003,
2007]. Kak yxe ynoMuHajaoch B miiaBe |, B Mpoliecce OCBEIICHUSI MHTEHCUBHOCTD
(ryopeclieHIIMN MOXKET MEHSATBCS OT HEKOETO UCXOIHOTO YPOBHS F (TI0Ciie TEMHOBOM
ajganTalid pacTeHHs)) JI0 MaKCUMaJIbHOTO YpOBHS Fp, (IpU HACHIIAIOMICH
WHTEHCUBHOCTU CBETAa). DTU HM3MEHEHHUs B MpoIlecce UHIYKUUU (IIyopeCleHIIUN
OTPaXKAIOT 3TAIbl BOCCTAHOBIICHUS HAa CBETY MEPBUYHOTO XMHOHA Qs. MaKkcHMaIbHBII
YPOBEHbB F};, COOTBETCTBYET ITOJIHOMY BOCCTAHOBJICHUIO ITyJIa XMHOHOB. B HOpMaJIbHBIX
YCIOBUSIX OCBEIIEHUS BEIMYMHA [ Majla, 4YTO COOTBETCTBYET AKTUBHOMY
dboTocuHTE3y, IPU KOTOPOM HE MPOUCXOAUT 3aJEPKKHU MOTOKA AJICKTPOHOB B IICMH
dboTocuHTE3a, U CTENEHh BOCCTAHOBJICHHOCTHU Mysa PQ muHuManbHa. Eciu mocne
TEMHOBOMW aJlaliTalluiy MPOUCXOAUT YBEIHMUYECHHE [, TO ITO TOBOPUT O BOCCTAHOBJIEHUU
nyna PQ B TEeMHOTE U, TEM CaMbIM, SIBISIETCSA MPU3HAKOM MPOTEKAHUS XJIOPOIbIXaHUSI.

bruto mokaszano, uro mpu cepHom ronoganuu [Antal et al. 2003, 2007, 2011],
npu noBbllIeHHBIX TeMmieparypax [Chemeris et al. 2004], B ycinoBusX HeaocTaTKa
BnaxxHoctu [Ibanez et al. 2010] u npu Henmocrarke kuciopona [Cruz et al. 2011]
MUHUMAJIbHBIN ypOBEHb (UIyopecleHIIMM F\ yBEIWYUBAETCA. DTO O3HAYAET, YTO B
YCJIOBUSIX CTPECCa B CUCTEME B TEMHOTE UCXOHO HAKAIUIMBAIOTCS BOCCTAHOBJICHHBIE
dbopmbl xuHOHA QA U, COOTBETCTBEHHO, criocoOHOCTh DCII k mepeHocy 31eKTpOHOB
Ha CBETY M TYIICHUIO JJIEKTPOHHOTO BO30YXKICHHUS CHIIKACTCS, T.€. MPOUCXOIUT
nHaktuBanus OCII, mpuyeM MOTOK 3IEKTPOHOB B LIENH XJIOPOABIXAaHUS MOXKET B
HECKOJIbKO pa3 yBenmuuBathes [Chemeris et al. 2004].

B paGotax [Antal et al. 2003, 2011] Ob1710 0OHAPYKEHO, YTO B YCIOBUSIX CEPHOTO
roiofganusi uHakTuBanuss @DOCII OpoucXoguT CKauKoOOpa3HO, YTO YyKa3bIBaeT Ha
CYILIECTBOBAHHE TPUITEPOTO MEXAHNU3MA, YIPABJISIIONIETO NEPEKITIOYEHNEM aKTUBHOTO
COCTOSIHUSI B HeakTUBHOE. [Ipu 3TOM mpoucxoauT yBeiaudeHue Fo, 4TO yKa3bIBaeT Ha

YBEJMYCHHE BOCCTAHOBJICHHBIX (opMm PQ B mporiecce ycuiieHus: XJIOPOIbIXaHUS B
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YCJIOBHSIX CTpecca. YBEIMUEHUE YPOBHSA F) MOXKET MPOUCXOIUTH 33 CUET 00pa30BaAHMS
TaKUX COCTOSIHUN (POTOCHUCTEMBI, B KOTOPBIX HET NIEPEHOCA AEKTPOHA C IEPBUYHOTO
xuHOHA QA Ha TIACTOXUHOH B QQp-caiiTe.

N3BecTtHO, uTO TIpH OcBelieHHH peakiuoHHbIX IeHTpoB (PL]) ®CII nepsoit
IKCIIEPUMEHTAIBHO OOHAPYKMBAEMOUN paJuKaIbHOU Mapoi siBisiercs: Pego” — Pheo™.
CrenyromuyM akIenTopoM BIIEKTPOHOB SIBIISIETCS MEPBUYHBIA XUHOH (s, KOTOPBIN B
HOPMaJIbHBIX YCJIOBUSIX NPUHUMAET W OTHAEeT OJWH SJEKTpoH. Eciu mepeHoc
AIIEKTPOHOB Ha Q4 3a0JIOKUPOBAH B pe3yJIbTaTe HMHTEHCUBHOTO BOCCTAHOBICHUS Qa U
HakoruieHus Gopm Qa, WK B pesynbrare ynajneHus Qa ¢ MecTa MOCaAKd, TO MpH
B0o30OyxeHuu PLI oOpa3zyrorcs TpuruietHsie hopmbl Pggo. Panee ObLTIO ycTaHOBIIEHO
[Mieghem et al. 1989, 1995], uyto o0Opa3oBaHWIO TPHUILICTHBIX (GOPM MOXKET
MPEANIECTBOBATh O0pa30BaHUE JBAXK/bl BOCCTAaHOBJICHHBIX (GopM XUHOHA Qa,
KOTOpbIE, TI0 MHEHHUIO aBTOPOB, MPOTOHUPYIOTCS, oOpasys xuHoin QaH,. B paGote
[Gibasiewicz et al. 2001] menmaeTcst aHaIOTMYHBIA BHIBOJI O TOM, YTO BOCCTAHOBJICHHBIN
XUHOJI MOXET OBITh JBaXKJbl MMPOTOHUPOBAH, MOCKOJbKY HAaXOAUTCS B HEUTpaibHOM
dopme. Ilpeamonaraercs, uyto Takue (HOpMbl HEOOXOIUMBI JJII BOCCTAHOBJICHUS
(OTOCHHTETUYECKOM  AKTUBHOCTH  TOCi€  (POTOMHTMOMpPOBAaHUS M CIIyXkar
cBO€OOpa3HbIM Jeno, Mno3BojstomuM ObicTpo aktuBupoBaTh PL[ OCII [Guenther,
Melis 1990, Vass et al. 1992, Liu et al. 1993].

B 0oObrHBIX yCIOBHUSX (OTOCHMHTE3a NEPBUUYHBIA XHUHOH Qa sIBisSIETCS
OJTHORJIEKTPOHHBIM TIEPEHOCYUKOM, TOTJIA KaK BTOPUYHBIA XUHOH Qp (SBISIOIIUNACS
monekyinon PQ, cBsizanHOU ¢ Qp-cailToM) mepeHOCHT jaBa 3MekTpoHa. OmHako B
pacTBOpE MOJIEKYJIbl 000X XHUHOHOB, UMEIOIINX OJIMHAKOBOE XUMHUUECKOE CTPOCHUE U
OTHOCAIIMXCS K KJIaccy YOMXHMHOHOB Qjp, CHOCOOHBI K JBYXAJIEKTPOHHOMY
BoccTaHoBieHuto [Martin et al. 2011]. B cocraBe ®CII kaxaplii U3 XMHOHOB IIO-
pa3HOMY CBSI3aH C ydacTKaMH OeJika, CBsi3b XUHOHA Qa SBISETCS HECUMMETPUIHOU U
Oonee cunbHOM [Martin et al. 2011]. Ortum, no-Bugumomy, oOyCIOBIIEHA €ro
“nenoaBuxkHOCTE” B PIl m crmocoOHOCTH mepenaBaTh TOJIBKO OJWH DJEKTPOH B

OOBIUHBIX ycClOBUSX. [lpu ompeneneHHbIX YCIOBHUAX CBA3b Qs C OEJTKOM MOXKET
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3HauuTeNbHO ociabeBaTh [Noguchi et al. 1999], cnenoBarenbHO, €r0 CIOCOOHOCTH K
JByX3JIEKTPOHHOMY BOCCTAHOBJICHUIO MOXKET YBEJIMUNBATHCS.

Kak yka3bIBaioCh BBINIE, B YCIOBUAX MHHEPAJIBHOTO TOJOJAHUS B TEMHOTE
oOpa3ytoTcsi BoccTaHOBJIeHHBIE (opmbl PQ U, kak cleicTBUEe, HaKalIMBAaIOTCS
BOCCTaHOBJIEHHBIE (HOPMBI Qa~. MOXKHO TIPEITOJIOKHUTH, YTO B YCIOBHUSIX CTpEcca, IPH
MUHEpaJIbHOM TOJIOJJAHUH, TaK )K€, KaK U Mpu (POTOMHTUOMPOBAHUH, HAKOTIIIEHUE Qa~
MOJKET IPUBOJUTH K 00Pa30BaHUIO IBAXKIbI TPOTOHUPOBAHHBIX (popm xuHoma (QaH>).
[Tockombky 0Opa3oBaHHME [BaXKIAbl TMPOTOHUPOBAHHBIX (OPM XHHOJA SBISETCS
00paTuMoOii peakiuei, 3T0 MO3BOJSIET OCYIIECTBUTD OBICTPYIO PEAKTUBAIIUIO IIEHTPOB
@OCII mpu BO3BpalleHUU K HOPMAJIbHBIM YCIOBUSIM.

Wtak, perynasiuus TpaHCIOPTa 3JEKTPOHOB B XJIOPOIUIACTAX B YCIOBHUAX CTpecca
CBsI3aHa C HaKOIUICHHEM BOCCTaHOBUTENIbHBIX dKBUBaIEHTOB HAJI(D)-H B pesynbrare
WHTUOUPOBAaHUSA  MHUTOXOHJPHUAJIBLHOTO  JBbIXaHUS M  aKTUBAIIMM  TJIMKOJIW3A,
YBEJIMYECHUEM YPOBHSI BOcCTaHOBIEeHHOTO rmiactoxuHoHa (PQH») u obpazoBanuem
IBaXxAbl NpoToHHpOoBaHHBIX (GopMm xuHONa QaH,. CymecTBeHHO 0COOEHHOCTHIO
PErYISIIIUK SBISIETCS TO, YTO dKCIIEpUMEHTANIbHO HaOmonaemas nHaktuBanusa OCII u
COOTBETCTBEHHOE YBEIMYECHHE MHUHHUMAJIBHOTO YPOBHS (DIyopecleHIMn F MOXKET
MPOUCXOJIUTh “‘CKAYKOOOPa3HO” 3a OTHOCUTEIIBHO KOPOTKHUE MPOMEKYTKH BPEMEHHU
[Antal et al. 2003, 2011]. Takoro poma “ckaukooOpa3HOe” TEPEKIIOUCHHUE OJTHOTO
pexXuma Ha Jpyroi, 04eBUIHO, 00ycnoBiIeHO TeMu cTaausimu padotel OCII, koTopbie
B KHHETUYECKOM OTHOIICHUU UMEIOT CYIIECTBEHHYIO HEJIMHEHHYIO IPUPOTY.

4.1.2. @opmynupoeka mooenu

Onmcanue npoueccoB nepeHoca 31eKTpoHoB B DCII u M3MEHEHUs penoKC-
COCTOSIHUMA XWHOHHBIX AaKIENTOPOB ObUIO CIIEJTAHO HAa OCHOBE H3BECTHOM CXEMBI
[Baake, Schloder 1992], kotopast Obuta MonmudUIIMpOBaHa BKJIFOYEHUEM COCTOSIHUS C
mycThIM Qp-caiToM, a TaK)Ke y4eTOM JIBaXK]Ibl MpOoTOoHUpOoBaHHOU dhopmbl QaH, (puc.

4.2 a).
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Pucynok 4.2 — Cxembl iepeHoCa 3JEKTPOHOB MPU XJIOPOIbIXaHUU (POTOCUHTE3E:!

a — KHHETHYECKasl CXeMa IIPOLECCOB IepeHoca MEKTPOHOB Mexay cocTossHusAaMu OCIL.
CocTosiHUSI KOMILJIEKCA OIPEIEISIFOTCS CTENIEHBI0 BOCCTAHOBJIEHHOCTH XMHOHHBIX aKLIeNTOpoB. B
MYHKTHPHBIE MPSIMOYTOJIBHUKH O0BETMHEHBI COCTOSIHHS C OJIMHAKOBBIM KOJMUYECTBOM 3JIEKTPOHOB;
0 — peakuuu TpaHCIOpTa MPOTOHOB B CTPOME BOJIM3U TUIIAKOMIHOW MeMOpaHsbl. Vst — MIPUTOK
IIPOTOHOB U3 CTPOMBI K MEMOpaHe THJIAKOU1a, kst — OTTOK IIPOTOHOB B CTPOMY; B — KUHETHYECKAst
CX€Ma OKHMCIIUTENBHO-BOCCTAHOBUTENIBHBIX PEAKIUI TNIACTOXUHOHA B IIETIH XJIOPOJABIXaHUSA U
¢orocunteza. HAJI-H-nerunporenasa B peaklinu kndh KaTaIM3UpyeT NEPEHOC SIEKTPOHOB C
HAJI(®)-H na PQ. Ilnactunnas repmunansHas okcuaasa, PTOX, B peakiuu kptox KaTaau3upyeT
nepeHoc 3MeKTpoHoB ¢ PQH» Ha kucaoposa Ha cTpoMalibHON CTOpOHE MEeMOpaHbI TUIIAKOUIA. kps —
peakuus okucnenusa PQ B uenu ¢porocuHTe3a.

[TocnenoBaTenbHOCTh NEPBUYHBIX MPOLIECCOB NepeHoca 31eKTpoHoB B PL] OCII
npeacTaBieHa Ha pucyHke 4.2 a. B ycnoBusax teMHoBoM ananrtaiuu Bee PL] Haxonarcs
B OTKPBITBIX HEUTpabHBIX cOCTOSHUAX, Qa (W) 1 QaQp (w>). I[Tox neficTBuem cBeTa
B peakuusx k; U k; TMPOUCXOIUT BO30YXKIAEHUE MUTMEHTa Pggy, C MOCIEAYIONTUM
pazaereHreM 3apsi10B U MEPEHOCOM 3JIEKTPOHOB Ha MEPBUYHBIN akuenTop GeopuTuH,
1 BOCCTaHOBJICHUE TIEPBUYHOIO XUHOHA ¢ oOpazoBanueM GopM Qa~ (x1) 1 QA Qg (x2).
OOpatHbIil Iepexo]] ¢ KOHCTAaHTAMH k.| U k.7 OTIUCHIBAET (PITyOPECIIEHITNIO COCTOSHUN
Qa™ (x1) m QA Qg (x2). [lanee B peaknuu k, 3IEKTPOH MEPEHOCUTCS HAa BTOPUIHBINA
xuHOH Qp (Monekyna muactoxuHoHa, PQ, cszannas ¢ Qg-caiitom), 0bpasys hopmy
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QaQs™ (x3), B KOTOpOW MNEpBUYHBbIH XUHOH Qs BHOBb MOXET BOCCTAHABJIMBATHCS.
Crnenyromuii KBaHT CBETa, NMOMIOUIAEMBIA B PEAaKUHUU k3, BBI3BIBAECT AHAJOTUYHBIC
cTanusaMm k; u k7 peakiuu ¢ oopazoBanreM Gopmbl QA Qp~ (11). anee B peakiuu ky
BTOPOM DJIEKTPOH IIEPEHOCUTCS Ha BTOPUYHBIH XMHOH Qp, 06pasys Gpopmy QaQp>™ (32)
C TIOJIHOCTBIO BOCCTAHOBJICHHBIM BTOPUYHBIM XMHOHOM. [IpoToHUpOBaHUE COCTOSTHUSA
QaQs*™ (32) mporoHamu crpombl H" mpHBOIZUT K BHICBOOOKIEHUIO MOJEKYIIbI
BOCCTaHOBJIEHHOTO mactoxunona PQH, u3 Qp-caiita B peakuuu ky. [lanee 3neKTpoHbI
C myJa IUIACTOXUHOHOB TepeHocsTcs o nenu porocuntesa k PLL ®C I (peakuus kps,
puc. 4.2 B). Monekyna PQ B peakuusix ks u ke camurcst B myctoil Qp-cailT COCTOSTHUM
Qa (w1) 1 Qa™ (x1), 06pazys coorBeTcTBeHHO (opMbl QAQp (W2) M QA Qp (x2).
[Ipucoenunenne AByX mMpoToHOB cTpoMbl Hy™ k popme Qa~ (x1) B peakuuu ks IPUBOIUT
K oOpazoBanuto komruiekca QaHy (v), KOTOpbIi B JadbHEUIIUX PEAKIUSIX MEpeHoca
AIIEKTPOHA HE YYACTBYET.

B peaknusx (puc. 4.20) ydTeHbl NPUTOK NPOTOHOB Hs™ W3 cTpombl K
(OTOCHHTETUYECKON MEMOpaHe ¢ MOCTOSHHOU CKOpocThio Vi (Vs = const 3a cuer
M30bITKa TPOTOHOB B CTPOME OTHOCUTENLHO MPUMEMOpPAaHHOM 00JIaCTH) U MTaCCUBHBIN
OTTOK B CTPOMY (peakius Ks).

[Ipu onmmcaHny KUHETUKHU TIEPEHOCA JIEKTPOHOB B IIEMHU XJIOPOABIXaHUS OBLIN
PacCMOTpPEHHI JIB€ OCHOBHBIC CTaauu: BoccTaHoBiaeHue PQ snexrponamu HAJI(®)-H
B peaKIuu, kKataauzupyeMoin neruaporenazoi ndh, u okucnenne miacroxunona PTOX
C IEPEHOCOM 3JIEKTPOHOB Ha KUCIOpo (puc. 4.2 B).

B cooTBETCTBUM C KHHETUYECKUMHU CXEMAMHU, ITPEACTABICHHBIMA HA PUCYHKE 4.2,
Obla 3amucaHa cucteMa auddepeHIMaIbHbIX ypaBHEHHUM, KOTOpasi 3areM Oblia
peayuuMpoBaHa C Y4eTOM KBa3HUpPABHOBECHBIX CTaJMA M 3aKOHAa COXpaHEHHUs (CM.

JlonomHuUTENBHBIE MaTepualibl B padote [Supplement]):

dy/dr = g1 — (g1 + gs[Hs T + g3 — q) x + (g-s — q)v + (g3 — q1)y 4.1)
dy/dt = g3x — (g3 + qo[Hs )y 4.2)
dv/dt = gs[Hs 1* x — q-sv 4.3)
d[Hs")/dt = Vi — ks[Hs"] — qo[Hs T* y — gs[Hs |’ x + gsv 4.4)

d[POH:)/dt = kaahNAD(P)H (1— POH.) — (ketox O2 + kps)PQH> + qo[Hs' 1> y (4.5)
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3nech x = x; + x2 + x3 — cymma cocrossHuit OCII (Qa™ + Qa Qs + QaQr7), B
KOTOPBIX IPUCYTCTBYET OJUH 3JEKTPOH; ) =y + y» — cymma coctostHuii OCII ¢ neyms
snexrpoHamu (Qa Qg™ + QaQp?7); v — IBaX bl IPOTOHUPOBAHHKIN IIEPBUYHBINA XUHOH,
QaHy; [Hs'] — xoHIIeHTpaIUsi IPOTOHOB B CTpoMe BOMM3M MeMOpausl, [POH,] —
KOHIIEHTpalUsl BOCCTAHOBJIEHHOTO TacTtoxuHoHa; NAD(P)H n O, — mapameTpsl,
cooTBeTcTByIole koHIeHTparusm HAJ((D)-H u kucnopona; gi — >pdexTuBHbIC
KOHCTaHTBI CKOPOCTEH, BEIPAKEHHBIE YEPE3 COUETAHMS KOHCTAHT CKOPOCTEN HCXOAHOU
moznenu (cM. JlomomHUTENBHBIC MaTepualibl B padote [ Supplement]).

VYpaBuenus (4.1—4.3) ONUCHIBAIOT MEPEXOJbl MEXAY Pa3HBIMH COCTOSHUSIMU
OCII (puc. 4.2 a). YpaBHeHue (4.4) onuchiBaeT U3MEHEHUE KOHIICHTPAIIMU MPOTOHOB
[Hs'] B ctpoMe BOMM3M (POTOCHHTETHYECKOM MEMOPaHBI 3a cueT 0OMEHa MPOTOHAMU
CTpOMBI U TipuMeMOpanHo#t obmactu (Vg — kg[Hs']), 1 ux morpedieHne B peakiusax
OCII (peakuuu ks, ks, ko, puc. 4.2 0). YpaBHeHue (4.5) omuchiBaeT HU3MEHEHHE
KOHILICHTpAllUK BOCCTAaHOBJIEHHOro muactoxuHoHa PQH, 3a cuer crexyrommx
npoiieccoB: BoccTaHoBienue Monekyitamu HAJI(D)-H (peakuus knan, puc. 4.2 B) B
xJjiopoabixanuu, BoccraHosienue PCII B dotocunrese (peakuusi ko, puc. 4.2 a),
okucnenue PTOX B xjopoabixanuu (peaxkuus kprox, puc. 4.2 B) U OKUCIICHUE B LIETIH
dbotocunTesa (peakuus kps, puc. 4.2 B).

4.1.3. Hepapxusa epemen 6 mooenu

CpaBHUBasi CKOPOCTH HW3MEHEHHUsI TMEPEMEHHBIX PEIyIUPOBAHHON CHUCTEMBI
(4.1-4.5), ObuM BBIJECICHBI TPU XapakTepHbIX MaciiTadba Bpemenu: 1) 0.1-200 mc —
BpeMsl BOCCTAHOBJICHMSI TEpBHUYHOrO xuHOHA Qa (B COOTBETCTBUU C
OKCMIEPUMEHTAIBHBIMU ~ KPUBBIMA HMHAYKIHMH  (IYyOPECICHIIMH), XapaKTepHU3yeT
JMana3oH BpeMEH (POTOCHMHTETUYECKUX PpEaKIUil, OMUCHIBAEMBIX YpaBHEHUSIMHU
(4.1-4.3); 2) 30—50 ¢ — Bpems yCTaHOBJICHUsI CTallMOHAPHOTO 3HaueHus: pH B cTpome
u momeHe nocine ocsemeHus [Kuvykin et al.2011], xapakrepusyeT BpeMEHHOM
JIMara3oH U3MEHEHUsl MPOTOHOB, ypaBHeHUE (4.4); 3) ~30 4 — BpeMsl HAKOTUICHUS U
pacrmajia kpaxmaja 1 OeJIKOB ITpu MUHEpaIbHOM Trojioganuu [Zhang et al. 2002], moxet

XapaKTepu3oBaTh ckopocTh HakomieHus Monekyia HAJI(®)-H, oO6pasyrommxcst B 3TUX
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npolieccax, M, Kak CJEICTBHE, CKOPOCTh BOCCTaHOBJIEHHS PQ B XJIOpoabIXaHUU
monekynamu HAJI(®)-H, ypaBHenue (4.5). 3T0o MO3BOJIUIIO pa3ieTUTh MEPEMEHHBIC
CUCTEMBI Ha ObICTpBIC — nepeHoc 3MeKTpoHoB B DCII (4.1-4.3), cpennue — u3BMEHEHHe
KOHIIEHTPALUKU MPOTOHOB B cTpoMe (4.4) U MeJJICHHbIE — U3MEHEHUE KOHIICHTpaIuu
PQ (4.5). Ucnionb3ys TeopeMy THXOHOBa 0 KBa3UCTALIMOHAPHBIX COCTOSHHSIX, MOXKHO
pa3enuTh cuctemy ypaBHeHui (4.1-4.5) Ha Tpu nojacuctemsl: ypaBHeHus (4.1-4.3),
(4.4) u (4.5), B COOTBETCTBHH C TpeMs MacliTadaMyd BpPEMEHHU, W paccMaTpuBaTh
KaXKyI0 TIOJICUCTEMY OT/IEJIBHO.

Konnenrpanust nmpotoHoB [Hs'] Bxogur B moacuctemy (4.1-4.3) kak mapamerp,
MOCKOJIBKY SIBJISIETCSI MEIJICHHO MEHSIONIEHCS NTePEMEHHOM, OTHOCUTENIBHO OBICTPBIX
ctaauil nepeHoca 3ekTpoHoB B @CII. KonueHnrpanusa ninactoxuHoHa [PQ] BXOaUT B
KOHCTAHTHI (3, -1 ¥ ¢ CIEAYIOUM 00pa3oMm:

g3 = ki Kz Ke[POV/{1 + Ke[POI(1 + K2)},

g1 =k (1 + Ke[POD/{1 + Ke[POI(1 + K2)},

gs = ks/{1 + K¢[POJ(1 + K2)}

(cMm. JlonmomuuTenbHble Marepuaibl 1). YuuthiBas, 4To ypaBHeHHE (4.5)
OMHUCBHIBAET TMPOILIECCHI Tropa3fao Oosiee MeIJeHHbIe, 4eM YypaBHeHus (4.1-4.3),
koHIreHTpanuio [ PO] B ypaBHeHUsX (4.1—4.3) Takxe MOXKHO CUUTATh MTAPAMETPOM.

[Ipu paccMOTpeHHMH peakifii B CEKYHJIHOM JIMalia30HEe BPEMEHU B YpPaBHEHUU
(4.4), cranuu nepeHoca EKTPOHOB MOKHO pacCMaTpUBaTh Kak KBa3U-CTallMOHAPHBIE
10 OTHONIICHUIO K W3MCHEHHUSM IPOTOHOB B CTpoMe. Torga, MPHMEHSS TEeopemy
TuxoHoBa U coBepIIas TNpeNeTbHBIM Mepexon, cucreMa auddepeHnnanbHbIX
ypaBHEHUH JJ1s1 ObICTPBIX NepeMeHHBIX (4.1—4.3) MOXKeT ObITh 3aMEHEHA Ha CUCTEMY
anreOpanyeckux ypaBHeHHM. OKOHYATENbHO OBLIO TOJYYEHO HEJIHUHEHHOE
nuddepeHranrbHOe ypaBHEHUE, OMMCHIBAIOIINE U3MEHEHUS KOHIIEHTPAIlUU IPOTOHOB
[Hs"] B cTpoMe BOJIU3U THIAKOUIHOW MEMOPaHBbI:

d[Hs")/dt = g(Hs") — flHs"), (4.6)
rae
g(Hs") = Vs~ ka[Hs™],

SHS)=q1q3q9[Hs T/ {q1qoKs[Hs 1*H(q193Ks+qoq3+qog-1+qoq)[Hs 1 +q3q1+q-3q-1+q3q1
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3nech [Hs'] — 6e3pa3mepHast KOHIIEHTPAIHsI IIPOTOHOB B CTPOME BOJIM3U MEMOPAHBI, ¢;
— 3¢ ¢eKTUBHbIE KUHETHUECKHE KOHCTAHTHI (CM. JlOMONHUTENbHBIE MaTepHalbl).
Oyuknus g(Hs") oTpaxkaeT U3MEHEHHs KOHIICHTPAIIUU TIPOTOHOB 33 CYET MACCHBHOTO
oOMeHa MPOTOHAMHU MEXAY MPUMEMOpPAaHHBIM MPOCTPAHCTBOM BOJIM3M THUJIAKOWJA U
oobeMoM xyioporuiacta. Dyukius f(Hs') B ypaBHEHHSX OTpakaeT H3MEHEHHS
KOHILIEHTPALIMH ITPOTOHOB 3a CYET MPOTOHUPOBAHUS NEPBUYHOTO Q4 M BTOpUYHOTO Qg
XUHOHOB, T.€. CKOpPOCTh mnepekaunBaHus NpoToHOB DC II u3 CTpoMBI B JIFOMEH.
HenuneliHOCTh, B BUje MOMMHOMA 4-i cTermeHW B 3HameHatesne (yHkuuu fHs")
BO3HHKAET U3-3a IPUCOECIUHEHHUS JIByX TPOTOHOB K Ka)KJOMY U3 XMHOHOB.

Taxum 006pazom, pa3HbIM BPEMEHHBIM JIMaNla30HaM COOTBETCTBYIOT CIIEAYIOIINE
noacucteMbl. YpaBHeHusi (4.1-4.3) omnuchiBaloT OBICTpPBIE MPOIECCHl IMEpEeHOoca
AJIEKTPOHOB ¥ BOCCTAHOBJICHHE XHNHOHOB B MUJUIMCEKYH/IHOM BPEMEHHOM HHTEPBAJIE,
IPY 3TOM KOHIICHTPAIMK POTOHOB [Hs'| 1 rutactoxuroHa [ PQ] BXOAST B ypaBHEHUS
Kak rapaMerpsl. YpaBHeHHUE (4.4) onmuchiBaeT M3MEHEHHUE KOHIICHTPALUU MPOTOHOB
[Hs'] B cTpoMe B IPOMEKYTKaX BPEMEHH, COOTBETCTBYIOIINX HHTEPBAIY JECITKOB
CEKYH/I, IPY 3TOM KOHIIEHTpalus [JIAaCTOXUHOHA [ PQ] BHOBB SIBISIETCS IAPAMETPOM, a
coctostHuss @OCII x, y, v SABIAIOTCA KBAa3U-CTALMOHAPHBIMH W OIPEACISAIOTCS B
COOTBETCTBUHU C TeOpeMoi THXOHOBA, YTO MO3BOJIUJIO MTPe0Opa3oBaTh ypaBHeHUE (4.4)
B ypaBHeHuUeE (4.6).

4.1.4. Ilpoueccovl, npomexarouiue 6 MUNIUCEKYHOHOM 8DEMEHHOM OUANA30HE

Jlns  omnpeneneHuss — mapamMeTpoB  MOAEIM  ObUIM  HMCIOJIb30BaHbI
IKCIIEPUMEHTAJILHBIC TaHHBIEC 00 MHAYKITUH (DITyOpECIICHITNH, TTOTyYeHHbIE Ha KIIETKaX
Bojpopociu C. reinhardtii [Antal et al, 2007], BeIpallleHHBIX B YCIOBUSX TOJIOAAHUS 110

cepe (puc. 4.3).
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Pucynok 4.3 — Kunernueckue KpuBble CBETOBOM MHIYKIIMH (ITyOpPECIICHIINN, U3MEPECHHBIE Ha
knetkax C. reinhardtii 1 HOPMUPOBaHHBIE HA MAKCUMAJIbHOE 3HAYEHHUE: a — BOJOPOCIIU
KYJIETUBUPOBAJIM B ONTUMAJIbHBIX ycioBusx. [lapamerpsr monenu: Kg = 0.28, g1 = 0.3, g.1 = 0.38, g3
=0.044, g3 = 0.00002, go = 0.00005; 6 — pacrenust uHKyOupoBanu 48 4 Ha cpene 6e3 cepbl. Touku
— our(poBaHHBIE TaHHBIE, COOTBETCTBYIOT SKCIIEPUMEHTAIBHBIM KPUBBIM, IIOJTYYEHHBIM B padoTe
[Antal et al, 2007]; nunuu — monenbHbIe KpuBbIe. [lapamerpsr mopenu: Kg = 0.3, g1 = 1.3, g.1 = 0.4,
q3=0.021, g3 =0.0001, g9 = 0.00005. K3 = gs/q-s — KOHCTaHTa PaBHOBECHS 00pa30BaHUS
komruiekca QaH» B pexyniupoBanHoii cucteme.

DKCIIEpUMEHTAJIbHBIEC JaHHBIE HA PUCYHKE 4.3 anpOKCUMUPOBATIUCH C IOMOIIBIO
noacucteMbl (4.1-4.3), omnuceiBaromie OBICTpbIE CTaIUU TEPEXOJOB MEXKIY
coctosinuamu OCII. dnyopecuennus F; 3agaBanach Kak cymma (Iyopeciupyonmx
COCTOSIHUYM MCXOITHOU CUCTEMBI X| + X7 + V1, BRIPQXKEHHBIX YEPE3 HOBBIE MIEPEMEHHBIE X
u y (cM. JlonomHuTENbHBIE MaTEpUasbl 1):

Ft = X1 + X2 +y1 =X (1 + K5[PQ])/{1 + K6[PQ](1 + Kz)} +y K4/(1 + K4)
JInst comocTaBieHusi ¢ 3KCIEPUMEHTAIbHBIMUA JaHHBIMU (iryopecueHuus [ Obuia
HOPMHUpPOBaHa Ha CBOE€ MAaKCUMAaJIbHOE 3HAYECHUE Fiy,.

B pe3ynbrare anmpoKCUMAaIMU SKCIIEPUMEHTANIBHBIX JaHHBIX OBLIO OMPEIeIeHO
1Ba HaOopa mapameTpoB. 1-if Habop — I SIKCIIEPUMEHTAILHON KPUBOM, MTOTYYEHHOM
B ONTUMAJIbHBIX YCIOBUSX pocTta Bopopociu C. reinhardtii (puc. 4.3 a); 2-it Habop —
JUTSL SKCIEPUMEHTAIBHOM KPUBOM, MOJTYYEHHOM B YCIOBUSAX CEPHOTO rojiofiaHus (puc.
4.3 0).

4.1.5. IIpoueccot, npomexaroujue 8 ceKyHOHOM 8PEMEHHOM Ouana3one
llepexniouenue cucmemvl npu cepHom 2onooanuu. llomyyeHHblE TIpH

dbutupoBannu noacuctemsl (4.1-4.3) HaOOPHI MapaMeTPOB J1ajiee UCTIOIB30BAIUCH B
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nozacuctemMe (4.6), OmHCHIBAIOIIEH HM3MEHEHHUS KOHIIEHTpaluil MmpoToHOB [Hs'] B
cTpoMe. B cTanuoHapHOM COCTOSHUUM TpU 3HAYEHUSX MapaMeTpoB u3 1-ro Habopa

~ ~ + v
(omTMMankHBIE YCIOBHS pocTa) Tpaduk HenmmHEeHHONU QyHKIMU f{Hs"), OMMCHIBAIOIICH
“nepexaunBanne” OC Il MpOTOHOB U3 CTPOMBI B JIOMEH, UMEET KOJIOKOJIO0Opa3HbIH

Buj (puc. 4.4).

JUL), g(Hs") JUIS), g(Hg)
0.002 0.002
f
g f g
0.000 0.000
O [Hy' A7, 35 0 [Hg"],3°
KoHueHTpaLlma npoToHoB [/1"] 6
a

Pucynoxk 4.4 — Bo3aMOXHBIE CTAllMOHAPHBIC PEIICHUS TTOJICUCTEMEI (4.6):

a — TpH cTanroHapHbIx coctosuus, Kg = 0.28, g1 = 0.3, g.1 = 0.38, g3 = 0.044, g3 = 0.00002,
g9 =0.00005, Vs = 0.0014, ks = 0.000032; 6 — mpu ©3MEHEHHUH [TAPAMETPOB CUCTEMbI BO3MOXKHO
nepexmodenne u3 cocrosuus [Hs']i B cocrosnue [Hs |2, Ks = 0.3, g1 = 1.3, .1 = 0.4, g3=0.021, g3
=0.0001, go = 0.00005, Vi = 0.0014, kst = 0.000032. YUepHbIMH Kpy>KKaMH 0003HaYEHbI
YCTOHYHBBIC COCTOSIHHS, OSITBIM KPY)KKOM — HEYCTOWYIHBOE.

[Tpu oTHOCHTEIHLHO HEOOJIBIIION KOHIIEHTPAIIMU TPOTOHOB B CTPOME (B OOBIUHBIX
yCIIOBUSIX akTHUBHOTO (poTocuHTe3a pH cTpoMbl = 8) CKOpOCTh MPOTOHWPOBAHUS
XMHOHOB BO3PACTaeT [0 MEpe YBEIUYCHHS KOHIICHTpAIK POoTOHOB [Hs'| B cTpoMe —
craaus Hapactanus KpuBod f{Hs'). OnHako, Korma KOHIIGHTpAIMs IPOTOHOB
CTAHOBUTCSl CJIMIIKOM OOJIBIION, BO3HUKAET 3(P(HEKT TOPMOKEHHUS, AHAJOTUUYHBIN
n3BeCTHOMY 3 (DeKTy cyOCTpaTHOrO HHTHOMPOBaHUS B (hepMEHTATUBHOM KUHETHKE. B
paccMaTpuBacMOl  CHCTEME aHaJOrOM  KOHIIGHTpAallMh  CyOCTpara  CIYXKHUT
KOHIICHTpAIMsl MPOTOHOB B cTpoMe [Hs'], a aHamorom QepMeHTa — KOMIUIEKC
nepeHocunkoB @PCII. B TepMHHAaxX MOAENM 3TO COOTBETCTBYET HAKOIUIEHUIO
HeakTuBHBIX (opM QaH, u, xak cnencTBue, yMEHBIIEHUIO YHCIA MEPEHOCYUKOB,

YYaCTBYIOIIMX B CBCTOBLIX PCAKINUAX H YMCHBIICHHWIO CKOPOCTH IICPCKAYMBAHUA
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IPOTOHOB U3 CTPOMBI B JIFOMEH — CTaus craaa KpuBoit f{Hs"). DTUM u onpeaessieTcs
HaJIM4YKe MaKCMMyMa Ha KpuBoii f{Hs") (puc. 4.4).

[pssmass g(Hs'), omuchIBaroIias OOMEH NPOTOHAMH CO CTPOMOM, MOXKET
1IepeceKaThCst ¢ KOJIOKOI000pasHoit KpuBoil f{H;') B Tpex Toukax (puc. 4.4 a). To eCTh,
B CHCTEME BO3MOXKHO CYIIECTBOBAHHME TPEX CTAIlMOHAPHBIX COCTOSHUM, JBa W3
KOTOPBIX yCTOMYUBBI, [Hs' |1 u [Hs |2, © OAHO HEYCTOWYMBO, YTO M YKa3bIBaeT Ha

TPUITCPHBIC CBOMCTBA CUCTEMBI.

JI71st vuTIoCTpaliui MeXaHu3Ma TPUTTEPHOTO MEPEKITIOYEHUST MOKHO PACCMOTPETh
cienytroumii npumep. [lycTe cucrema npu 3HAYEHUU apaMeTPOB, COOTBETCTBYFOIIMX
onTuMaibHOMY pocty (1-if Habop), W3HAYATBHO HAXOAMITACh B cocTosiHuu [Hs '] (puc.
4.4 a), c Oosee BBICOKOU CKOpOCThIO mNepekaunBaHusi nMpoTtoHoB DCII u3 cTpoMsbl B
JIOMEH H, CIIEAO0BaTeIbHO, C Oosiee akTUBHBIM (poTocuHTE30M. YUTOOBI omucarhb
YCJIOBHSI CEPHOTO TOJIOAaHHsS HEOOXOMMMO B BbIpaXkeHHH it f{Hs') MOMEHSTH,
napameTpsl 1-ro Habopa, noiay4yeHHble npu (GUuTUpoBaHUU ypaBHeHU# (4.1-4.3), Ha
napamerpbl 2-ro Habopa. B pesynsrare 3toro ¢yHkums f(Hs') HW3MEHHUT CBOE
nosnoxenue (puc. 4.4 06) TakuM oOpa3oM, YTO B CHUCTEME OCTAHETCS TOJIBKO OJHO
ycroiunBoe cocrosaue [Hs']p, cooTBeTcTByrOImee 0oiiee HH3KOH CKOPOCTH
noTpeOJIeHNsI IPOTOHOB U3 CTPOMBI U, CJIEI0BATENbHO, MEHEE AKTUBHOMY COCTOSTHUIO
@OCII. D10 03HAYaeT, YTO NPHU 3HAYECHUSAX MAPAMETPOB, COOTBETCTBYIOLIUX YCIOBUSAM
CTpecca, CUCTEMA CaMOIIPOU3BOJIBHO MOXKET IEPEKIIFOUUTHCS B COCTOSIHUE C HU3KOM
akTUBHOCThIO DPCII ¥ ¢ MeHbIIMM 3Ha4YeHUEM PH, COOTBETCTBYIOIIUM 3aKUCICHHIO

CTPOMBI.

4.1.6. Omeem cucmemvl Ha usMeHeHUe cmenenu eoccmanosiennocmu PQ u

CKOpOCmuU npumoKa nPOMoHO8 8 CHIPOMY

B nureparype omucaHbl JKCIEPUMEHTAIBHBIE YCIIOBHUS, B KOTOPBIX MOMKET
IIPOMCXONUTH IEPEKIIOYEHUE MEXKIYy COCTOSHUSIMM C BBICOKOM M HHU3KOU
dbotocunTeTnueckoit aktuBHOCTHIO [Antal et al. 2003, 2011]. VYka3wiBaercs, 4To B
ycinoBusix crpecca cHmwkaercs aktuBHOCTh DCII, yBenmnumBaeTcs conepixaHue

BOCCTaHOBJIEHHBIX (hopm PQ 3a cuet BoccTraHOBUTENbHBIX IKBUBaIeHTOB HAJ[(D)-H,
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oOpasyloumxcs B TMpoIlecce IVIMKOIW3a, U, CIEJOBaTelbHO, KOHLIEHTpaIus
okucieHHou ¢opmbl PQ ymenbmaerca. Takum oOpazom, camo 1o cebe M3MeHEeHue
COOTHOIIEHUSI  OKHUCIICHHOTO W  BOCCTaHOBJIEHHOro PQ  MoxeT  SBIATHCS
perynupyronmm (pakTopom B USMEHEHUH aKTUBHOCTH (oTocucteM. B ypaBuenuu (4.6)
KOHIIEHTpALUsI OKUCIEHHOTO MIacTOXMHOHA [PQ] BxoauT kak napamerp. [lockonbky
obmree comepxkanue Bcex Gopm PQ (PQy) sBasercs mocrossaabiM: PQ; = PQ + PQH,,
TO YBEJIIMYEHUE KOHIICHTPAIIMM BOCCTAHOBJIICHHOTO IIacToxuHoHa [PQOH,| Oymer
MIPUBOJIUTH K COOTBETCTBYIOIIIEMY YMEHBIIICHUIO KOHIICHTPAIIUN OKUCICHHON (POPMBI
[PQ]. Kak BuaHO U3 pucyHka 4.5 a, ymeHblieHue napamerpa PQ Oyner npuBoauTh K
H0CJIeZI0BaTEIbHOMY HM3MEHEHHIO MoioxkeHust kpuBoit f(Hs") (i —> f» — f3). B
pesyasrare 3Toro cucrema (4.6), MCXOMHO HAXOAWBIIAsACA B cocTossHMH [Hs']|; ¢
BBICOKOM  akThBHOCTBhIO @DCII, mepeximodaercsi B  COCTOSHHE C  HU3KOU
(OTOCHHTETHYECKOI aKTUBHOCTRIO [Hs' ], (puc. 4.5 a).

ST, g(H ") AHSY), g(Hg")
0.002 0.002

0.000L/__1| . 0.0000/ ! i ‘
" 1Hy, (Hel, 0 A [Hy'], *°
a KoHueHTpauma npoToHoB [/ '] 6

Pucynok 4.5 — Bo3aMo)kHbIE cTallMOHApHBIE PEIICHUS MOJICUCTEMBI (4.6) B 3aBUCUMOCTH OT
M3MEHEHUS TapaMeTPOB: a — U3MEHEHHUE YUCIIA CTAIIMOHAPHBIX COCTOSHUM MPU U3MEHEHUHU
nonoxenus kpuBoi f{Hs") B 3aBucumoctu ot konuerTpamun PQ; Vi = 0.0014; fi: [PQ] = 1, f2:
[PO] =0.75, f3: [PO] = 0.5; 6 — u3MEeHEeHHEe YUClia CTAIIHOHAPHBIX COCTOSHUN TIPU U3MEHEHUHN
HONIOKEHHs. KprBOH g(Hs') B 3aBUCHMOCTH OT mapamerpa Vs — CKOPOCTH MIPUTOKA IPOTOHOB M3

crpomst; [PO] = 0.75; g1: Ve = 0.0011, g2: Vet = 0.0014, g3: Vi = 0.0017.
CymectBytor nannbie [Tolstygina et al. 2009], yTo B yCIOBUSX XJIOPOIBIXaHUS
HAOJTIOACTCSl 3aKUCIICHUE CPEbI, UTO MOXET KOpPEIUpOBaTh ¢ yYMeHbIIeHueM pH
CTPOMBI (€€ 3aKWUCICHUEM). DTO O3HAYAET, YTO MPUTOK MPOTOHOB W3 CTPOMBI OymeT

pacTH, a BeIMYMHA COOTBETCTBYIOIIETO MapaMeTpa Vy B Mosienu Oy/ieT yBeTMIUBaThCSI.
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VBenuueHne CKOPOCTH MPHUTOKA Vy TMpHUBEAET K ToMmy, 4to mpsimas g(Hs") Oymer
CABUTATHCS MapaliebHO caMOl cebe BBEPX, MEHSISI CBOE MOJI0KEHUE OTHOCUTEIBHO
SHS") (puc. 4.5 6, kpuBbIe g —> g2 —> g3). B pe3ynbrare crcremMa BHOBb MEpeHIeT 3
coctosiaus [Hs']; ¢ BBICOKOH (DOTOCHHTETHYECKOW aKTHBHOCTBIO B COCTOsTHUE [Hs s €
HU3KON (DOTOCHHTETHYECKON aKTUBHOCTHIO (puc. 4.5 0).
4.1.7. Ilpoueccovl, npomexarouiue 6 4aco60M 8PEMEeHHOM Ouanazone
JUtsi HarIsiAHOTO MpEACTaBIeHUs KuHeTUKH TpurrepHoro nepexona OCII u3
COCTOSIHUS C BBICOKOM aKTUBHOCTBIO B COCTOSIHME C HU3KOW aKTUBHOCTBIO B YCIIOBHSIX
JUIMTEIIbHOTO CEpPHOro rojiojaHus. ypaBHeHus (4.1-4.5) ObuIM paccMOTpPEHBI
coBMecTHO. Konientpauus PQ sBIseTcs MEIJIEHHO MEHSIONICICS MEepEMEHHOM,
“BKJIIOYArOIIEl” OBICTpbIE TPUITEPHBIE U3MEHEHUS B KOHIIEHTpALMK NpOoTOHOB. Kak
BUJITHO U3 ypaBHEHHUs (4.5), B peaklUu XJIOPOABIXaHUS YBEJIUYEHUE KOHIICHTPALUU
BOCCTAHOBJICHHOTO IIacToXuHOHa [PQH,] ompenensercs wieHOM knan NAD(P)H
(Boccranosnenne HAJI(®D)-H-neruaporenasoii), a yMeHbIIEHUE — 4YJIE€HOM kprox O:
(oKucneHre IMIaCTUIHOM TEPMUHAIILHOM OKcHa3oi), T.e. HakoruieHue PQH, Oyner
MPOUCXOAUTh TIpu yBenuueHun KoHueHtpauuu HAJ(DP)-H wu ymenbieHuu
KOHIIEHTpauu O,, 4TO COMIACYETCs M C AKCIIEpUMEHTaIbHBIMU JaHHbIMU [Cruz et al.
2011, Antal et al, 2003, 2007, 2011]. Konuenrparuu HAJI(®)-H u O, B nanHoi
MOJIETIU SIBJISIIOTCS IMapaMeTpaMu, 03ToMY NpousBeneHus knan NAD(P)H u kprox O
TaKke OyayT mapameTpamMu QyHKIIUH V3, KOTOpbIE TOAOMPAIUCH B YHCICHHOM CUETE
0 IKCIIEpUMEHTaIbHBIM JaHHbIM [Antal et al, 2003].
Ha pucynke 4.6 npuBeqeHa KUHETHKAa W3MEHEHUN MEPEMEHHBIX CHCTEMBI
(4.1-4.5) npu HaligeHHBIX MapaMeTpax: miactoxunona PQH,, mporonos crpomsr Hs”

1 CKOpPOCTH V3 mepeHoca 31eKTpoHOB ¢ Qa Ha Qp.
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Pucynok 4.6 — Kunetuka nepekitoueHust cuctemsl (ypaBHeHus 4.1-4.5) mexnay
CTAllMOHAPHBIMU COCTOSIHUSIMU B TPOLIECCE CEPHOTO TOJIOAAHUS: BEpXHUN TpapuK — U3MEHEHHE
KOHIIEHTPAIM1 BOCCTAHOBIIEHHOTO IIJIACTOXMHOHA; CPEIHUMN IpauK — N3MEHEHNE
KBa3UCTAllMOHAPHON KOHIEHTPALUK IPOTOHOB B CTPOME; HUXKHUM TpaduK — U3MEHEHUE
KBa3UCTAI[MOHAPHON CKOPOCTHU NepeHoca 3MeKTpoHOB V3 ¢ Qa Ha Q. ®azbl | u Il coorBeTcTBYIOT
MEJUIEHHBIM U3MEHEHUAM KOHIeHTpanuii mpotoHoB Hs™ u aktuerocT ®C [ BOMM3M CTAIIMOHAPHBIX
cocrosiHuil. Paza Il cooTBETCTBYET CKaUKOOOpa3HOMY MEPEXO/ly U3 OJHOIO CTAllMOHAPHOTO
cocTosiHMs B Apyroe. Touku — sKcniepuMeHTa IbHbIe JaHHbIe n3MeHeHus akTuBHOCTH DCII,
noy4yeHHbie B padote [Antal et al, 2003] mist C. reinhartii B ycnoBusx cepHoro rojoganus. JInaum
— MOJZIENIbHBIE KPUBBIE.

MoxHo BbiienuTh TpU (pa3el paszBuths mporeccoB. Paza | — koHIEHTparus
BOCCTaHOBJIEHHOTO IUTacTOXMHOHA [PQH,| MenieHHO, B TEUYEHHE MPUMEPHO 15 4,
yBennuuBaercs (puc. 4.6 a) 10 TOCTHKEHHSI HEKOW KpUTUUYECKOU BenuuuHsbl ([POH:]
~ 0.24). Jlo sroro momenTa (¢ ~ 15 4) KoHIeHTpanus npotoHoB [Hs'] (puc. 4.6 6)

HAXOIMUTCS BOJM3HM CTAIMOHAPHOTO COCTOSIHUS [Hs' |1, COOTBETCTBYIONIETO aKTUBHOMY

dbotocuntesy (puc. 4.6 B). ®aza Il — goctuxenue 3Hadenus PQH, kputudeckoit
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BenuuuHbl ([POH>] ~ 0.24) npu pocTe KyJIbTypbl B YCIOBUAX CTpecca SBISETCS
CUTHAJIOM JIJIsi TPUTTEPHOTO YBEJIMYECHUSI KOHIIEHTPAIMK MTPOTOHOB — NMEPEKIIFOUCHUE B
coctosiare [Hs' |, ¥ CKaukoOOPa3HOTO YMEHBIIIEHHsI CKOPOCTH MIEPEHOCA DIICKTPOHOB,
V3, koTopoe npoucxoauT npumepHo 3a 10-20 munyt (puc. 4.6 6, 4.6 B). ®aza I —
CUCTEMa JUIMTENIbHO, Ha TMPOTSKEHUU [IECSITKOB YacOB, HAXOAUTCS B HOBOM
CTallUOHAPHOM COCTOSIHUHU, COOTBETCTBYIOIIEM HeakTUBHOM padbore DCII.
PesynbraThl aHanM3a MOJIENM AIIEKTPOH-TPAHCHOPTHBIX IIenel Ha MeMOpaHe
TUJIAKOUIA MIO3BOJISIFOT MPE/JI0KUTH CIAEAYIOIMINI MEXaHU3M KHHETUUECKOUW PETYIsIun

IIPOLIECCOB Y PACTEHMI MPU HACTYIUIEHUU CTPECCOBBIX yCIOBHM (pucC. 4.7).

MUHeEparibHoe rojiogaHne

[

HAJ|(D) > HAJ[(®)-H
2
PQ > PQH,
l 3
6 —p\'\MEHbLUEHNE aKTUBHOCTU OCII :

yBeJrin4yeHune

HakonneHue
Q.H NonoXuTernbHas
A2 obpaTHas cBA3b

N— L -

TPUIrepHoe nepeknioyeHne

Pucynok 4.7 — MexaHu3M peryssiiiuu MpoLeccoB MPU HACTYIJIEHUN CTPECCOBBIX YCIOBUH.

B 00BIYHBIX yCIIOBUSIX Ha CBETY OCHOBHOMW MOTOK 3JIEKTPOHOB B (POTOCHHTETUYECKON
uenu uuaet ot PI ®CII na nyn PQ u nanee yepe3 uutoxpomuseiii komruiekc Ha OCI. B
TUX YCIOBUSAX B KJETKAaX HJET aKTUBHBIM (DOTOCHHTE3, B pe3yibTrare KOTOPOTro
IIPOUCXONT 3aracaHue kpaxmaina. OKUCIUTENbHO-BOCCTAHOBUTEIBHBIE 3KBUBAJICHTHI

HAJI(®)-H TparsaTcs Ha cuUHTE3 Kpaxmaja U B MHUTOXOHJPHAIBHOM JbIXaHUU. B
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YCJIOBHSIX CTpecca, B YaCTHOCTH, IPU MHKYOUPOBAHUM KJIETOK BOJOPOCIH Ha CPEJIE C
HEJ0CTATKOM Cephl, HAOIIOaeTC sl pacllelyieHne KpaxMalia U Mepexoj B aHa3poOHYIo
craguto [Melis et al. 2000]. Pacmennenue kpaxmana TPOUCXOAUT B LIEHTPAIbHBIX
KaTa0OJMMYECKUX MYyTSIX U COMPOBOXKIAETCS HAKOIJICHUEM BOCCTAHOBJICHHBIX (OpM
HAJI(®)-H (puc. 4.7, cramgus 1). Ilepexon B aHa’poOHYIO (ha3y cOMpOBOXKIACTCS
MHTHOMpOBaHUEM JbixaHusi, Ha koTtopoe HAJI(D)-H OGonee e Tparurcs, mpu 3ToMm
YMEHBIIIAETCS KOHIIEHTpAlus KHUCJIOPOAA, YTO TaKXKe MNPUBOAUT K HAKOIUICHUIO
BoccTtaHoBieHHBIX (Gopm HAJI(DP)-H. Haxomnenue BoccTaHOBICHHBIX (OpM
HAJI(®)-H npuBoauT K yBeInueHuro 1motoka 3nekrpoHoB oT HAJI(®)-H na PQ. [Ipu
TOM MEHSETCS COOTHOIICHHE OKHCICHHBIX M BOCCTAHOBIEHHBIX ¢opm PQ —
YBEJIMYUBAETCS JOJISI BOCCTAHOBICHHOTO PQQ M ymeHbIaeTcst 101 OKucieHHoro PQ
(puc. 4.7, cranus 2). CrieqcTBUEM SIBISETCA aKTUBAIUS XJIOPOJAbIXaHUS U MHAKTUBAIUS
OCII (puc. 4.7, ctagus 3), TOCKOJIBbKY OKHCIIeHHOTo PQ, cmocoOHOr0 cecth B Qp-cair,
CTAHOBHUTCSI MEHbIIE. YMeHblIeHHEe akTUBHOCTH DCII mpuBOAUT K YMEHBIIEHUIO
HepeKaYrBaHmst MPOTOHOB Hs™ M3 CTPOMBI, YTO TMPUBOAUT K MX HAKOIUICHHIO BOJIHM3H
TUJIAKOUJTHOM MEeMOpaHbl M 3aKHUCICHHUIO CTpombl (puc. 4.7, cramusa 4). U30bIToK
MIPOTOHOB B CTPOME MOXKET MPUBOAUTH K OOpa30BaHUIO M HAKOILJICHUIO JBaXKIbI
MPOTOHUPOBAHHON  (popmbel  mepBuyHOro xuHoHa, QaH,, uYTO, BO3MOXKHO,
COOTBETCTBYET OMHUCHIBAEMOMY B JuTeparype HAKOTIJICHUO Qs-
HEBOCCTaHABJIUBAIOIIUX LEHTPOB (puc. 4.7, cranus 5). B cBoto ouepe/ib, HAKOTICHHE
JBaXAbl MPOTOHUPOBAHHBIX (hopM QaH, mpuBomutT K eme OOJbINEH WHAKTUBAIMH
OCII (puc. 4.7, cragust 6), MOCKOJIbKY NEepBUYHBIM XWHOH Qa B Takod (opme He
CrIoCOOEH y4acTBOBaTh B MEPEHOCE JJIEKTpOHA. BO3HHMKAET METIs MOJIOKUTEIBHON
oOpaTHO# CBsI3M, KOTOpas OOYyCJIaBJIMBAET JIABUHOOOpAa3HOE H3MEHEHUE CKOPOCTEH
peakiuii, — MPOUCXOAUT TPUITEPHOE (CKAYKOOOpa3HOE) MEPEKIIOUCHHE B HOBBIN
pexxum (puc. 4.7, cragus 7), B koropoM @CII HaxonuTCs B HEAKTUBHOM COCTOSIHUH.
AKTHBaLMSA XJOpoAbIXxaHus U BoccTaHoBieHUe nyna PQ npu nHeaktuHou OC 11
no3BossieT OCI GyHKIIMOHUPOBATH B OOBIYHOM PEXUME W 3aIIUIIACT KIETKY OT

paspyiieHus (OTOCMHTETHYECKOTO anmnapara.
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4.2. AHayu3 pacnpeaejeHusi HeHTPAJbHBIX MeTA00IMYEeCKUX MOTOKOB B

kiaeTrkax Chlamydomonas reinhardtii B ycJ10BHSIX CEPHOI0 I'OJIOIaHUA

Kak ykas3piBanoch B MOpenbAyIIeM pas3feie B HACTOAIIEE BpeMsi OO0JIbIIOE
BHUMAaHHE MPUBJICKAET MpoliieMa MOoMydYeHHus] OMOTOIUINBA, B YACTHOCTH, BOJOPOA,
KaK TPOIYKTa >KU3HEACATEIbHOCTH KJIETOK BOAOPOCTEH. DKCIEPUMEHTAJIbHBIE U
MO/I€JIbHBIEC UCCIIEAOBAHUS HAITPABJIEHbI HA TOMCK YCJIOBU, IPU KOTOPHIX MPOUCXOAUT
yBEJIMYECHHE BBIJIETICHUS Bojopoaa. M3BecTHO, uto kietku Bogopociu C.reinhardtii,
pacTyIue B YCIOBUSAX CEPHOTO TOJIOIaHUs, aKTUBHO BBIACISIOT Bogopon [ Wykoff et
al. 1998, Melis et al. 2000, Ghirardi et al. 2000, Zhang et al. 2002]. XapakrepHbIMHU
MPOIIECCAMH, MPEIIIECTBYIOINIMMHU BBIJEICHUIO BOJIOPOAA, SIBISIOTCS WHAKTHUBALIUS
¢dorocucremsl Il u mepexon kierok Bopopocnu C.reinhardtii Ha XJIOPOIUIACTHOE
neixanue [Antal et al. 2003, 2007, 2011]. B npeasiayieM paseie ¢ UCIoIb30BaHUEM
KMHETUYECKOM MOJIETIM 3JEKTPOHHOTO TPAHCHOpPTa B MEPBUYHBIX MpOlEccax
¢dorocunresa [[lmocHuna u ap. 2013], Obul mpoaHaIUM3UPOBAH MEXAHU3M TAKUX
NepexojoB. AHaM3 MOJIETU IOKa3ajld, 4YTO HAKOIUJICHME BOCCTAHOBIEHHBIX (opM
XWHOHOB B MPOLIECCE TOJIOIAHUST MOKET MPUBOJIUTh K CKAYKOOOPa3HOW MHAKTUBALIMHI
dotocuctembl Il ¢ OTHOBpEMEHHBIM YBEIMYEHHWEM IIOTOKA DJEKTPOHOB B ILIEMHU
XJIOPOIJIACTHOTO JIBIXaHHUs. DTO SIBJICHUE OBLIO OMHMCAHO B dKCIepuMeHTax [Antal et
al. 2003, 2007, 2011]. Beraenenue Bogopoaa B 3TUX YCIOBUAX MPOUCXOAUT BCIEICTBUE
W3MEHEHHS HAINPABJICHHS AJICKTPOHHBIX TMOTOKOB NPH HAKOIUIEHUH H30BITOYHBIX
BOCCTaHOBJICHHBIX (DOPM MEPEHOCUMKOB B 1€ poTocuHTe3a [Antal et al. 2011, 2014,
Peltier et al. 2010]. OHO ocymiecTBISIETCS B LEISIX 3alIUTHI (DOTOCHHTETHYECKOTO
anmapara OT OKUCIUTENIBHOTO CTpecca Mpu 00pa30BaHUM aKTUBHBIX ()OPM KUCIIOPO/IA.

AKTyanbHOU 3ajauen SIBIIIETCS HCCJIEOBAHUE pacnpeneseHus
METa0O0JIMYECKUX MOTOKOB B YCIOBHUSAX CTPECCA, BBI3BAHHOTO CEPHBIM TOJIOJAHUEM.
Od4eBUIHO, UTO MOJTYyUYCHHAsS B pe3ybTaTe aHAIM3a MOJIeSId HH(OpMAaIIUs O BETMYMHAX
Y HaIlPaBJICHUSIX CKOPOCTEN META0OJUYECKUX PEaKIIMil B IIPOIECCE TOJIOaHUs BaKHA
JUTsT OTleHKH A((HEKTUBHOCTH BBIJICTICHUS BOJIOPO/IA U HAKOTIJICHUSI OMOMACCHI B TIEJIOM.

JIns u3ydeHus HaNpaBJICHUS U COOTHOIIEHUS aKTUBHOCTH METa0O0JIMYECKUX

HYTeﬁ B Pa3JIMYHBbIX YCIOBHAX POCTA MHUPOKO HUCIIOJIB3YIOTCA TaK HA3bIBACMBIC
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MOTOKOBBIE WJIM CTEXHMOMETpUYeckue wmojenard. OHU MOCTPOEHbl Ha OCHOBE
MPENOJIOKEHHUSI O KBAa3UCTAI[MOHAPHOM COCTOSIHUM KOHIIEHTpaluii MeTa0oJIUTOB B
paccMarpuBaeMoM JuarnazoHe BpeMmeH:m [Murabito et al. 2009, Varma et al. 1994,
Edwards et al. 2002] u wucnonas3yroT WHPOpMalMIO O TEHOME OpraHu3Ma M
COOTBETCTBYIOLIEH CTPYKTYype METa0OJMYECKUX MYyTEi, OpraHu30BaHHbIX B BHJIE 0a3
naHHbIX [http://biocyc.org, http://www.brenda.uni-koeln.de]. IlepemenHbIME B TaKux
MOJIETISIX SIBJISIFOTCSI METa0O0JIMYECKHUE TIOTOKH.

OpnHoli U3 MepBBIX PaboT, TJIe BBOAUTCS TMOHIATHE META0OJUYECKOTO TOTOKA,
spisieTcs padota [Roels, 1980], rioe »kuBas cuctema npecTaBieHa Kak HEKUM 00beM,
UMEIOINi Tpanuily. Bce n3MeHeHus B cucteMe MpOUcXosT 1) 3a CHeT TPaHCIIOPTHBIX
MOTOKOB BEIIECTB (META0OIUTOB) Uepe3 rpaHully U 2) 3a CYET XUMUYECKUX PEAKLIU B
o0beme. Merabonuyeckuil MOTOK, TakuM 00pa3oM, SBISIETCS PE3ylIbTaToM
MeTabO0IMYECKON peaklK WM TPYIIbl METa0OINYECKUX peakiuid. B coBpeMeHHbIX
0030pax, TMOCBAIIECHHBIX AaHAJIU3y pachpeieiacHus MeTa00IMYeCKUX IOTOKOB
[Simeonidis, Price 2015, Nanette et al. 2009] BenuYMHBI TOTOKOB CBSI3aHBI C
BEJIMYMHAMM OTIEIBHBIX CKOPOCTEM pEaknHii, B KOTOPBIX PacCMATPUBACMBIN
MeTaboIUT 00pa3yeTcs WU PacXoyeTcsl.

J71s1 GoJIbIIIEeH SICHOCTH OMPESTUM META00INUECKUNA MOTOK KaK XMMUYECKYIO
pEeaKInio, B KOTOPOH MOXKET MPOUCXOIUTH TepepacipeeieHue aToMOB, Hampumep,
yIiepona, Mexay OOpa3yIoIIMMUCS B XO/I€ PEaKIMu, MOJEKYJaMU, TaK 4TO YHCIIO
aTOMOB B MOJIEKYyJIe cyOCTpara MOXKET OTIMYaThCs OT YHUCIa aTOMOB B MOJEKyJax
npoaykra. Ilpu »TOM oOIIee 4YKHCIO aroMOB B 3aKpBITOW CHCTEME OCTaeTcs
MOCTOSHHBIM. Takoe mepepacmpe/ieieHHe aroMOB B PEAKIIMOHHOM COOBITUU
OTPAXKAETCS B CTEXMOMETPUUECKUX KOA(DPUIIMEHTaX, ONPEACIISIONIUX OTHOCUTEIIBHOE
YHUCJIO MOJIEKYJ METAa0OJUTOB, BCTYNMUBIIUX B PEAKIIMOHHOE COOBITHE Ha JaHHOM
y4acTKe METa0OJIMYEeCKOTO MyTH, U YUCJIO MOJIEKYJ METa0OJUTOB, OOpa30BaHHBIX B
XOJI€ TOTO PEAKIIMOHHOTO COOBITHS MPHU YCIOBUU COXpPaHEHUSI OOIIEro YKcia aToMOB,
YYaCTBYIOIIMX B peakiuu. JlJis KakIoro MeTaboauTa MOXKHO 3amucaTh ypaBHEHHE
OanaHca MOTOKOB MeTAa0OJMTOB, HANpaBJIEHHBIX HAa €ro oOpa3oBaHHE W pacmaj co

CTEXUOMETPUUECKUMHU  KOd((PHUIIMEeHTaMH, OTpa)XaloluX COXpPaHEHHE  YHClia
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NEePEHOCUMBIX META0OJUTAMU 3JIEMEHTOB. B cTallMOHApHOM COCTOSSHUM CyMMa BCEX
MOTOKOB OOpa3oBaHUs M pacliaja paccMaTpuBaeMOro MeTaboJuTa, paBHA HYIIIO,
MOATOMY JUIsl TOCTPOCHHUSI TOTOKOBOM MOJIeNIM JOCTAaTOYHO 3HATh JIMIIb
CTEXUOMETPUUECKUE COOTHOIICHUS MEXIY STUMU METa0OJIMYECKUMHU TMOTOKaMU B
PEAKIIMOHHOM COOBITHH.

XOpo1I0 pa3BUTHIN anmnapaT JHHEHHON anreOppl, MPUMEHIEMbIH IS PeLICHHS
TaKUX 3ajad, MO3BOJISIET CTPOUTb MOJEIU CO CKOJb YTOJHO OOJNBIIUM YHCIOM
MeTabO0IMYECKUX TOTOKOB. B 3aBHCHMOCTH OT MOCTaBIECHHOM 3aaud IMOTOKOBAas
MOJIETTb MOXET BKJIIOYATh JIMOO MaKCUMalIbHO W3BECTHOE YMCIO METa0OIMYECKUX
peaKIuii, BIUIOTh JI0 HECKOJIbKUX coTeH [Nanette, Morga 2009, Wu et al. 2015], mu6o
OTPAaHUYMBATHCS HEOOJIBIIIMM YUCIIOM PEAKIUi, HEMOCPEICTBEHHO MPUHAICKAIINX
nzydaemoMy mertabomuueckomy nytu [Vallino, Stephanopouluos 1994, Yang et al
2002, Nyberg et al. 1999]. Jlns onieHKU peaibHBIX BEIMUYUH METAOOINYECKUX MTOTOKOB
YaCTO UCIOJIB3YIOTCS AKCIIEPUMEHTAIbHBIE JaHHBIE O paCIpE/IeIEHUH B METa00IUTax
TIEPEHOCHMOro MMH MedeHoro yrepona *C [Marx et al. 1996, Zupke et al. 1995,
Schmidt, et al. 1998]. Bce peakuuu 0OBIMHO HOPMHUPYIOTCS Ha OJMH U3 BXOASIIMX
MOTOKOB, HAalpUMeEp, MPUTOK IJIIOKO3bI, TMepeHocsmiel yriepon. Takum oOpazom,
U3MEHSST MUMEHHO JTOT BXOASIIUMN TMOTOK METa0O0JINTa, MOXXHO TOJYYUTH CEPHUIO
MOCJEAOBATEIbHBIX CTAIIMOHAPHBIX PACHpPEACICHUN BCEX OCTAIBHBIX TMOTOKOB
MEeTa0O0JIMTOB, IEPEHOCSINNX JTAHHBIN AJIEMEHT, peliasi COOTBETCTBYIOIINE YPaBHEHUS
OasaHca.

B 3amauy ganHoro pasnena paboThl BXOIUIIO MOCTPOSHUE TTOTOKOBOM MOIEIIH,
BKJIIOUAIOINIECH IEHTpalbHBIA MeTabonm3M kietok Bopopociu C.reinhardtii m
COMPSIKEHHBIE C HUM peakiuu (OTOCHMHTE3a M BBIICICHHUS BOIOPOJAa W aHAJU3
nepepacnpeesieHus 3TUX METa0OIUYECKUX TTOTOKOB B TIPOIIECCE CEPHOTO TOJIOAHMS.
K peakuusiM neHTpaibHBIX META0OINUECKUX MyTeH OTHOCAT KaTabOJIUYeCKUE MyTH —
[JIMKOJIU3, TeHT030(oc(aTHBI MyTh, NPOTHUBOIOJIOKHO HAIMpaBJIE€HHbIE K HUM
aHaOoJIMYecKWe TMyTH — [IIOKOHEOoTeHe3, MHKI KajabBWHA, a Takke IUKII

TPUKapOOHOBBIX KUCIOT (LMK Kpebca).
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Kak mnpaBuio, KOHKpPETHBIE YCJIOBHUS POCTAa KYyJIbTYpbl OIPEIEISIOT
IPEUMYIIECTBEHHOE HAIPABICHUE METAa00IM3Ma, KOTOPOE MOXKET U3MEHSTHCS IpU
W3MEHEHUM BHEIIHUX YyclaoBUi. Takue u3MeHeHHs OOyCIIaBIMBAIOTCS CIIOXKHOU
peryasiuuel 3KCIpecCur COOTBETCTBYIOLIUX TEHOB. DTO IPUBOAUT K H3MEHEHUIO
aKTUBHOCTH pPETYISATOPHBIX (EPMEHTOB M, KaK CIEACTBHE, K MEPEKIIOUCHUIO
METa0OJIMYECKUX IOTOKOB, T.€. K M3MEHEHUIO HaIlPaBJICHUI MEPEHOCa 3JIEMEHTOB
MeTabOIUTAMHU.

Kak n3BecTHO, B KHHETHYECKUX MOJAEISAX METa00INYECKUX MPOIIECCOB TaKYIO
pEeryssiLlMI0 MOXXHO 3a/laTh, €CJIM BBECTH, HAIpUMEp, MOJIOKUTEIbHBIE WU
OTpHLIaTelIbHbIE OOpaTHbIE CBSI3W MEXAYy NPOAyKTaMu W/Wiu cyOcTparamu,
BIUSIOIIMMHA Ha CKOPOCTH COOTBETCTBYIOIIMX peakiuil. OIHAaKo B IMOTOKOBBIX
MOJIETISIX PACCMATPUBAIOTCS JIMIIb CTAalMOHAPHBIE COCTOSHMS, a CaMU MOZAEIU
MPENICTABIIAIOT COOOM JINHEWHbIE anreOpandyecKrue ypaBHEHUs, T€ CKOPOCTH peaKui
ABIIAIOTCS IOCTOSTHHBIMM BenmuruHamu. [loaToMy Takoro posa peryiasiiuio Ha OCHOBE
OOpaTHBIX CBSI3EU 371€Ch 3a7]aTh HEBO3MOXKHO.

Bo3Hukaet Bompoc, KakuM 00pa3oM B CTALIMOHAPHOU MOJIEIN MOKHO OTPAa3UTh
VU3MEHEHME HaIIpaBJICHUs IIEPEHOCA YIIepoAa IpU IEPEKIIOUYEHUN C OIHOIO THIIA
MeTaboiM3Ma Ha JpYyroi, HalpuMep, ¢ IIMKOJIM3a Ha IIIOKOHEOreHe3, WM C LHKIIA
KanbBrHa Ha neHTo30(ocdaTHbIi MyTh B OTBET HA UBMEHEHHE YCIIOBUN pOCTa KIIETOK.
B pab6orax [Covert et al. 2001, 2008] mis omucaHus TaKOTO poOJia PETYISALUU
MeTabo0JIM3Ma B TOTOKOBBIX MOJEJIAX aBTOPbI MCHOJB3YIOT JIOTHUECKUE MpPaBHIIa 10
TUNY if-then, B COOTBETCTBUU C KOTOPBIMU CUMTAETCS, YTO B 3a/laHHbIE IEPUO/IBI POCTA
KJIETKM 4acTh PEAKLUMI MOJHOCTBIO «BBIKIOYAETCS» WA «BKIHOYAETCs». SICHO, 4TO
TaKHue MpaBuiia CIPaBeIJIMBbI JIUIb B MIPEIETbHBIX CIYy4asx, T.e. KOTa Ha CaMOM JIeJie
peaxuus ecTb 1100 ee HeT. [ peanu3auu Takux Mozesei TpeOyroTcs crieliuaabHbIe
POrpaMMHBIE CPEICTBA.

Hamu ObuT mpensioxkeH albTEpHATUBHBIA CHOCOO OTOOpa)KEHUs pPEryiasuuu
METa0O0IMYECKUX MOTOKOB, MO3BOJISIOIIMN OMMCHIBATh IMOCTENEHHOE W3MEHEHUE
HalpaBJICHUs] MOTOKOB. B 3TOM monxoae OObEeOUHSAIOTCS METabOIMYEecKue IyTH,

BK/IIIOHAOMIUEC OJHH H TC KC MeTa6OJ'II/ITI)I, MCKIY KOTOPBIMHU PCAKIIMU MOTYT
130



NPOTEKaTh B Pa3HbIX HANpaBICHUIX, HAMpUMEp, TJIMKOIW3 M TIIOKOHEOTEHEe3, W
3aal0TCS  JIOTIOJIHUTEbHBIC COOTHOIICHUS Ha BXOMANIUE TIOTOKH, KOTOPBIC
OTIPEICIISIOT YCIOBUS «B3aUMOJCUCTBHUS» MOTOKOB. DTOT MOAXOMA OBLI MCIOJIB30BaH
JUIS  aHaIW3a pachlpeiesieHus] METa0OJUYEeCKUX ITOTOKOB B KIIETKE BOJOPOCIH
C.reinhardtii B ipo1iecce pocTa B YCIOBHUSIX CEPHOTO TOJIO/IAHMUS.

4.2.1. Ynpowennvie mooenu yeHmpaibHblX MEmadoauiecKux nymeil

Ui TeMOHCTpaIli  TpeAJiaraeMoro TOoAXoJa pPacCMOTPUM B KadeCTBE
IpuMepa MUHUMAJIBHYIO CXEMY, OTPaKAIOMIYI0 W3MEHEHHsS YITIEPOIHOTO CKelieTa
METaOOIHUTOB B IEHTPAIBHBIX METAO0IMYSCKUX MY TSIX - TITUKOJIN3E U TITIOKOHEOTEHE3e

(puc. 4.8).

Glc Glc
Vin 1 l Tvomz Vin1 H Vou2
Cs Cs Cs
V. V. v
Cs Cs Cs
Vout 1 l T Vi o Vout lT Vin2
Pyr Pyr
a 6 B

Pucynok 4.8 — MuHMManbHbIE yIPOLIEHHbIE CXEMbI TIIMKOJIN3a U TIIIOKOHEOTeHe3a!:

a — HaIlpaBJICHHE PEAKIUH COOTBETCTBYET IIIMKOJIN3Y; O — HAIpaBIEHUE PEaKIIHid
COOTBETCTBYET IVTFOKOHEOT€HE3y. B — 00bEAMHEHHUE IIMKOIN3a U ITIFOKOHEOT'€HEe3a B OJIHY CXEMY.
Glc — mroko3a, Ce — mectuyrniiepoansii caxap, Cs — TpexymieponHblil caxap, Pyr — nupysar.
CTpenKku COOTBETCTBYIOT PE3YJIBTUPYIOLIMM CYMMapHBIM pPeaKLUsM MpeBpaLeHUs

MeTa0O0JIUTOB, V; —COOTBETCTBYIOIIUN META0OINYECKHI MOTOK.

B mpouiecce mukonu3za (puc. 4.8 a) ogHa Monekyna roko3sl Gle, conepxariast
6 aTOMOB yIliepoJa, MPEBPALIAETCS B OJHY MOJEKYIy mectuynieponHoro caxapa Ce
(peakuus Vi, 1), 13 KOTOpOH 3aTeM 00pa3yrOTCs JIBE MOJIEKYJIbl TPEXYIVIEPOAHIO caxapa
C; (peakmust V), KoTOpble Jajnee yTHIM3UPYIOTCS B TMOCIEAYIONEM MeTaboanu3Me
(peaxkuust V,,, ;). OOpaTHbIN MyTh, TITIOKOHEOTeHE3 (pUcC. 4.8 0), IpeACTaBIsAET PEaKIIMU
npeBpaileHusi nupysara Pyr B Tpexymieponaneie caxapa, Cs (peakuust Vi, 2), u

MOCJIeYIONME peakiuu o0pa3zoBaHus mecTuyreponubix caxapoB Cs (peakuus V),
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KOTOpbIE 3aTeM TakXKe YTWIM3UPYIOTCs B Mmertabonusme (peakuus V,, »). HazoBem
METa0O0JIMThI, HAXOMALIMECS B HaYayle U KOHIIE MeTa0oInyecKuX myTei, rokosy Gle
u nupyBat Pyr, BHEMIHMMH, a METAaOOJIUTHI, MPETEPIEBAIONINE U3MCHCHHUS BHYTPU
nyti, C¢ u C3, — BHyTpeHHUMHU. Peakiinu, CBA3BIBAIONIMNE BHEIIHUE U BHYTPEHHUE
MeTabomuThl, Vi, ;2 U Voy 12, COOTBETCTBEHHO, Ha30BEM BHEITHUMHU BXOIAIIUMHU U
BBIXOIAIIIMMHU TIOTOKAMH, a PEAKIIMK NIPEBPAICHNS BHYTPSHHUX META00IUTOB JIPYT B
npyra Vi u V. — BHyTpeHHUMH 1TOTOKaMu. OObeTMHUM 00€ CXEMBI B OJIHY CJICAYIOIIUM
obpazom (puc. 4.8 B). bynem paccMarpuBarh BHEIIHHE TOTOKH Vi, 12 U Vyy 12 Kak
OTJCJIbHBIC PEAKIMU, HMEIOUIUME TOJBKO OJHO HaIpaBJICHHE B COOTBETCTBUHM C
HaIpaBJICHUEM METa00IMYecKoro MmyTd. BuyTpenHuii motok V OymeM Temnepb
paccMaTpUBaTh Kak pe3yJIbTUPYIOIIYI0 CYMMapHYIO PEaklnio, CHIOCOOHYIO MPOTEKATh
KakK B IIPSIMOM, TaK U B 0OpaTHOM, HaIllpaBICHUSIX.

VYpaBHeHus 6ananca Jj1st BHyTpeHHUX MeTabonuToB Ce 1 C3, B CTalIMOHAPHOM
COCTOSIHUU B COOTBETCTBUU CO cXeMoil (puc. 4.8. B) U ¢ yU4ETOM CTEXMOMETPUUECKUX
ko3 durmenToB (M3 onHor Mosekyinbl Ce 00pasyrorcs aBe MoyieKyibl C3) MOXKHO
3aInCcaTh Kak:

Co: Vini=Vou2—=V=0

Cs: Vino=Vour1 +2:7=0 4.7)

3nech V' - OTHOCUTENBHOE KOJIMYECTBO MOJEKYJ YIIIepoaa, NEPEHOCHMBIX
MeTa0oJIMTaMU Ha TAHHOM YYaCTKE IIETH B CTAI[MOHAPHBIX YCIOBUSAX IMPU COXPAHECHUU
OOLIEro yncia aToMOB B CUCTEME.

[Tony4yennas cucreMa anreOpandeckux ypaBHeHui (4.7) mpencraBiser coooi
MPOCTEUIIYI0O TOTOKOBYIO (CTEXMOMETPUYECKYIO) MOJENb, TJe TMEePEeMEHHBIMU
ABJISIIOTCST  MeTabonnueckue moToku V. Cucrema ypaBHeHuilt (4.7) sBisieTcs
HEJOONPEIETICHHOM, MOCKOJIbKY YHCIIO TEPEMEHHBIX B HEW OOJbIlle, 4eM YHCIIO
ypaBHEHHH, MOATOMY cuctema (4.7) uMmeer OeCKOHEUHOe Yuciio pereHuit. OHaKo,
pacrpeneneHne MeTaboIMYeCKUX MOTOKOB (WX BEIMYMHBI M HAIpaBJIE€HUE) B TaKOH
HEJOOMPEIEHHON CHCTEME MOXKET OBITh HAWACHO, €CIM JOTIOJHUTEIHHO MOCTABUTH
3a/lady ONTUMHU3AIMH. {7151 3TOT0 HY»KHO 3a/1aTh 1IeJIEBYI0 (PYHKIUIO (KaK MpaBUio, 3TO

MPUPOCT OMOMACCHI MO0 YBEIMYCHHE MPOMYKIIMH IEJIEBOTO META00INTa), a TaKKe
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BBECTH JIOMOJHUTEIbHbIE OrPaHUYECHHS Ha BEJIUYMHBI TIOTOKOB, HCXOIsi U3
CYILIECTBYIOIIUX IKCIIEPUMEHTAIIbHBIX JaHHBIX [Murabito et al. 2009, Varma, Palsson
1994]. Ipyro#i cnoco0 moay4uTh €IUHCTBEHHOE PEIIEHUE — JOOMPEACIUTh CHCTEMY,
UCIIOJIb3YS IOMOJMHUTENBHYI0 HH(OpMAIIUIO MO0 0 BETUYMHAX MOTOKOB, JINOO 00 MX
cooTHolIeHUsX. UMeHHO 3TOT moaxos OyAeT UCIOJIb30BaH B IAHHOU pasjene.

BBeneM nomoSHUTENBbHBIE COOTHOIICHUS MEXKIY BEIMYMHAMU BXOJSIIHUX
MOTOKOB B BUJIE OMpPEACIICHHbIX MpaBuil. OHU MO3BOJIST, C OTHON CTOPOHBI, ONKCAThH
MEPEKIIIOUCHHS] OJJHOTO HampaBjeHUsi MeTaboIM3Ma Ha JPYyroe, a ¢ APyroi CTOPOHHI,
JagyT BO3MOXKHOCTB JIOOMPEACIUTh CUCTEMY ypaBHEHUH (4.7), peliuTh €e U HaWTU
pacrpeneneHue MOTOKOB B CUCTEME B 3aBUCUMOCTH OT BEJIMYMHBI BXOJSIIETO MOTOKA.

CocTtaBUM JUHEHHYI0O KOMOMHAIIMIO ypaBHEHHU cuctembl (4.7) Tak, 4TOOBI
VCKJIFOYUTh BHYTPEHHUE ITOTOKU U OCTABUTH TOJIBKO BXOSIIHNE U BBIXOJSAIINE TOTOKHU.
J{1st 5TOr0 YMHOXKUM MEpBOE ypaBHEHHE B cucteme (4.7) Ha 2 U CJIOKUM CO BTOPBIM.
[lepeHocs 110 pa3HbIe CTOPOHBI PABEHCTBA BXOIAIINUE U BBIXOJSAIINE TOTOKH, MTOTYUYHUM:

2V 1 * Vi 2= Vour 1 + 2 Vour 2 (4.8)
VYpaBHeHue (4.8) o3HayaeT, YTO B CTALIMOHAPHOM COCTOSIHUM CYMMa BCEX BXOISALIUX
IIOTOKOB paBHa CyMME BCEX BBIXOJAIIUX MMOTOKOB C YYETOM HUX CTEXHOMETPUYECKUX
ko3¢ durmentoB. bynem mpeamnonaraTk, YTO B T€YEHUE MEPHUOJA POCTA, CyMMa BCEX
BXOJISIIIIMX MOTOKOB OCTAETCS MOCTOSHHOW BeaM4YMHOM. ClellaHHOE TPEANOI0KEeHNUE
3aMUIIEM B BUJIE CJIETYIOIIETO COOTHOIICHHUS:

2:Vin1+ Vino = const (4.9)

CootHomienue (4.9) onpenenser MpaBUIO, COTIACHO KOTOPOMY YMEHBIIICHHUE B
CyMME OJHOTO U3 BXOJSIIMX IIOTOKOB aBTOMAaTUYECKH [OJDKHO TMPHUBECTH K
YBEJIMUYEHUIO APYTOrO.

Bri6epem a1 yno6cTBa pacueToB const =2 (BeIMYMHA KOHCTAHTHI MOXKET OBITH
MIPOU3BOJILHOM, TOCKOJIBKY B COOTBETCTBUU C YpaBHEHUSIMU OajlaHCa BCE BHYTPEHHUE
MOTOKHU OYIyT pacCUUTHIBATHCS KaK JIOJIU OT BXOJSIIUX MTOTOKOB).

2Vin 1+ Vin2 =2 (4.10)

[TonyueHHOE PaBEHCTBO MOCTYJIUPYET, YTO MOCTPOCHUE YIIIEPOHOTO CKEJIeTa

METa0O0JIUTOB MOMKET OCYIICCTBIIATLCA 3a CHUCT JF000r0 M3 AOCTYIIHBIX HCTOYHUKOB
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yIjeposa, B JaHHOM MPUMEPE — M 3a CUeT IVIIOKO3bI, M 3a cueT nupyBara. B ciyuae
HCTOIICHUS OJHOTO U3 UCTOYHUKOB, Oy/lIET MPOUCXOIUTD «IIEPEKIIOUCHHUE» Ha JPYTou
WUCTOYHUK, oOecrmeynBas TakuM OOpa3oM TIOCTOSHCTBO CYMMAapHOTO BBIXO/A
MeTaboauToB. [10o OTHOIIEHHIO K HANIPaBIICHUIO META0OIMYECKHUX ITyTEH ATO O3HAYAET,
9TO OY/IET MPOUCXOIUTH KIIEPEKITIOYCHIE), HAIPUMED, C TIIMKOJIM3a Ha TITFOKOHEOTCHE3.

PaccmoTrpum OuH W3 MpeNeNbHBIX CIIy4yaeB OTCYTCTBHUSI KaKOro-ubo u3
HMCTOYHMKOB yTJIepoja, HalpuMep, upyBara, koraa Vi, » = 0 u omHOBpEeMEHHO V2 =
0. B sTom ciyuyae HampaBieHHE BCEX IMOTOKOB OyIeT COBIAJaTh C HAMpaBICHUEM
rukonn3a. Torma w3 ypaBHeHus (4.8) moiyyuM emie OJHO JIOTIOJTHHUTEIbHOE
COOTHOIIICHHUE:

2Vin1= Vour 1 (4.11)

Takum o6pazom, ypaBHeHuUs OanaHca (4.7) U TOMOTHUTEIbHBIE COOTHOIIICHHS
(4.10) m (4.11) NO3BONAIOT MOJYYUTH OJHO3HAYHBIC PACTPENEICHUE TOTOKOB B

3aBUCUMOCTH OT BCIIMYMHBI OAHOI'O U3 BXOASAIINX ITOTOKOB, HAIIPHUMCD, Vm i-

V=2Vin;—1,
Vino==2Vin1 +2,
Vour 1 =2Vin 1,
Vour2=1~Vin 1.

3amaBasi 3HAYEHHS IPUTOKA YTIIEPOAA OT IIFOKO3BI Vj, ; OT MAKCUMAILHOTO 10
MUHHUMAJILHOTO, MOXXHO pPacCUMTaTh, KaKk MPU ITOM MEHSIOTCS U BCE OCTaJIbHbBIC
noToku (Taon. 4.1).

Tabnuna 4.1 — PacueT BeaMuuH MOTOKOB Ha cxeme (puc.4.8) mpu 3aJJaHHOM M3MEHEHHWU 3HaYeHHH
BXOJSIIEr0 OTOKA Vip ;.

Vin 1 4 Vin 2 Vout 1 VoutZ
1 1 0 2 0
0.75 0.5 0.5 1.5 0.25
0.5 0 1 1 0.5
0.25 -0.5 1.5 0.5 0.75
0 -1 2 0 1

CormocraBisis  3HAUCHUS T36JII/II_[LI (¢10) CXGMOﬁ, MoJIy4YuM  HaIJs1IIHOC
MNpCACTAaBICHUC BO3MOXKHBIX pacnpeﬂeneHHﬁ ITOTOKOB, B 3aBUCHUMOCTH OT BCINYHHBI

Viu 1 (pyic.4.9.).
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Glc

1 0
0.75 0.25
Vin1 [05 05| Vour2
0.25 0.75
0 1
Ce
1
05
0
V' o8
A
Cs
2 0
15 0.5
Voua‘f 1 1 sz
0.5 15
0 2
Pyr

Pucynok 4.9 — PacnipesiesieHue OTOKOB B 3aBUCUMOCTH OT BEJTHUYUHBI Vi, ;. Cephlil CTOIOUK —
3a/laHHbIC 3HAYCHHUSI Vi, 1, OCCIIBETHBIC CTOJIONKH — PACCUUTAHHBIC BEJTMYUHBI COOTBETCTBYFOIIHX
n0TOKOB. HOMep siueiiki COOTBETCTBYET KX I0MY KOHKPETHOMY PacyeTy.

N3 pacueTroB BHIHO, YTO YMEHBIICHHWE IPUTOKA ITIOKO3BI Vi, ; oT 1 mo O
CONPOBOXKIAETCA YBEIUUEHUEM IPUTOKA UpyBara Vi, » ot 0 10 2, 4TO ¥ MPUBOAUT K
IIOCTEIICHHOMY HM3MEHEHUIO HAIIPaBICHUs BHYTPEHHETO IIOTOKa JV, ero BeaudyuHa
Mensiercs or 1 no -1, IHpIME cnoBamMu IpU 3TOM M MPOUCXOAMT IEPEKIIOUYCHUE
IJIMKOJIN3a Ha ITIIOKOHEOIeHE3.

Paccmorpum emie oaMH NpuUMeEp YIPOIIEHHOM CXEMBI, IO3BOJISIOIINI
Ka4ECTBEHHO ONMCAaTh HEKOTOPBIE DKCIIEpUMEHTaIbHbIE NaHHble. Ha pucynke 4.10

npcacTraBjicHa MUHHUMaAJIbHAA CXEMa, 06T>GIH/IH$HOHIa$I TJIMKOJIN3 U ITUKIJI KanbBuHa.
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V."n 1 VGU? o
V2 Ce
Cs Vi
Vf’n 2 C 3
CO2
VGUI 1

Pucynok 4.10 — MunumasnpHas ynpolleHHas cxema, 00beIMHA0as INUKoIN3 U UK KanbBuHa.
Glc — mroko3a, Cs — mectuyniepoanbslit caxap, Cs — maTuyriepoausii caxap, C3 — TpexyriepoaHbIi
caxap.

I'muxonn3 MMpCaACTaBJICH TCMHU JKC PCAKIUAMUA, YTO U B IIPCABIAYIICM IIPUMCPC.

CoOOTBETCTBYIOLIME BXOSIINN, BHYTPEHHUN U BBIXOIAIINN IOTOKU HA cxeMme: Vi, 1, V7,
Vour 1. YporeHHsiii iuki1 KansBuna Brimtodaet peakuuto pukcanuu CO; (peaxuus Vi,
2), B KOTOpPOM MPOUCXOAUT KapOOKCHIMpoBaHHE msATUyreponHoro caxapa Cs. B
pe3ysbrare 00pa3yroTcs 2 MOJIEKYIbl TpexyrepoaHoro caxapa Cs. U3BecTHo, uTo 11t
oOpazoBanus 1 MoJeKkybl TIOKO3bI TpeOyeTcst 6 monekyn CO,, Torna cyMMapHO AJis
peakuuu Vi, » MoxHO 3anucarb: 6 Cs + 6 CO, = 12 Cs. [Janee nonouHa Monekyn Cs B
peakuuu V; unet Ha oOpazoBanue mectuyriepoaHoro caxapa Ce: 6 C3 =3 Cg, npyras
nosioBuHa MoJiekyn C3 yyacTBYeT B peakiiuu V> 1 BHOBb BO3BpaliaeTcs B UK. Kpome
TOTO, 2 W3 00pPa30BABIIMXCS B peaKUUM V; MOJEKYJbI mecTuyriepoaHoro caxapa Ce
TaK)Ke yXOAAT B IUMKA B peakuuu V> 6 C3 + 2 C¢ = 6 Cs. 13 ocraBiieiica oaHOM
MOJIEKYJIbI ecTuyrepoaHoro caxapa Ce B peakuuu Vo, > 00pa3yercst o1Ha MOJIeKyna
rtoko3bl Gle: Cg¢ = Gle. Takum 00pa3oM, MpeACTABICHHBIA YHPOIIEHHBIA LUKII
KanbBrHA cOXpaHSIET CTEXUOMETPUUECKHUE COOTHOLICHUSI MEXKITY PEAKIUSMHU [TOJTHOTO
nukia: juisi obpa3oBaHus 1 MOJEKyNbl IIIOKO3bI TpedyeTcs 6 00OpOTOB IIMKIIA
KansBuna ¢ o6mieit gukcarueit 6 monexyn CO,.

Bribepem B KadecTBE TOJIOKUTEIHLHOTO HAIpaBICHUS MJisi BHYTPEHHHX
MOTOKOB HampaBJieHWe TIPOTUB 4YaCOBOM CTPEJIKW. YpaBHEHUs OajaHca s
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BHYTPEHHUX META0O0JIUTOB C YUYETOM CTEXHOMETPUUYECKUX KOA(DPUIIMEHTOB OymayT

UMETh BUJI;
Co: Vini = Vot Vi—Vou2=0
C322‘Vin2—2‘V1—‘3'V2—VOWJZO (412)

CsI 3'V2— V,-n2=0

Kak u B mpenpiaymiemM mpumepe, COCTaBUM JMHEHHYIO KOMOWHAIMIO Tak,
YTOOBI UCKIIIOYUTH BHYTPEHHUE MOTOKH — YMHOXUM TI€pBOE YpaBHEHUE Ha 6, BTOpOE
— Ha 3, TpeTbe — Ha 5 W, CKIAAbIBasl MX, MOJYYUM PABEHCTBO CYMM BXOIAIIMX U
BBIXOISIIUX TTOTOKOB:

6 Vin1+Vin2=6Vou2+3 Vou s (4.13)

BHoBb Oyzem mpenrnonaraTb, YTO CyMMa BCEX BXOIAIIUX IMOTOKOB SIBISIETCS
MOCTOSIHHOM BETTMYMHOM, B3SITOM B 9TOM MpUMepe i y1o0CcTBa paBHOi 6.

6 Vin1t Vin2=16 (4.14)

PaccmarpuBas oquH U3 IpeAeIbHBIX CIIy4aeB, KOIJa OWH U3 Iy TEM, HalpuMep,
IMKoau3, He padoraet, Vi, ; = 0, Voyr 1 = 0, MOAYyYUM €I1e OHO TOMOJHUTEIHHOE
COOTHOILEHHUE:

Vin2=6"Vou 2 (4.15)

Takum 006pa3om, ypaBHeHUs Oatanca (4.12) u 1OTOTHUTEIBHBIE COOTHOIICHUS
(4.14) 1 (4.15) BHOBB MO3BOJIAIOT BHIPA3UTh BCE MOTOKHU YEPE3 OJMH BXOMASIINN MTOTOK,
Hanpumep, Vi, 2:

Vi=2/3Vip2—1,

Vy=1/3-Vipo,

Vin1r =—=1/6"Vin 2+ 1,

Vour1 ==1/3"Vip 2 + 2,

Vour2=1/6Vin 2.

3anaBass usMeHeHue Vi, », OIy4YUM BO3MOXKHBIE PACIpPENCICHUS OCTAIBHBIX
notokoB (puc. 4.11 a). bynem cuurarh, 4TO Ka)kaoe 3HaYeHUE Vj, » COOTBETCTBYET
HEKOEMY MOMEHTY BPEMEHH, B YACTHOCTH, 3HAUYCHHUE B BEPXHEH STUEHKE — HYJIICBOMY, a
BCE, HAXOIAIINECS HUKE, MTOJYYEHBl YepE3 PaBHbIC MHTEpPBaJbl BpeMeHU. Toraa psin

BCJINYHH, HOqueHHBII;'I JJIA KaXXKA0ro 110TokKa, 6y,ueT OTpaxaTb ITNHAMUKY HU3MCHCHH
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O9TOI'O0 ITIOTOKaA. I/IHTCFpI/IpOBaHI/Ie TAaKOro psaaa IO BPEMCHH IIO3BOJJSICT OLCHUTDH

HN3MCHCHHUC KOHICHTpPAIUHU MeTa0oJnuTa BO BpEMCHHN 3a CUYCT COOTBCTCTBYIOUIICTO

IIOTOKa.
Glc
[0 ] [1]
[ 2 ] Vin 1 % lT Vout 2 voutZ - vin 1
[1.33] 0.33]
Vo 1] L1 ] [ 0 ]
Cs 15
[0 ] — 1 Glc
c =P I
— Ca -0.33 ~
CO2 E l % -1 o 1 2 3 4 5
Vo [2] EN RV Bpeus
[ 0 | 1.33)
[ 2|
a) 6) 8)

Pucynok 4.11 — Pe3ynbrar MojenpoBaHys MUHUMAIbHONW YIIPOIIEHHON 00bEeIMHEHHON
cxeMbl 1ukIa KanbBuHA U IIMKOIKM3a B 3aBUCUMOCTH OT U3MEHEHUS BEJTUYUHBI Vi, 2; @ — 3HAUCHUS
MIOTOKOB; CEPBIN CTONOWK —3aJaHHbBIC 3HAUCHUsI, OECIBETHBIC CTOJIOUKH — PE3YJIBTaThl pacuyera; 0 —

pacyer U3MEHEHHUS CKOPOCTH HAKOIUIEHHUs TIF0KO3bI (kpaxmana) (Vou 2 — Vin 1) B 3aBUCHMOCTH OT
WHaKTUBaIuu Pyoucko (n3menenus Vi, 2); B — HAKOTJICHUE U PAaCcXO/1 IIIIOKO3bI (Kpaxmasa) ¢
TEUYEeHHWEM BPEMEHHU MpH UHAaKTUBauu PyOucko.

Pacuer mOTOKOB MO3BOJISIET OLEHHUTH CKOPOCTh HAKOIUICHHS IJIFOKO3BI W,
COOTBETCTBEHHO, KpaxMaJia KaKk Pa3HOCTh ABYX MOTOKOB: Vo > — Viy 1 (puc. 4.11 06.).
NHTerpupys CKOpPOCTh HAKOIUJIEHUS IJIIOKO3bI (Kpaxmalia), TMOJYyYUM H3MEHEHUE
KOHIICHTpAallUU TIIOKO3bI (Kpaxmana) (puc. 4.11 B.). M3 pacyeToB BHUIHO, YTO B
nporiecce ymenbienus ¢ukcainuu CO,, MOTOK, HampaBiICHHbIA Ha OOpa3oBaHUE
KpaxMaljia CHayajla IOJIOKUTENICH, OJHAKO €ro BEJIMYMHA YMEHBIIAETCs, 3aTeM
CTaHOBUTCS OTpULATENbHOUW. TO €CTh, IO Mepe HMHaKTUBauUuM Uukia KanbBuHa,
KpaxMaJl CHayajla HakaljIMBaeTcsl, 3aTeéM HauMHAeT pacxoAoBaThCs, MPU HSTOM
MPOUCXOJIUT TOCTENEHHOE TMepeKioueHrue nukiaa KanpBuHA Ha  [IMKOJIH3.
KauecTBeHHO TMOMOOHBIE MpOIECChl — HAKOIUIEHHE M Pacxoj]] Kpaxmana Tpu
nHakTuBaMu PyOucko, karanmusupyromero ¢ukcamuio CO;, COOTBETCTBYIOT
AKCIIEPUMEHTAJIbHBIM JAaHHBIM, MOJYYEHHBIM IPU CEPHOM TOJIOAHUU Ha KIIETKaX
Bopopocnu C.reihardtii [Zhang et al. 2002]. DT0 MO3BOJISIET CYUTATh, UTO CJETAHHBIC

B MOACIM IIPCAIIOJIOXKCHHA O COOTHOIICHHMM BXOJHBIX IIOTOKOB, I[CflCTBHTGJ'IBHO
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OTpaxaroT (PEHOMEHOJIOTHIO TEPEXOIHBIX MPOLECCOB M MOTYT HCIIOJIb30BAaThCS B
Ka4eCTBE JIOMOJIHUTEIbHBIX YPABHEHHUH B MOTOKOBBIX (CTEXUOMETPUUECKUX) MOJIETISX.

4.2.2. Moodenv uyeHmpanvbHbIX MemMAOONUYECKUX Nymel ¢ YUemom
INeKMPOHMPACHOPMHBIX Rymell homocunme3a u ObIXaHUA

Jlanee paccMOTpeHHBIM NOAXOX ObUI NPUMEHEH I NOCTPOEHHs Ooree
JNETAIbHOW  TOTOKOBOM  MOJENH, BKIIOYAIOIMIEM HE TOJBKO  IIEHTPAJbHBIE
MeTabonuyeckue nyTu B Kietkax C.reinhardtii, HO M 3NEKTPOHTPAHCIIOPTHBIE MYTH
dorocunTe3a u apixanus (puc. 4.12). Kak u B pacCMOTpPEHHBIX BBIIIE MPHUMEPax,
MPOTUBOIIOJIOKHO ~HANpaBJICHHbIE TYyTH ObUIM OOBEAMHEHBI B OJHY CXEMY.
IlenTpanpHple  MeTa0OIMYECKHE  MyTH  CXEMbl  BKJIIOYAIOT  I[JIMKOJM3,
nenro3odocdarubiii, miokoreHes, nukia KanbBuna, mukin Kpebdca (puc. 4.12). IlyTs
[JIMKOJIM3a TPEJCTaBIEH HAa CXEME peakUusMU MpeBpaileHus nioko3el, Glc, B
Tpexyniepoansie caxapa, GAP, 3PG, (peakuun Vi, Vi3i4), MyTh DIIOKOTE€HE3a —
oOpaTHbIMU pEakUUHW CHUHTE3a IIeCTUyIIeponHbix caxapoB, F6P, Glc, wu3
Tpexymiepoaubix. Ilentozodocharnpiii myte W nukin KanbBuHa mnpeacTaBieHbl
peakusaMu TpaHc(opMaluu yriiepoIHOTO CKeJieTa B MATUYIepoaHbIe caxapa, RuSP,
XS5P, R5P, wetnipexyrneponusiii, E4P, u cemuyrneponusiii, S7P, caxapa (peakuuu Vi,
Ve.11, V13). Pa3nenenue nyteil Ha MUKoIU3 U MEHTO30(0ChATHBIN MyTh (MM HA LUK
KanbBHHa U TITIOKOHEOT€HES) I0CTAaTOYHO YCIOBHO, TOCKOJIbKY YaCTh PEaKLUid BXOAUT
B o00a myrtu. Peakmus V;; oObemuHseT 2  peakuud — OKHUCIUTEIHHOTO
JeKapOOKCUJIMPOBAHUSI MOJIEKYJI TJIOK030-6-hocdar ¢ BbIAEICHUEM 2-X MOJEKYI
NADPH, npucyTcTByeT TOJIBKO B TeHT030(h0C(hHaTHOM My TH U SIBIISIETCS HEOOPATUMOH.
Peakiust V| obbweaunsieT peakiuu odpazoBaHus puoOynezo-audocdara u dpukcanmuu
CO,, xapakTepHa TOJIbKO JiIs ITuKIIa KanbBUHA U TaKKe SBISIETCS HEOOpaTUMOIA.

ONEeKTPOHTPACIIOPTHBIE IYTH BKJIKOYAIOT BOCCTAHOBJIEHUE IUIACTOXWHOHA U
NAD(P)H snekrpoHaMu OT MOJIEKYN BOJbI B MEPBUYHBIX peakiusax (OTOCHHTE3a,
oOpatubIil iepeHoc ekTpoHoB oT NAD(P)H Ha miacToXvMHOH ¥ MOJIEKYJbl BOJABI B
peaKkusAX XJOPOIUIACTHOIO JbIXaHUSA, a TaKXKe pEeaKUUuH MHUTOXOHIPHUATBHOTO

JAbIXaHUA.
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O6pa3oeaHue
Kpaxmana

Iv

Glc MepsuyHble peakyuu XnoponnacmHoe
ghomocuHesa dbixaHue
co, Vs H V12 o o
Vi1 2 2
RU5P «-=---- x_ ............ G6P V2 V31
Vo Ve H20 _4: PQH2 ¥_p HZO
X5P Vo ! s
F6P
Vs E4P Vi Vigi Vi1g H
S7P Vs : 2
R5P / Ve * BbideneHue H,
) " GA V13 11
Vi {Vm A > NAD(P)H,, <=+
/v *3PG 4
co;
Qukcayusi CO, IVM Va7
PEP : o
co, V20 H 2
V35 | AcCoA < V2. pyr / co, Va1,Vae,Var V3o
noemue - Y - €rrmrnananranns » NAD(P)H,, -~%-weee » H,0

ayemama

OA MumoxoHdpuanbHoe

iC‘it ‘ p
V24! Vo bixaHue
‘/__ V32 v
2(;02 '.“ GOX Mal
.. Va6
* Suc V25 I

<+«——— Fum

Pucynok 4.12 — Cxema HeHTpajbHbIX METAa00INYECKUX MyTEH, yTH (POTOCUHTE3A, IbIXaHUs U
oOpazoBanus Bopopoaa. Glc — moko3a, GOP — Imoko30-6-pocdat, FOP — ppykro30-6-docdar,
GAP — mmunepansaerua-3-pocdar, 3PG — 3-pochormumepar, RuSP — pubynozo-5-pocdar, X5P —
KCUITyn030-5-pocdar, RSP — pu6o3o-5-bhocdar, E4P— spurpozo-4-pocdar, S7P—cenyrentynozo-7-
docdar, PEP — docdhoenon nmupysar, Pyr — mupysar, AcCoA — arerun kodH3uM A, iCit —
u3onutpar, GOX — mumokcunar, Suc — cykuusat, Mal — manar, Fum — ¢pymapar, OA —
okcanoarierat, NAD(P)H — nuxotrHamuiageHMHIMHYK1e0TH I((ocdaT) BOCCTaHOBIEHHBIN
(MHIIEKCHI ch U m yKa3bIBAIOT HA PACIIONOKEHNE MOJIEKY B XJIOPOIIACTaX MM B MUTOXOHIPHSIX
cootBeTcTBeHHO), PQH> — rutacroxunon BoccranoBieHHbIN, CO; — yrnekucsiii ra3, Ho — Bogopon,
O — kucnopoa, H2O — Bona. Vi — peakuuu npeBpaiieHus OJHUX METa0O0IUTOB B JApyTHUe
(merabonuyeckue NOoTOKM). [IyHKTHpPHBIE CTpesKi 0003HAYaI0T PeaKuu, B KOTOPBIX IPOUCXOIUT
BoccTaHoBneHue unu okucienue monekyn NAD(P) u NAD(P)H. OnnoctopoHHUE CTpenKu
YKa3bIBalOT HA IPOTEKAHUE PEAKIIMU TOJIBKO B OJTHOM HalpaBICHUH.

[IepBuuHsbIe mpouecchl HOTOCHHTE3a MPEACTABIECHBI TOTOKAMH IEKTPOHOB V)
OT MOJIEKYN BoAbl K miactoxuHoHy yepe3 OCII u ganee na NAD(P)H uepe3 OCI u
dbeppenokcu, peakius Vig. CBsI3b IEHTPAIbHBIX META0OJUYECKUX TMyTeH W
(OTOCUHTETUYECKOTO MyTH ocyiecTBisiercss nocpenctBoM NADH-neruaporeHassi
(peakuust V9, MpoTEKatoIas B HAIPaBJICHUH, TPOTUBOMOI0XKHOM BBIIIEONUCAHHOMY ),
KAaTaJIu3UPYIOLIEH BOCCTAHOBJIEHHUE IUIACTOXMHOHA B PEAKIUAX XJIOPOABIXAHUS,
KOTOPBIE aKTUBU3UPYIOTCS B YCIOBHIX CEPHOTO IOJIOAAHUS. XIIOPOABIXAaHUE BKIIIOYAET

peaKUrA BOCCTAaHOBJIEHUS IIACTOXWHOHA AyekTpoHamu oT NADH-nmermaporenassi
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V9, 1 OKMCIIEHNE IACTUAHON TEPMUHAIBHON OKCHUA301 C MOMIOMIEHUEM KHCIIOPOa,
V31, Yutena takke peakius oOpazoBaHusi Bojgopoaa Fe-ruapornazoi, Vs, koTopas
aKTUBUPYETCS B OECKUCIOPOIHOM CpeJie, KOT/la CTAHOBUTCSI HEBO3MOXKHBIM OKHUCIICHHE
MJJACTOXMHOHA.

MuroxoHApHuanbHOE JbIXaHUE OOOOIIEHHO TMPEACTABICHO PEAKIUSIMU
nepeHoca HJIEKTPOHOB Ha kuciopox ot wmoiekyn NAD(P)H (peakuust Vj),
oOpa3oBaHHbIMU B 1uKIe Kpebca B cymMmmapHOM noToke Va1+Vast+Vas.

Ha ocnoBe npenjoxxeHHou cxeMbl (puc. 4.12) mo aHanoruu ¢ ypaBHCHUSIMU
(4.7) n (4.12) ObuH 3anMCaHbl yPaBHEHHS OalaHCa C yU€TOM CTEXMOMETPHUH PEaKIIHA.
[Mockonbky mnsa xietok C.reinhardtii muTatenbHON cpelod SBISETCS areTar, To
MOCTPOEHUE YIJIEPOJHOTO CKeJIeTa BO3MOXKHO TpeMs IMYTAMHU: B pe3yibTare
nomionieHue arerara B mukie Kpebca, B pesynbrare ¢ukcamuun CO, B HHKIE
KanbBuHa, B pe3ynbrare pacuieIyieHUs IJIIOKO3bl B Mpoliecce NIMKOIu3a. Takum
o0pa3oM, cxema UMeeT TpU BXOJHbIX noToka: V| — ¢ukcanusa CO; B nukie Kanbspuna,
V3 — NoCTyIUIeHHE TIIOKO3bl, HaYajdbHas peaklus B IIMKOJN3E, V3s — IMOCTYIICHUE
anerara. Kak 1 B pacCMOTpEHHBIX BBbIIIE MPUMEpaAx, BbIOMpanach Takas JTUHEWHas
KOMOUWHaIIMS ypaBHEHUH OasiaHca, YTOOBI OCTATUCh TOJIBKO BHEIIIHUE MTOTOKH, U JaJiee
MpeAnojarajoch, 4TOo CyMMa BCEX BXOJSIIMX TIOTOKOB SIBJISETCS MOCTOSHHOMN
BennunHOM. ClelaHHOE TPENANOJI0KEHUE BBIPAKAECTCS B  BHUAEC CICAYIOIIETO
COOTHOUIEHUS:

2V1+3V3s+12V3=12 (4.16)

Cootnomenue (4.16) 3agaeT B3auMoaecTBie Tpex myTei: mukia KanpBuHa,
IJIMKOJIM3a U DIFOKOHEOreHe3a. JIBa BXOASAIIMX II0TOKA, V1 1 V35, HanpaBJIeHbI HA CHHTE3
caxapoB, TIOTOK }3 HampaBJjIeH Ha pacmnaj caxapoB. TakuM 00pa3oM, U3 COOTHOIICHUS
(4.16) cnenyeT, 4TO yMEHBIIIEHHE ITOTOKOB Ha CHHTE3 CaXxapoOB IMIPUBEIET K YBEIUUCHHUIO
MMOTOKOB Ha UX pacra.

[Tpu yueTe ogHO U3 MpeIeTbHBIX CTyYaeB, KOTJa padoTaeT TOJBKO OUH U3 TPEX
nyTeu, HanpuMmep, mukia KaabBuHA, ObUIO TOMYYEHO €IIe OJHO JOMOJHUTEIHHOE

COOTHOHICHHUEC, CBA3BIBAIOIICC BHCIITHUC ITIOTOKH ITUKJIIA KannBuna:

12V5=2V11+3 V5, 4.17)
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B xadecTBe HauaNbHOTO yCIIOBUS (KOHTPOJb, 0 4. rooganusi) ObUId BIOpaHbI
BEJIMYUHBI TOTOKOB, COOTBETCTBYIOIIME MUKCOTpOodHOMY pocTy KieTok C.reinhardtii
Ha aunerare. PacmermieHns: NIoko3bel HeT, V3 = 0, Ipu 3TOM CKOPOCTH IOITIOLIECHUS
anerara, Vss, u ¢ukcauuu CO,, V), OpUMEpPHO paBHbl, YTO C Y4YETOM
CTEXUOMETpUUECKUX cooTHommeHu (4.16) Bolpaxaercs kak 2V,=3V3=6. B
COOTBETCTBHHM C OCHOBHBIM ypaBHEHHEM (OTOCHHTE3a TOTOK Ha BOCCTAHOBIICHHE
IJIACTOXMHOHA, V>, ToJKeH OBITh B J1Ba pasza Ooblie, yeM ckopocTh (ukcamuu COs,
Vi, 1.e. Vo=2V=6. CKOpOCTHU XJIOPOIIACTHOTO AbIXaHUs, V31, U BBIICIICHUS BOIOPO/IA,
V1s paBHbI HyIO: V31 =0, Vig=0.

OxoHuaTenpbHasi CHUCTEMa ypaBHEHWH, OIUCHIBAIONIAS  paCIpeiesieHUue
METa0OJMIECKUX TIOTOKOB B IICHTPAIBHBIX META0ONWYECKUX TYTAX, BKJIIOYACT
ypaBHeHUs OanaHca Jjis METa0OJMTOB, JOTOJHUTENIbHBIE COOTHOIICHUS MEKIY
MOTOKaMH W HadaJdbHOE yCJIOBHE. Takas cuCTeMa ypaBHEHUU MMEET ¢IMHCTBECHHOE
pEIIeHNe, COOTBETCTBYIONIEE PpACHPENCICHUI0O META0OJUYCCKUX TIOTOKOB TIPH
BBIOPAHHBIX HAYAIBHBIX YCIOBUSX.

JIJist TOro 94TOOBI COMOCTABUTH PE3YJbTAaThl MOJICIUPOBAHHS C pPEaTbHBIMHU
mporeccamMu, MpoucxoasiuMu B kietkax Chlamidimonas reinhardtii B yCIoBUsSX
CEpPHOTO ToJI0/IaHMsl, HEOOXOIUMbI JaHHBIE 00 U3MEHEHUH BEJIMUYUH METaOOINYECKUX
MIOTOKOB B IICHTPAIBHBIX META0OIMYECKUX MYTAX B MPOIECCE CEPHOTO TOJIOMAHMS.
W3BecTHbIe HAM PabOTHI IO MCCIEIOBAHUIO META0OIMYECKUX MPOILIECCOB B KIIETKAaX
BOJIOPOCIM TIPH HACTYIUICHUHW CEPHOTO TOJIOMAHWS TAaKUX IaHHBIX HE COAEpXKar.
OnHaxo, CyIeCTBYIOIINE KCTIEPUMEHTAIbHBIE JAHHBIE O COJEP>KaHUU METabOIUTOB,
JaHHBIE 00 U3MEHEHUHN aKTUBHOCTH (DEPMEHTOB, TTO3BOJISIFOT OIEHUTh OTHOCUTEIHHBIC
BEJTMYMHBI BHEIITHUX ITOTOKOB B MOJIEIH, €CIIA MPUHATH HEKOTOPBIE MomymieHus. Taxk,
B pabote [Zhang et al. 2002] nmpuBenens! nanHbie 00 n3MeHenuu aktuBHocterd OCII,
Pyoucko, Fe-ruaporeHassl, a Takke O COIEpKaHUU KHCIOpOAa B KYJIBTYpE,
HAKOTUICHWH KpaxMalla W BBIJICJICHUH BOJOPOJa B TEYCHHE HECKOJIBKUX JHEH pocTa
KyJabTypbl Kietok Chlamidimonas reinhardtii B yclOBUSX CEPHOTO TOJOJAHMS.
AxtuBHocTh OCII B pabote [Zhang et al. 2002 ] ouenuBanace 1o orHomenuto F/Fp, —

KBAaHTOBOMY BBIXOy TIEPBUYHBIX peakuuii ¢GorocuHTe3a. beUlo  caenaHo
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MPENINONIOKEHHE, YTO CKOPOCTh BOCCTAHOBJICHHUS ITyJ1a IJIACTOXUHOHOB AJIEKTPOHAMU
ot OCII (B Monenu oTok V,, puc. 4.12) nponopuronanbHa uamenenuto F,/F,. Torna,
naHabie 00 ymenbineHnu aktuBHOCTH PCII mo qHSAM B mpoliecce cepHOTo rojI0AaHus
MO3BOJISIFOT PacCYUTATh COOTBETCTBYIOINIEE YMEHBIIIEHUE MOTOKA V3, IO OTHOILIEHHUIO K
€ro Ha4aJbHOM BETMYMHE B MIEPBBIN JAeHb rononanus. Conepxanue PyOucko B [Zhang
et al. 2002] ompenensiiocs ¢ momomsio BectepH-0moT ananuza. [lockonbky Py6ucko
aBIgeTCs (pepMEHTOM, KaTaau3upyromum peakuuio pukcanun CO; (B MOIEIU MOTOK
Vi, puc. 4.12), u, nppHMMas BO BHUMaHUE, YTO B CTAHJAPTHBIE YPABHEHHSI CKOPOCTEM
peakiuii mo tuny Muxasnuca-MeHTeH KOHIIEHTpaluu (EpMEHTOB BXOAST JIMHEWHO,
OBLIO CZENIaHO MPEANONI0KEHNE, YTO U3MEHEHUEe ckopocT ¢ukcanuu CO,, Vi, Oyner
MPOMOPIMOHAIBHO M3MEHEHUIO cojepkaHusd PyOucko. AHalOTMYHO pacCyKIEHUs
ObUIM MPUMEHEHBbI K OLIEHKE JAaHHbIX 00 M3MEHEHUM akTHUBHOCTU Fe-ruaporeHassl,
dbepMeHTa, KataIu3upyroliero odpasoBaHue Boaopoja (B MOJEIM MOTOK Vg pHC.
4.12). JlanHble 0 HAKOIUICHUM Kpaxmaia B mpoiiecce rojonanus [Zhang et al. 2002]
ObUIM COOTHECEHBI CO CTALIMOHAPHOM CKOPOCTHIO 00pa3oBaHMsI Kpaxmaia (B MOAEIN
notok V, puc. 4.12). JIns OIEHKH CpeIHEN CKOPOCTH PacCUUTHIBAIaACh Pa3HOCTh
KOHILICHTPALIMM Kpaxmalla U3 JABYX IIOCJIEI0BaTEIbHBIX W3MEPEHMM, KOTOpas 3aTeMm
JeIiach Ha COOTBETCTBYIOIIMKA HMHTEpBaJ BpeMeHHU. JlaHHBIE 1O W3MEHEHHUIO
COJIepKaHUs KHUCJIOpoAa B KyJbType KIETOK B pabore [Zhang et al. 2002] Obum
COOTHECEHBI CO CTALIMOHAPHOW CKOPOCTHIO MONIOLICHMS KUCIOpPOAa B PE3yJbTare
JbIXaHus (B MOJIETU OTOK V3o, puc. 4.12).

Takum oOpa3oM, ObUIM MOJNyYEHbI PsIbl YUCICHHBIX 3HAYEHUU ISl TSATH
BHEIIHUX IMOTOKOB Moziesin: V, Vi, Vi, Vig, V3o, oOTpaxkaromne nx i3SMEHEHHUE B TCUCHUE

4 cytok pocta kierok Chlamidimonas reinhardtii B yCIOBUSX CEPHOTO TOJIOAAHUS

(Tabm. 4.2).
Tabmuma 4.2 — HopmupoBanHble JKCnepuUMeHTaldbHbIE naHHble u3 [Zhang, 2002] wu
COOTBCTCTBYIOIIUEC UM IMOTOKHU MOACIIN.
Bpewms dukcanust | AKTHBHOCTH Brinenenne Haxkonnenne ITormomenue
ronopanus (4.) | CO,, Vi ¢orocucremsl 11, V2 | Bogopona, Vis | kpaxmana, V KHCI0poa, Vio
0 3 6 0 1.0 1
24 0.7 3.5 0.3 0.3 0.5
48 0.1 1.7 1 0 0.1
72 0 1 0.9 -0.1 0.1
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[TocTpoeHHasi cxema LIEHTPaJIbHBIX METa00JINYECKUX MOTOKOB (puc. 4.12) u
COOTBETCTByIOIIas €i cucrema ypaBHeHuu [IDlmocHmHa u gp. 2017], a Ttakxke
npeoOpa3oBaHHBIE OAKCIIEPUMCHTANbHBIE JdaHHble (Tabm. 4.2) manee Obud
MCITOJIb30BAHbI JIJISl aHATIN3a pacIipeiesIieHus MEeTa00IMYeCKUX TOTOKOB, MU3MEHEHHUS MX

BEJIMYMH W HANpaBJIEHUH, B TeueHue 4 cyTok pocta kietok C.reinhardtii B yCIOBUSIX

rojojanus no cepe (puc. 4.13).

O6pa3soeaHue
Kpaxmana
1V
03 XnoponnacmHoe
0 MepguyHbie peakyuu ObixaHue
Glcl-01 ghomocuHesa V31
I e o
02 2
RUSP «-ese-- NV G6P 23
v X5P « — F6P— Vs Vig § Bbidenerue H,
h E4P 3 6 VAL
0.2 0.9 -1.4|t
01, ?P 0.1 4.1t
-0.1) R5P, Gap 0 vis 24}
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*3PG :
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0 - :
V3s — | 0| V21 0 :
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22/ AcCOA € .. 03lPyr 7 ’
“ 33 yr %.co2 -+ NAD(P)H,, \—,. H,0
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MoznoweHue cit Va7
auemama I - m
MumoxoHdpuansHoe
2C0, ObIxaHue

Pucynok 4.13 — Pacnipenenenue MmeTaboInyecKuX MOTOKOB B T€UEHHUE 4 CyTOK CEpPHOTO IOJIO/IaHu.
B cronbukax ykazaHbl BETUYUHBI COOTBETCTBYIOIIUX META0OINYECKUX MOTOKOB. BepxHss mudpa B
CTOJIOMKE COOTBETCTBYET Haualy TOJOJaHUs, HUKECIEeyIore U(pbl BHYTPU CTOJIOMKA —
3HAYEHUSIM MTOTOKOB uepe3 Kaxbie 24 gaca B TeueHue 96 yacos. Cepbie CTONOUKH —
AKCIIEPUMEHTAIbHBIE 3HAYCHUSI U3 TAOIHUIIBI 1, OECIIBETHBIE CTOIOUKHN — PE3yJIbTaThl MOACIBHOTO
pacuera. [TonoxuTenbHbIe BETMYUHBI YKa3bIBAIOT HA COBMA/ICHUE HAMPABIECHUE MTOTOKA C
HaIpaBJICHUEM CTPEJIKH, OTPHUIATEIIbHBIC BETUYMHBI 0003HAYAIOT HAIIPaBJICHUE TIOTOKA,
MIPOTHUBOIIOIOKHOE HAMPABIEHUIO CTPEIIKH.

JI71st KaXA0T0 JTHS TOJI0JaHusl ObLIO HalEHO paciipeeieHue MeTab0IMueCKUX

IMOTOKOB, XapPAKTCPHU3YIOHICC COOTBCTCTBYIOIIYIO CTA/IUIO T'OJIOJaHUA. PaccunTannsie
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W3MEHEHUsI BEIIMYMH WM HANpaBJICHUN HEKOTOPBIX IIOTOKOB B mpouecce 4 Heu
roJI0IaHus, MPE/ICTAaBICHbI HA pUCYHKE 4.13.

Halinennple pacnpeneneHusi MOTOKOB MOKAa3bIBAIOT, YTO B MEpBble 24 yaca
roJiofiaHus (BEpXHsisi CTPOUKA B CTOJIOUKAX C BEJIMYMHAMU TOTOKOB) aKTUBHO paboTaeT
ki1 Kanpeuna (V=3), MeTaboIM4eCcKuii MOTOK MPEBPAICHHS CaxapoB HAIpPaBJieH Ha
oOpa3oBanue kpaxmaia B pesynbrare pukcaruu CO; (V=1), OKHCIUTETbHBIC PEAKITHH
neHTo30¢ocdarHoro myTH «BbIKIOYeHBD» (V1;=0). AueraTr moromaeTcs U3 Cpesl
(V3s=2). Ilpm 3TOM B XJIOpOIUIaCTE€ B MEPBHYHBIX pPEAKUUAX (POTOCHHTE3A HJIET
WHTEHCUBHOE BbljiesieHne kuciiopoaa (V,=6). [10Tok 37eKTpOHOB OT BO/BI OJTHOCTHIO
ujeT Ha BoccraHoBieHue Mosiekyn NADPH (V9=6), kotopbie uayT B 1iuki KansBuHa
Il cuHTe3a KpaxMaiia. OqHoBpeMeHHO B MuUTOXOHApHanbHOU DTL] nuer aktuBHOE
neixanue (Vio=1).

Ha Bropsie cyTku ronomanus (pacnpenesieHre MOTOKOB OTPa)KEHO BO BTOPOit
CBEpXY CTPOYKE B CTOJIOUKAX C BEIMUMHAMHU MOTOKOB, puc. 4.13) aktuBHOCTH PyOucko
nagaer Ha 75% MO OTHONICHWIO K €ro akTUBHOCTH B mepBbie cyTku (V;=0.7).
YceunuBaroTcsi MOTOKM KaTaOONIMUECKUX MyTEH, MOSBISETCS OKUCIUTEIbHAS PEeAKIIUs
nenrozodocdarnoro nmytu (V;=0.2), B kotopoii o6pasyercs NADPH. Ilorok Ha
CHUHTE3 Kpaxmaja yMeHbIlaeTcs, yBenuuuBaercs: ero pacnajn (V=0.3). [loromenue
aneratra HemHoro yBenuuuBaetrcs (Vis=2.2). Ilotox ¢orocuntetuyeckont OTILI,
HanpasiieHHbIN Ha BoccTaHoBiieHne NADPH, cranoBurcs orpuniarenbubsiM (Vio=-1.4),
TO €CTh MOSABJISIETCS OOpaTHBIM MOTOK AJICKTPOHOB, BOCCTAHABIMBAIOIIMNA TTYJ
IJJACTOXMHOHOB. B COBOKYHMHOCTM C TOSIBIEHHEM TIOTOKA, OCYLIECTBIISIEMOTO
IUIACTUAHOM TEPMUHAJIIBHOM OKCHAA30M, HAIpPaBJIICHHOTO HAa BOCCTAHOBJICHUE
kuciopoaa (V3 =4.6), 370 yka3blBaeT Ha MOSBJICHHE XJIOpPOAbIXaHWS. Takxke, B
COOTBETCTBHHM C OKCIIEPUMEHTAJIbHBIMU JaHHBIMHU, HaOIIOmaeTcss HeOOIbIIoe
BhIZIeTIeHre Bogoponaa (Vis=0.3).

Ha Tperbu u ueTBepThie CYyTKH TOJOJAHUSI aKTUBHOCTh PyOHCKO mamaet 1o
uyis (V1=0.1; 0), 3HauuTeNbHO CHIKAETCA akTUBHOCTH (hoTocuctemsl 11, (V,=1.7; 1).
[Tornomenue arerara W3 cpeapl Takke HeMHOro cHmkaercs (Vis=1.9; 1.8).

OOpazoBaHne Kpaxmalia TOPMO3HUTCS, MOTOK, HANpPaBJICHHBIA HAa CUHTE3 Kpaxmaia,
145



cmensietcss Ha ero pacman (Vo=0; -0.1). Iluxkn KanbBuHa nepeHamnpabiseTrcs Ha
[JIMKOJIN3. AKTUBHU3ALMS TJIMKOIN3a U MEHTO30(hoc(aTHOro MmyTH MPUBOIUT K €Il
oonpmiemy yBenmumueHuto obOpazoBanuss NAD(P)H (V1=0.3; 0.3). VYBenuuenwue
NAD(P)H npoucxoaut taxxe B pe3yibrare oOpalienus peakiuuii rmkonusa (Vi3=0.2;
-0.1). D10 OoTpakaercs B YBEIMYEHHH IOTOKA, HAIPABJICHHOIO HA BOCCTAHOBJICHUE
rmactoxuHoHa (Vio=-4.1; -4.4). AxtuBHOCTH Fe-ruaporeHasbl J1OCTUraeT CBOETO
MaKCUMAaJIbHOTO YpOBHSI Ha TPETbH CYTKM M 3aT€M HAUYMHAET HEMHOI'O CHHIKATHCS,
CKOPOCTh BBIJICJICHUS BOJIOPOJAa U TOTOK HA XJIOPOJABIXaHUE TaKKE CTAHOBSITCS
MaKCUMaJIbHbIMU Ha TpeThH cyTku (Vig=1; 0.9, V3,=4.8; 4.5).

AHanu3 MOJIEIIH, oTpakarouiei pacrpeneneHus LEHTPAJIbHBIX
MeTabO0INYECKUX MTOTOKOB, COMPSKEHHBIX C MOTOKAMU AJIEKTPOHHOTO TPAHCIIOPTa HA
MeMOpaHax THJIaKOWJa M MHUTOXOHJIpUU B KieTkax Bojgopociu C.reinhardtii B
YCIOBHUSIX ~ CEPHOrO  TOJIONAHUS,  TO3BOJIIET  HPEIJIOKUTh  CIEAYIOIIYIO
MOCJIEIOBAaTEIbHOCTh M3MEHEHUH MeTa0O0JIMYEeCKUX MPOLECCOB B KIETKE B
COOTBETCTBHM C HCIIONB3YEeMBbIMU JKCIEPUMEHTATbHBIMU JaHHBIMU [Zhang et al.
2002].

B Hauasnie ronopaHusi, KOrjga €me He aKTUBUPOBAIKCH MPOLECCHI JECTPYKIIUH,
BbI3BaHHbIE TOJIOIAHUEM, U KOMIIEHCUPYIOUIUE UX Mpolecchl, akTuBHO padoTtaeT OCII
u uukia KajapBrHA, 4TO CONMPOBOXKAAETCS HAKOIUIEHHEM Kpaxmaia. /lanee HegocTarok
cepbl HAUYMHAET BIMATH HA CHHTE3 OCIKOB, B TIEPBYIOD oOdYepeab Haubosee
YyBCTBUTEIBHBIX K HemocTarky cepy. K Takum Oenkam oTHocuTcs PyOucko,
ocymecTBsttomui  peakiuio ¢ukcauu CO,. CHmWKeHHUE aKTUBHOCTH PyOucko
MPUBOJUT K YMEHBIIIEHUIO METa0OINYECKOTo TTOTOKA C Y4acTHEM 3Toro (epMeHTa H,
KAaK CJEACTBHE, K MOCTEIEHHON HMHaKTuBaluu Hukia KanpBuna. Jlanee HaunHaror
YBEJIMYMBATHCS TIOTOKH OOPATHBIX PEAKITNil, U TIPOUCXOIUT MOCTETICHHOE N3MEHEHUE
HalpaBJIeHU MeTaboauveckux myTeil. Mojenb NoKa3bIBaeT, 4TO HallpaBieHHUE
MeTa0o0JIM3Ma MEHSIETCS ¢ CUHTE3a IIECTUYIIIEPOJHBIX caxapoB Ha MX pacmaj, T.€. C
[JIIOKOHEeOreHe3a W Iukia KanbBuHAa HAa  [IMKOIM3 M OKUCIHTENbHBIN
nenrozodocdarueiii myTh. HakomieHne kpaxmajia JOCTUTAET CBOETO0 MaKCMMyma U

HaYMHACTCA €ro paciamu. B JIUTCPATypC CYymCCTBYCT PA3JIMYHBIC ITPCAIIOIOKCHUA O
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NPUYMHAX  YCWJIEHUS  XJIOPOJBIXaHWSI B  IIPOLIECCE  CEPHOIO  TOJIOAHMS.
[Ipenmnonaraercs, 4To TaKO€ YCUIIEHUE MOXKET IIPOUCXOIUTD JIN0O 3a cyeT 00pa3oBaHUs
NAD(P)H B miukonu3e mpu paclIeIIEHMH Kpaxmania, JHO0 3a CUET yBEIUYEHHS
mutoxoHapuanbHoro NAD(P)H B pesynsrare mHakTuBauuu Jbixanus [Antal et al.
2011]. Mogenb noKa3bIBaET, YTO B IIEPBBIE JHU TOJIOAHUS YBEIMUEHUE XJIOPOIbIXaHUS
MPOUCXOJIUT B OCHOBHOM 3a c4yeT MUTOXOHApHansHoro NAD(P)H, u tonsko Ha 4-i
neHb rojonanus nodasnsercs NAD(P)H, oOpasyrommiicss B mukonn3e. HakornieHue
NAD(P)H aktuBupyeT nyTu XJIOpOABIXaHHUS HA MeMOpaHaxX TUJIAKOUJIOB U BbIJICIICHUE
BOJIOpPOZa, YTO TO3BOJISIET  KJIETKe H30€XaTh  OKHUCIMTEIBHOIO  CTpecca.
OpnoBpemenHnass wuHaktuBanus OCII OpUBOAUT K YMEHBIICHUIO BbIJICICHUS
KHCJIOPO/A KUCIOPOABBIAEIAIOMUM KoMILIekcoM. ConepxaHue KUCIOPoAa B KyJIbType
KJIETOK B PE3YJIbTaTe AbIXaHUS YMEHBIIAETCS IIOYTH 10 HyJs. I3BECTHO, UTO KHCIOPOL
ABJIAETCSI MHTHOUTOPOM THAPOTEHA3bl, KATAIM3UPYIOLIEH PEaKLHIO BbIJACICHUS
Bojopona [Forestier et al. 2003, Posewitz et al. 2005], mosToMy clieICTBUEM
YMEHBILIEHUS! KOHIEHTPALMU KHUCIIOpOJa SIBISETCS elle Oonbllias akTHBALMsS IMyTH
BBIICJIEHUS BOAOPO/A.

Hecmotps Ha TO, YTO CyHIECTBYIOT JaHHBIE O T€HOME M, COOTBETCTBEHHO, O
MOJIHOM HaOope MeTabONMUYEeCKUX pEeaKiuil, MpeACTaBiIeHHAass MOJENb HE BKIHOYAET
BECh HaboOp MeTabonuueckux peakiuil. OCHOBHOM 3amadeil ObLIO MOMYyYHUTh Ha
OTHOCHUTEJIBHO IPOCTOW MOJEIM, BKJIIOYAIOIIEH TOJBKO TOTOKHA LEHTPAIBHOIO
MeTaboIM3Ma, MPECTaBIeHuE 00 M3MEHEHUU HAaIpaBJICHUsS MPOTEKAHUSI pEaKIUil B
npouecce  ronopaHusa.  Jlnsg  sroro  ObUIM  BBEAEHBI  JOIOJHUTENIbHBIC
CTEXHUOMETPUYECKUE COOTHOLICHHS HA BXOMSIIHAE IOTOKH, IO3BOJISIIOLIUE YYECTh
NEPEKIIOYEHHS] C OJJHOTO MCTOYHHUKA YyIliepoJa Ha JPYrod Mpy MCTOLIEHUU KaKOro-
a1n0o U3 HUX. BBeneHHbIE COOTHOIIEHHS B COBOKYMHOCTH C OLICHKON W3MEHEHUs
BXOJSIIMX TOTOKOB B IMPOIECCE TOJIONAHUS MO HKCIEPUMEHTAJIbHBIM JaHHBIM
MO3BOJIMJIM TIOJYYUTh PACIPEACIICHHE MOTOKOB U MX TNEpeHanpaBlieHue B MPOIEecce
TOJIONAHMS U JIJIS1 BCEU CXEMBI.

[TocTpoeHHast MOzIENb ABJISIETCS JOBOJIBHO IPyOOH, MOCKOJIBbKY BKJIIOYAET JIMIIIb

OTHOCHUTEIFHO HEOOJIBIIIOE YUCI0 META00IMUECKUX ITOTOKOB IO CPAaBHEHHUIO C OOIIUM
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YUCJIOM peakuuid B KjeTke. OIHAKO MCIOIb30BAHUE IKCIIEPUMEHTAIbHBIX JTaHHBIX,
COOTBETCTBYIOIIMM BHEIIHUM «BXOAaM» M «BBIXOJaM» B MOJEJIH, TEM HE MEHEE,
MO3BOJIACT TMOJYYUTh KAUECTBEHHYIO KapTUHY pacOpeleNieHUus BHYTPEHHUX
MEeTa0O0JIMYECKUX TTOTOKOB. 3a/IaHHbIE BEIMYMHBI «BHEUTHUX» TOTOKOB MOJIENH (Cephle
cTONOWKH, puc. 4.13) 0gHO3HAYHO, B COOTBETCTBUHU CO CTEXUOMETPHUEH, OTPEIEIIIOT
pacrpeieieHue BHYTPEHHHUX MOTOKOB (OecuBeTHble cTosOuMkH, puc. 4.13). Takum
o0pa3oMm, 3Has «BHEIIHKUE)» MMOTOKH, OTPEIACICHHbIE U3 AKCIIEPUMEHTAIbHBIX JIAHHBIX,
MOXXHO PacCUUTaTh T€ U3MEHEHHUSI, KOTOPhIE MTPETEPIIEBAIOT BCE OCTAIBHBIC TOTOKH.
4.3. BeiBoabI o riiase 4

1. C momomipio pa3pabOTaHHOW KHUHETHYECKOW MOJIETH BBISBJICH MEXaHU3M
TPUTTEPHOTO MEPEKITIOYEHUS MEXKAY COCTOSHUSIMU aKTUBHOTO (DOTOCHHTE3a U
pexxrMa BblIeNIeHHs Boxopoja. llokazaHo, 4YTO HEIWMHEWHAs JWMHAMUKA
MpOIECCOB  OOYCIIOBJIEHA YYETOM pEAKIUA JBOMHOTO MPOTOHUPOBAHUS
MEPBUYHOTO XWMHOHA (0€3 MCKYCCTBEHHOTO BBEJCHUS HEIMHEUHBIX YJICHOB).
[Ipy STOM BTOPUYHBIA XWHOH SBJSIETCA YIHPABIAIOIIUM IMapaMETPOM,
3aITyCKAIOIIUM MEPEKITIOYEHUE.

2. IlocTtpoeHa MTOTOKOBAs MOJIEJIb LHEHTPAILHOTO MeTaboIu3Ma,
JEMOHCTPHUPYIOLIAsl MOATAITHOE MepepacnpeieIeHUe MOTOKOB ¢ aHA00IMYECKUX
(cuHTE3 METabOJIUTOB) MyTel Ha Karabonudyeckue (pacnag MeTaboJIUTOB).

3. IlokazaHa B3aMMOCBS3b MEXAY KHUHETHYECKON M MOTOKOBOW MOJEISIMU 4epe3
obmue mapametpsl (PQH,, NAD(P)H), uro mo03BOJsSI€T ONHUCHIBATH
HaOMoaeMble B OKCIIEPUMEHTAX TMEPEKIIOYCHHS KaK HUepapXu4yecKu

OpraHU30BaAHHBIC IICPCXOIHBIC IIPOLICCCHI.
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ctpecca // @uznonorus pacrernii. — 2013. — T. 60. — Ne 4. — C. 549-560.

2. Ilmocuuna T. FO., Pusnuyenxo I'. FO., Pyoun A. b. Ananus pacnpenenenus
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Oouonornyeckux cTpykrypax. (MHCTUTYT KOMIIBIOTEPHBIX HCCIEIOBAHUIA.
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I'maBa 5. Moneans nepexoaubix npoueccoB y Chara corallina npu u3mMeHeHUn
CBETOBBIX PEKUMOB

B nanHoii TiaBe mpeacTaBieHa MOJIENb IS aHAIN3a TEPEXOIHBIX MPOLIECCOB B
kinetkax Chara corallina Tpu W3MEHEHUU CBETOBBIX PEXUMOB. [l MHOTHX
PACTUTENBHBIX OPTaHW3MOB DJKCIEPUMEHTAIBHO ITOKA3aHO, YTO BIOJHh BHEIIHEH
MOBEPXHOCTU  IJIa3MAaTUYECKOM  MeMOpaHbl  MOTYT  BO3HMKaTh  y4YacTKH,
pasnuyaroiuecs 1o 3nadeHusM pH u TpancMemOpanHoro noteHiuana [ Weisenseel et
al. 1979, West et al. 2002, Serikawa et al. 2000, Miller et al. 1986, Feijo et al. 1999].
Tak, st KOpHEH, KOPHEBBIX BOJIOCKOB W TMBUIBIIEBBIX TPYOOK MHOTHX pPaCTEHUMN
MOKa3aHO, YTO HEPAaBHOMEPHOE pacrpeesieHUue MOTEHINAla UTPAeT BaXKHYIO POJIb B
npoueccax audpdepenumanuu TkaHed U pocrta [Weisenseel et al. 1979, West et al.
2002, Serikawa et al. 2000, Miller et al. 1986], a mpocTpaHCTBEHHOE pacIpenacicHue
AIIEKTPUYECKUX MOTOKOB MPOTOHOB y 3UTOT Bojmopocieit Pelvetia, Fucus onpenensier
JTaabHENIIyIo cTpyKTypy kietku [Feijo et al. 1999].

Knerku Bopopocneit Chara corallina w Nitellopsys abtusa sBnsitoTCst y100HBIM
OOBEKTOM [IJI1 HW3YYCHHUS TaKOro poaa HEIMHEWHBIX JIICKTPO(OHU3UOIOTHISCKIX
SIBJICHUI, TaK Kak 001a/1at0T 00IbIMMH pazMmepamu (quamerpoM 0.6 -1.0 MM 1 AsTuHON
40-80 MM) U UMerOT OoJiee MPOCTOE CTPOCHUE MO CPABHEHHUIO C KJIETKAMH BBICIIUX
pacTeHul uiau KUBOTHBIX. B cemelictBe Characea B pe3ynbTaTe OCBEIIECHUS B TCUCHHUE
10-40 MuHYT BIOJb KIETOYHOW MEMOpaHbl BO3HUKAIOT YCTOMYMBBIE 30HBI C
pa3TUYHBIMHA 3HAYCHWSIMU pH M 3IEKTPHYECKOro MOTEHIHada, MEXIY KOTOPBIMHU
UPKYIUpyIoT TokH nopsiaka 1 mxA [Fisahn 1995, Walker et al. 1977]. U3menenus
3HAUYEHUU TpaHCMEeMOpaHHOTO noTeHuuaita u pH BONMM3KM MeMOpaHbl MOTYT HOCUTH
KojebarenbHbIN xapakTep. Tak, B padorax [Fisahn et al. 1986, Fisahn et al. 1989] 6p110
MOKa3aHo, YTO TIPHU OCBelleHnn KieTku Nitella MOTYT BO3HUKATh KaK CIIOHTAHHBIC
He3aTyXarolme KoJeOaHus TPaHCMEMOpPaHHOTO MOTEHIMANa, TaK U 3aTyXarolue
koneOanusi. Konebanuss MoryT OBbITH CBA3aHBbl C 30HAMHU, HO MOTYT BO3HHUKaTh U
HE3aBUCUMO OT 30HOOOpazoBanus [Boels et al. 1982, Hansen 1978]. Ilockombky
MOI00HBIC SABJICHUS MMCIOT MECTO B KJIETKaX M OpraHaxX Pa3jMYHBIX PACTHTEIIbHBIX
OpTraHU3MOB, MOXHO TPEIMOJIOKUTh, YTO CYIIECTBYeT OOIUNA MEXaHW3M
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BO3HMKHOBEHUSI MPOCTPAHCTBEHHO-BPEMEHHOW HEOJIHOPOJHOCTH B MPUMEMOpaHHOM
0o0JaCTH KJIETKHM, CBSI3aHHBIA C TMpoOIlecCaMu IMEepeHOoca HOHOB M HM3MEHEHUM
TpaHCMeMOpaHHOTO NoTeHIrasna. [lepBoHadabHO HAOII0TaeMbIE SIBIICHHSI CBSI3bIBAITH
CO CTPYKTYpHOM HEOJHOPOJHOCThI0O MeMOpaH. OjHako Bce OoJiblliee YHUCIIO
UCCIIeIoBaTeNiell CKIOHACTCS K TOMY, YTO TaKWE€ SBJICHHUS OOYCIOBICHBI, TIO-
BUJUMOMY, CIIeU(UKON pabOThl TpaHCTIOPTHBIX cucTeM kieTku: ATd-a3, kaHanos,
aHTUIIOPTEPOB U T.JI. U HEOJAHOPOJIHBIM pacnpeerneHrueM notokos noHoB [Toko et al.
1985, Toko et al. 1988, Bulychev et al. 2001, Leonetti et al. 1994].

beut npennoxken psn marematudeckux mojaeneit [Toko et al. 1985, Toko et al.
1988, Leonetti et al. 1994, Bulychev et al. 2001], B KOTOpbIX paccMaTpUBaIOTCA
BO3MOXKHBIE MEXaHU3MbI 30H000pa3zoBanus. B padote [Toko et al. 1985] npennoxena
MOJIeJIb, OCHOBAHHASI HA AJIEKTPUYECKUX XAPAKTEPUCTHKAX IUIA3MaJIeMMbl, KOTOpas
OMHUCHIBAET HEOJHOPOJHOE pacCHpeliesieHHe TMOTEHIMana, OJHAKO B HEW He
YUYUTBHIBAECTCS U3MEHEHHE KOHIICHTPAIIMU UOHOB CHAPYHU U BHYTPHU KJIETKU. Mojienb
[Toko et al. 1988] anexBaTHO onuchIBalia MOsIBIIEHUE CTPYKTYp pH mpu npeBbiieHUN
HEKOTOPOTO MOpOra MHTEHCUBHOCTH CBETa U JaJIbHEHIIEe YBEIMYCHUE UX YHUCIA C
MOBBIIIEHUEM  HMHTEHCUBHOCTA.  MOJAENIUpOBaHUE  MpOLECcCa  yCTAHOBIICHUS
yepeayrommxcs 300 pH Baons knetku Chara moiydyusao AajibHEHIEEe pa3BUTHE B
pabote [Leonetti et al. 1994], B KoTOpO#i paccMaTpUBAIKMCh MOTOKH MPOTOHOB H' u
oukapoonar-uonoB HCOj3;™ uepe3 memMOpaHy U CTaIlMOHAPHOE BJIEKTPUUYECKOE TOJIE,
co3naBaemoe TUMU moHamu. B paborte [Bulychev et al. 2001] Opina pazpaboTtana
MO/IEITb, TJIe Takxke paccMarpuBamch notoku H™ u HCOj5™. Ipeanonaranock, 4To ux
B3aMMOJICUCTBHUE U paznuyusi B kKoddduimentax quddy3un 1aer oCHOBHON BKIal B
oOpa3zoBaHue YePEAYIOIIUXCS 30H C pa3HbIMU BeudnHaMu pH.

5.1. @opmyaupoBka Mojeau 30HooOpazoBanusi pH BI0Jb KJETOYHOI
meMOpanbl Chara corallina

B nannoit riaBe paspabaTbiBaeTCsi MOJENb, ONKCHIBAIOINIAs BO3ZHHUKHOBEHUE
HEJIMHEHHBIX JUHAMUYECKUX PEKHUMOB, TaKUX KaK KOJICOaHWS W JTUCCUITATUBHBIC
CTPYKTYPBHI 3a CUET HEJIMHEWHOW OpraHu3alluid MEMOPaHHON TPAHCIIOPTHON CUCTEMBI

IIEPCHOCa IIPOTOHOB. MexaHu3m IIEpCHOCa IIPOTOHOB OB OIMCaH Hcxoasa Hu3
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npeCTaBiIeHUs 0 KataauTuueckom mukie ATd-a3el [Morsomme et al. 2000], a Takke
0ocoOeHHOCTEe pPabOThl MOHHBIX KaHAJIOB. XapakTep pachpelefieHus MOTeHIHaa
BJI0JTb MEMOpaHbI OMMCHIBAIICS MCXOIS U3 KaOETbHBIX CBONCTB KJIECTOUYHON MEMOpaHBI.

5.1.1. Mooenv npomonnoit AT@D-azwl

[Ipu mocTpoeHMM MOACIHM TPEANOIarajoch, YTO OCHOBHBIM IPOIIECCOM,
OTIPEACTSAIONIMM HETUHEHHBIA XapakTep HW3MEHEHWH MeMOpaHHOro MOTEHIMAaa,
SBJIIETCSI MEPEHOC MOHOB, B YACTHOCTU MPOTOHOB, depe3 MeMOpaHy. ABTOpamu
[Takeuchi et al. 1985, Tazava 2003] 6110 MOKAa3aHO, YTO BEIMYMHA TIOTOKA POTOHOB
yepe3 ATd-a3y HaMHOTO BBIIIE, YeM BEJIIMYMHA MOTOKOB BCEX OCTAJIBHBIX HMOHOB.
ABtopamu [Shartzer et al. 1992, Sanders et al. 1981] yTBepknanock, 9T0O OCHOBHOM
BKJIal B OOImMMK TOTOK HMOHOB dYepe3 MEMOpaHy Aar0T NPOTOHBI, MO3TOMY IIPH
MOCTPOEHUU MOJIET B JaHHOW paboTe yuWThIBajIach KOHKPETHAs KMHETHKA UMEHHO
MPOTOHHOTO TiepeHoca. CyImecTByeT OOJBIIOE KOJIMYECTBO AKCICPUMEHTATBHBIX
JTaHHBIX 0 pabote npoToHHOM AT®d-a3el [ Tazava 2003, Shartzer et al. 1992, Sanders et
al. 1981, Fisahn et al. 1992]. IIpoToHHas moMIa «OTKa4WBacT» HOHBI H' wu3
IIUTOIUIa3MbI BO BHEKJICTOYHYIO CpEeay, a II0 IMaCCHBHBIM KaHaimaM HOHbI H'
BO3BpAIIAIOTCST B KJIETKY. BbIckaspiBasiuch mnpeamnonoxenus, urto ATd-aza u
MPOTOHHBIC KaHAIBI CTPYKTYPHO CBS3aHBI MEXKIY COOOW B €AMHYIO TPAHCIOPTHYIO
cuctemy [Fisahn et al. 1992].

Jlns 3a7aHus KOHKPETHOTO BHa MOTOKAa MPOTOHOB uepe3 H'-AT®d-a3y Obuia
paccMOTpeHa KHHETHYeckass cxemMa pabotel d3toro depmenra (puc. 5.1).
[Ipeanonaranock, uTo epMEHT UMEET JBa CaiiTa CBI3bIBaHUS cyOcTpara (IIPOTOHOB).
Cpsi3pIBaHME MPOTOHA OAHUM CAMTOM HE 3aBUCUT OT CBS3BIBAHUS JIPYTOoro MpOTOHA
apyrum caiitom. Komcrantel k; (momb-c'-m?); k_; (c¢!) - xapakrepumsyror

MPUCOEANHEHNUE U OTUIEIIJIEHUE MPOTOHA, MHOKUTEIb 2 (B BhIpaXKeHUsIX 2 k ,,2 k, H;)

XapaKTepu3yeT PAaBHOBEPOSITHYIO BO3MOKHOCTH CBSI3BIBAaHUSI CyOcTpara JOOBIM W3

caiToB, 1100 OTCOEAUHEHMS OT JIIOOOTO U3 CANTOB.
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K, 2k-, HapyxHas cpeda

E, — __Ea - Es
- T -
2kiH, A ne i
k-, e kye¥ ks e¥
k-, \ 2k-,
2k,H, kiH;
eHympeHHss cpeda

Pucynok 5.1 — Kunernueckas cxema paboTsl pepMeHTa, B KOTOPOH peannu3yroTcs MECTh
KOH(OPMAIIMOHHBIX COCTOSHUIO Qut — BHELIHSS CTOPOHA MeMOpaHbl, /n — BHYTPEHHSISI CTOPOHA
MeMOpaHnbl, H; — KOHIEHTpAIHsI TPOTOHOB B ITUTOIIa3Me, H, - KOHIEHTpAIHS TPOTOHOB CHAPYKH

kinetku. E1, E», E3, E4, Es, Es — KOHGOPMAIIMOHHBIE COCTOSTHUS (pepMEHTa. kf e, kf)ze_"’ , k30 e’ —

MOTEHIIMAJ 3aBUCUMBIC KOHCTAHTHI IIEPEHOCA MTPOTOHA C BHYTPEHHEH CTOPOHBI MEMOpaHbI Ha
BHemHOK0. (brodusuka 2005)

Koncrants &, (¢ ), k3 (¢!) xapakrepusyroT mepeHoc IpoToHa Yepe3 MeMOpaHy
BO BHEIIHIOIO cpeny, k., (c') — mepeHoc mpoTOHOB B KIETKY. BeposTHOCTE mepeHoca
MIPOTOHOB Yepe3 MeMOpaHy 3aBHCHUT OT TpaHcMeMOpaHHoro noteHnuana ¢ [Takeuchi
et al. 1985, Kishimoto et al. 1984, Lauger et al. 1970, Lauger 1979]. BepositHoctu

IEPCeHOCa COOTBCTCTBYIOT KHHCTUYCCKHUM KOHCTAHTAM 3JICKTPOTCHHOI'O IICPCXOda k_2 ,

k> v ks, TOATOMY B MOZIEJIM KOHCTAHTHI IEPEHOCa TPOTOHA C OJTHOM CTOPOHBI MEMOPAHBI

F
Ha JIPYTyIO 3aBUCAT OT IOTEHIMAIa ¢ clemyromuM oopasom: k_, = k2,exp (— %),

k, = kdexp (2%’;) u ks = kJexp (%)' IIpeanonaranock, 4To BEPOATHOCTE EPEHOCA
C BHEIIIHEW CTOPOHBI MeMOpaHbl Ha BHYTPEHHIOIO JBYX IMPOTOHOB Maja, MO3TOMY
nepexon u3 Es B E¢, COOTBETCTBYIOIINI IEPEHOCY BTOPOTO MPOTOHA, B IAHHON CXEME
HE PacCMAaTPUBACTCHI.

Ha ocHoBaHMM KMHETUYECKON CXeMbl ObliIa 3amrcana Cleayromas cucTemMa
KMHETUYECKUX YPAaBHCHUM:

d[Ho]

= k_1[E3] = 21 [HoJ[E1] — k1 [Ho][E3] + 2k_4[E5] (5.1)
B _ 2k
1 = kL [B] - 2k [H,[E:]
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d[E;]
dt

d[Es]
dt

d[E4]
dt

= k_1[E4] — 2k, [H;][E;]

= 2k1[H,][E1] — k_1[E3] + 2k_1[Es] — k1[H,][E3] — k_3[E3] + k3 [E4]

= 2kq[H{][E2] — k_1[E4] + 2k_1[E¢] — k1[H][E4] + k_3[E3] — k2 [E4]

d[E;]

:k3[E6]+kl[Ho][E3]_2k—l[E5]

[E1] + [E2] + [E3] + [E4] + [Es] + [E] = Eo,

rae [H,] — KOHIEHTpamus NPOTOHOB B cpexe (Monb-M>), [Hi] — KoHUIEHTpanus
IPOTOHOB B IMTOMIasMe (Mosib-M>). B paccMarpuBaeMoM BapuaHTte moienu [Hi]
ABIIIETCA MapameTpoM, [E,]— [Es] KOHUEHTpauuu (epMeHTa B  Ppas3IMn4HbIX
3
KOH(OPMAILMOHHBIX COCTOSHUAX (MOJIb-M™). [E,] — KOHUEHTpauus (epmeHTa B
AKTHMBHOM COCTOSIHHH, [E,] — B HEAKTUBHOM COCTOSIHMH, [E;] [E,] — KOHIEHTpaLuK
(depmenTa, B COCTOSHMHU, KOrJa OJMH U3 CAWTOB 3aHAT cyOctparoM, [Es] [Eg] —
KOHIIEHTpauuu (pepMeHTa, B COCTOSHNM, KOI'/Ia JIBa CaiiTa 3aHATHl cyOcTparamMu. £,—

MOJIHasl KOHIIEHTpalus (hepMeHTa.

[lepBoe ypaBHeHue cucteMbl (5.1) omMCHIBA€T U3MEHEHHE KOHIIEHTpAIUU
NpoTOHOB [H,] cHapyku KJeTku 3a cueT padoTel ATd-a3bl. [locneqnee ypaBHeHUE
CJIeAyeT U3 JOMYIIECHHS O TOCTOSIHCTBE KOHIICHTpAIIMU (pepMEHTa BO BCEX COCTOSIHUSIX
H'-AT®-a3p1. OcTajibHbIe MATh YPAaBHEHUI OMUCHIBAIOT W3MEHEHHE KOHIICHTPAIHI
paznmuuHbix Gopm depmenTa. [lockonbky kKoHPopmarmoHHbie n3MeHeHuss AT®d-a3bl
MPOUCXOJUT HAMHOTO OBICTpEe, YeM HW3MEHEHHE KOHIIGHTPAIMU MPOTOHOB BO
BHEIITHEHN cpejie, cocTosiHue pepMenTa B 110001 u3 popM MOKHO paccMaTpuBaTh Kak
KBa3UCTAIMOHAPHOE U CBECTH yPaBHEHMUsI, OTMMMCHIBAIOIINE U3MEHEHHUS KOHIICHTPAILIUMA
Bcex GopM depmenTa k anredpandeckuM. J{anee ObUIO MPETOI0AKEHO, YTO TMPOIECCHI

IepeHoca MPOTOHOB C OJHOM CTOPOHBI MeMOpaHbl Ha apyrywo (E,oFE;, E—E,

IMPOUCXOIAT 1ropa3go MCAJICHHECC IIO0 CPaBHCHHIO C IIPpOoHCCCaMH IMPUCOCOAMHCHUA U

OTHIEIJIEHUsI IPOTOHOB (B, E;, Eyo ks, E,«F,, E«E, puc. 5.1), 4T0 03BOIUIO
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YOPOCTUTh YpaBHEHHUE JJI1 U3MEHEHUsI KOHLEHTpAI[MU IPOTOHOB BO BHELIHEHN cpejie.
OO11iee M3MEHEHUE KOHIIEHTPALIUK TPOTOHOB CHAPY U MEMOPaHbI KJIETKU 3aBUCHUT HE
TOJIBKO OT moToka uepe3 ATd-a3zy, HO U OT 0OOMEHa MPOTOHOB MEXIY CpPEAOW H
kietkoi. Kpome Toro, npoucxoaut auddy3us MpoTOHOB BA0OIb MEMOpPAHbBI KIIETKH.
[Tockonbky mnuHa kieTku Bogopociau Chara corallina (~4-6 cM) BO MHOro pas
npeBbImaeT ee nuametp (~1 Mm), qud dy3ust TPOTOHOB pacCMaTPHUBAIACH BJOJIb OTHOM
MPOCTPAHCTBEHHON KoopauHaThl Xx. OOlee ypaBHEHHUE JIsi CyMMapHOr0 U3MEHEHUS
KOHIICHTPAIIUU MIPOTOHOB CHApPYXH KIETKU B O€3pa3MEpHBIX MEPEMEHHBIX BBITJISIUT

CJICAYIOIIMM 00pa3oMm:

6h0 hoel‘b(l—n) azho

— = —vh D, —= 5.2

ot 2qho+e2¥(1+hg)2(n+1) Yho + D1 orz’ (5:2)

[Ho] t K4 X
rmehy =—,7T=—,ty = ——, r ==, L — JUIMHA KJIETKH.
I[ 0 Kl 9 tO, 0 k—Z[EO]’ L’ I[
_ YF _ 1 _ (1+h)*Kan _ [Hi] _k _ k- _ k3

w_ZRT’n_Kh-+1’ - h; ’hi_K’Kl_k’Kz_k_’K3_§'

37 1 1 1 2 2

[IepBbIii usieH onUchIBaeT NOTOK MPOTOHOB uepe3 ATd-azy, BTopoit uieH y h,- 0OMeH
MIPOTOHOB MEXKTy CPEAON U KIETKOM 3a cueT YObLIIM MPOTOHOB OT MTOBEPXHOCTHU KIETKU

BO BHEIIIHIOIO CPEly M MACCUBHOIO MOTOKA Yepe3 MPOTOHHBIC KaHAJIbI, HE CBA3aHHBIC
. __ Dt
¢ AT®-a30i1, BHYTpb KIETKU. Dy = - The D — xosdunment auddy3un npoTOHOB

BIOJIb IIOBECPXHOCTU KIICTKHU.

5.1.2. Ypaenuenue uzmenenus nomenyuana
VYpaBHeHUE pacripeeneHrns TPaHCMEMOPAHHOTO MOTEHIMa a ObUIO 3aIMCAHO UCXOs
U3 KaOeJIbHBIX CBOMCTB MeMOpaHbI KJIETKH (pPHUC. 5.2) C y4€TOM MOHHBIX TOKOB Uepe3

meMOpany [Hodgkin et al. 1952]:

92 0
ZLRL'% = _(IATP + Il) + Ca_(f’ (5-3)

p 2%

T7IC TTOJIHBIN TOK Yepe3 MEMOpaHy (2R Py
i

]
) paBeH cymme eMKOCTHOTO (C a—(f) Y HIOHHOTO

(/) ToxoB. Mounnsblit Tok (/) cocToUT U3 TOKa NpoTOHOB Yepe3 AT®-azy (I4rp) U TOKa

yTeukd (1), BKITIOYAIOIIETO B CE0SI MOTOKM OCTAIBHBIX HOHOB.
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3necb @ — TpaHcMeMOpaHHbI noreHuuan (B), R; — conmpoTuUBIEHHE LMTOIIA3MBbI

ﬂell’(l—n)

(Om'M); C — emkocTh MeMOpanbl (MKD-M2), Lirp = Egk_, Fp —

2q +e21l’(1+—)2(n+1)
Tok yepe3 H'-ATd-azy (A-m?); I — TOK yT€UKH, BKIIOYAOLIMAI OTOKH JIPYyTHX HOHOB
(A-m?2), F — unucno ®apanes (Kn-momw!), p — nuamerp ximetku (Mm). Tok yTeuxu
3anuchiBaeTcs Kak [; = g(@ — @), TAe g— NPOBOJUMOCTb MACCUBHBIX KaHAIOB, (OM”

M?2); @, — IIOTEHIMAI TIOKOS Ha IIa3MaTHIeCcKol Mmembpane (B).

HapyxHana cpeda
Y11 = =1, +1.
Cm R A¢m — Rm
d — 'R
ﬁiﬁﬁfﬁqcﬁi | R (TD ! T CV) On
!"!W !ééé”” \M Cu %:IC
E, |
ﬁ—-lr 8HYMpPEHHSAS cpeda
a o
HapyxHas cpeda
ROU? ROUI ROHI
1 1 1
Cin ',__ Rr Con { Run membpaHa
T__-rE _-ri
1 1 1
Rl’” R{n Rm B

gHYympeHHss cpeda

Pucynok 5.2 — CxeMsl, oTpakaroIue 3J1eKTpUIeCcKie CBOMCTBA KJIETOYHOM MEeMOpaHbI: a —
SKBUBAJICHTHAs AJIEKTpUUECKas cXxeMa, cocTosas u3 kouaeHcaropa (Cp), poib KOTOPOTO UTPAET
JUMUIHBINA OUCIION, conpoTuBIeHUS (Ry,) XapakTepu3yroliee MPOBOJUMOCTh HOHHBIX KaHAJIOB,
HaXOJSIINECS B OTKPBITOM U 3aKPbITOM COCTOSIHUU, U Oatapeu (Ey), co3aaromiei pa3HOCTb
MOTEHIIMAJIOB MEX/y BHEIIIHEH U BHYTPEHHEN Cpeloi KIIeTKH; 6 — cxemMa ydacTka MeMOpaHbl, Lielb
CONIEPKUT OaTapero £y, CO3AI0NTYI0 TOTEHIIHAI TTOKOSI, COPOTUBIEHUE Ry U eMKOCTh C. B —
SKBHBAJIEHTHAS dJIEKTpUUYecKas cxeMa kieTku Chara B Buae kabes, e y4acTKu MeMOpaHbl
CBSI3aHBI MEXKTy COOOM CONMPOTHBICHUSIMHU BHYTPEHHEH akcoruia3mbl (R;;) ¥ HApY>KHOTO pacTBOpa

(Row).

OkoHYaTeIbHOE YpaBHEHUE HW3MEHEHHUs TPaHCMEMOpPAHHOTO MOTEHIHana

BOJIb KJIETKH BOAOPOCIH B O€3pa3MEPHBIX MEPEMEHHBIX UMEET BUJI:

I _ —hoe¥(1-n) _ _ 2%y
_9F o _ gt _ PPk _ Dty
rae 1/) ~ 9RT’ g = c’>% " CRT l/Jo 2L2RiC'
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[ToyyeHHast cuctemMa ypaBHEHU U3MEHEHUSI TPAHCMEMOPAHHOTO MOTEHIMala

N KOHOCHTPAOUHU IIPOTOHOB CHAPYIKHU KIICTKH BBITTIAAUT CIICAYIOIIUM o6pa30M:

6h0 _ hoew(l—n)
8t 2qho+e2¥(1+hy)2(n+1)

z— 9@ — o) + D, 2L

r2’

9%h
—vYhy + D, 720 (5.5)

oy —hoe¥(1-n)
9t 2qho+e?¥(1+hg)2(n+1)

B xauectBe YCJIOBUA HA I'paHUIax IMPUHUMAJIOCh OTCYTCTBHC ITOTOKA ITPOTOHOB

%(Q,z—):%

n rpaaucHTa InoreHIuaia Ha TOpHoax KJICTKH. P P
v v

(L7)=0,
W (0,5)=2Y (1,r)=0
or or

5.1.3. Hoenmugukauyusa napamempos mooeau no IKCHEPUMEHMATbHBIM
OaHHBIM

J1J1s1 TOTO, YTOOBI ONIPEIETUTH A0 CTUMBIE TIPEIETbl U3MEHEHHS KUHETUIECKIX
napametpoB AT®-a3pl B Mojaenu, Oblia NpoBeAeHA HUICHTU(PHUKALMS NapaMeTpoB
MOJIEJIBHOTO TOKa Yepe3 MEMOpPAHY IO SKCIEPUMEHTAIBHON BOJIBT-aMIIEPHOU KPUBOM
(3aBHCHMOCTH TOKa yepe3 MEMOpPaHy OT BEIMYHUHBI TPAHMEMOPAHHOIO MOTEHIMANA),

npuBeneHHOM B pabore [Takeuchi et al. 1985] (puc. 5.3).

]ATPD

MKA/cM? pPH=7.5

O =2 N ke 0o N
1

I
-280 -260 -240 -220 -200 -180 -160
¢, MB
Pucynox 5.3 — BonpTamnepHas XxapakTeprucTHKa HOHHOTO TOKa Yepe3 MEMOpPaHy KIIETKH

Chara corallina. KBagpatsl - sxciepuMeHTanbHble ToukH [ Takeuchi Y. et al.,1985], crutominbie
JIUHUHU — MOJICTTbHBIC KPUBBIC.

B pesynprate mpouenypbl uaeHTHDHUKAIMKA ObUTH TOJYYCHBI CIICTYIONTUE

3HaueHus mapamerpos: K; = 5.02 - 107 ’moms-m>, k_, =3.36 10° ¢!, n =0.912,
¢ =0.0948 . OcTanbHble TapaMeTphl ObLIN B3ATHI U3 IuTEpatypsl: Ey = 5 - 10712 monp

.M [Takeuchi et al. 1985], p =1 mm [Fisahn et al. 1995, Walker et al. 1977], § = 3.12
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Om! M2

[Kombe u  gp. 1993], ¢, =—220 wmB [Sanders et al. 1981],
[H;] = 1077 mons- M (pH=7) [Felle et al. 1986].

5.1.4. Omeéem cucmemul Ha 6KII0OUEHUE/BLIKTIOUECHUE C6eMA

B 6onsmmHCTBE SKcniepumMenTtoB [ Walker et al. 1977, Bulychev et al 2001, Lucas
et al. 1980] mporecc 30H000pa3oBaHUs 3aBUCUT OT MHTEHCUBHOCTH OCBeEIleHUsA. B
skcnepumenTax [Felle et al. 1986] 610 TOKa3aHO, YTO TIPU OCBEIIEHUHU KJIETKH pH

MUTOILIaA3MbI MOJKCT YBCINYIUBATBHCH. B cBs3u ¢ aTuM B MOACIIb Obl1a B SBHOM BHUAC

BBEJICHA 3aBUCUMOCTh KOHLIEHTPALIUU IPOTOHOB B LIUTOIIA3ME /; OT HUHTEHCUBHOCTH
o s 1 -
ceeral: h,=hle’,rne [ = T Oe3pa3mepHas BeJINYMHA. [ - BEIMUYMHA HHTEHCUBHOCTHU
0

CBETa, UCIONb3yeMas B J1abOpPaTOpPHBIX dKcnepumentax (Br/m?), A’ - xoHueHTpanus

IPOTOHOB B MTOIIa3ME B OTCYTCTBHM ocBelieHus. beuto mokazano [Bulychev et al.
2002], uto B auanazoHe uHTeHcHBHOCTEN 0T 10 10 100 B1/M? aMIumuryma CTpyKTyp

MCHACTCA cna60, H B 3TOM CJIy4dac Io' OTO HacChIIMaronmasds MHTCHCHBHOCTL CBCTA,

BBIOpaHHas M3 YKa3aHHOTO Juala3oHa MHTeHCUBHOCTeH. Tak kak pH nmToriasmel B
AKCTIEPUMEHTaX MEHSIOCH B npeaenax oT 6.9 no 7.8 [Felle H., 1986; Walker N., 1975],
TO COOTBETCTBEHHO JMAIa30H M3MEHECHHNH Oe3pa3MepHOi KOHIICHTpAIUH /1, COCTaBIISIIT

8 — 21, npu >ToM 3HaueHue I, BHLIOMpPAJOCh TAKMM 00pa3oM, 4Todbl hy, = hj e,
MeHsIIach B npenenax 8 1o 21. Pacuernas Bennuuna I, cocrasuna 40 Br/m?.

Banuanocts MoJieny pyu ONMMCAHUKM OTBETA Ha U3MEHEHHE CBETOBOTO PEKUMa
OLICHUBAJIA IyTEM COIMOCTABJICHHUS] MOJIEJIbHBIX PACUETOB C AKCIEPUMEHTAIbHBIMU
nanHbIMU [Shartzer et al. 1992, Fisahn et al. 1989], B koTOpbIX HccnenoBaiu IMHAMUKY
pH u TpancMeMOpaHHOTO MOTEHIMANa B OTBET HA BKIIIOUYEHUE U BHIKIIOYEHUE CBETA.
Junamuka notennuana u pH oObI4HO u3MepsieTcsi B BHIOpaHHOM TOYKE B KUCIIOH, JTMOO
B I[eJI04YHOM 30He. Ha pucyHke 5.4 a npuBeeH 2KCIIEpUMEHT, ONKMcaHHbIi B [ Shartzer
et al. 1992], B xoTopoM OBLIO IOKa3aHO, YTO IPHU BBIKIIOUCHHHM CBETA CHadJaia
HaOJII0/1aeTCsl MOHKEHUE TOTEeHIMaaa (TUMEePIIOspu3alis) U 3aTeM IOBBIIICHUE
(memosgpuzanus), a MOpU BKIOYEHUH TMPOUCXOAUT OBbICTpas ACHOJISIpU3aIiUs

NoTeHIMaNa. BenmnuuHbsl U3MEHEHUsT TPaHCMEMOpPAHHOTO TMOoTeHIana (A@) MoryT
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Kojiebatbest B mpenenax oT 60 mB no 100 mB. AHanmoruunble pe3yibTaThl ObUIH
MOJTYY€HBI U B MOJISJIbHOM dKcniepuMenTe (puc. 5.4 0). [1pu BeikimtoueHuu ceeta (/=0)
HaOmomaeTcst  ObICTpOe  TMOHIKEHUE  (TUIepHoisipu3alys) TMOTEHIHaia ¢
NoCJenyIouel nenoispusanueii, npu BkiIoueHun cBera (/=0.2) ObicTpas
nenosgpusanueit (Ap=200 mB) cmensierca meieHHol runeprosspuzanueit (Ae=10
MB) 10 HoBoro cramronapHoro ypoBHs (¢ = -150 MB) (pa3mMepHbie BEIMUUHBI OBLIN
NepecUnTanbl U3 Oe3pa3MEepHBIX B COOTBETCTBUU C BBIPAKCHUSIMU, MPUBEACHHBIMU

npu GopMyIHPOBKE MOJETIH).

| t.:w |

471

rfrlrrryrmmrrrTrTrrTrrrroore

0 1272

Pucynok 5.4 — JlunamMrka MeMOpaHHOTO MOTEHIIMAJIA B OTBET Ha BKJIFOUEHHE U BBIKIIIOYEHUE CBETA!
a — akcniepumeHT [Shartzer S.A., 1992]; 6 — usMeHeHHsI MEMOPAHHOTO MOTEHITHAIA B MOJEIIHHOM
aKcriepuMeHTe. [IyHKTHPHOM CTPENIKOM MOKAa3aHO BBIKJIIFOYEHHE CBETA, CILIOIIHON — BKIIFOUEHUE. .

[Mapamerps! mogenu: g=0.03, ¥ = 0.0085, yy =-1.28, z=0.6, K>=5.1-10", g=0.03, K, =

0.005573, h'=21.
Takum 06pa30M, MOJIEJIb aJ€KBAaTHO OMMUCHIBAET JIOKAJIBHELIM OTBET CUCTEMBI Ha

M3MEHEHHE CBETOBOIO PEXKUMA.

5.2. HesqnHeliHbIE Pe:KUMBI B JIOKAJIBHOM cHCTEMe

Astopsl [Fisahn et al. 1986, Fisahn et al. 1989] naGntomanu kak 3aryxaroiue,
TaK M He3aTryXawimue KojiebaHus MeMOpaHHOro TnoTeHnuana u pH BOMM3H
MOBEPXHOCTH KJIETKH Nitella Tpu  ONMHAKOBBIX YCIOBHSX  DKCIIEPUMEHTA
(uareHcuBHOCTL ocBemmenuss 20 Br-m?). 3aryxaromue KoneGaHus MEMOPAHHOIO
MOTEHIINAJIA C TIEPUOIOM 2 MUHYThI HAOIOMAINCh PU H3MEHEHUN TEMHOBBIX yCIIOBUN
Ha cBeToBble. Hesaryxaromue koseOaHusi ¢ MepUoOM OKOJIO 15 MUHYT BO3HUKAIH

CIIOHTAaHHO Ha CBeTy. Takoil xapaktep KoseOaHWN B SKCIIEPUMEHTAX IMO3BOJIHII
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NPENNONIOKUTh, YTO B CHUCTEME MOKET BO3HUKATh JIOKpUTHYECKas Oudypkauus
AHnpoHoBa-Xorda, Mpu KOTOPOH MPOUCXOAUT MKECTKOE POXKICHUE MPENeTbHOTO
[[MKJIa U B 3aBUCUMOCTH OT HaYaJbHBIX YCIOBUH CHCTEMA MOXET MEPEXOAUTH JIMOO B
COCTOSIHUE YCTOMYUBOTO (OKyca, TUOO — CTPEMUTHCS K YCTOWYUBOMY MPEAEITbHOMY
LUKITY.

UucneHHoe uccleqoBaHUEe CHUCTEMBI (5.5) mokaszano, 4TO B HEH BO3MOKHBI
HECKOJIbKO CTaIlMOHAPHBIX COCTOSTHUM (TpUTTEP), OJJHAKO BBUY CIOXKHOCTH CUCTEMbI
(5.5) ananuTMYEeCKHM HaTH oOOIIEe BBIPAXKEHUE I CTAlMOHAPHBIX 3HAYEHUU
TIepeMEHHEIX ¥ ¥ h He MPeJCTaBIsIOCh BO3MOXKHBIM. I103TOMY ISl TambHEHIIEro
aHAJIMTUYECKOTO KCCIIEIOBaHUSI ObUIM BBIOpAaHbl (DUKCUPOBAHHBIE CTAIMOHAPHBIE
3HAYEHMS MEPEMEHHBIX 1) = —4.7, h = 21, peanu3yiommecs B TEMHOBBIX yCIOBHAX
(/=0). Jlns wuccnegoBaHUs CYIIECTBOBAHMS PA3JIMUHBIX PEKUMOB B KayeCTBE
YOpaBJSIIONIEr0 MapaMerpa Oblla BbIOpaHa WHTEHCUBHOCTH cBeTa [ Tmpu
(UKCHPOBAHHBIX 3HAYCHUSAX OCTAJbHBIX TMapaMeTpoB. Jlamee nis psjia 3HAYCHUM
WHTEHCUBHOCTH [ (MHTEHCUBHOCTH U3MeHs1ach uateppaiie ot 0 10 0.2, ¢ marom 0.01),
ObLT  TMOJY4YeH YHCICHHBIM  psAJl  CTAallMOHAPHBIX  3HAYEHUM  TEePEMEHHBIX
(OudypkanuoHHass auarpaMMa Ha pucyHke 5.5.a). I Kaxaoro CTalMOHApHOTO
COCTOSIHUS ObUI MPOBEACH JIMHEWHBIA aHAIN3 CHUCTEMbl M HAWIEHBl KPUTUUYECKUE
3HAYCHUS MapaMeTpa UHTEHCUBHOCTU CBeTa [, TPU KOTOPBIX MPOUCXOIUT U3MEHEHHUE
TUTIa CTAIMOHAPHOTO COCTOSTHUSI M MOTEHIIMAIBHO MOTYT BO3HHKHYThH Ouypkanuu
POKIIEHUS TIpeIeNIbHOTO KA. Jlanee cuctema Obliia MCCIIeI0BaHa YUCICHHO BOIM3H
BBIOpaHHBIX 0COOBIX TOYEK. BbII0 moyueHo, yto npu /=0 B cucTemMe pean3yercs
ycToWuuBbIi y3en (puc. 5.5 a, BetBb 1), xoropeii mpu [=0.0428 mnepexoauT B
ycTounBbIil pokyc. [Tpu MoOBBIIEHUH UHTEHCUBHOCTU CBETA B CUCTEME BO3HUKAET
MYJIBTHUCTAIMIOHAPHOCTD, MOSIBISIIOTCA ceyio (puc. 5.5 a, BeTBb 2) U HEYCTOMYMBBIN
dokyc (puc. 5.5 a, BetBb 3) mpu [=0.1374. Tlpu nanpHElIIEM YyBEIHMUYCHUU
uHTeHcuBHOCTH 10 [=0.1627 mnpoucxomutr Oudypkainus, B pe3yibrare KOTOPOM
HEYCTONYMBBIM (POKYC TEpPEeXOAUT B YCTOMYMBBIA, BOKPYT KOTOPOTO BO3HUKAET
HEYCTOMYMBBIN MpeaenabHblil UK (puc. 5.5 a, BeTBb 3). [Ipu noctrkeHnu 3Ha4eHUs

1=0.1789 poxpaercss yCTOMUMBBIA MpPEAETbHBIA MK OOJBIIONW aMILUTUTY/bI,
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OXBAaTBHIBAIOIINI 00a YCTOMYMBBIX CTAIIMOHAPHBIX COCTOSHUS (pHUC. 5.5 0), KOTOPBIi
MpyU JajJbHEUIIEM YBEJIWYEHUHW HWHTEHCUBHOCTU J0 3HadeHus [=0.1826 BHOBb
MCYE3aeT, INPHU OTOM HCYE3a€T W HEYCTOWYMBBIA TMPENECIbHBIA LUK BOKpPYD
YCTOMYUBOTO (hOKyca Ha BETBU 3 W MOSBISAETCS HEYCTOWUYMBBIA MpPENEIbHBIM UK
BOKpYT ycToiunBoro ¢okyca Ha BeTBu 1 (puc. 5.5 B). [lpu moctmwkeHnn 3Ha4eHUS

1=0.2 B cucTteMe 0CTaeTcsl OIHO YCTOMUYMBOE COCTOSIHUE- YCTOMUYMBBINA Y3€l.

— 0.1789 0.1826 0.2
l// | 0.1374 01627| | | |
0.1368 | ! ! ! !
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o Lo 1
i a I 0187 |
- I
0.0428 0.1835 0.188

6 hom

Pucynok 5.5 — Henunelinbie pexxumsl B cucteme (5.5): a — OudypkanmoHHas guarpaMmma,
oToOpakaromias 3aBUCMMOCTh KOJIMYECTBA CTALIMOHAPHBIX COCTOSHUN M MX THUIIOB OT IapaMmeTpa
MHTEHCUBHOCTHU CBeTa [; y.y — YCTOWYMBBINA y3€I, H.y. — HEyCTONYMBBIN y3el, y.(b. — yCTOWYMBBIH
dokyc, H.(p. HEYCTOWUYUBBIA HOKYC, Y.II.II. — YCTOMYUBBIN IPEIEIbHBIN UK, H.II.II. — HEYCTOWYMBBIN
npenenbHbIN MUK, 0 — pasoBbiit moptpet npu / = 0.18; B — dpazossiit moptper npu /= 0.185.

Takum oOpaszom, mpu u3MeHeHuun ocBerieHHocTH oT /=0 u go /=0.2 cucrema

MOKET TIEPEUTH W3 OHOTO YCTOWYMBOTO cOCTOsSHUSA Y = —4.7, h = 21 B apyroe c
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0oJiee BBICOKMM 3HAYE€HHEM MEMOpPAHHOTO IMOTEHIIMAJIa l/j =22 h= 6.7, Takomn
Mepexoj] XapakTEepU3yeTcsl MHOTO3TAIMHOCTHIO M MHOTro00Opa3veM HeJIWHEWHBIX
pexumoB. OOHapyXkeHHass B MOJEIH 3aBHCHUMOCTh XapakTepa KoJeOaTebHOIo
pexuMa (yCTOWYUBBIN (POKYC WIM TPENeTbHBIM 1UKII) OT HAaYaJIbHBIX YCJIOBHMA MPH
OJTHOM M TOM K€ 3HAUCHHH ITapaMeTpa HHTEHCUBHOCTHU OCBELIEHUS / yKa3bIBaET Ha TO,
YTO B CHUCTEME BO3HUKAeT JOKpuTudeckas Oudypkanus AHIpoHOBa-Xomda, 4To
OOBSICHSIET DJKCHEPUMEHTAIbHO HAOMIOAaeMyl0 JUHAMHKY (3aTyXaroliue WId
HE3aTyXawllue KojeOaHus) MpU OAMHAKOBOM HWHTEHCUBHOCTH OCBEILIECHHUS B
skcniepuMenTax [Fisahn et al. 1986, Fisahn et al. 1989].

5.3. PacnipenesienHasi cucrtemMa

Hanee Obu1a uccienoBana cucrema (5.5) ¢ yuerom nuddysuu. B pesynbrare
JMHEHHOTO aHaju3a OBbLIU MOJTYYEHBI apaMeTPhbl CUCTEMBI, TIPU KOTOPHIX B CUCTEME
BO3HHUKAET HEYCTOMUYMBOCTh ThtopuHra. HalileHHbIE TapaMeTpbl UCIIOJIb30BATIUCH JUISI
YUCJIEHHOTO cueTra. Pemenune cucteMsl AudepeHIrnanbHbIX YPAaBHEHU B YaCTHBIX
MPOU3BOJIHBIX MTPOBOAMIIOCH C MIOMOIIIBIO MPOTpaMMbl, pa3padoranHoi B [Plusnina et
al. 2002]. B xadecTBe Ha4aJIbHBIX YCIIOBUWA NPHUHUMAINCh Majble OTKIOHEHUS OT
CTallHOHAPHBIX 3HAYCHUM.

5.3.1. luccunamuenvie cmpykmypol

Kak ykasbiBanock B padorax [Bulychev et al. 2002; Lucas et al. 1975], kucnbie
U [IEJI0YHBIC 30HBI BJIOJIb MEMOPaHbI KJIETKH BOJIOPOCITH BO3HHUKAIOT MPU OCBEIIEHUN
KJIETOK CBETOM BBIIIE HEKOTOPOM KpPUTHUECKOW BenmuyuHbl. [loporoBoe 3HaueHue
OCBEUIEHHOCTH CUJIbHO BAPbUPYET B 3aBUCUMOCTH OT (PH3MOJIIOTMUYECKOTO COCTOSTHUS
KJIETKA M MOYKET COCTaBIATH IS PasHbIX KiaeTok oT 0.5 no 2 Br/m?. IIpoduns pH,
BO3HUKAIOIIUN TIPU OCBEIIEHUU KJIETKH CBETOM HaJIOporoBoil uHTeHCHBHOCTH (100
B1/M?), MMEET BUJ XOPOIIO BBIPAKEHHBIX 30H, KOTOPHIE MOXKHO COOTHECTH CO
ctpykrtypamu Teropunra (puc. 5.6 a). B pesynbrare JNMHEHHOro aHaliv3a
pacrnpeneneHHoil Mozienu ObUIO HalIeHO KPUTHUYECKOE 3HAaYeHHe mapaMmerpa /[, mpu
KOTOPOM B CHUCTEME BO3HUKAIOT JIUCCUIIATUBHBIE CTPYKTYpbl. YuciaeHHoe

HCCIICAOBAHNC TIOATBEPANUIIO, YTO IIPHU HaﬁﬂeHHOM KPUTUYCCKOM 3HAYCHUHW BO3HHUKAIOT
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JAUCCUITATUBHLBIC CTPYKTYPhI, COOTBETCTBYIOIIMEC 30HAM C PAa3JIMYHBIM 3HAYCHHUEM pH

(5.6 6).
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Pucynok 5.6 — Ismenenust pH BOM3u BHENTHEH CTOPOHBI MeMOpaHbl KJIeTKH Bopopociu Chara
corallina: a—npoduns pH, U3MepeHHBII BIOIH BHEIIHEH CTOPOHBI MeMOpaHbI Ki1eTkH B [ Bulychev
et al. 2001]. 6 — Bo3HUKHOBeHHE pH 30H (IUCCUMIATUBHBIX CTPYKTYP), OTyYEHHOE B MOJIEIH; 7 -
MPOCTPAHCTBEHHAsI KOOPAWHATA (COOTBETCTBYET AJTUHE KIETKH), 7 - BpeMs. [lapameTpsl Mmoaenu:
z=1,y=0025,7v=0,2=0.08, y,=-1.335, 1=0.6,D,=10", D,=9-10".

[Ipn yBenmWYeHWH WHTEHCUBHOCTH CBE€Ta aMIUIUTyda CTPYKTYp pocjia, dYTo
COTIIACYIOTCS C KCIIEpUMEHTAIbHBIMU JTaHHBIMH [ Fisahn et al. 1989]. Takum oGpazom,
MOJIETIb aJIEKBAaTHO OMHUCHIBACT KaK KoJieOaTelbHbIE PEXKUMBI, TaK U BO3HUKHOBEHUE
MPOCTPAHCTBEHHON HEOJHOPOIHOCTH, OOHAPYKEHHBIE B dKcniepuMeHTax [Bulychev et
al. 2001, Fisahn et al. 1995, Walker et al. 1977, Fisahn et al. 1986, Fisahn et al. 1989].

5.3.2. 'ucmepe3zuc 6 pacnpedenennoii cucmeme

B pa6ore [Bulychev et al. 2003] Opl10 00HApY)KEHO, YTO B OMPEICICHHOM
JIAara30He OCBEIICHHOCTH OJTHOM M TOW K€ BEJIMYMHE MHTEHCUBHOCTH CBETAa MOTYT
COOTBETCTBOBATh JBAa COCTOSIHUSI B pacnpeneieHur pH: MOJHOCTHIO TOMOT€HHOE
COCTOSIHUE W TIOJIHOCTHIO C(HOPMHUpPOBAHHBIE CTPYKTYpHI. llepexom K COCTOSHUIO C
BBICOKOM aMIUIUTY10M MTUKOB pH MpOUCXOAUT NIPU YBEIMUECHUN HHTCHCUBHOCTH CBETA,
nepexoa K TOMOTEHHOMY COCTOSIHUIO MPU YMEHBIIEHUM WHTEHCUBHOCTU CBETA, 10
3HAYEHUSI MEHBIIETO, YEM TO, TPU KOTOPOM OHU BO3HUKAIOT, TO €CTh B CUCTEME MOMKET

OBITH peaJin30BaH rucTepesuc (puc.5.7 a).
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Pucynok 5.7 — I'uctepesuc pacnpenenenuu pH BOim3u memOpans! kieTku Bopopociu Chara
corallina: a — >KcTIepUMEHTANIbHBIN pe3ybTart, MOTy4YeHHbIN Mpu 00paboTKe JaHHBIX JIJIS pa3HbIX
KJIETOK NP [IUKJIMYECKOM NOBBILIEHUH U TOHWKEHUN UHTEHCUBHOCTH JICHCTBYIOILETO CBETA
[Bulychev et al. 2003]; cBetible KpyKH 0003HAYAIOT MOBBIIIEHNE HUHTEHCUBHOCTH, TEMHBIE
KBaJIpaTUKH COOTBETCTBYIOT NOHMKEHUIO UHTEHCUBHOCTHU; O — Pe3y/bTaT YUCIEHHOTO
SKCIEPUMEHTA, H3MEHEHHE MaKCUMaIbHOTO nepernana pH Mexay mIeouHbIME U KHUCIBIMA 30HAMU
(ApH) B 3aBUCMMOCTH OT MOBBILICHUS ¥ TOHUKEHNS MHTEHCUBHOCTHU JICHCTBYIOIIETO CBETA;
POMOMKH COOTBETCTBYIOT IOBBIILIEHUIO HMHTEHCUBHOCTH, TPEYTOJIbBHUKU-TIOHM>KeHUI0. CTpenku 1-
yBEJIMYEHNE UHTEHCUBHOCTH CBETA, CTPEJIKU 2-yYMEHbIIIEHNE NMHTEHCUBHOCTHU CBETA.

JlaGopaTopHbIil SKCTIEpUMEHT ObLT BOCIIPOU3BEICH Ha MojaenH (puc.5.7 0). s
MOJIEIBHBIX SKCIEPUMEHTOB BBIOMpAJICS psAJi 3HAYCHUN MHTEHCUBHOCTU cBeTa ([ =
0.006-0.0455), cOOTBETCTBYIOIINI B pa3MEPHOM BHJI€ 3HAYCHUSM WHTECHCUBHOCTEM,
UCITIOJIb3yEMBIX B JJa0OpaTOpHOM 3KcnepumMente. [Ipu aTom 3Hauenne pH nuromniasmel
B MOJIETTH MEHSUIOCH OT 6.9 1o 7.4. B uncneHHOM cueTe ObUI0 0OHApYKEHO, YTO MpHU
YBEJIMYEHUH NTapaMeTpa MHTEHCUBHOCTH B CHCTEME BO3HHUKAIOT pH CTpyKTyphl mipu
3HAYeHNMH WHTeHcuBHOCTH cBeta I = 0.04 (I = 1.78 Br/M?), npu nanbHeimem
YBEJIMUEHUM 3HAYEHUSI MHTEHCUBHOCTH MX aMIUIUTYyJa OCTaeTcsl MmocTostHHOM. [Tpu
YMEHBIIICHUY [TApaMeTPa MHTEHCUBHOCTH YEPE3 TOT K€ UHTEPBAJI BPEMEHU CTPYKTYPhI
MCYE3al0T MPHU 3HAYCHUH WHTEHCUBHOCTH, HIKE TToporoBoro 3Hauenus [ = 0.006 (7
=0.24 Br/m?). Takum 00pa3oM, B MOJEIBHOM CHCTEME HAOIIONAETCS THCTEPE3NC B
u3MeHeHnu pH B 3aBUCMMOCTH OT MPEILICTOPUU CBETOBBIX YCIOBUH, KaK 3TO ObUIO U
B JJA0OPATOPHOM IKCIIEPUMEHTE.

5.4. Moaudukanus Moaeau ¢ yuerom udmeHenusi pH nuroniazmbi

DKCEpUMEHTAIBHO ObUTO MOKa3aHo, 9YTO pH IUTOMIa3MBbl SIBISIETCSI OTHUM U3
perynstopoB nporoHHoi AT®d-a3bl miiazmaruyeckoit MemOpansl [Morsomme P., 2000;

Mimura T., 1984; Tazawa M., 1982]. [1oBeimienne pH 1uTomiasMel Ha CBETY MOXKET

164



OBITH CBSI3aHO C MpolieccamMu Ha GoTocuHTeTHYeCKOM MemOpaHe [ Vanselow K. et al.,
1989; Kolbowski J. et al., 1984; Felle H., 1986]. Tak kak B MEpPBUYHBIX PEaKIUIX
dboTOCHHTE3a TMPOUCXOJUT «3aKadyka» IPOTOHOB BO BHYTPEHHEE IPOCTPAHCTBO
tunakouoB [Krause G., 1973; Krause G. et al., 1982] u pH ctpomsl noBsImaercs, To,
110 MHEHHUIO HEKOTOPBIX nccaenonareneit [ Vanselow K. et al., 1989; Hansen U. et al.,
1987] Ha MeMOpaHe XJIOpOIUIACTOB CYIIECTBYIOT TPAHCIOPTHBIE CHUCTEMBI, 3a CUET
KOTOPBIX MPOTOHBI M3 IMTOILIa3Mbl TOCTYMAalOT BO BHYTPEHHEE MPOCTPAHCTBO
xjoporiactoB. OgHOW W3 XapaKTePHBIX YEPT XapOBBIX BOIOPOCIEH SIBISICTCS
IUKJIO3UC — ABWKEHUE ITUTOIIa3Mbl co ckopocThio 10-100 mxm/c [Kamus H., 1962].
Opnako, eciii 100aBUTH B CpeAy IUTOXAJIA3MH, HHTHOUTOP MUKJI03KCa, TO 30HBI pH He
TIOSIBJISIFOTCST JJTaKE€ HAa BBICOKOM CBETY.

B momenu w3 nByxX ypaBHEHUH KOHIIGHTpALMS IIPOTOHOB B IIUTOILIA3ME
canTtanach mapamerpom. OTHAKO, UCXOIS M3 IKCIIEPUMEHTAIBHBIX TaHHBIX, BUIHO, YTO
MPOIIECChl W3MEHEHHSI KOHIIEHTpAIMd TPOTOHOB B IIUTOIUIa3ME CBSI3aHBI C
(hOTOCHHTETUUECKHUMH TpoIieccaMu, ¢ padoToi mpoTroHHONH AT®-a3bl U H3MEHEHUSIMHU
MeMOpaHHOTO TIOTeHIMaNa. bonee TOro, OCTaHOBKA IMKIIO3WCA TPUBOAUT K
HCYE3HOBEHHUIO CTPYKTYP, YTO HEBO3MOXKHO YUECTh B MOJICNI U3 JBYX ypaBHEHUM. Bce
9T (aKThl YKa3bIBAIOT Ha KIIOYCBOW XapakTep MPOCTPAHCTBEHHO-BPEMEHHOM
JTUHAMUKH KOHIIGHTpAIIMX MTPOTOHOB B IUTOIUIa3MeE B Tporecce (GOPMHPOBAHUS 30H
pH u MemOpaHHOTO MOTEHIMATa BIOJb KJIETOYHOM MEMOpaHbI M HEOOXOAMMOCTD
PacCMOTpPEHHUS B MO KOHIICHTPAIUHA MTPOTOHOB B IIMTOILIa3ME B KaueCTBE OAHOU
13 MepeMeHHBIX. JIJIs onMcaHus U3MEHEHNS KOHIICHTPAIIMHU MPOTOHOB B IIUTOILJIA3Me
npearnojarajgach, 4YTro €€ BEJIWYMHA 3aBUCHUT KaK OT IIOTOKa IIPOTOHOB Yepe3
MPOTOHHYIO TPAHCIIOPTHYIO CHCTEMY IlIa3MaTHYeCKOW MeMOpaHbl [ rp, TaK W OT
MTOTOKA IMTPOTOHOB M3 IIUTOILJIA3MbI Yepe3 MEMOPaHY XJIOPOILJIACTOB /. -p,;. Toraa cucrema
YpaBHEHUH C y9€TOM U3MEHCHHUS KOHIICHTPAIIMU MTPOTOHOB B IUTOTUIA3ME U C YICTOM
IIUKJIO3UCA - HAMpPaBICHHOTO JBWXCHHSI TMPOTOHOB B IuTOIIasme, auddy3us

MIPOTOHOB, OYZIET BHITVISIIETH CICAYIOIINM 00pa3oM:

dh, 0%hoy
™ = Jarp — Yhour + Dy 92 . (5.6)
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i 924
5, = “Jarp Z =it D25,
Ohin ahm hln
5 = Jarp —Jen ¥ B -+ D3/~

[TepeMeHHBIMU MOJETHU SIBIISIOTCSI KOHIICHTPAIMs TPOTOHOB BOJW3HM BHEITHEH
CTOpOHBI MeMOpaHbl (/,) U TpaHCMeMOpaHHBIN MOTEHIHAT () M KOHIEHTPAIMS
IPOTOHOB B ItuTOILIa3Me (4;). IlepBbie ABa ypaBHEHUS, KaK M B MPEABIAYIICH BepCHH
MOJIETTH, OTTMCHIBAIOT U3MEHEHHE KOHIICHTPAIMH MPOTOHOB BOJIM3H BHEITHEH CTOPOHBI

MeMOpaHbl W HW3MEHEHHE TPAaHCMEMOpPAHHOIO MOTeHUuana. Belpaxenue [, rp =

hinhoutewKs
2 2
(1+h0ut) ezw(2+K3hin)+(1+hin) Kahout

OMKCHIBAET Pa0OTy TPAHCIOPTHOW CHUCTEMBI

AT®a3p1. Tperbe ypaBHEHHE OINMCBHIBAET W3MEHEHHE KOHIIEHTPAIMM NIPOTOHOB B

IIUTOTIIIA3ME 33 CUET TOTOKA [ 47p Y€pE3 IIa3MATHUECKYI0 MEMOpaHy M TIOTOKa Yepes

(ah;—1)me™!

Tih D . Belpaxxenue mi1s motoka J-p; ObLIO
l

MeMOpaHy XJIOpOIUIaCTOB Jc-p; =

BBIBE/ICHO M3 NPOCTEMIIEN CXEMBI, PEAU3YIOIIe KHHETHKY Mmuxasnuca-MeHTeH.

[Hou]
Be3pasMepHBIE IEpEMEHHBIE MOfeIn: h, = —2*- — KOHIEHTpalys IPOTOHOB BOIU3H
1
. tk_[Eo] @F .
BHEILIHEH CTOPOHBI MEMOpaHbl;, T = — - Bpems, Y= % — TpaHCMEMOpPaHHbBIN
1

L]

MOTEHIUAI. A, = — KOHLEHTpAILMs IPOTOHOB B nuroruiazMe. [Tapamerpsl moneny,

BBIPA’XCHHBIC qcpe3 QJICMCHTAPHBIC KOHCTAaHTBhI KUHETUYECKOM CXCMBI )51

K, ko #K
3 b
2k) Ck_,[E,]

k.,
AIIEKTPUUECKUE XapaKTEPUCTUKNA MEMOpaHbl: K, = T , K, = k° ,
1

_ PF’K, v, = Pol’ m= tky Ecuk ik sH oy a= kyksK, b= kK,
’ CRT > "° 2RT’ K k(k,+k H, +k) — kkH, — k,+kH,+k’
rne H.; — KOHIIEHTpAlds IPOTOHOB B CTPOME XJIOPOILUIACTOB. E,- MmoaHas

KOHIICHTPAIIUS BCEX COCTOSTHUM TPAHCIIOpTEpa Ha MIa3MaTH4eCcKoil MmemoOpane (MoJIb -
M3). Ecp — TOJNHAs KOHUEHTPALMsl BCEX COCTOSHHUI TPaHCIIOpTEpa Ha MeMOpaHe
xj1oporuiacta (MOJb - M), OCTaIbHBIE TAPAMETPEI UMEIOT TOT K€ CMBICIL, YTO U PaHEE,

B MOZIEJIM U3 IBYX YPaBHEHUM.
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JluHaMuKa TEepEeMEHHBIX To4YeuHOW Monenu (6e3 yuera auddys3uun) Oblia
UCCJeloBaHa B 3aBUCHUMOCTH OT HWHTEHCHMBHOCTU CBeTa. bbula oOHapyxeHa
HeperysapHas AuHamuka pH, cxomgHas ¢ HaOmomaeMol JUHAMUKOW B SKCTICPUMEHTE

[Fisahn et al. 1989] (puc. 5.8).

10.0 Pyt

S.8¢

pH Near Cell Surface

0 4 8 : 12 0 20 40 60 80 100 120

Time [min)

Pucynok 5.8 — KBasu-xaotmueckas nuHamuika pH CHapyXu KIETKH XapOBOH BOJOPOCIH: a —
naboparopubiii dkcniepuMeHT [Fisahn et al. 1989]; 6 — momenbHBIN SkcriepuMeHT. [lapamerpsr
monenu: z=4, K, =0.001, K;=0.5, a=0.0596, 6=0.01, m=1.95, »=0.339, g=1.81, y,=-0.21,

[1=22,a=1, f=2.424.

Jlanee B uynCIE€HHOM cueTe ObUIM HMCCIENOBaHbl PEKHUMBI MPU MOCTEIIEHHOM
M3MEHEHUHM HHTeHCHBHOCTH cBera oT 0 (cBer BhiKmodeH) o 0.93 (37 Br/m?-
MHTEHCUBHOCTh CBeTa B pa3MepHOoM Buzae). KuHeTnka u (a3oBble NOPTPETHI
IIPUBEICHBI HA pUCYHKE 5.9. Xa0TUUECKUM PEXKUM BO3HUKAN IO CLIEHAPUIO YIBOCHHS
nepuoga:  3aryxamomme — KojeOaHus — moTeHIumana  (ycToWuuBhIM  (OKYC),
peanuzytoumecs npu [ = [}, nepexoquiy B He3aTryXarue (YCTONYUBBIN MpeaeIbHbIN
uukn) npu I = I, nanee nepuos kosedbanuit yasaupaics npu I = [;, npu najbHEHIIeM
yBEeIMYEeHUH cBeTa 10 [ = [, komebaHusi Tepsau TEPUOJUYECKUM Xapakrep, U
yCTaHaBJIMBaJach KBa3UXaoTUUYECKas JUHAMUKA (CTpaHHbIi aTTpakTop) (puc.5.9). [Ipu
I =I5 xonebaHusi BHOBb CTAHOBUCH MEPUOJMUECKUMHU U MPU JJabHENIIEM YBEIMUEHUU

WHTEHCUBHOCTH 110 [ = I 3aTyxamnu (puc.5.9).
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Pucynok 5.9 — Ilepexon K XaOTHYECKOMY PEKUMY MPH YBEIUYCHHM WHTCHCHBHOCTH CBETa: a —
KWHETHKA TepexonoB; 0 — (azoBbeie mopTpeThl cuctembl. /1 = 0 (ycrtoitumsblid y3en), I = 0.75
(npenenbHBIN 1UKN), [3 = 0.8495 (ynBoenue nepuoaa xoiedanuii), I+ = 0.85 (cTpaHHBIN aTTPAKTOP),
I5=2.21 (npenenbHblii UKN), I = 2.25 (ycToituuBbiit Gokyc). [lapamerpsl mopenu: z =4, K> =0.001,
K3=0.5,a=0.0596,b=0.01, m=1.95,y=0.339, g=1.81, yp=—0.21,a =1, f =2.424.

Hanee cuctema (5.6.) Opl1a uccaenoBana ¢ yuetoM kodgdurimentoB auddy3uu
¥ KOHBEKIMHU. bpImM HaliieHbl mapameTpbl CHUCTEMBl M TIOTYYEHBI COOTHOIICHUS
K03(pPuMeHTOB AUPPY3UHU, IPpU KOTOPHIX BO3HUKAINA JUCCUNIATUBHBIE CTPYKTYpHI,
30 pH u mnoreHnuana, uMerOmue HEPETyIsapHbIN Xapakrep (puc. 5.9). Ywuer
KOHBEKTHBHOIO YJI€Ha B%, OMMCHIBAIOUIETO LUKJIO3UC, MPUBOAWI K TOMY, UTO
JUCCUIIATUBHBIE CTPYKTYpbl BO3HUKAJHU, AK€ MPHU COOTHOIIEHUHM KOd()(PUIIMEHTOB
MEHBIIIE  KPUTHYECKOTO  3HAUEHUS, HEOOXOAMMOTO I  BO3HHUKHOBECHHS

HEYCTOMYMBOCTU ThIOpUHTA.
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Pucynok 5.9 — [Ipodumu pH cHapyxu kieTku, moreHuana u pH muTomia3Mel B MOAETH MOJEIN
(5.6). [Tapamerpsr mogenu: K> = 0.001, g=1.81, K3=0.1, y=0.339, yp=-0.21,z=4, a =0.0596, b
=0.01, m=1.678, D1 =0.0009, D> =0.0001, D3 = 0.0009, B=2, a=1, f=2.424.

B Mopenu 0b11 BocpousBeneH 3¢ dekt, onucannbiil B [Bulychev et al. 2001]:
pu 100aBJIEHUH B CpeAy LMTOXala3uHa (MHTMOMTOpPA IIUKIO3HUCA) CTPYKTYPHI (30HBI
pH u moreHnmana) vcuesaiu Jaxke Ha CUJIBHOM CBeTy. [Ipy yMeHbIIEHUN 3HaYeHUs
napamerpa B 10 Hyns (CuUTyalus, KOrJa LMKJIO3UC 3aUHTMOMPOBAH), CTPYKTYpBI
ucye3anm, aHaoruuHo 3¢ dekry, onucanuomy B [Bulychev et al. 2001].

5.5. Mexanu3mbl BO3HHKHOBEHHUS HEJIMHEHHBIX PEXKUMOB BOJIM3H
KJIETOYHOU MeMOpaHbI

Pa3pabotanHas Mojenb MO3BOJIMJIA CHENATh HEKOTOpBIE MPEANOIOKEHHUS O
MEXaHU3Max [MOTCHIMAI3aBUCUMOrO IepeHoca MNpoToHOB uepe3 ATdazy
IUIa3MaTHYECKOM MeMOpaHbl XapoBBIX BOJOpOCIEH W OLIGHUTh €ro BKJIaa B
BO3HMKHOBEHUE HEOJHOPOJHOIO pachpenesieHus U KoJieOaHuM TpaHCMEMOPAaHHOIO

noteHnuana u pH Boau3u meMOpansl (puc. 5.10).
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Pucynok 5.10. Cxema npoueccoB BOIM3M MeMOpaHbl KieTku Bopopociau Chara corallina.
[TyHKTUPHBIMH cTpeIKaMyu 0003HaYE€HA PEryJsaLus IPOLECCOB, ¢, — MEMOpPaHHBIN MOTeHUaNl. [ —
CBet mHULIUUpPYET Tpouecchl porocunuTesa, pH Trnakonna nonmxkaercs, pH xioporacra
noselmaercs. 2 — [ToBeimenue pH BHYTpHU XJIOpOIIACTOB HHULIMUPYET ITOTOK IPOTOHOB U3
LUTOIIa3MBbl B XJIOpOIUIacThl. 2 — [T0TOK TPOTOHOB M3 UTOILIA3MbI B XJIOPOIIACTHI IPUBOAUT K
noBblIeHUI0 pH 1UTONIa3sMbl U Jenossgpu3anuy MeMOPaHHOTO NOTeHIHaNa. 3 — AKTUBALUS
IPOTOHHBIX KaHAJIOB IUTOIUIA3MAaTHUECKONH MEMOpaHBbI. 4 — YBEIMUEHUE TTOTOKA TPOTOHOB Yepe3
KaHaJIbl IPUBOAUT K MOHIKEHHIO pH LUTOIUIa3MBl U AEMIOISPU3ALUU MEMOPAHHOTO NTOTEHIMANa. 5
— YBenunueHue npoToHHOro noroka yepe3 ATdazy. 6 — YBennueHune notoka npotoHoB yepe3 ATD-
a3y IPUBOIUT K MOHIKEHUIO pH CHapy»XH KIIETKH U THIIEPIIONIIPU3AUNA MEMOPaHHOTO
NoTeHIMaja. 7 — YBelInYeHre MOTOKa Yepe3 MPOTOHHbIE KaHaibl. L{uki1 noBTopsercs (co craauu 5)

Kaxk u3BecTHO, B pe3ysibTaTe MpoIeccoB POTOCUHTE3A, TPOUCXOIUT HAKOTIIICHUE
POTOHOB BHYTpH xjoporuiactoB [Jagendorf et al. 1966]. BenenctBue sToro moxer
MPOUCXOIUTH 3arienaunBanue uroriasmel [Felle et al. 1986], koTopoe mpuBoauT K
nepexo/ly MPOTOHHBIX KaHAJIOB IUTOIIA3MAaTHYECKOW MeMOpaHbl B OTKPBITOE
COCTOSIHUE W, KaK CIIEJICTBHE, K YBEIMYECHHIO MOTOKAa IMPOTOHOB 4YEPE3 KaHaJbl
[Vanselow et al. 1989]. VBenuuenne nacCUBHOTO MOTOKAa MPOTOHOB BHYTPb KJIETKU
BBI3BIBACT JICMOJIAPU3AIMI0 MEMOpaHbl W YBEJIMYCHUIO KOHIEHTPAIIMH MPOTOHOB
BHYTPH KJIETKU. ITO, B CBOIO OYEPEb, BEJIET K YBEIIMUECHUIO MOTOKA IPOTOHOB Yepe3
AT®dazy, uro, HA0OOPOT, COMPOBONKIAETCS MOHIKEHUEM MEMOpPAHHOTO MOTEHIHAlIa
(runepnonsipuzanus). Ilotok uyepe3 ATd-azy nOpuUBOAUT K  MOBBIIICHUIO
KOHIICHTPAIIUU MPOTOHOB CHAPYKHU KJIETKH, KOTOPOE BHI3BIBACT €€ MHTMOMPOBAHUE U

aKTUBAIIUIO TPOTOHHBIX KAHAJIOB, U IIUKJ OBTOpsieTcs (puc. 5.10).
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Takum 00pa3om, CBETOBOW CUTHAN BBI3BIBAET aKTUBAIIMIO TPOTOHHBIX KAHAJIOB,
YTO B JaybHENIEM NpuBOAUT K akTuBannu AT®da3pl. [lanee nporecchl akTUBHOTO U
MaCCUBHOTO TPAHCIOPTa B3aWMMHO YCUJIMBAIOT APYT JIpyra, TO €CTh MEXAY HUMHU
BO3HMKAET TMOJOXKUTEIbHAsE O0OpaTHasl CBsI3b, U B CUCTEME peau3yIoTCs KOJIeOaHMUs
MOTEHIIMAJIa U TPOTOHOB. BO3MOKHO, KOJIe0aHUS — 3TO HEKUM TEPEXOHBIN MPOIIECC,
ITO3BOJIAIOLIMI )KUBOM CUCTEME IIPU PE3KOM M3MEHEHUH BHEIIHUX YCIIOBUM IIEPEUTH B
HOBOE COCTOSIHME€ HE CKa4yKOOOpa3HO, YTO MOTJIO Obl HEraTMBHO OTPA3UThCS Ha
bus3nonorndecknx (PyHKIUAX KIETKH, a TIOCTETICHHO «ITOJACTPanBash BCE MapaMeTPhI
K HOBOMY COCTOSIHMIO. 3a CUET pa3HOHAIIPABJICHHBIX IMPOTOHHBIX IMOTOKOB Ye€pe3
kaHainsl W AT®-azy MOryT BO3HUKAaTh JIOKaJbHbIE YYAaCTKH 3aKUCJICHUA W
3allleJlauMBaHusl, KOTOpPBIE PpA3IMYAIOTCS 1O BEJIMYMHE TPaHCMEMOPAHHOIO
MOTEHIMaa B MPUMEeMOpaHHOW 00JacTH CHapyXH KJIETKU. Y cToiuuBbie pH 30HBI
o0OpasyroTcs 3a cuet paznnuus B kKodpdunuentax nuddy3un npoTOHOB U MOTEHIIMAIA
Mexay 3TuMHU ydactkamu. [lorenunanosaBucumbie AT®-a3b1 1 KaHAIBI CYHIIECTBYIOT
Ha MeMOpaHax pa3HbIX THUIIOB KIJIETOK, MO3TOMY MOHO THPEINOJI0KUTh, YTO
MOTEHIIUAJIO3aBUCUMOE U3MeHeHne pH sBISIETCS OJJHUM U3 OCHOBHBIX PETYJISTOPOB
HEJIMHEHHOM MPOCTPaHCTBEHHO-BPEMEHHOMN JUHAMUKU B MPUMEMOpaHHOM 00J1acTH.

Takum oOpa3om, mnepexomHbli mporecc B kietkax Chara corallina
MpeACTaBisieT cOOOM MHTErPUPOBAHHBIA OTBET, OOYCIOBJIICHHBIM B3aUMOJCHCTBUEM
(GOTOCUHTETUYECKUX pPeakiuil (B XJIOPOIUIacTax), TPAHCMEMOPAHHOTO MPOTOHHOTO
nepeHoca (depe3 ATda3y u kaHanbl) U JarepanbHON qudPy3un MPOTOHOB BIOJIb
MeMOpanbl. HalOmromaembie mpocTpaHCTBEHHbIE marTepHbl pH u  moTeHrmana
BO3HUKAIOT B PE3Yy/IbTaTe€ B3aUMOJCUCTBUS MEXKAY 3TUMHU YPOBHSIMHU, BKIFOUYAIOIIETO
MOJIOKUTENbHYI0 OOPaTHYIO CBSI3b.

5.6. BoiBoabI 10 ri1aBe 5

1. YcraHoBneHo, 4To mpu CMeHe cBeToBoro pexuma y Chara corallina
bopMUPYIOTCS TPOCTPAHCTBEHHO-BPEMEHHBIE TMMATTEPHBI HAa TOBEPXHOCTHU
KJIIETKH — YEPEeNyIOIINECs KHUCIbIE U MICJIOYHBIE 30HBI, COMPOBOXKIAIOIINECS

aBTOKOJICOAHUSMH TPAaHCMEMOPAHHOTO MOTEHIIHAIA.
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2. OOHapyxxeH rucrepe3uc B  pacopeneneHud pH u  moreHuuana,

CBI/II[GTCJ'II)CTBYIOHII/Iﬁ O HaAJIM4YUHU IIaMATH B CHCTCMC H YCTOfIqHBOCTH K

duryKTYyanusm.

. [loctpoena  momenr THHa  «peakuus-audQys3us»,  BOCHPOU3BOISAIIASL

9KCIICPUMCHTAJILHBIC NAHHBIC U ACMOHCTpUpPYIOIIas YCJIOBHA BO3HHUKHOBCHMUA

AUCCHUITAaTUBHBIX CTPYKTYP.

4. Tloka3aHO, 4TO 3TU PEKUMBI BBITTOJIHSIIOT PETYISTOPHYIO (DYHKIHUIO.

Ocnosnule pesyabmamsl 2ldesl.

1. HOCTpOGHa MOZACJIb THIIA «peaKHHH-III/I(b(bYBI/IH» 1A OIIMCaHMA ITOTCHIHAJI

3aBUCUMOI akTUBHOCTUM TpoToHHOW AT®a3el B knetkax Chara corallina,
BOCIIPOM3BOAAIIASL IKCIEPUMEHTAIbHbIE JAHHbIE M JEMOHCTPHUpYIOLIas
KoJieOaTeNbHbIE PEKUMBI IPOTOHOB U MEMOPAHHOTO MOTEHIIHAIA.
YcraHoBieHO, 4YTO TIpU CcMeHe CcBeToBoro pexuma y Chara corallina
(GopMUpPYIOTCS MPOCTPAHCTBEHHO-BPEMEHHbIE NATTEPHbl HA IOBEPXHOCTH
KJIETKU — YePeAYIOIIUECs KUCTbIC U IIEJI0YHbBIE 30HBI.

OOnapyxeH rucrepesuc B  pacnpeneneHun pH wu  moreHuumana,

CBUJETENBbCTBYIOIIUNA 0 HANMYMU (PYHKIMOHATIBHOM MAMSTH B CUCTEME.
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I'maBa 6. Mone/ib nmepexoaHbIX NPOIECCOB B MOMYJasiliuu KJIeTok Chlorella
vulgaris B oTBeT Ha 1eiicTBHE (POCPHPOPHOTO roJIogaHMs

B mnaBe 6 npencrasinena Mmonelnb nonyasuuonHon nuaamuku Chlorella vulgaris
npu GochopHOM TOJIOAAHHUM, MPUMEHEHHAs K aHAJINU3Y MEPEXOHBIX MPOLIECCOB Ha
YPOBHE KJIETOYHOW KyabTyphl. [lockombKy amanmTarusi (POTOCHHTEIHPYIOIINX
OpPTaHU3MOB TPOSIBISIETCS HE TOJHKO B MHIMBHUIYATbHBIX KJIIETOUYHBIX OTBETAX, HO U B
KOJUICKTUBHOM JMHAMHMKE TOIMYJIALMHA, MOJENIb HWHTErpUpYyeT JaHHBbIE IO POCTY
KYJBTYPBI, U3MEHEHHUSIM ITyJIOB OPTAaHMYECKOTO U HeopraHuveckoro ocdara, a Taxxe
HakoIieHWo moaudocdaTtoB — 3amacHbIX (GopMm  (ocdopa, MNpeaCTaBISIOMINX
OMOTEXHOJIOTUYECKUM MHTEPEC KaK ChIpbe s ynoopenuii. llenpio gaHHOM TiaBbl
OBLIO BBISIBUTh  KOJUYCCTBEHHYIO CBS3b  MEXIYy  BHYTPHUKICTOYHBIM
nepepacmnpezeneaueM ¢GocharHbIX MyNoB (B YaCTHOCTH, CHHTE30M W paclajoM
nonmudocdaroB) B OTACIBHOM KIETKE M MAaKPOCKONMUYECKUMHU IOKa3aTeIsIMU
MOMYJISIIUY KIETOK (BBIXOJl OMOMACCHI).

OaHUM U3 OCHOBHBIX (DaKTOPOB CTPECCA, C KOTOPHIM CTAJIKMBAIOTCS B MIPUPOJIE
MHUKPOBOIOPOCIIH, SBISETCS HEMTOCTAaTOK MUHEPAJIbHOTO MUTaHHSA. J[epuIuT Takmx
AIIEMEHTOB Kak a30T, (hocop U cepa oka3bIBAET CYyIIECTBEHHOE BIUSHNUE HA COCTOSTHHE
KJIETOK, TIOCKOJBKY OTH  MHUKPODJIIEMEHTHI  BXOASAT B  COCTaB  OEJIKOB
(OTOCHHTETUYECKOTO amnmapara, aMHHOKHCIIOT, BUTAMHHOB W JAPYTUX >XU3HCHHO
BAXHBIX coequHeHuH. B mpoliecce HBONIOIMU  MHUKPOBOAOPOCIH BBIpabOTANIN
pa3ITUYHBIC MEXaHU3MBI aIaNTallK, KOTOPBIC IMO3BOJISIOT UM OOMTATh B TMIPUPOIHBIX
BOJIax, 00€THEHHBIMU OMOT€HHBIMU BelllecTBaMHu. MccienoBanrue 3THX MEXaHHU3MOB
SBIIETCS] AKTyaJIbHBIM HE TOJBKO ISl TOHUMAaHUS MPUPOBI CTpecca, HO U JUIs 3a/1a4
OMOTEXHOJIOTUH, TOCKOIBKY B TIPOIECCE MHHEPAIHHOTO TOJIOAHUS KIETKU
BOJIOPOCIIEH MOTYT HaKaruIiBaTh TaKUe IIEHHBIC MPOAYKTHI, KaK YIIIEBOABI M JTUTTUIbI
[Muthuraj et al. 2013, Garay et al. 2014] unu BeipadateiBaTh Bogopoa [Ghirardi et al.
2000, Zhang et al. 2002]. K TakuM UEHHBIM MPOAYKTaM OTHOCSITCS, B YaCTHOCTH,
nonudocdarsl — MOTMMEPHBIE COSAMHEHUSI U3 OCTATKOB OpTOPOCHOPHON KUCIOTHI,
oOpasyroniecs B KJIETKaX >KMBBIX OPTaHM3MOB W MCIOJB3yeMbIe UMHU B Ka4deCTBE

JOIMOJHUTCIIBHOTO HMCTOYHHKA SHCPIUH, IMOCKOJIBKY ABJIAIOTCA MAKPOIPIHYCCKUMHU
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COEJIMHEHUSIMU. XOPOIIO U3BECTHO, YTO KJIETKU MUKPOBOJIOPOCIEH 1 IMaHOOAKTEPHIA,
UCIIBITHIBAIONIME HEAOCTATOK (ocdopa, HAYMHAIOT HaKaruiMBarh mHoiudocdarsl ¢
MOBBIIIICHHOW CKOPOCTBIO TIOCIIE BTOpPUYHOTO jgo0OaBieHus ¢ochaTtoB B HX
nuTaTenbHyto cpeny [Sanz-Luque et al. 2020, Solovchenko et al. 2019]. DTo cBoiicTBO
B TEUCHHE YK€ MHOTHUX JIET BBI3bIBAET MPUCTAIBHBIN HHTEPEC HCCIEIOBaTENCH,
MOCKOJIbKY OMOMaccy BOIOpociieit, ooorameHHbIX GochopoM, MOKHO HUCITOIB30BATh B
KauecTBe (PochOpHBIX yAOOpPEHUI JUIsi MOYBBI, MPU STOM OTKPBIBAIOTCS HOBBIC
MEPCIEKTUBBl OYUCTKA CTOYHBIX BOJ BOIOPOCISAMH, MOTIOMAIOIIUMHU (HochaTs
[Solovchenko et al. 2016].

6.1. Moaenn HakomjieHus nojaugocdara B KiieTke

JUist vccneqoBaHusl MEXaHU3MOB HAaKOIJIEHUsSI NToM(ocdaToB ObUT IPENTIOKEH
psAn Monened, OMHUCHIBAIONIMX JUHAMHUKY HaKomUuieHUs moiaudocdaroB KieTKaMu
MUKPOBOJIOpOciiel B ycioBusx neduiura gocdaros B cpeae [Singh&Nedbal 2018,
John, Flynn 2000, Vijay, Yuan 2017, Carpenter, Bennett 2011]. Dt Monenu,
UCIIONIb3YIOIKEe amnmapar AuddepeHuaIbHbIX ypaBHEHUN, OBLUIM TMOCTPOCHBI HA
ocHoBe Mozaenu [Droop 1973], onuceiBaromieil MOTOKHM MHUHEPAIBHBIX BEIIECTB B
KJIETKY, HAKOIUICHME HMX B KJETKE B BHUJE KJICTOYHOIO Myja U POCT KYJIBTYpHI.
Knetounslii myn, HakarIMBaeMOro MHHEpaia, B TaKUX MOJENAX XapaKTepU3yeTcs
MAaKCHMaJIbHOW KBOTOW, TO €CTh, MAKCUMaJbHO BO3MOKHOW KOHILIEHTPAlMEWd 3TOTO
MUHEpaja B KJIETKE.

Asropsl [John, Flynn 2000] npeasioxxunu TpeXKOMIOHEHTHYK Mmozenb PIM
(phosphate interaction model) HakorneHust Gpocdara B pa3IMUHbBIX KICTOYHBIX MYJIaX:
nysne nonudocdara PolyP, myne pacTBOpUMOTro Heopranudeckoro gocdara (P;) u myse
opranndeckoro (¢ocdara (P,), COCTaBISAIOLWIEIO CTPYKTYPHbIE KOMIIOHEHTHI KIJIETKH.
Poct xynbrypsl B Moaenu PIM onuceiBasicst ypaBHEHHEM 3KCIIOHEHIIMAIIBHOTO POCTA.
B »TOli pabore aBTOpHI CpaBHWIM AMHAMUKY HaKoIUIeHHS (ocdaToB B MoOAeNH,
cojieprKaIleil TpH BBIIICTIEPEYUCIICHHBIX ITyJIa ¢ TUHAMUKON HakoruieHus ¢ocdaroB B
MOJIeTTU ¢ OgHUM oO0mmM mysoM (ocdaroB. KauecTBeHHO AMHAMUKAa HAKOTUICHUS
dbocdaToB B 00enx MoJeNsax OblIa CXOIHOM, OJJHAKO aBTOPHI MOAYEPKUBAOT, JJIsI TOTO

YTOOBI Pa3AEIUTh MPOIECCHl ACCUMUIISIIIMNA U TPAHCTIOPTa (BaXKHO MJIi OPTaHU3MOB,
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KUBYIIUX C TPEPHIBHBIM PEKUMOM TUTAHUA), HEOOXOIUMO HCIIOJIb30BATh
TPEXKOMIOHEHTHYI0 Mozenb. B pabote [Singh&Nedbal 2018] TpexxommnoHeHTHas
Mojenb Obta paciupena (exPIM), aBropamu Ob11a BBeZieHa (DYHKITUS, yUUTHIBAIOIIAS
BJIMSIHUE HA CKOPOCTh POCTa KOHKYPEHIIMHU KJIETOK 3a cBeT. OTHAKO MOJIETUPOBAHUE C
MIOMOIIBIO paciMpeHHor Mozenu exXPIM He BBISIBHIIO HOBBIX, KAY€CTBEHHO OTJIIMYHBIX,
PEXKUMOB I10 CPABHEHUIO C pexxuMamu monenu PIM.

HNHTepecHbIM ABISETCS SKCIEPUMEHTANbHBIN (DAKT, MOKa3bIBAIOIIMM, YTO B
OTCYTCTBUH TOJIOJIaHUs (HOPMAJIbHBIE YCIIOBHSI TUTAHUS), conepkanue nonrudocdaron
HAa HaYaJIbHBIX CTAJUSAX POCTA KYyJAbTYpbl CHayala YMEHbBINAETCS, M TOJBKO IIO
UCTEUYCHHE TPUMEPHO 2-X JHEW HaunHaeT yBenuuuBarbes [Aitchison, Butt 1973],
TOT/Ia KaK MOCJIE MEePro/ia TOJIOIAHUS U MOCIEAYIOIIET0 BOCCTAHOBICHUS COAEPIKaHUS
docdopa B cpene HabmonaeTcs oOparHas AMHAMUKA — CHavajga ObICTPO JOCTUTaeTCs
MakcUMyM nonudocdara, KOTOpBIA 3aTeM HauMHAaeT pacxonoBarbes [Aitchison, Butt
1973, Solovchenko et al. 2019]. DTo yka3piBaeT Ha TO, YTO B 3aBUCHUMOCTH OT
MPENbICTOPUN HAOMIONeHHS (TOJI0JaHUe WIIM HOPMAaJIbHOE TTUTAHUE), B KIETKE MOTYT
peanu3oBaThCsl pa3IMUHbIE MEXaHU3Mbl PETYISAIUMUA HakorjieHus noiaudocdaros,
MPUBOJANIME K PA3IMYHON JUHAMHUKE W3MEHEHHs myna nonudocdaToB B KIETKE.
BrisiBieHME Takux MEXaHW3MOB SABJISICTCS BaXXHOM 3aJa4eil MareMaTu4eCcKoro
MOJIETTUPOBAHMUSI, MOCKOJIbKY JAa€T BO3MOYKHOCTh Ha OCHOBE COUETAHMS PA3TMYHBIX
YCJIOBUM pOCTa KyJIbTYphl pa3palaThiBaTh HauOoJiee ONTUMAJbHBIE CTpPATErHH
HakorieHus noaudocdaTos.

6.2. IlocTpoenne Moae i B3auMonpespameHuii mysaoB ¢gocdaroB B KiieTke

JI71st MOCTpOEHUsT MOJIENH 3a OCHOBY ObUIH B3SITHI CyIIecTByomue monenu PIM
[John, Flynn 2000] u exPIM [Singh, Nedbal 2018], B xortopsix mnomudocdar
CUHTE3UpYyeTCsl U3 HeopraHudeckoro gocdara. OmHAKO C TOMOIIBIO TAKKX MOJEIeH
YIAETCs OMUCATh TOJIBKO BO3PACTAIONIYIO AMHAMUKY cofiep kaHus nonudocdara nocie
rosiofanus o Gpocdopy; NOMBITKU e ONKCaTh CHUKEHUE cofiep kanus onudocdara
YCIOBHSIX POCTa KYJIBTYpPhl Ha cpele ¢ u30bITKOM (ocdara (dKCIepuMEHTAIbHBIC
nansbie U3 [Aitchison, Butt 1973]) okazanuch 6e3ycnentHbiMu. [10CKoIbKY U3BECTHO,

YTO B cCcuHTe3e U rTuaponuze mnonudocdara yuactByior ATD wu  apyrue
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dbocopuiipoBaHHBIE MOJICKYJIbI, ObLIO TPEAMNOI0XKEHO, 4YTO TOTOKM ¢ocdara B
KJIETKE CJIeyeT OMUCHIBATh MHAYE, YeM B YKa3aHHBIX BBIIIE pad0TaxX, a MIMCHHO, HY)KHO
YUHUTBIBAaTh, 49TO Toau(ocdaTsl CHHTE3UPYIOTCS W3 OPTaHWMYCCKUX COCAMHCHUH,
cogepxamux (ochop. Kpome TOro, ObUI0 TakKe MNPEANONIOKEHO, YTO pasMep
MUHHAMAJIBHBIX KBOT MYJIa TAK)KE€ MOYKET UTPaTh POJIb B HAOIIOMaeMOM B SKCTICPUMEHTE
TUHAMUKE, U BKIIOYMIIA COOTBETCTBYIOIINE MUHUMAJILHBIC KBOTHI B YPaBHEHUS IS

nysoB. CTpyKTypa MOZIE€NM IIpe/IcTaBlieHa Ha pUCYyHKe 6.1.

ex

Pucynok 6.1 — [1ytu npeoOpa3zoBanus pocdopa B kiieTke BOAOPOCIU; Pey — HEOpraHMYECKUil
docdar B cpene; P; — Heopranuueckuii pocdar B kiaerke; P, — OpraHU4ecKre COSTUHCHUS,
conepxaiue hochop; PolyP — nomudocdar; V., — ckopocTs nornomieHus dpocdara cpeabt

KJIETKOM; / — YJIeIbHAsI CKOPOCTh POCTa KYJIBTYPHI; V), — CKOPOCTh 00pa30BaHMs OpraHUYECKUX

coeauHenuit u3z Pi; Vi, — ckopocth cuntesa PolyP; V; — ckopocTs runponusa PolyP; Vey— ckopocTb
OTTOKa P; U3 KJIETKH.

Heoprannueckuii pocdar P, U3 cpelibl HOCTYNAET B KIETKY CO CKOPOCTBIO V),
MOTIONHSISE BHYTPUKIIETOUHBIN HeopraHudeckuit myn ¢ocdara P;. Heopranmdeckwii
docdar P; B kieTke MO0 CO CKOPOCTBIO V), BKIIIOYAETCS B IIyJ OpPraHUYECKHX
coenunenuii P, (AT®, IHK, PHK, ¢ocdhonununst u T. 1.), 1160 BO3BpaIaeTcs B
cpemy co ckopocThio Vegr. HacTh opranmyeckoro ¢ocdara P,, B OCHOBHOM B (opme
AT®, co ckopoctero Vi, mnpeBpamaercs B noaudocdarsl PolyP, KoTopble
IPENCTABIISIOT COOOM MOMUMED U3 0CTaTKoB (pocdopHoit kucaorsl (n-PO*,). Jpyras
4acTh HAKOIJIEHHOTO opraHuyeckoro ¢ocdara P, UIeT Ha KIETOUHBIH POCT, KOTOPHIA
MIPOUCXOJIUT CO CKOPOCTHIO L4, (puc. 6.1). [Tomudocdarer PolyP MoryT pacnaaatbes co
CKOpOCTBIO V; 1m0 Heopranudeckoro (ocdara P;. Ilpu BbIBOmE ypaBHEHUW MOIEIH

HGO6XOI[I/IMO Y4CCTh, YTO B PEIYIbTATC YBCIUWYCHHA YHUCIIA KICTOK COICPIKAHHC
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docdaroB Bo Bcex Mmysiax B pacyeTe Ha 00lIllee KOJIMYECTBO KJIETOK B MPOIIECCE pOCTa

ymeHbInaeTcsi. CooTBETCTBYIOIINE YpaBHEHUS IIPe/ICTaBlIeHbI B Tabmule 6.1.

Tabmuna 6.1 — YpaBHeHUSs1, ONMMCHIBAIOIINE MTPOIECCH HA pUCYHKE 6. 1

ITponecc YpaBHeHue Pa3zmepHOCTH

dc C

CKOpOCTh JIeeHHS KIETOK a =u - (1- E) C=u-C Py (6.1)
dP,

3axBar BHemHero Gpocdara Pey % Yy C-10710 4V, ¢ MKMOTD 62)

KJIETKaMU dt . 10-10 MIL - 4 :

M3MeHenne BHYTPMKIETOYHOrO myaa dP; MKMOJIb

P, ar = Ve ~ W Ve Verp =k P qging g (09

M3MeHenue BHYTPUKIETOUHOrO myaa dF, MKMOJIb

Po d_t:%_l/;yn_u.Po 100k - g 64)

V3MeHeHue BHYTPHKIIETOUHOrO Iysna dPolyP MKMOJTb

PolyP g~ Vom Ve mRoPOyP o (69)

PocT KynbTyphl OMCBIBAE€TCS YPAaBHEHHEM JIOTUCTHYECKOTO pocTa (6.1, Tadmn. 6.1)
— pocTa C CaMOOTpaHUYEHUEM, KOTOPBIH CO BPEMEHEM 3aMeIUIsIeTCsl Jaxe MpH

A0CTATOYHOM KOJIHMYCCTBC BCCX IIMUTATCIIbBHBIX BCIICCTB, W KYJIbTypa AOCTHUIacCT

CTAIlIMOHAPHOIO COCTOSIHUS. 3/ECh ﬂ=ﬂ'(Pa)'(1—K£) — YIeJIbHast CKOPOCTb poOcCTa
!

KyJabTyphl (1/4), xoTopas JUHEHHO YMEHBIIAETCA C POCTOM IUIOTHOCTH KJIETOK U
3aBHCHUT OT COJEP>KAaHUS B KJIETKaX OPraHUYECKHUX coequHeHuil P, (cM. Huxke). Ky —
€MKOCTh Cpeibl (MaKCHMalIbHOE KOJIMYECTBO KJIETOK B Cpelie, KOTOPOE JOCTUTaeTcs B
daze crammoHapHOro pocra). Takoe OrpaHMYE€HHE pPOCTa  OOBICHSETCS
caMO3aTE€HEHUEM KJIETOK B IJIOTHOW KYJIBTYypE, YTO JIEJAeT CBET OTPaHWYMBAIOIINM
baxTopom miist pocta KyabTyphl [Singh&Nedbal 2018].

VYpaBHenue (6.2) onuckiBaeT nomiomenue pocdara P, U3 cpeabl. YpaBHEHUE
(6.3) omumchIiBaeT U3MEHEHUE BHYTpHUKIIETOUHOrO myna ¢ocdara P;, KOTOPbI MOXET
YBEJIMUUBATHCS 3a cueT momioieHust docdara P, U3 cpeabl WIM CUET THAPOJIH3A
nommdocdara PolyP, m yMEHbBIIaeTCs 3a CUET €ro BKIIOUCHHS B OPTraHUYECKHE
coenuHeHus P,, 0TTOKa W3 KJIETKUA WU 3a CUeT 00pa30BaHUsI HOBBIX KIIETOK (JIeJIeHHE
KJIETOK). YpaBHEeHUS (6.4) u (6.5) ONUCHIBAIOT, COOTBETCTBEHHO, U3MEHEHUS B ITyJIax
P, u PolyP. Jlna mony4deHuss KOHKPETHOTO BHA BBIPAKEHWW B TPaBOW YaCTH
yYpaBHEHUH OBLIO TPEIIMOJIOKEHO, YTO PEAKIMHM TPOUCXOMAT B COOTBETCTBHM C

KUHEeTUKOM Muxasnuca-MeHTeH u JOIIOJIHUTCIIbHO BBCJIN ITAPaMETPhI, YHUTBIBAIOIINC
178



MaKCUMAJIbHBI ¥ MUHUMAJbHBIM pa3Mep KIETOYHOM KBOTHI JUIsl MynoB (ocdaros:

QPomaxa QPimax a QPolmeax — MakCAUMaJIbHBIC Pa3sMCPbl KBOT H QPomina QPimina

Qpolypmin — MUHUMAJILHBIE Pa3MEPBI KBOT JUI BHYTPUKIICTOUHBIX 11yJIOB Po, P; v PolyP

COOTBETCTBEHHO. [Ipy onucanuu ckopocTu pocra 4 ObLIO YYTEHO, UTO {4 OTPAHUYEHO
MHUHHMMAJIbHON KJIETOYHOM KBOTOW OPTaHMYECKHX COCOUHEHHU P,: JIeJIEHHE KIETOK

IpeKpaliaercs, Korua ux coaepxanue nocturaetr Q, .. OKOHYaTeNbHbIE BbIPAKCHUS

JIJIS COOTBETCTBYIOIIMX CKOPOCTEH MpeIcTaBICHBI B Ta0uie 6.2.

Tabmuma 6.2 — BeipakeHust i CKOpocTed peakumid w3 Tadmuier 6.1. 3mecey Vip. 7 —
MaKCUMaJIbHbI€ CKOPOCTH; K12..7 — KOHCTaHThI MOJYHACHIIICHUS (KOHCTAaHThI Muxasmuca);
Qpymaxs Qp;max> Qprolypmax — MAaKCHMalbHbIC KBOTBI [UIs IYJIOB OPraHHYECKHUX
docdopcoaepkammx coeauHeHU P,, BHYTPUKIECTOYHOrO0 HeopraHudeckoro ¢ocdara P; u
nomupocdara PolyP; Qp, min, @p;min> @potypmin — COOTBETCTBYIOIIME MUHUMAIbHBIE KBOTBI

IIpouecc YpaBHeHue Pa3mepHocTh

C PV, = Vi Pex QPimaX — P MKMOJIb

KOpOCTh noryomenus PV, = P +K, Qo 10000 5
VY enpHast CKOPOCTh u= Vo (B — QPomin) S(1- £) 1
poCTa KyJIbTYpbl By — Qp,min + K Ky q
Ckopocth
npeobpasoBanms » Vs (P; = @pimin) Qpymax — P MKMOJIb
BHYTPHUKJIETOUYHOTO P; B = . —_—

P P P — QPimin + K3 QPomax 1010 - 4

OpPraHUYECKHUe
coenquHenus P

_ V5 ' (Po - QPomin)

CxopocTb 00pa3zoBaHUs P, — Qp,min T Ks MKMOJIb
POlyP QPolmeax - POlyP 1010k - 4
QPolmeaX
_ V6 ' (POlyP - QPolmein)
CKOpOCTb THIPOIH3a 7 PolyP — Qporypmin + Ks MKMOJTb
POlyP ) QPimax - PL' 101%m - 4y
QPimax
V7 - (P; — Qp;min) MKMOJTb

Cropoets orroka P N P Qpn + K 000 4
i

JInst yucneHHoro pemieHus noidydeHHod cuctembl OHY u umaeHTUdUKaLMM
napameTpoOB UCIIONB30BajIcs mporpamMmMubiii makeT DBSolve [Gizzatkulov et al. 2010].

6.3. JDKcnepuMeHTAJIbHBIE [AaHHBbIE, HCHOJb3yeMble IJIA BepupUKALUMN
MoJ1eJIn

Jlnis Bepu(UKalUK pelIeHuid MOJENH, KaK MPaBUJIO HCIOJNb3YIOT HW3BECTHBIE
HKCIIEPUMEHTAJIbHBIE JaHHbIC, OIMUCHIBAIOIIME COOTBETCTBYIONIYIO JIWHAMUKY. B
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OOJBIIMHCTBE COBPEMEHHBIX padOT MPUBOAMUTCS JAMHAMUKA HAKOIUICHUS IIyJia
nonudocdaros Tosbko nocie rononanus [Sanz-Luque et al. 2020, Solovchenko et al.
2019] u He paccmarpuBaeTcs AMHAMHMKA HakKoIJIeHHs (ochaToB B HOPMAaJbHBIX
ycioBusiX. B cBsi3M ¢ 3TUM 11 BepuPUKAMU NPEIOKEHHOW HUXKE MOJAETU ObLIU
UCIIOJIb30BaHbl SKCTIEPUMEHTANIbHBIE JaHHBIE U3 IOBOJIBHO CTapoil paboTsl [ Aitchison,
Butt 1973], mockoiibKy B 3TOH paboTe MPUBOAWINCH JAHHBIE OJHOBPEMEHHO IO
HAKOTUICHUIO U PAcXOJOBaHUIO MyNoB (ocdara U B HOPMAIbHBIX YCIOBUSX, U MOCIIE
rononanus. B [Aitchison, Butt 1973] 6bu1 mpoBefieH TpexaTamnHblil skciepuMeHT. Ha
HayalbHOM dTarne (ctaaus | — pocT B HOpMaibHBIX ycloBusx) kietku Chlorella
vulgaris KylnbTUBUPOBAIHUCH B TeueHue 5 oweu (120 uyacos) B cpene ¢ U30BITOUHBIM
conepxkanueMm (ocdara (3,23 MM). CornacHO OpUTHMHAIBLHOM CTaTbe, K STOMY
BPEMEHU CKOPOCTh JEJICHUS KJIETOK CHU3WIACh (KYJIbTypa KIETOK Mepenuia M3
AKCIIOHEHIIMAILHON B JIMHEHHYIO CTAJIMI0 POCTA) U 3aT€M OCTAaBaJIOCh MOCTOSIHHOM B
TEUECHUE HECKOJIbKUX JHEW. ABTOpHI MOKa3ajdu, YTO MpPEKpalleHue pocTa He ObLIO
CBsI3aHO ¢ ucToleHueM (Gocdara uiam JIOOOro APYroro MUTATEILHOTO BEIIECTBA B
cpene. B konme cragum I kieTkm  cobupanu  UEHTPU(PYTUPOBAHHEM,
pecycreHaupoBaid B cpene 6e3 ¢gocdopa u gangee B 3TOM cpele MHKYyOUpOBald B
teueHue 36 uacosé (craausi Il - romomanume). 3areM KJIETKM BHOBBL COOMpalv
IEeHTPU(GYTUPOBAHUEM, PECYCTICHANPOBATIN B CpPele C M30OBITOUHBIM COACpKaHUEM
docdara (3,23 MM) u uakyOupoBanu B TeueHue 24 yacos (cragus 111 — nobaBneHune
dbocdartoB B cpeny mocie rojiofanus). UuciaoBele JaHHBIE O MJIOTHOCTH KJIETOK U
conepkannn nonudocdara u oprodocdara B KiIeTKaX Ha Pa3HBIX CTATUAX OBbLIN
npeacTasieHsl B [Aitchison, Butt 1973] u ucnons3oBanuck i BepuprKauu MOISTH
(Touku Ha pucyHKe 6.2). JlaHHbIE 0 KHUCIOTOPACTBOPUMBIX M KUCIOTOHEPACTBOPUMBIX
bpakuii  nomudocdara  Obun  00beauHEHBL.  Copep)kaHWE — OPraHUYECKHUX
coeIMHEHUH, copepkamux Gocdop, ObLIO OLIEHEHO MyTEM BBIYUTAHUS COJICPKAHUS

oprodocdara u nonudocdara u3z odiero coaepxkanus docdara.
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Pucynok 6.2 — Jlunamuka mynoB ¢poc¢haToB U INIOTHOCTH KJIETOK BO BPEMs POCTa KYJIbTYpPbI
Chlorella B TpexcTaJuilHOM SKCIIEPUMEHTE: a—J — Ha cpefie, ¢ n30bITKoM ¢ocdaros, cragus [; e—3 —
Ha cpene, obequenHol docdaramu, craaus II; k—1 — npu goGaBneHun u30bITKa hocdaroB B cpeny
nocie nepuona ucrouienus, cragus I1I. Touku — skcnepuMeHTanbHble 1aHHbIE U3 [Aitchison, Butt
1973], crioniHbIe JIMHUK — PE3yAbTaThl MOJIETUPOBaHUs. a, U — Gocdar cpensl (Pex); 0, €, K —
coziepskaHue P; Ha KIIETKY; B, X, J1 — COiepkaHue P, Ha KJIETKY; T, 3, M — cozepkanue PolyP Ha
KJIETKY; 1, H — TUIOTHOCTH KJIETOK, C.

Nnentudukarnys mapaMeTpoB MOJICIIN IPOBOAMIIACK [Tl KaXIOH U3 OIMMCAHHBIX
BBIIIIC CTAIUN JKCIEPUMEHTA: CTaausl | — KyJbTHBHUPOBAaHUEC B Cpele ¢ M30BITKOM
docdara, cragus 1l — uakybanust B cpene 6e3 ¢gocdopa, cragus III — poct mocne
nob6asieHus Gocdara B roIofaronIyIo KyiabTypy.

B kxauecTBe HayaJbHBIX 3HAYCHHUU MEPEMEHHBIX BBHIOMPAIUCH 3HAYCHHUS U3

[Aitchison, Butt 1973] B cooTBeTCTBUU ¢ TpeMs TUIIaMU YCIOBUM pocTa. HauanbHbie
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SHAYCHMUA IICPEMCHHLIX W 3HAYCHUSA ITapaMETPOB MOJCIIN ITPHUBCICHEI B Ta6JII/IHaX 6.3u

6.4, COOTBETCTBEHHO.

Tabnuia 6.3 — HayanbHble 3HaYCHUS] IEPEMEHHBIX MOJCIH

Cramus | Cramus 11 Cranmus 11
C(MI;:) 4-10° 1.3-108 1.3-10%
Pox (22) 3.23 0 3.23
P, (0 0.4 034 0.54
P, (%) 59.5 59.5 31.2
PolyP (7o75—) 3 3 0.1

Tabmuma 6.4 — IlapameTpsl MoOnenH, MOJyYEHHBIE NMPH ANNPOKCHMAIMH SKCHEPUMEHTAIBHBIX

JIaHHBIX.

Cragus 1 Cramus 11 Cramus 111
K 0.12 703.52
K> 0.00 780.11
K3 0.19 120.93 135.51
Ks 123.50 1.81 1.04
Ko 0.08 0.16 0.01
K7 0.01 0.01 0.01
K 1.32-10% 6.29-10%
|14 1.54 25267.31
V> 0.04 29.30
V3 100.04 404.85 5582.12
Vs 7.89 1.99 5.68
Ve 1.11 2.14 38.26
V7 100.02 0.62 0.27
Qp 61.85 60.41
Q pi 1.00 0.71
Q pp 9.13 20.04
Qp 30.00 38.67 32.02

Bce kpuBble, OTHOCSAIIMECS K OJHOM CTaANM, OUCHIBAIOTCS OAHUM Ha0Op apamMeTpoB
MOJIENIM, COOTBETCTBYIOIIMM 3TON CTaJuH. Pe3ynbrarsl YMCIEHHBIX 3KCIEPHUMEHTOB
IIPUBEICHBI HA PUCYHKE 6.2.

6.4. Imnamuka nynoB ¢ocharoB B kiaerkax Chlorella B pa3anm4HbIX
YCJIOBHMAX POCTa

C nmnomompio pa3pabOTaHHOM  MoOnENU

OKCIICPpYMCHTAJIbHAA JWHAMHKA

OTICNBHBIX TYyJOB (ocdara Obuta TOMOJHEHA MOAETBHBIMU KPUBBIMU JUJISL JAPYTHX
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MYJI0B, YTO TO3BOJIUJIO MOJYYUTh LIETOCTHYIO KapTUHY MpeBpanieHus myiaoB ¢ocdara
HA Pa3HBIX CTAIUSIX.

Cramgma 1 okcmepumenta [Aitchison, Butt 1973] waumnaercs ¢
KyJbTUBUPOBAHUS KJIETOK, B3ATBHIX M3 CTAllMOHAPHOM KYJIBTYPhl C BBICOKUM
conepxxanneMm PolyP, B cpene ¢ m30biTkoM (docdara kimetoxk Chlorella. JIns stoit
CTaJuM SKCIEPUMEHTAJIbHO W3MEpPEHBbl OBbLIM M3MEHEHHs IUIOTHOCTU KieTok C u
BHYTPHUKJIETOYHOTO conepxkanusi PolyP (puc. 6.2 1, T), 5TU JaHHBIE UCIIOJIb30BAINUCH
s uaeHTudukanmuu napaMerpoB Moaend. [lomydeHHbIt Habop mapameTpoB ObLI
UCIIOJIb30BaH [IJIsi BOCHPOM3BEACHUS JIMHAMUKU OCTAJIbHBIX MEPEMEHHBIX MOJICIIU:
docdara cpenst P.,, Heopranuieckoro P; u opranudeckoro P, ¢pocdara B kinetke (puc.
6.2 a, 0, B). 1o 50-ro yaca KylnbTUBHUPOBaHUS BCE TPU BHYTPUKIETOUHBIX ITysa — P,, P;
u PolyP B pacuere Ha kieTKy ymeHnbiatorces. [locine 50-ro yaca myn opraHM4ecKoOro
¢docdara P, HaunHaeT yBenuuuBathes, U K 110-my vacy nocturaer Hacwimenus. [lyn
nonmudocdaroB PolyP Takke YBEIMUUBACTCA M JOCTUTaeT HACBHIIMICHUS, HO C
3ajepkkoil ~ Ha 10 yacoB (BpeMs, HeoOxomuMmoe Al cuHTe3a nonudocdaroB u3
oprannueckoro Qocdgara). K 110-my 4gacy poct KyabTypbl 3aMemJIsI€TCs, KylIbTypa
NEPEXOIUT B CTAllMOHAPHYIO (ha3y pocTa, a BHYTPUKIECTOUHBIN Myl P; HAYMHAET PE3KO
YBEJIMYHUBATHCSI, TOCKOJIbKY YK€ HE pacxoyeTcs B myibl P, u PolyP, KOTOpbIE K 3TOMY
BPEMEHU JIOCTUIIIN 3HAYEHU CBOMX MaKCUMAaJIbHBIX KBOT U HE MOTYT OOJIbIIE PACTH.
Uepes 200 yacoB KyabTUBHPOBAHMS, KOTIA CKOPOCTh POCTA KYJIbTYPhI CYILIECTBEHHO
CHW)KAETCsl M BBIXOAUT Ha miato, ¢pocdar cpenpl P., yMEHbIIAETCS MOYTH B MOJITOPA
paza OT CBOEro HayajJlbHOIO 3HAYEHMs, CKOPOCTh momiomieHus ¢ocdara cpeasl
CTAaHOBUTCS HE3HAYUTENIbHOM, a BCE BHYTPHUKIJIETOUHBIE MyJbl (ochaToB JOCTUTAIOT
CBOMX CTallMOHAPHBIX YPOBHEH.

Ha craguu 11 Bomopociu Ob11H IepeHeceHbl B cpeny 6e3 dhocdopa [Aitchison,
Butt 1973]. [ns »Tol cTaguum HKCOEPUMEHTAIBHO TMOMY4YEHbl ObUIM KpPHUBBIC
BHYTPHUKJIETOUHOTO coaepxkauust P, P, u PolyP. Ilpn annpoxkcuManuu peleHus MU
Moaenu (puc. 6.2 e, K, 3) YUUTBIBAJIOCH, UTO JIJIsl 3TOM CTAIMM CKOPOCTH MOTJIOIICHHS
¢docdaros cpensl V,, = 0, 1 yaenbHast CKOpocTh pocTa KyasTypsl 1 = 0. Kak BugHO 13

9KCIICPUMCHTAJIbHBIX W MOJCJIbHBIX KPHBBIX, Ha ATOU CTaauu BCC ITYJIbI (1)00(1)3TOB
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MCTOILAIOTCS 10 CBOMX MUHUMAJbHBIX 3HAY€HUN (MUHUMAIbHBIX KBOT) 3a 40 yacoB B
pe3yibTaTre oTToKa P; B cpeny.

Ha craguu III mocne ronogadus KJICTKH PeCyCIICHIUPOBAIH B cpefe, boraroi
dbocdopomM, ¢ Tem xe comepkanuem ¢ocdara, kak U Ha craauu I [Aitchison, Butt
1973]. Jns 3TOM cTaguM SKCIEPUMEHTAJbHO OBUIM HW3MEPEHbl KUHETUKU
BHYTPHUKJIETOUHOTO coaepxkanus P, u PolyP (puc. 6.2 1, m). Jlyi1 HallA€HHOrO TpH
anmnpoKCUMalMi Habopa mapaMeTpoB MOAENU Obljia MoydyeHa JUHAMUKA OCTaJIbHBIX
nepeMeHHbIX Mozaenu — Gocdara cpeast P, cogepxaHus P; Ha KJIETKY U IIOTHOCTH
kierok C (puc. 6.2 u, K, H). [locne nobasinenus ¢gocdara B cpeay HabIOAAIOTCS
JIOBOJILHO OBICTPBIN POCT KJIETOUHBIX MYJIOB (hocdara B TeueHUE NEPBBIX 24 4acoB U
ObICTpBIA, K 30-My yacy, BBIXOJ Ha CTallMOHAp (B CPAaBHEHUHU BBIXOJAOM Ha CTal[MOHAP
Kk 110 gacy pocra kyasTypsl Ha ctanuu I, mpu u3HauadbHOM U30BITKE (GochaToB B
cpene). 3a 3T0 BpeMsl MpakTUYeCKu Bech Pocdar P, cpelibl MOMIOMAETCS KIECTKaMU
(puc. 6.2 n). PocT KyapTyphl CHaYa1a xapakrepusyercs jar-¢gasoi, a 3aTeM KyJabTypa
JIOCTUTAET CTAIlMOHAPHOTO cocTosiHua (puc. 6.2 H). Ilyn P; OBOJIBHO OBICTPO
yBemmuuBaercsa ¢ 0,54 mo 0,76 mxmons 10710 knerox!, 3arem HaumHaer HeMHOTO
ymensbiarbes (puc. 6.2 u). [lyn PolyP B nepBbie 10 yacoB yBEIUYUBACTCS MMOYTU B 2
pa3a Mo CpaBHEHUIO C €ro 3HAYEHUEM [0 TOJIOAAHMS Ha cTaauu [, HO B TeyeHue
cinenyromux 10 yacoB oH cHoBa yMeHblaeTcs (puc. 6.2 m). Ilyn opranudeckoro
docdara P, Takke yBeIUYUBACTCA B ATOT MEPUOJ] M 3aT€M OCTAETCS Ha CTAllMOHAPHOM
ypoBHe (puc. 6.2 ).

Takum oOpazom, ydeT mpeBpalieHus myjia opranudeckoro docdara P, B myn
nonudocdara PolyP, BBeneHHE MHUHUMAIBHBIX U MAaKCUMAaJbHBIX KBOT IYJIOB H
OIMKCaHNE POCTa KYJIBTYPHI C YIETOM CaMOOTPAHUYEHHUS MO3BOJIUIIO BOCIIPOU3BECTH
JTUHAMHUKY SKcrepuMeHToB [Aitchison, Butt 1973] ma Bcex cragusax. HyxHo
NOYEPKHYTh, YTO cymiecTBytomue Monenu [Singh, Nedbal 2018, John, Flynn 2000,
Vijay, Yuan 2017, Carpenter, Bennett 2011] mo3BosisitoT onucarb Toiabk0 ctaauto I —
WHTEHCUBHBIA POCT (ochaTHBIX MyI0B Tocie nobaBieHust ¢GochaTtoB B cpeny K
royiofiaroiiieit Kynerype. [Ipu 3ToM Bo Bcex MOZAEIAX, U B pacCMaTpruBaeMoOi B TaHHOM

pasziesie B TOM 4YHCJIe, POCT KYJIBTYphl Tlociie qo6aBieHus GpocdhaToB K TOIOMAOIICH
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KyJbType umeer jaar-¢asy, T0 €CTb, HAUMHAETCS C SKCIOHEHUIUAbHON (pa3bl pocra.
Takass kuHeTHKa HaOMIOmaeTcs, Hampumep, B skcriepumenTax [Solovchenko et al.
2019]. Omnako B pabote [Aitchison, Butt 1973], skcnepuMeHTaIbHBIC TaHHBIC
KOTOPOM MbI UCIIOJIB30BAJIN JIJIsl HACHTU(PUKAIIMY TapaMeTPOB MOJIENH, ObLITN HEIBHBIC
yKazaHus Ha To, 4To Ha ctaauu Il pocT KymbTypsl ObUT HE3HAYMTEIHLHBIM, TO €CTh,
POCT KyJIBTYpbI, BO3MOXKHO, HAUMHAJICSA CO CTAI[MOHAPHOMN (a3bl. AHATU3UPYS MOJIEIb,
MBI OOHAPYKHWJIM, YTO OMHUCATh AMHAMUKY Tiyaa PolyP Ha ctaauu 11 (ObicTphIil pocT
nyja, JOCTH)KEHHWE MHKA U MOCIEAYIOIIEe YMEHBIICHHE) MOXHO TOJBKO B Cllydae
MHTEHCUBHOTO POCTa KYIbTYypbl (IIPU HAJIMYUU HKCIOHEHIMAIbHOU (pa3bl pocra) B
pesynbrare yero gocdar cpenbl ucromiaercs. OaHako, Kak ObI10 yKa3aHo B [ Aitchison,
Butt 1973], pocdar B cpene Ob11 B U30BITKE, @ pOCT KYJIBTYPhl ObLT HE3HAYUTEIbHBIM,
4TO ¢ OOJBIION BEPOATHOCTHIO M YKA3bIBACT HA CTAIIMOHAPHYIO (ha3y pocTa.

6.5. Moaudpuxkanuuss MoAeJHM € Y4YEeTOM Pperyasiiud o0pa3oBaHUA
noJsudocdaros

st oObsicHeHusT BO3HUKHOBeHUs mHKa mnonudocdaroB PolyP mnocie
nobasieHus pocdaroB k rosomaroniel KyJIbType B CTallMOHApHOM (ha3ze pocTa ObLIO
MPENNOJIOKEHO, YTO CYIIECTBYET MEXaHU3M PEryisiMi aKTUBHOCTU (DEPMEHTOB,
y4acTBYIOIIMX B MeTabonu3Me noiaudocdarton, 1100 HA YPOBHE UX CHHTE3a, TUOO0 Ha
ypoBHE Tuapoiu3a (0e3 Takoro MpeanoNoKEHUs MpU HaAWUJEHHBIX TapamMerpax
KynbpTypa Ha craauu I11 Bcerna Haxonumacek B 9KCIIOHEHITHAIBHOM (aze pocta). CuHTE3
PolyP perynupyercs nonudocdarkruHazoi (Vtc-KOMILIEKC), U COMIACHO JaHHBIM
MIPOTEOMHKHU T0 dKcmpeccuu Vic-komrekca [Solovchenko et al. 2019] on mor O
SBIIATHCS KJIIOYEBBIM (PEPMEHTOM, OMNpeAeNsionuM auHamMuky PolyP. OnHako
NoNbITKK onucarb AMHaMuKy PolyP nns 11l craguum skcnepumenta [Aitchison, Butt
1973] B ycnoBusiX cTalMOHApHOW (a3bl pocTa KYJIbTYyphl 3a CYET ydeTa pPa3HbIX
MEXaHU3MOB paboThl Vic-KOMIUIEKca oOKazaiuch OesycnemHbiMu. /Jlanee ObUIO
MPENIONIOKEHO, UTO KIIFOUEBBIM ATArioM MeTabonu3ma PolyP sBisieTcsi TMApOIU3 myia
PolyP, perynupyemMblii HeKUM (akTopoM R, KOHIIEHTpAIUsi KOTOPOTO 3aBUCUT OT
ypoBHsI Heopranuueckoro ¢ocdara kietku P;. OCHOBBIBasACh Ha HaOJIOIaeMOMN

nuHaMuKe myia PolyP, Obu1o mpeanonoxkeHo, uto R aktuBupyet runponus PolyP. R
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JOCTUTaeT CBOET0 MaKCMMyMa IIpU JOCTATOYHOM KOJIMYECTBE BHEIIHETo (ocdara, u,
CJIEZIOBATENIBHO, CKOPOCTh ruaponusza PolyP Takke MOXET JJOCTUraTh CBOETO
MakcuMyma. Bo Bpems rosomaHusi ypoBEHb P; CHWKAeTCs, TAKXKE CHWXKACTCA M
YpOBEHb R, 4TO MPHUBOAUT K OJOKHMpOBKE ruaposusa nyna PolyP. BocnonHeHue
docdara mocne rojofgaHus BBI3BIBAET MENJICHHBIA MOABEM YPOBHA R, TEM caMbIM
OpuBOAsl K pa30MoKupoBKe ruaponusa PolyP. Jlns mMoaenupoBaHHUsS OMUCAHHOU

JUHAMHWKH R On110 BBCIACHO YPAaBHCHHUC

d_R _ VR (R _ngin)n QRmax -R —
dt - (P=0ppin)" + K g

kR, (6.6)

B KOTOpOM 00pa3oBaHME€ R 3aBUCUT OT KOOIIEPAaTHMBHOIO CBA3bIBaHUS P; B (opme
Xumna—Jleurmiopa ¢ koddduimeHToM Xusuia #, 1 yYUTHIBAET MUHUMAIIbHYIO KBOTY
Ominpi HEOpranuyeckoro Qocdara kinerku P;, a Takke MaKCUMaJIbHYI KBOTY
perymaropa R, Quar. Pacmag perynstopa mponopiMOHAIICH €r0 KOHUECHTPAlWHh C
KOHCTAHTOW CKOpOCTH k. BbIIO mpeamnonokeHo, 4To CKOpoCTh Tuuponusa PolyP
nponopuroHaibHa  R/Qpaxr, TOITOMY BBIpaKEeHHE il V, u3 Tabmumbl 6.2

V _ I/G .(POZyP_QPolmein) . QP,max _P

nmpeodpa3oBajgoch B CIEIYIOIIEE: = PobP-0 Tk 0 “-R/Q,..- B
PolyPmin 6 P, max

pe3yapTare anmnpoKCUMAallMM JKCIEPUMEHTANIbHBIX JAaHHBIX PELIEHUSMH MOJEIH
yIaJI0Ch TOJIYYUTh €IUHBIA HA0O0p MmapaMeTpoB (Tabi. 6.5), mpu KOTOPOM aJeKBaTHO
OINKCHIBAeTCS JMHaAMUKa NylnoB (ocdaroB s Bcex 3-X cTaauil SKCIEPUMEHTa
[Aitchison, Butt 1973] B npeanonoxxenuu, 4To KyasTypa Ha ctaauu I skcriepumenTa
HAxXOIUTCsl B cTanuoHapHou (¢ase pocta (puc. 6.3 a). HazoBeM sKCliepUMEHT, B
kotopoM Ha craguu Il KynbTypa HaxomuTcs 6 3KCHOHEHLMAIbHOM (aze pocra —
cueHapueMm 1, a SKCmepuMeHT, B KotopoM Ha crtaguu Il Kynbrypa Haxomutcs B
cTaliMoHapHOM (a3e pocta — creHapueM 2. Takum 00pa3oMm, HCXOAHAs MOJEIb
ONMKCHIBAET DKCHEPUMEHTHl [UJIsl cCleHapus 1, a wmomenb ¢ MoAudUKaluen,
YUUTBIBAIOIICH PETYISLUIO THApou3a myiaa PolyP — sKCIIepUMEHTHI AJisl cleHapus 2.
B crnenapun 2 gunamuka mynoB ¢ocdaroB Ha craaum | skcmepuMeHTa OnMM3Ka K

TakoBOM Juist cueHapust 1. DTO OOBSICHSETCS TE€M, YTO YpPOBEHb R TNPAKTHUYECKU
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nocTtosiHeH (puc.6.3 a, 3eneHast KpuBas), IOCKOIbKY ocdar cpennbl P, Ha 3TON cTaau

HaXoaUTCA B M30BITKE.

Tabmuma 6.5 — IlapameTpbl MOAH(PUIIMPOBAHHONW MOJENH, TMOMYyYEHHBIC MPH AaIlPOKCUMAIIUU
SKCIEPUMEHTAJIbHBIX JaHHBIX

K1 74.84
K3 0.19
K5 1.69
K6 0.00
K7 0.52
Kf 1.25E+08
KmR 0.07
Vi 44.00
V2 0.05
V3 81.51
V5 26.18
V6 22.23
V7 5.53
VR 0.05
kR 0.05

Kak crneactBue, pemnieHus HUCXOAHOW W MOIUPUIMPOBAHHOW MOJENEH
KaYE€CTBEHHO COBITA/IAIOT.

Uepes 120 yacos pocrta KynbTypsl (cTaaus 11 sxcniepuMenTa) mpu ee nepeHoce Ha
cpeny 6e3 pocdopa (P, = 0) IpoOUCXOIUT TOCTEIIEHHOE YMEHBIIIEHUE BCEX KJIETOYHBIX
nynoB ¢ocdara. YMeHbIlleHUE TTyaa P; IpUBOAUT K TOMY, YTO YPOBEHb peryiasitopa R
TOXKE€ HAUMHAET CHUXKATHCS, TOCKOJIbKY 3aBUCHUT OT P; (ypaBHeHHE 6.6). YMEHbIIECHNE
KOHIIEHTpaluu R B CBOIO ouepeb MPUBOIUT K 3HAYUTEITLHOMY CHMXKEHHUIO CKOPOCTH
rusponuza nonaudocdaroB V. (mpu 3TOM CKOpOCTh cuHTe3a mnonudocdaroB Vi,
MEHSIETCS HE3HAuMTeNbHO. B pesynbrare Ha cnepyromer craauu III B orBeT Ha
nobasnenue P,, mpoucxonut ObicTpoe HakoruieHue PolyP (CKOpOCTh €ro CHUHTEe3a
3HAYUTENBHO MPEBHIIIAET CKOPOCTh THApOIK3a). Jlanee HaunHaeT paborark oOparHas
cBs3b. [y P; HauMHaET yBEeJIUUNBATHCS, MOCKOILKY docdar B cpejic BHOBb B U30OBITKE.
VYBenuueHne P; BBI3bBIBACT YBEIMYEHUE R, 4TO B KOHEYHOM WTOTe€ NPUBOAUT K

YBEJIMYEHHUIO CKOPOCTH TUIPOTIN3a CUHTE3UPOBAHHOTO C U30BITKOM PolyP.
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Pucynok 6.3 — lunamuka mynoB ¢ochaToB, COAepKAHUI PETYIATOPA U MIIOTHOCTH KJIETOK B
MpoIIecce pocTa KyabTypPhl XJIOPEIUIBl Ha TPEX SKCIIEPUMEHTABHBIX CTAIAAX: @ — TPEXITAITHBII
HKCIIEPUMEHT, B KOTOPOM KJIETKH BBIpAIIMBAIIU B cpefie, boratoit pocdopom, B Teuenue 120 g,
3aTeM MEePEeHOCHIIN B Cpey, 00emHeHHY0 Gochopom, u mociie 36 4 ToJIoaHusl B Cpeay 100aBIsuIH
n30bITOK (hochara; 6 — MOAETBHBIN SKCIIEPUMEHT, B KOTOpoM Ha ctaauu 111, BMecTo nobaBnenus
docdara B cpemy, 6T0KUPOBATH PEAKITUIO THAPOIIN3A; B — MOJIEIBHBIN SKCIIEPUMEHT, B KOTOPOM HE
OBLJIO CTaJMM TOJO/IAaHUA, M YPOBEHb BHelTHero (pocdara mogaepkuBaics B U30bITKE B TEUCHUE
BCET0 MePHOoJIa POCTa KYIBTYPHI.
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Takum oOpazom, auHamuka PolyP nHa cramuu Il skcnmepuMmeHTa JAEMOHCTPUpPYET
OTYETJIUBBIA MUK C TMOCJIEIYIOIUM CHIKEHHEM 0 CTallMOHapHOTO YpoBHs. be3
nobasnenus BHenmHero ¢ocdara P, 6okana ruapommsa PolyP (V; = 0) He TpuBOIUT
K €ro HakoruieHuto (puc. 6.3 0), Tak Kak My opranuyeckoro gocdara P, UCTOIIIEH, U,
COOTBETCTBEHHO, HET cyOcTpara ansi cunte3a PolyP. Eciu ¢docdara cpenbl Py
JOCTaTOYHO B TEYEHHE BCEro IMEpuoJa JKCIEpUMEHTa, MUK PolyP Takxe He
HaAOJIOAeTCsl, TOCKOJIBKY YPOBEHB PEryisiTopa R MpakTUUYECKU HE MeHseTcs (puc. 6.3
B).

6.5.1. Bauanue npooonsxcumenvnocmu pochamnozo 2ono0anus

MoaudunupoBanHass MOJENIb MO3BOIMIA OOBACHUTH M JApyrue 3(PQexTsi,
onucanHsle B [Aitchison, Butt 1973]. Tak Obulo yka3aHO, 4TO TPOAOKUTEIBHOCTh
nepuoga rojomganusi mo ¢ocdopy (mpomoskuTensHOCTh craauu 1) Biauser Ha
BenuuuHy nuka PolyP na craguu Il — yem kopoye mepuoj rojogaHus, TeM ciadee
BelpaxkeH UK PolyP mnocne pobasneHuss B cpeay docdara. B  MomenbHbIX
DKCIIEPUMEHTAX Mbl OOHAPYXKWJIM, YTO TMPU COKPAIICHUU MPOAOHKUTEIBHOCTU
rononanus (craauu 1) ¢ 36 no 30 yacos, nuk PolyP 3Ha4nTEeNbHO YMEHbIIAETCs (puC.
6.4, cuHsIst KpUBasi), a Mpy yMeHbIlleHuu 10 20 4acoB MpakTH4ecKu ucuesaet (puc. 6.4,

yepHasi KpuBas).

/f\

/ \ .
|\ Replenishment
f

|
Ample P 35 tarvation

PolyP, ymol/10'cells

0 50 100 150 200

Pucynok 6.4 — lunamuka myna nonudocdaros PolyP Bo BpeMs pocta Kynsrypsl Chlorella B
TPEXITAITHOM SKCIIEpUMEHTE; KIETKH BbIpalllMBajl B cpese, boraroit pochopom, B Teuenne 120
yacoB (ctanus I), 3aTeM nepeHocuin B cpeay, 00eaHeHHY0 (ochopoM (TyHKTUPHAS JTUHUSA)
(cramms I1). TTocne ronoganus n3oeTok docdara qodasnsmu B cpeny (craaus I11) gepes 20 yacos
(uepHas KpuBas M yepHas crpeinka), 30 yacoB (CHHSS KpUBasi U CHHSISI CTpesKa) win 36 yacoB
(KpacHas KpuBas U KpacHas CTpeJIKa).
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ABrtopel [Aitchison, Butt 1973] Takke yka3plBalOT Ha TO, YTO C YBEJIMYCHHEM
MPOAOKUTENIBHOCTU TOJIOIaHUS YBEJIMYMUBAETCS U CKOPOCTH morvomieHus docdara
Vip. C moMompto Mojenu Obula BOCIPOU3BENCHA IUHAMUKA V,, a1 pazHOU
MPOAOKUTENILHOCTHU rojiofilanus (puc. 6.5). YBenuueHue npooKuTeabHOCTH oT 0 10
20 4yacoB NPHUBOAUT K COOTBETCTBYIOLIEMY YBEIWYECHHUIO MAKCUMAJIBHOW CKOPOCTH
OMIOUICHUs V,,, HAJIbHEUIEE YBEIWYEHUE IMPONOJDKATEIBHOCTH TOJOJAHUSA HE

HU3MCHACT BCIIMUUHY MaKCHUMaJIbHOM Vup.

R222

Ample P Starvati n\\ "~ Replenishment
i i I N \
| .
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Pucynok 6.5 — Jlunamuka ckopoctu noromieHus: pocdara V., Bo Bpems pocta KyibTypsl Chlorella
B TPEXATAIHOM SKcrepuMenTe. KieTku BIpatuBaim B cpese, 6oraroit pocdopom, B Teuerue 120
yacoB (cranus I), 3arem nepeHocuiiu B cpeny, o0eHeHHY10 (ochopoM (ITyHKTHpPHAs JIUHNSA)
(cragus II). ITocne ronoganus u3dsITOK hocdara nodasisu B cpeny (cranus II) gepes 5 gacos
(uepHas KpuBas U yepHas cTpenka), 20 yacoB (CHHSISI KpUBasi U CUHSS CTpesKa), 24 yaca (KpacHast
KpHBast U KpacHas cTpeiika), 30 yacoB (3e1eHast KpUBas U 3eJIeHas CTpelika) Ui 36 4acoB
(myprrypHasi KpuBasi ¥ IypIypHast CTPENKa).

AHanu3upyst pe3yJbTaThl MOIEIBHBIX SKCIIEPUMEHTOB HA PUCYHKaX 6.4 1 6.5, MOKHO
3aKJIIOUNTh, 4TO TUK PolyP wa cragum III skcnmepumenTta Bo3HUKaeT HE 3a CYET
yBEJIMYEHHUs] CKOpOCTU mnomomenus ¢ocdara cpenst V,,, mockonbky mnocine 20
ronoganuss Ha craauu Il cxopocts V,, Ha cragum III yxe pocturaer csoero
MAaKCHMAaJbHOTO 3HAUEHMS, a 3@ CUET PETYJISLUMU PEAKLHMHU TUIPOJIN3A, TPUYEM, YEM
KOpOY€ NEPUOJ TOJOJAHUS, TEM B MEHBUIEH CTEIEHU OCYILECTBISETCS PETyJIALUS,
MTOCKOJIBKY MyJl P; HE yCIE€BAaeT CUJIIbHO MCTOLIUTHCA U KOHLIEHTPALHUs perynsTopa R,

3aBUCAIIAsA OT P,', MCHACTCA HC3HAYUTCIIBHO.
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6.5.2. Ycnoeua makcumanwvnozo évixooa PolyP

JIist  OMOTEXHOJIOTMYECKUX 3a/lad Ba)XKHO HAWTHU YCIOBUSA, TPHU KOTOPHIX
JIOCTUTAETCS] MAaKCUMaJTbHBIN BBIX0ON PolyP B xynbrype (0003HaunM ero kak PolyP,,).
KonmuuectBo PolyP;,; B KylIbType MOXHO PAacCuMTaTh KaK MPOU3BEJCHUE TUIOTHOCTU
kietok C u conepxanus PolyP na knetky: PolyP, = C-PolyP. JIBe Bepcuu mojenu,
COOTBETCTBYIOLIUE JIBYM CIICHApUSIM TPEXCTAUUHOIO SKCIEPUMEHTA, IMO3BOJISIOT
omnMcarh W JBa pa3MUHbIX cleHapus HakoruieHus PolyP na cragum III (puc. 6.6).
Cuenapuii 1 onucbiBaeT MHTEHCUBHBIN POCT KYJIBTYPhI KIIETOK (SKCIIOHEHIIMAIbHAs
daza pocra) Ha craguu III sxcriepumenta. B stom cuenapum PolyP wu PolyP,,
JTOCTUTAIOT CBOMX MaKCUMAJIbHBIX 3HAYCHHUH B pa3HOE BPEMs: COOTBETCTBEHHO Uepe3
8 u 16 yacos nocne go6asieHus dpocdara k romogaromniet Ha craauu Il KyneType, npu
ATOM KYJIBTypa JIOCTUTAET CBOEH CTAIIMOHAPHON INTIOTHOCTH MpUMEPHO uepe3 30 yacos
nocie pobasnenus gocdara (puc. 6.6 a), a pocdar cpeast P., ucromaercs. CrieHapuii
2 OMMCHIBAET KYJIBTYpPY C HU3KOM CKOPOCTBIO JiefieHus (CTaluoHapHou (a3za pocTa),
MOATOMY IIOTHOCTH KJIETOK OCTAETCS MIPAKTUICCKH MTOCTOSTHHOM, a pocdat cpeast P,
octaetcsi B u30biTke. B aTOM criienapuu PolyP u PolyP,,, 1OCTUTraloT MaKCUMaJIbHbBIX

3HAYEHUM OJTHOBPEMEHHO: IPUMEPHO uepe3 § yacoB nocie qodasneHus pocdara (puc.
6.6 0).

Cuenapwii 1 Cuenapuii 2
10 10
0 £ C
G 8
s 8 < 8
= 5 E fg‘ PolyP,,
E £ 6 E s 6
E g =
S S q
& 4 54 PolyP
S E S E
s 2 g 2
o 9 :
0 0 Time, h
0 10 20 0 10 20
a 0

Pucynok 6.6 — lunamuka PolyP n PolyP: B KylbType KJI€TOK MUKPOBOJIOPOCIEH: a — crieHapHii 1,
MHTEHCUBHO pacTyias KyasTypa, pocdat cpenbl Pex UcTOIIaeTcs; 6 — creHapuii 2, KyJapTypa B
cTaMoHapHOH dasze, pocdar cpeabl Pex B n30bITKe. KpacHsle kpuBble — conepxkanue noiaudocdara
(PolyP) Ha KJIeTKy, 4epHble KpuBbIe — obmiee copepxkanue nomupocdara (PolyPry107%), cunme
KpPHBBIE — IIIOTHOCTH Ki1eTok (C-107).
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6.6. Mexanu3mbl agantanuu KjieTok Chorella x pochopHoMy rooraHuio

HecmoTpst Ha OBBIIIEHHBIN UHTEpEC K MpobdiieMe HakorieHus noiaudocdaron
B KJIETKaX BOIOPOCIEH, TOYHBII MEXaHU3M PETYISIUU TOrO MPOLECcca 10 CUX IOp
HesiceH. Hakoruienue PolyP mocne BHeceHUs ¢ocdara B TOJIONAONIIYIO KYIBTYpY
MOXKET MPOWCXOAUTh MO JBYM pa3HbIM CcIlieHapusM. B mepBom ciydae docdar
n00aBIseTCST B KYJIBTYPY, HAaXONAIIYIOCS B SKCIIOHCHIIMANBHOU (pase pocTa, Kak,
Hanpumep, B [Solovchenko et al. 2019], 3arem KyabTypa HauMHAE€T JOCTATOYHO
MHTEHCUBHO PACTH U 32 KOPOTKOE BpeMsI JOCTUTAET CTAllMOHAPHOM (a3bl. 3a 3TO BpeMs
docdar cpeapl MpaKTUUECKU MOJTHOCTHIO UCTOIAETCS, a 3aMeIJIEHUE POCTa KIIETOK
conpoBoxkaaercs nmukoMm PolyP (Cuenapuit 1). B npyrom ciydae ¢ocdar BHOCUTCS B
KyJIBTypy B cTanuoHapHOW ¢a3ze pocrta [Aitchison, Butt 1973], koHueHtparus
docdara cpenpl MpPaKTUYECKH HE MEHSETCS, KOJIMYECTBO KIIETOK YBEIMYUBACTCS
HE3HAUMUTEJIbHO, OJIHaKO MUK PolyP B kietkax Takxe HaOmonaercs (Cuenapuii 2).
bb10 mpemsio’)keHo /1Ba BapuaHTa MOJENH, B KOTOPBIX PEaIU3yrOTCs ABa ClEHApUs
HakoruieHus PolyP, onucannbie Bbimie. CormacHO ASTUM BapuaHTaM, MOXHO
NPEAJIOKUTh JIBa MEXaHW3Ma HakoruieHust PolyP.

s Cuenapusa 1 perynsius B SBHOM BUJE B MOJEIb HE BBOAWIACH, PA3JIMYHS B
kuHeTnke PolyP ynanoch omnucarb, UCHONB3YS TPU pa3HbIX Habopa 3HAYCHHI
napamMeTpoB MOJENIW JJId TPEX CTaAuil 3KCIEepUMEHTA. 3/1eChb HEsIBHAs pPEryssuus
oOecreuynBaeTcs U3MEHEHHEM IMapaMeTpoB peakiuil. Tak, koHcTaHTa Muxasnuca B
BBIPQKEHHUH JUIsl CKOPOCTH CHHTe3a nonmdocdaros Vi, Ha craguu 11l Ha aBa nopsinka
MEHBIIIE [0 CPAaBHEHUIO C €€ 3HaueHWeM g craaud [, 4TO COOTBETCTBYET
3HAYUTEIBHOMY YBEJIMYEHUIO CKOPOCTH CUHTe3a PolyP W OOBSCHSET pa3inuuvs B
kuHeTuke PolyP na ctagusax | u Il npu ogqunakoBom ypoBHe docdara cpeasl (puc.
6.2). MOXXHO NpPENoNIOKUTh, YTO PETYIATOPHBIN MEXaHU3M B clieHapuu | CBs3aH C
skcnpeccuelt nonmudocdarkunaszel (Vtc-koMmILiekca), KoTopasi, Kak ObIJI0O TTOKa3aHO B
[Solovchenko et al. 2019], ycunuBaercs nocne rojgoganus no gocdopy (cramuu II),
YTO Y MPUBOJUT K akTUBAIuu cuHTe3a PolyP. Tlocne moBbIieHUs: ypoBHA P; B KJIETKe
Y YCTPAHEHUsI COCTOSIHUS TOJIOAaHUs dKcpeccHs Vic-KOMITJIEKCa BHOBb CHUXKAETCS, U

ypoBeHb PolyP Takke HaulHAeT CHUXKAThCS.
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Hnst onucanust Cuyenapus 2 HEAOCTATOYHO HM3MEHUTH TOJIBKO MapameTpbl
MOJIeTTM. AHaJIU3 BO3MOXHBIX PETYISIUN peakuuid cuHTe3a u ruapoiusa PolyP
mokaszaia, 4YTO HWMEHHO Yy4YeT perysiiuu ruaponusza PolyP moO3BOJsSET onmucarb
JUHAMUKY BCEX MEPEMEHHBIX B 3TOM ciyyae. B peakumio rugponusa PolyP Obin
BBEJICH PETYJIATOP R, UyBCTBUTEIBHBIN K YPOBHIO HEOpraHudeckoro ¢pocdara B KIeTKe
P, sBsromieMycst mpoyKToM ruiponusa. M3 ananuza skcriepuMeHTanbHON KHHETHKH
dbocharHeiX mynoB B kieTke [Aitchison, Butt 1973] 6b110 IpeAnonokeHo, 4To 3TOT
peryasTop IeHCTBYET B MEPBYIO Ouepeb Ha Tuaponu3 PolyP, peryaupys aerpaaaiuio
PolyP. B ycnoBusix u30bITOUHOTO cojepkaHusi (ocdara B cpene (B OTCYTCTBUU
royiofanusi) copepxkanue ocdara B KICTOUHBIX MYJTaX HAXOAUTCS B JUHAMHUYECKOM
paBHOBecuu (P; nepexoaut B P,, P, nepexonut B PolyP, PolyP pacnanaercs 1o P)).
Korma P; yMmeHblaeTcs B pe3ylbrare ToJIOJlaHUs, YpPOBEHb peryiastopa R
COOTBETCTBEHHO TOXXE YMEHBINACTCSA. DTO SABIAETCA MPUYHMHONW TOTO, YTO MOCIE
nobasieHus ¢ocdara B cpelly paBHOBECHE 3THX MYJIOB HAPYIIAECTCS, MOCKOIBKY
cKopocCTh ruposusa V; nonudocdaros PolyP 3HAYUTENBHO CHUXKAETCS TI0 CPABHEHUIO
CO CKOPOCTBbIO HUX cuHTe3a Vi, Takum oOpa3om, Ooiblias yacTh MOIVIOLIEHHOTO
docdara nepexonut B myn PolyP (Ha KpuBOi oTpaxkaeTcs Kak nuk PolyP), B ciencTBue
3TOTO YPOBEHB P; HEKOTOPOE BPEMs OCTAETCS JOBOJIBHO HU3KUM (puc 6.3 a, myprypHas
KpuBas), XOTs ypoBeHb (ocdara cpenpl P, BbICOK. Takum 00pa3oM, Jaxe MHpu
Han4IuK U30bITKa (pocdara B cpere HEKOTOPOE BPEMs KJIETKA OCTACTCSl B COCTOSIHUU
nedunmra P;, kak npu romonanuu. Kinerka MOKET BBINTH U3 3TOTO COCTOSIHUS TOJBKO
Torna, korma myn PolyP 3anomHuTcs (OMpuUONIM3UTCS K MaKCUMAaJbHOM KBOTE), H
nanpHenmmil cunte3 PolyP nipekparutcs. [locne 3anonuenus nyna PolyP nynel P, u
P; To’)Xe HauUMHAIOT MOMOJHATHCS (pUcC 6.3 a, CBETI0-3€JieHas U MypIypHas KpUBbIC
COOTBETCTBEHHO). YPOBEHb perynsaTopa R, 3aBUCSAIINNA OT P;, HAYMHAET MOBBIIIATHCS,
TO TPUBOJUT K TOMY, YTO CKOPOCTh Tuiapoiu3a V; nomudocdaroB HauMHAET
IpEBBINIATh CKOPOCTh UX CUHTE3a Vi, BCAEACTBUE Yero MMyl PolyP ymeHbIIaeTcs, U
docharupii oOMEH  BO3BpamaeTcss K ~ MCXOJHOMY  paBHOBECHUIO.  lakas
MOCIIEZIOBATEIbHOCTh  COOBITUH  CBHJIIETENBCTBYET, TMO-BHIAMMOMY, O HaJIU4YAU

MOJIOKUTEITLHON 00paTHOM CBSI3U: YMEHBIICHUE P; MPUBOIUT K YMEHBIIICHUIO R, 9TO
193



MPUBOJUT K CHUXKEHUIO CKOPOCTHU TUAPOIN3a V; U nanpHeneMy CHUKeHuto P;. (Kak
npoaykra rugponusa PolyP). CkopocTs nomiouieHus pocdara uz cpenst V,, Ipu 370M
y’Ke€ JIOCTUITIa MaKCUMyMa (Kak ClIeAyeT U3 pUCyHKa 6.5) U HE BIUAET HA TUHAMUKY
nyna P;. Takum o0pa3oM, eciii R yMEHbBIIAETCS HUXKE HEKOTOPOTOo KPUTHUYECKOTO
ypoBHS, (QocdaTHbIi OOMEH KIETKH MEpPEKIIOYaeTCs Ha aJbTePHATHBHBIA PEXKUM,
NIEPEOPUEHTUPYSACH Ha 3anacanue PolyP.

NMeer MecTo sIBIEHHME THUCTEpe3nca — CYLIECTBOBAHUE [IByX PEKUMOB
docdarHoro oOMeHa, BBHIOOP MEXIY KOTOPBIMH OMpEeNseTcs MpeapicTopue
Pa3BUTHS KYJIBTYPbI KJIIETOK. DTO OOBSICHSIET 3aBUCUMOCTD MosiBlIeHUs ntuka PolyP ot
nepuosia TOJIONAHUs: MpPHU KPaTKOBpPEMEHHOM rosionaHuu (GochopHbIii OOMEH He
yCIEBAET NEPEKIIOUUTHCS B peKUM Hakoruienust PolyP (puc. 6.4).

Perynauus QepMeHTOB, CBS3aHHBIX C BHYTPHUKJIETOYHBIM COJEpP)KaHUEM
dbocdara B pa3nmuuHbIX OpraHu3Max, Obljla M3yueHa BO MHOTUX pabdoTax: [ Slocombe et
al. 2020, Solovchenko et al. 2019, Andreeva et al. 2015, Austin, Mayer 2020,
Lavrinovics et al. 2021]. HauGonee pacnpocTpaHeHHOE ONMKMCAaHUE MEXaHU3Ma TaKou
peryasiun BKIoyaeT Haanane SPX-10MeHOB (Y4acTKOB O€JIKOB), IPUCYTCTBYIOIINE B
(depMeHTax, CBSI3aHHBIX C TpaHCHOpPTOM (ocdara uepe3 BHEIIHIO U BHYTPEHHIOK
memOpanbl  kjetkn  [Ried et al.  2021]. SPX-momeHbl  CBSI3BIBAIOT
BbICOKO(ocpopunrpoBannblie (hopmbl HHO3UTONA (MHO3UTONNHpOodocharer [P7 u IPY),
KOTOpPbIE€ CHHTE3UPYIOTCS B KJIETKE MPHU U30BITKE PocdaTa u THAPOIU3YIOTCS B (POPMBI
C MEHBIIMM KolmyecTBOM (ocdarHeix rpynn npu aepunure ¢ocdara [Cridland,
Gillaspy 2020, Austin, Mayer 2020]. Takum 00pa3oM, MOKHO IPEANOI0XKUTH, YTO
uHO3UTONNUpOodocdar ABISAETCS PErylsTOPOM, YYaCTBYIOIIMM B ONMCAHHBIX BBIIIE
MeXaHW3MaXxX MUKOBOTO HaKorieHus: PolyP mocie cTaauu rojI0JaHusl.

Kpome omnrcaHHbIX BbIIIE IByX ClieHApUeB HakorieHus: nonudocdaros PolyP ¢
MOMOIIBIO  MOACIUPOBAHUS  MONEIh  IMO3BOJSIET  MPOSCHUTH  MEXaHW3MBI,
onpeaenstone AMHaMuky PolyP u B He ronogatouedt kynerype (cragus I). Kak
MoKazaHo B 3kcnepumeHTax [Aitchison, Butt 1973], B akTuBHO pacTyIiei KyabType
npyu Hamuyuu u30bITKa ¢ocdara B cpere HakoruieHuss PolyP He NpOUCXOAMT,

HAIpOTUB, KPUBBIE AEMOHCTPUPYIOT cman PolyP (puc. 6.2 r). Bech mornoieHHbIHI
194



KJIeTKOU ¢ocdar pacxogayercs Ha CHHTE3 opraHuueckoro gocdara P,, HEOOXOIUMOTO
JUIsl pocTa KynbTypbl. Eciu B SKcriepuMeHTE B KayeCTBE HMHOKYJSATA HCIOIb30BaATh
KJICTKH, HaXO/ISIIMECs B CTAllMOHApHOH (ha3e pocTa u umeromue 3amnac PolyP, To 3ToT
3arac pacxoyeTcsi Ha pOCT KIJIETOK B TEUEHHUE MEPBBIX CYTOK KyJIbTUBUPOBAHUS (pHC.
6.2 r). Hakornenue PolyP HaunHaeTcs, KOrna pocT KJIETOK OTpaHUYEH, HallpUMeEp, U3-
3a X caMO3aTeHeHHUs, a BHEIHUMN (ocdat ocTaercs B u30bITKe. [1o Mepe 3ameienus
pocTa KyJIbTyphl KoinuecTBo PolyP B kieTkax yBenuuuBaercs. B pesynbrare, xorma
POCT KyJIBTYphI IOCTUTAET CTAlIMOHAPHOM (ha3bl, KJIETKAa HAKAIIIUBAET OMPEACIICHHOE
kosmuecTBo PolyP.

6.7. IlpumeHeHne B OMOTEXHOJIOTHN: HAKOILIeHUe PolyP B Gnomacce KJIeTOK
U OYHCTKA CTOYHBIX BOJI

BaxneiimMu 3aiadaMu  OMOTEXHOJIOTUM  SIBJISIETCS  pa3paboTKa METOJOB,
KOTOpple OBl C OTHOM CTOPOHBI OOECTEYMBAIM MAaKCHUMAalbHOE HAKOIUICHHE
nonudocdaro PolyP B KyabTypax KJIETOK JJis MOCIEAYIOIIEr0 UCIOJIb30BaHUS UX B
KaueCTBE YIOOpEHHUI, a C Ipyroi CTOPOHBI — MaKCUMabHOE yhaneHue gocdaroB u3
OKpY’Kalollel cpepl, CrocoOCTBYS OYHMINEHHIO BomoeMoB. OIHAKO HH OIWH W3
PACCMOTPEHHBIX BBIIIE CIIEHAPUEB HE TMO3BOJISET OJHOBPEMEHHO PEIIUTh 00e
noctasieHHbIe 3a7auu. Tak B Cyenapuu 2 makcumym PolyP B KylbType JOCTUTaeTCs
~3a 8 4 (1o cpaBHEHUIO C 16 4 noctmkeHus MakcumyMma PolyP B kynbsrype B Cyenapuu
1) nocne nobapnenus gocdara kK romofaroiieid Kynsrype (puc. 6.6), HO UCTOIICHHUS
CpeZbl B HE IPOUCXOINT, ITOCKOJIBKY KyJIbTYpa HAXOAUTCS B CTAIMOHAPHOH (paze pocra.
B Cuenapuu 1 xynvrypa, Haxonsiascs B SKCIIOHEHIIUAIBLHON (a3e pocTa aKTUBHO
nomioniaeT Gocdar cpenbl, YTO MPUBOIUT K TOMY, 4TO K ~ 30-My yacy pocTta, pocdara
B Cpele NpPaKTHYECKH HE OCTaeTcs, HO K JTOMYy BpeMeHu myn mnonudocdara
3HAYUTENBHO COKpalmaercs. Takum o0pa3oM, KylbTypa, Tojofaromnas 6 gasze
CTallMOHAPHOTO POCTa, HakaruBaeT PolyP ObicTpee, 4eM pacTylas KyJbTypa 6 gasze
OKCTIOHEHIIMATBHOTO POCTA; OJHAKO TaKyl KyJAbTypy HENb3sl HCIIOJIb30BaTh st
OYMCTKU CTOYHBIX BOJI, TAK KaK MPHU TaKOM ciieHapuu (pocdar cpeapl MpaKTHIeCKU HE
notpebnsercs. Kak BUIHO, 3a7aud HAKOIUIEHUST OMOMAcChl C MaKCHMaJIbHBIM

conepxkanneMm PolyP m obecrnieueHrs] ONTUMAJIBHON CTETIEHH OYMCTKUA CTOYHBIX BOJ
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SBJIIOTCSl B3AUMOUCKITIOYAIOIIMMU. J[J1 OTydeHHs] CyMMapHOTO pe3yiibTraTa MOXKHO
MPEJIOKUTH ABYXATAIHYIO CTPATETUIO KyJIbTUBUPOBaHUS Bogopocieil. Ilepewtit aman
— makcumanvHoe Hakonaenue PolyP. B eMKOCTh CO CTOYHBIMHU BOJAMHU MOMENIAIOT
BOJIOPOCIIM, rojofaromue 1o ¢ocdopy, B TaKOM KOJIMYECTBE, YTOOBI IJIOTHOCTH
MOJTYYCHHON CYCIIEH3UH COOTBETCTBOBAJIA TUIOTHOCTH KYJIBTYPHI B CTAIIMOHAPHOU (haze
pocta. Bonopociu cnenyert npenBapuTensHO HHKYOUPOBATh B CPEJE, HE COJEpIKaIIei
docdopa, B TeueHrne HeobxonuMoro BpeMenu (36 9 s mraMmma, UCIOJIb30BaHHOTO B
[Aitchison, Butt 1973]). Haunnaercs aktuBHOE HakoruieHHE (ocdaroB KIETKaMH,
BCJIC/ICTBME 4YEro CojepKaHue HMEHHO moiudocdaroB B KylIbType CTaHOBUTCSA
MaKCUMAJIbHBIM (4epe3 8 4 JIsl UCCIeAyEeMOro IITaMMa), TIPU ATOM JIpyTHE KIETOYHBIC
nynbl (ochaToB 3alMoNHEHbl HE MOJHOCTHIO. [locime MakcMMalbHOTO HAKOTUICHHS
nonudocdara B KyabType KIETOK OHOMacCy cliefyeT coOpaTh, MOJYyYHUB MPU STOM
1eHHble QpochopHblie ynoOpenusi. Bmopoit sman — ouucmka 600wi. [lanee B 3Ty *xe
E€MKOCTh CJIEAyeT BHOBBH IIOMECTHUTH TOJIOMAIONIYI0 KYJIBTYpPY, HO YXE B TaKOM
KOJIMYECTBE, YTOOBI TUIOTHOCTH MOJYYEHHOM CYCIIEH3MH COOTBETCTBOBAJIA IJIOTHOCTU
KyJbTYpPhl B OKCIIOHEHIMANBHOU (ase pocta. Takas KymbTypa HaYHET aKTHBHO
nomionarhk Gocdarsl cpesbl, €€ CIeayeT OCTaBUTh PACTH J0 Te€X Top, moka Gocdop B
eMKOCTH HE UCCSKHET. buomacca, moiydeHHasi Ha 3TOM JTare, IpeaCcCTaBiIsIeT coooi
MeHee IIeHHOE ynoOpeHue, MOCKOIbKY pacipeneneane GpocdaroB B KJIETOUHBIX MylTax
y)Ke He o0ecredynBaeT MaKCUMaJbHOTO cojepkanus mnonudocdaroB. OCHOBHBIM
pe3ynbpTaTOM BTOPOTO JTama SIBISETCS OYHMCTKA BOABI B pe3epByape oT (ocdaros.
[Tocne o4MCTKH BOABI KYJIBTYpY MOXHO BBIAEPKAaTh B TOJIOAHOM COCTOSIHUU
HeoOxonumoe Bpemsi (36 4 nJisi 3TOTO IITaMMma) W Jlajiee MOMECTUTh OuoMaccy ¢
COOTBETCTBYIOIIEH TUIOTHOCTHIO B HOBBIM pe3epByap CO CTOYHBIMH BOJAMH, TOCIIC
Yero BHOBb HAYHETCS dTall HakorieHus noiudocdaron. [lanee sTambl moBTOPSIOTCS.
Takum o00pazoMm, peanu3ars TaKOW JBYXAITAITHOW CTpaTerdyd TO3BOJIMT CHadvalia
MOJIyYHTh OMOMAcCy, HaWJIydlmIiuM oOpa3oM TMPUTOMHYIO JIJIi HWCITOJIb30BAaHHUS B
KauecTBe ymoOpeHus, a 3areM 3(()EKTUBHO OYHUCTUTH CTOYHBIC BOIBI OT M30OBITKA

dbocdaros.
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Takum 006pazomM, paccMaTpUBAEMBbIi EPEXOAHBINA MPOIECC HA MOMYISILUOHHOM
YPOBHE — 3TO PErYIMPYEMbIA PEXKUM aJanTallid, B KOTOPOM PEeau3yeTcsl CTpaTerus
BBDKMBAHUSI M HAKOIUICHUS II€JE€BbIX NpOAyKTOB. IlomydeHHBIE pPE3yJbTaThI
COIIACYIOTCSl C KOHIEMIMEH MHOTOYPOBHEBOW OpraHU3allUM MEPEXOIHBIX MPOILIECCOB
U CIy)XaT OCHOBOM sl pa3paOOTKH OHWOTEXHOJOTHYECKUX IPOILIECCOB C

UCITOJIb30BAHUEM MUKPOBOJOPOCIEM.

6.8. BriBojbI 110 I1aBe 6

1. IlocTpoeHa mnomynALMOHHAs MOJENb, JAEMOHCTPUPYIOIAs, KAaK JIOKAJIbHBIE
MeTaboIMYEeCKHE NEPEKITIOUEHNS Ha YPOBHE OTJEJIbHOM KIIETKU 00yCIIaBIUBAOT
HEJIMHENHbIE, TOPOTOBbIE HM3MEHEHUsT B JMHAMHUKE BCEH KYJIBTYpbl, YTO
NOJATBEPKIAECT NEPAPXUUYECKYIO IPUPOAY aJaNTALMOHHBIX IEPEXOA0B.

2. Tlomy4yeHHOE KOJIMYECTBEHHOE ONMMCAaHUE AUHAMUKHU IMyJ0B QocdaToB U pocTa
KYJBTYpPBI, MO3BOJISIET MMPOTHO3UPOBATh MOBEACHUE KYJIbTYPhl MPU U3MEHEHUU
YCIIOBUM.

3. YcTaHOBIEHO, UTO HAKOIUIEHHE MONMH(POCHATOB HAUYMHAETCS HA PAHHUX CTaIUAX
CTpecca, N0 OCTaHOBKH pPOCTa, M CBSI3aHO C IepepacupeneIcHueM

META00INYECKHUX TOTOKOB.

Pe3ynomameul 2naevl 6 npedcmaenensvt 6 padome:
Plyusnina T.Y., Khruschev S.S., Fursova P. V., Solovchenko A.E., Antal T. K.,
Riznichenko G.Y., Rubin A. B. Simulating the interplay between the uptake of
inorganic phosphate and the cell phosphate metabolism under phosphorus feast and
famine conditions in chlorella vulgaris // Cells. — 2021. — vol. 10. —no. 12. — pp. 3571-
3585.
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O0cy:x1eHue pe3yibTaToB

[IpencraBnennass paboTa  MOCBSAIIEHA  KMCCIEIOBAHUIO  JTMHAMUYECKON
OpraHM3aIfy MEePEXOIHBIX MPOIECCOB B KJIETKaX (POTOCHHTE3UPYIOMIMX OPTaHU3MOB
KaK pErylaTopHbIX (a3 ajanTaluyd K U3MEHEHUIO BHEUIHUX yclioBuUd. KiroueBbiM
MOJIO)KEHHEM palOThl SIBISIETCS TE3UC O TOM, YTO MEPEXOIHBIE IPOLECCHI
IPECTaBISIIOT OO0 HanpaBIeHHbIE HEPAPXUUECKU OPTaHN30BaHHBIC JTUHAMUYECKHE
NEePECTPONKH, O0ECIEUUBAIONINE COXPAHEHHWE BaXHBIX I (HOTOCHUHTE3UPYIOIIEH
KJICTKH (DYHKITMI KJICTKU TP IEUCTBUH CTPECCOBBIX (PaKTOPOB.

OCHOBHOI METOJOJIOTMYECKOTO MOJAX0/Aa CTal0 COYETAaHHE KOJIMYECTBEHHOTO
aHaJn3a SKCIIEPUMEHTAJIBHBIX HAOMIONEHUNA W MaTeMaTH4YeCKOro MOJEIUPOBAHUS B
pamkax cuctemMHoro mnonaxoaa. (Ocoboe BHHMaHHME YIETSAIOCh BBIABICHHIO MU
UCIIOIb30BAHUIO BPEMEHHOW HMEPAPXUU MPOLECCOB OT MUKO- U MHILIMCEKYHIHBIX
peakiuii B otocucteme Il 10 4yacoB u gHEN, HEOOXOAUMBIX ISl METa0OJIMYECKUX
peakuuii U pocTta MOMyJASUMU KIETOK. DTa HepapXus Jierla B OCHOBY CTpaTernu
PEOYKUIHH CIIOKHBIX KMHETUYECKUX MOJENIEH, MO3BOJISIONIEH CBECTH MHOTOMEPHBIE
CUCTEMBI K CUCTEMaM C HEOOJIBIIIUM YUCIIOM KJIFOUEBBIX NIEPEMEHHBIX, COXPAHSA MIPU
TOM CBSI3b A(D(PEKTUBHBIX MapamMeTpPOB C DBJIEMEHTAPHBIMM KOHCTAaHTaMHU Yepe3
aHAJIUTHYECKUE BBIpaXKeHUs. Takas «peayKIHs ¢ pa3BOpaulMBaHUEM» 00eCIeyuBaET
perieHre 00paTHOW 3aJaul KMHETUYECKOTO MOJETUPOBAHMS, OUCKA 3(PPEKTUBHBIX
napaMeTpoB MO OKCIEPUMEHTAIbHBIM  KPUBBIM, HE Tepss BO3MOXXHOCTH
MHTEPHPETALMH 3JIEMEHTAPHBIX MPOLECCOB.

B mmaBe 1 Opima maHa TeopeTHYECKas OCHOBAa HCCIIENOBAaHHUA: TIIOKa3aHa
HEOOXOIMMOCTh TEpexo/la OT OMHMCAHUS CTAllMOHAPHBIX COCTOSHUN K aHaIHu3y
MEPEXONHBIX PEXKUMOB KakK (DyHKIIMOHAJIBHO 3HAYUMBIX JTAloOB aJlalTalluu.
®orocuctema II (OCII) Obia BeIOpaHa B Kaue€CTBE MOJEIBHONW CUCTEMBI Onaromaps
OOJBIIOMY ~ KOJMYECTBY  WH(MOpPMalMM,  Kacawlleilcs ee  CTpOeHUusT U
(GYHKIIMOHUPOBAHUS, a TakkKe JOCTYMHOCTH METOJI0OB OBICTPOM perucTpanuud B
71a00paTOPHBIX AKCIIEPUMEHTAX KPUBBIX MHAYKIIMHU (IyopecleHInn Xjiopoduia a,
dbopma KOTOphIX oOTpakaeT mnepexoabl Mexay cocrosHusMu DCII. OcHOBHBIM

BBIBOJIOM TIJIaBbI CTAJIO YTBCPIKACHUC O TOM, UYTO HEJIMHEHHAas AWMHAMHKa IICPCXOAHBIX
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MPOLIECCOB caMa MO cebe CIY)KUT WHIAMKATOPOM Hauaja ajanTaluu 3aJ0Jro 0
MOSIBJIEHUS. MAKPOCKONIMYECKUX MPU3HAKOB IMOBPEKICHHS WM U3MEHEHUS POCTA.

[maBa 2 mocesmeHa pa3paboTke W BepUPHUKAUU  PEAYLHUPOBAHHBIX
kuHeTndeckux Mozeneid MCII u MeTroga CHEKTPaIbHON MYJIBTUIKCIOHEHIIMATBLHON
annpokcuMann (CMDA). beiia npemnoxkeHa wmoxenb DCII, ocHoBanHas Ha
TPYIIIMPOBKE COCTOSIHUI 10 YMCITY JIEKTPOHOB Ha XMHOHHBIX aKLIENTOpax (OIHH, /1Ba,
TPHU), YTO TMO3BOJWJIO TMOJYYUTh AHAIUTUYECKOE PEIICHHE B BHJIE CYMMBI TpeX
AKCTIOHEHIIMANBHBIX (PYHKIUH M cOmOCTaBUTh (Pa3bl MHIYKIMOHHON KpuBoi (OJ, JI,
IP) ¢ KOHKpETHBIMU TaNlaMU MIEPEHOCA AIIEKTPOHA JIJIs1 KJIETOK BOJOPOCIEH U BBICIINX
pactenuii. KittoueBbIM pe3ynbTaToM CTano YCTaHOBJIEHUE SIBHOM CBSA3U 3 ()EKTUBHBIX
[IapaMETPOB MOJEIN C DJIEMEHTAPHBIMUA KOHCTAHTAMHM CKOPOCTEM CBETOBBIX H
0e3bI3TydaTesIbHbIX epexo0B. C MOMOIBIO MOJIENIN ObUIH BBISIBIICHBI CYIIIECTBEHHBIE
pasnnuns B auHaMuke repexogos B GCII B kieTkax BoOOopociien U BBICIIUX PACTEHUN,
YTO yKa3plBa€T Ha OIpaHWYEHUsA TpaaunuoHHoro JIP-tecra, mnpuBA3aHHOIO
UCKJIFOYUTENIBHO K BPEMEHHBIM TOYKAaM MHIYKIIMOHHON KPHUBOM.

JIns aHanmy3a TeTepOreHHOCTH peakuOHHBbIX LHeHTpoB PCII mpu nericTBum
DCMU O0bua noctpoeHa MoJenb U3 24 COCTOSHUM, KOTOPYIO B PE3YJIbTaTe peAyKIUU
YIaJIOCh CBECTH K IBYM YPAaBHEHHUSM H ITOJYYUTh aHAJIMTUYECKOE PENIEHUE KaK CYMMY
JIBYX OKCIOHEHUMaIbHBIX (yHkumid. [lomyyeHHOE aHAIUTHYECKOE pEIICHHE
II03BOJIMJIO J1aTh KOPPEKTHYH) MHTEPIIPETALMI0 CUIMOMIHOCTH HAYaJbHOIO y4acTKa
WHIYKIMOHHOW KpuBOH. [TokazaHo, 4TO Takasi CATMOMAHOCTH OOYCJIOBJIEHA BKIJIAIOM
OTPHUIATEIPHOW JKCIOHECHIIMAILHON (DYHKIIMHM, COOTBETCTBYIOIICH peakiusM B
kucnopoa-seiaenstonieM komriekce (KBK), Torna kak B muteparype pacnpocTpaHeHO
MHEHME, YTO CUTMOUJIHOCTD PEAIN3YETCS B CBI3HOCTH PEAaKIMOHHBIX 1IEHTpoB DCII.
Ha ocHoBe stoit mMomenu Obuta copmynrpoBaHa KOMOMHHMpPOBAHHAS MOIETh IS
ouenku rereporeHHocty @OCII, a HWMEHHO OUEHKH JAoJedl o- U P-LUEHTPOB,
OTIMYAIOIIUXCS  Pa3MEPOM  CBETOCOOMpAroleil aHTEeHHbl W  OLEHKH JIO0JIed
peakIMOHHBIX EHTPOB ¢ HeakTuBHBIMM KBK. Moaens ncnons3oBaniace nanee st
KOJINYECTBEHHOW OIIEHKM WM3MEHEHHUS TE€TEPOT€HHOCTHM B PA3JIUYHBIX YCIOBHUAX

cTpecca.
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Metonq CMDA Obll peann3oBaH Kak MHCTPYMEHT JETEKTUpoBaHHs (a3
UHIYKIMOHHBIX KPUBBIX, B TOM 4YHUCJE€ BHU3yaIbHO HE OOHAPYKHUBAEMBbIX.
AnmpokcuMaIus KpUBOW CYMMOW AKCIMOHEHT ¢ (PUKCHPOBAHHBIMU XapaKTEPHBIMH
BpEMEHAMU Ha JIOrapu(PMUYECKOW CETKE IMO3BOJMIIa MPeodpa3oBaTb BpPEMEHHBIC
po( I B CIIEKTPATTLHBIE «ITOJIOCHD), TJIE IIBET COMOCTABIIICTCS] BPEMEHHOM IITKaJe, a
BBICOTa — aMIUIHTyae ¢as3bl, a TPEACTABICHUE HWHAYKIIMOHHBIX KPHUBBIX B BHIIC
TaryIoOKapT J1aeT BO3MOXKHOCTh BHU3yaJIU3UPOBATH OOJIBIIIKME MACCHUBBI JaHHBIX,
MOJIy4a€MbIX, HAIIPUMED, IPU MOHUTOPHUHTE.

[maBa 3 mnpomeMoOHCTpUpOBalia TPUMEHEHUE pa3pabOTaHHBIX METOAOB K
aHalau3y JEUCTBUSA CTPECCOBBIX (DaKTOPOB: A30THOTO TOJIOJIAHUS, TOKCHKAHTOB U
u3MeHeHus cBeToBoro pexkuma y Chlorella vulgaris. bpliio mokazaHo, 4TO IEPEXOTHbBIE
npoiiecchl B OCII BO3HMKAIOT 3HAYUTENILHO PAHbBIINE BUAMMBIX MAKPOCKOMUYECKUX
n3MeHeHud. Hampumep, npu uctouieHun azora B cpeie Ha ~30 4 pocTa KyIbTyphl
HaOmonanuch peskue ckauku amrmutyn ga3z OJ u JI mo CMDA, coBnagaromume mno
BPEMEHH C MCTOILIEHUEM BHEUIHErO a30Ta, TOTAA KaK BHYTPUKJIETOYHBIE 3aIlachl €IIe
He ObLIM McuyepnaHbl. Busyanusaiys mojiyd4eHHOTO MacCuBa JIaHHBIX B IIPOLIECCE pOCTa
KyJbTYphl B OHOpEaKTOpe B BHJIE TEIUIOKAPT MPOAEMOHCTPUPOBAJIA BBICOKYIO
YyBCTBUTEIBHOCTh METOAA K PAaHHUM HU3MEHEHUSIM B (DYHKIIMOHATHLHOM COCTOSIHUHU
@OCII, B yactHOCTH, K TTosiBIIeHUIO K-da3zbl (~0,15-0.25 Mc), oTpaxkaroiieit HapylieHue
pabotel KBK ere 1o camkenns nokasarenst aktuBHOCTH DCII — Fy/F,.

AHaIM3 C TOMOINIBIO PEIYLUHUPOBAHHOW MO BBISBIJI OJTHOBPEMEHHOE
CHUKCHHE JIOJIM O-IICHTPOB M B OOJIbIIIEH CTENEHU JI0JIA IIEHTPOB ¢ akTuBHBIM KBK,
YTO YKa3blBaC€T Ha KOMIUJIEKCHYIO MEpPEeCTPONKY (POTOCHHTETHYECKOTO armmapara:
CHayaJla KpaTKOBPEMEHHOE YCWJICHHE »JJIEKTPOHHOIO TpaHCIopTa (aganTUBHAS
peakius), 3areéM €ero YrHEeTeHHWE U POCT TeTePOTeHHOCTH. AHAJIOTHUYHO, TpU
soszeiicteuu Cd*" u Cr,O-*" momunupyromuM >dppekrom okasanoch yraerenne KBK,
TOTJa KaK aHTEHHBIH KOMIUIEKC OCTaBaJICS NMPaKTUUYECKU Heu3MeHHbIM. OcoObIit
WHTEpPEC TPENCTaBIsIeT aHajlu3 MEXKBHUIOBOW BapHaOEIbHOCTH: TPHU YBEIHMYECHUU
WHTEHCUBHOCTH CBETa Yy MATH BUIOB BOAOpOCIEH HAOMIOAATUCh MPOTUBOIOIOKHbBIC

TCHACHIMWHU B UIBMCHCHHUHU JOJIHU O-IHCHTPOB U dKTUBHOCTHU KBK. 9t10 CBHUACTCIILCTBYCT
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O TOM, YTO JaXK€ Y TAKCOHOMHUYECKH OJM3KUX OPraHU3MOB CTPATETHH aJanTaluu
MOTYT JOBOJIBHO CHJIBHO pa3iinyarhbCsi, YTO TPEOyeT OCTOPONKHOM SKCTPaNoJIALUU
BBIBOJIOB C OJJHOTO MOJIEJIBHOTO OOBEKTA Ha APYTOM.

I'maBa 4 mocesimieHa pa3pabOTKe KMHETMYECKOW W TMOTOKOBOM Mojeneu s
OMMCaHusl Tepexona KyiabTyphl Kietok Chlamydomonas reinhardtii B pexum
BBIJICJICHHSI BOAOPOAA IPU CEPHOM TrojioJaHuu. KiroueBbIM pPe3yiabTaToM CTajlo
YCTAQHOBJICHME  MEXaHM3Ma  TPUITEPHOTO  MEPEKIIOYeHHs,  OOYCIOBIEHHOTO
HEJIMHEHHOW JUHAMUKOMN JBOMHOrO MPOTOHUPOBaHUA NepBUYHOro xuHoHa QaHs. Ipu
sToM BTOpuYHbIA XWHOH (PQH,) BeICTYymaeT B poiid MEIJIEHHO MEHSIOIIETOCS
YIPaBJISIOMIETO MMApAMETPa, KOTOPBIM, JOCTUTHYB KPUTUUYECKOTO YPOBHS, 3aIlyCKaeT
oudypkaiuo B noacucteMe 0osiee ObICTPBHIX MEPEMEHHBIX (KOHIIEHTpaIUs TPOTOHOB
B cTpoMe). Mojenb Bocpou3BoauT Tpu ¢asel: I — nmocrenennoe Hakorienue PQH,
(uacer), II — ckaukooOpa3znoe nepekmodenue (1020 mun), III — cocrtosHue c
nHaktuBupoBaHHOU DCII (vackr). [ToTokoBast MOAENb IEHTPAIHLHOTO METa0OIMU3Ma B
COBOKYITHOCTU C PEAKUUSIMH DJIECKTPOHHOIO TpaHCHopTa B (HOTOCHHTETHYECKOW U
JBIXaTeJIbHOM IENsAX I0Ka3ana, 4YTO IepepaclpeiesieHue MOTOKOB IPOUCXOIUT
MOCJIEIOBATEIbHO B PA3HBIX META0OIMYECKUX MYTAX: CHAaUYalla CHUKEHUE aKTUBHOCTHU
Py6ucko u 3amyck xyiopoasixanus (48 4), 3aTeM nepexoj 0T aHaOOIUYECKUX PEeaKIIUMA
(cuHTE3 KpaxMalia) K KaraboaudeckuM (IJIMKOIN3), ¢ MAKCUMYMOM Bhiienenus H, Ha
72 uacy pocra. ConpspkeHre KMHETHMYECKOW M TIOTOKOBOM Mojelel depe3 oOiue
napametpsl (PQH,, NAD(P)H) no3Bonuiio paccMarpuBarh HaOIOAaEMBbIE TIEPEXOJIbI
KaK MepapXUueCKd OpPTaHU30BaHHBIC MPOLIECCHI, INI€ MEJICHHbIE METa0O0IMYEeCKUe
MEPECTPOUKH YNPABISIOT OBICTPHIMU (POTOXUMHUECKUMU TIEPEKITIOUCHHUSIMHU.

B maBe 5 paccMarpuBaeTcsi uepapxuieckas B3auMOCBSA3b IPOLIECCOB MEpeH0ca
MPOTOHOB Yepe3 KIETOUHYI0 MeMmOpany rurantcko kinetku Chara corallina
MOTECHITHAIO3aBUCUMBIM TpaHcroprepoM H'-AT®a3oit ¢ muddysueit npoToHOB H
MOTEHIIMAJIa BIOJIb MEMOpaHbl. 3/1€Ch TMEPEXOAHbIC MPOIECChl MPOSIBISIOTCS Kak
MIPOCTPAHCTBEHHO-BPEMEHHBIE MAaTTEPHBI: aBTOKOJICOaHUSI MEMOPAHHOTO TTOTEHIIHAIIA
U Yepeayloluecss KHUCIAbIe W IIEJIOYHBbIE 30HBI BJOJb IMOBEPXHOCTU KIIETKH.

[loctpoennas wmonenp Tuma «peaknus-nupdys3us» oO0beauHUIA JaHHBIE O
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KaraauTtudeckoM 1ukie H'-AT®a3bl, HOHHBIX KaHalaX, KaOCIbHBIX CBOWCTBAX
MeMOpanbl U AuGdy3un MNPOTOHOB. UWCIEHHBIM aHaIM3 IMOKa3ajdl BO3MOXKHOCTD
cyOkputndeckon  Oudypkamuu  AHmpoHoBa—Xomda (GKECTKOe  BO30YKICHHE
aBTOKOJIeOaHuii) u Oudypkanuu TeropuHra (00pa3oBaHUE TUCCUTIATUBHBIX CTPYKTYD).
DKCIEpUMEHTAIbHO  OOHApY>KeHHBIM Tructepe3uc B 3aBucumoctd ApH ot
MHTCHCUBHOCTH CBETa OBLIT BOCIPOM3BEACH B MOJAETU U OOBSICHEH HAJIMYUEM JIBYyX
YCTOMYUBBIX PEXKUMOB: TOMOTE€HHOE pacmnpeaenenue ApH u cTpyKkTypbl BHOJb
MeMOpanbl. Takum o00pa3zoMm, mnepexonaHblii mpouecc B Chara TpeACTaBIEH Kak
WHTETPUPOBAHHBIM  OTBET,  OOYCIIOBJICHHBIA  B3aMMOJIEWUCTBHEM  IPOIIECCOB
dboTocuHTE3a, TPAaHCMEMOPAHHOTO MPOTOHHOTO MEepPeHOca U JlaTepalibHON auddy3un
U SIBJISIETCA €1Ie OAHUM IIPUMEPOM MHOTOYPOBHEBOW OpraHU3alMK a/lallTallu.

B maBe 6 poOaBmnsieTcs HOBBIM HMEpapXUUYECKUN YpPOBEHb, MOMYISIIIMOHHBIH,
paccMarpuBaroTes npoueccsl B Kynbrype Chlorella vulgaris mpu KOMOMHUPOBAHHBIX
pexuMax ¢GocpopHOro rojojgaHuss U U30bITKa (ocdaroB B cpele, B YaCTHOCTH
ONTUMM3AIMI0 HakoruieHus nonudocdaroB PolyP, sBusromumucs 1eHHBIMU
ynoOpenusiMu. [locTpoenHast Mozenb cBs3aia BHYTPUKIETOUHbIE mmylbl Gocdara (P,
PolyP, P,) ¢ poctom kynbsTypsl 1 cunTe3oM PolyP. bruto ycranosineHo, 4To HakorieHue
PolyP naunnaetcst Ha paHHEM cTaguu cTpecca, 10 OCTAaHOBKH POCTa, U 00YCIOBICHO
neTiel MOJIOKUTEbHON 00paTHOM CBSI3U: CHUXKEHHE HeopraHuyeckoro gocdgara P
MPUBOANUT K CHUKEHUIO PETYISITOPA R, UTO BBI3BIBAET CHU)KEHUE CKOPOCTH THIPOJIN3a
PolyP u mnpuBomutr k eme OonpuieMy CcHkeHUIO P;. Mopens mnpencka3biBaeT
noporoBeii 3¢ dekT: muk PolyP nocturaercs TonbpKko Mpy JOCTATOYHOM JIIUTEIBHOCTH
ronoganust (~30 d), YTO JEemI0 B OCHOBY TMPEIJIOKEHHOW JBYXAITAHOU
OMOTEXHOJIOTUYECKOM CTpAaTerMd OYHUCTKM CTOYHBIX BOJ C OJAHOBPEMEHHBIM
norydyeHueM Onoyno0peHu.
3akioueHune

B nanHO#l nuccepranuu Ha OCHOBE KOMIUIEKCHOTO MOAXO0AA, 00BEIUHSIIOUIETO
onodusnyeckre SKCIEPUMEHTHI, MaTeMaTUYeCKOe MOJICTTUPOBAHUE WM CHCTEMHBIN
aHau3, ucclieoBaHa JUHAMUYECKAsi OpraHu3allus MepeXoIHbIX MPOILIECCOB B KJIETKAX

(OTOCUHTE3UPYIOIMIUX OPTAaHU3MOB B HOpPME | TIOJT ieiicTBUEM cTpecca. C MOMOIIbI0
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pa3pabOTaHHBIX MAaTEMaTHYECKUX MOJENel, OblI0 OOOCHOBAHO, UTO MEPEXOJHBIE
MPOIIECCHI SBISIIOTCS 3TallaMU PETYISIIUU, ONPEACISIONNMU CTPATETUIO AIalTalluu
KJIETKH K M3MEHSAIOMIMMCS YCJIOBHSIM. OTH HPOLECCHl OTPaXKAIT JUHAMUYECKYIO
MEPECTPOMKY CUCTEMBI HA PA3JIMYHBIX UEPAPXUUYECKUX YPOBHAX — OT DJIEMEHTAPHBIX
cTaiuii TepeHoca diekTpoHOoB B (dotocucreme Il g0 mepepacmpenenenus
METabOIMYECKHX  MOTOKOB, (OpMHpOBaHMS  MPOCTPAHCTBEHHBIX  MATTEPHOB
MEMOpaHHBIX MEPEHOCUMKOB U pocTa KieToyHou mnomymsauuu. IlocpencTtBom
NEPEXOAHBIX PEKUMOB PEATUIYIOTCS MHOTHE 3allUTHBIE MEXAaHU3MBbI, BKIIOYAIOIINE
MEPEKIIFOYCHNE Ha AJIBTEPHATUBHBIE MYTH JIEKTPOHHOTO TPAHCHOPTAa U AKTUBALIMIO
CHUHTE3a 3allaCHBIX BELIECTB.

BoiBoabl mo padore

1. Pa3zpaboTaHHble Ha OCHOBE MEPAPXUUYECKOTO IMOX0/1a PENyLIMPOBAaHHBIC
kuHetnyeckue ™oaenu ¢ortocuctembl I (DCII), MO3BONAIOT KOJIUUYECTBEHHO
conoctaBiATh coctossHua OCII ¢ xapakrepHbiMU (pazaMu UHIYKIHOHHOW KPUBOHM B
JMana3oHe OT MUKPOCEKYH/ 10 ceKyHA. [Ipu 3ToM coxpaHnsiercs cBa3b d3PPEKTUBHBIX
KMHETHYECKUX MapaMeTpOB MOJEIU C 3JIEMEHTAPHBIMU KOHCTAHTAMH CKOPOCTEH
OTHEJIBHBIX ATAIOB IIEPEHOCA WIEKTPOHOB MTOCPEICTBOM IOJYYECHHBIX B SIBHOM BH/JIE
aHAJTUTUYECKUX BBIPAXKEHUH.

2. C nmoMoIup0 peaynupoBaHHON MOJIENH, AETAIU3UPYIOIIEH MPOILIECCHl Ha
noHopHoU ctopoHe @CII, BBISIBIICHBI IB€ OCHOBHBIE CTAIMM MEPEHOCA IEKTPOHOB B
JMana3oHe COTEH MUKPOCEKYH/I, COOTBETCTBYIOIINE (pa3aM UHAYKIIMOHHOU KPUBOIL: 1)
paszzeneHue 3apsaao0B C MOCIEAYIOUUM MepeHOCcOM 31eKTpoHa Ha Qa (0OoOuieHHast
KOHCTaHTa ATOW CTaauu MPOMNOPIHMOHANIbHA dPGEKTUBHOMY pa3Mepy aHTEHHBI); 2)
BOCCTAaHOBJIEHUE PEAKIMOHHOTO WEHTpa Pggp 3a CUET MEPEHOC DIEKTPOHOB OT
kucnopoa-eiaenstoniero komruiekca (KBK). Mopens Obuta mnpumeHeHa Juis
KOJINYECTBEHHOW OLIEHKHU T'€TEPOreHHOCTH peakMOHHBIX HeHTpoB PCII B paznmyHbix
CTPECCOBBIX YCIIOBUSX: MpH MCTOUIEHUWU a3zoTa B mpouecce pocra Chlorella
HaO0II0MAJIOCh OMHOBPEMEHHOE CHIDKCHHE JIOIU O-IIeHTpoB U akTuBHOCTH KBK; mox
neiictBueM TokcukanToB (comu Cd*" u Cr,O7%) npeobnanano yruerenne KBK; npu

N3MCHCHHNU yCJ'IOBI/Iﬁ OCBCHICHUA Yy IITU PA3JIMYHBIX BUI0B BOI[OpOCJ'IGfI BBISIBJICHBI
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VHAMBUIYAJIbHbIE PA3IN4Msl OTBETOB, CBUAETEILCTBYIOLIUE O BUAOCIELU(DUUHON
ajanTanuu (pOTOCUHTETHYECKOTO arnrnapara. BrisiBieHHbIe U3MEHEHUS
TeTepOreHHOCTH OTPAXKAIOT aJanTaliio (OTOCHHTE3UPYIOIIUX KIETOK K YCIOBUSM
cTpecca.

3. [Ipennoxen 151 peanu3oBaH METOT CIIEKTPaJIbHOU
MYJIBTUIKCIIOHEHIIMANBHOU amnmpokcuManuu (CMDA), obecrieunBaromuii BHICOKYIO
YyBCTBUTEIBHOCTh K PAHHUM CTaJUsIM CTPECCA, U MMO3BOJIAIOIINN BBISBISATH CKPBITHIE
¢da3pl B KpUBBIX HMHIAYKIWH, HE OOHApy)XHBaeMble NpPHU BHU3yaJbHOM aHaJH3e.
O¢ddexTuBHOCTH MeTONAa MNPOAEMOHCTpUpOBaHa Ha Oonpmmnx MaccuBax UK,
IOJyYEHHBIX B YCJIOBUSX cepHOro ronofganus mias Chlamydomonas m a30THOTO
ronoganus 1t Chlorella. C nomonisto CMOA BbIsIBIIEHO paHHee nosisiieHue K-gazbl
C XapaKTEpHbIM BPEMEHEM B MUKPOCEKYHIHOM JUara3oHe, OTpa)karouiasi N3MEHEHUs
B KBK.

4. [Ipennoxena WHTErpaTWBHAs MOIEIb IMEPEXOMHBIX IPOLECCOB Yy
Chlamydomonas reinhardtii npu nedunuTe cepbl, OObETUHAIONIAS KUHETHUYECKYIO
MOJIETIb  AJIEKTPOHHOTO TpaHCIOpPTa MW  IOTOKOBYIO MOJEIb LEHTPaIbHOIO
MeTtabonu3ma. [lokazaHo, 4TO IPU CEPHOM TOJIOIAHUU TIEPEXO]] B PEKUM BBIJCICHUS
BOJIOPOAA MPOMCXOIUT 3a HECKOJIbKO MHUHYT Ha ()OHE MOCTENEHHOro (B TEUEHHUE
HECKOJIbKUX JHEI) NepecTpoeHHs] MeTadoIM3Ma, YTO CBUIETEIBCTBYET O TTIOPOTOBOM,
TPUTTEPHOM XapaKTepe IMEPEXOAHOI0 pPEeXxuMa, YIpPaBIsSEMOro PelOKC-COCTOSHHUEM
MJJACTOXMHOHOBOTO myna. Takoil pexkuM oOecrneurnBaeTCs HEJIMHEHHOW TUHAMHUKOM
JIBOMHOTO TNPOTOHMPOBaHMS MepBUUHOTO XMHOHA (Qa) B ycioBusix crpecca. Ha
JUIUTEIBHBIX BPEMEHAX BBISBJICHO HECKOJIBKO ATAIOB MEPEKIIOUEHUS META00INYECKUX
MOTOKOB: HAa pPAaHHEW CTaauu AaKTUBUPYIOTCS aJIbTEPHATUBHBIE IMYTH MEpEeHOca
AIICKTPOHOB (XJIOPOJABIXaHUE), 3aTeM HaAOIIOMAeTCs TMEePeKITIOYeHUE aHAOOINYSCKUX
IpolieccoB (CMHTE3 Kpaxmalsia) Ha karabonuueckue (TIHMKOIM3), 00ecreurBaroniee
HHEPreTUYECKYIO MOAJIEPKKY KIETKH B YCIOBUSAX CTpecca.

5. C nmomotpo pa3paboTaHHOW MOAEIA TPAaHCMEMOPaHHBIX TIPOIIECCOB IS
rurantckux knerok Chara corallina npeniaoxeHbl MEXaHU3Mbl TEHEpALUH

aBTOKOJICOAHUU TpaHCMEMOpaHHOTO moTeHnMana u pH, a Takxke GopMHpOBaHUS
204



YepeayIOUIMXCAd KHUCIBIX W IIEJOYHBIX 30H BAOJb KIETOYHOM MeMOpaHbl mpu
M3MEHEHUH CBETOBOTO pekrma. Takue 30HbI MPEACTABISAIOT COO0M AMCCUIATUBHBIC
CTPYKTYpbl, BO3HHUKHOBEHHE KOTOPBIX SIBISIETCS PE3yJIbTaTOM TE€TEPOTCHHOCTH B
pacrpenieieHuu akTUBHOCTH NMPOTOHHON AT®a3bl B KJIeTOUHON MeMOpaHe.

6. Pa3zpaborana monens pocra Chlorella vulgaris B ycnousix ocdopHoro
TOJIO/IaHusl, OTIMCHIBAIOIIAS B3aUMOCBSI3b MEXIY MpolieccaMu moromieHus ¢pochaTon
Cpenpl, HaKoIUIeHHs B KieTke mnoiudocdator (PolyP), UCHONB3yeMbIX B KauyeCTBE
docdopconepxkamux ynoOpeHuit, u pocra KyiasTypbl. OOHapYKEH MOPOTOBBIN 3P heKT
IIpU Mepexojie K peKuMy HakoruieHust PolyP, 3aBUCSIIMIA OT JUIMTENLHOCTU MEpUoIa
TOJIOIAHMS U PEATU3YIOIIMIACS 32 CUET MEXaHU3Ma MOJIOKUTEIbHOW 00paTHOM CBSI3H,
Mexay mornomenueM (ocdara cpensl u hocdar-3aBUCUMBIM U3MEHEHHUEM CKOPOCTH
ruapoansa Poly.

7. [IpennoxkeHa aAByxcTaauiiHas crparerus KyiaebTuBupoBanusi Chlorella
vulgaris B  BONOOYHCTHBIX COOPYKEHHSX, 3aKJIIOUaIOmasicsi B  COYETaHUU
OMOJIOTUYECKOM OUMCTKH CTOYHBIX BOJ W MaKCUMaJbHOM HakoruieHun PolyP, u
YUYUTHIBAIOIIAS JUHAMUYECKHE OCOOCHHOCTH MPOIECCOB B TosoAaromieit mo hocdopy
kyneType. I[lokazaHo, 4Yrto S((EeKTUBHOCTH TakKoW CTpaTeruu OIpeaesnseTcs
COONTIOICHNEM KPUTHUECKOTO BPEMEHHOTO HMHTEpBala TOJIOAHUS: HEIOCTaTOuHas
MPOIOJDKUTENLHOCTh TOJIOAAHMWSI HE oOecneunmBaeT 3HaunMoro cuHTe3a PolyP, a
MPEBBIINICHUE — MOXKET MPUBECTH K HEOOPATHMBIM HAPYIICHUSIM METa00IMYeCKUX
(GYHKUUN KIIETKH.

8. ChopMmynmupoBaHa  KOHIICHIIMS  TIEPEXOIHBIX  IPOIIECCOB  Kak
PETYIATOPHBIX ATATIOB, OTPEACIISIFONINX CTPATETHIO ajanTauu KieTku. [lokazaHo, yto
MEPEXOHbIE TMPOIECCHl HAa OJHOM HEPAPXHUYECKOM YPOBHE MOTYT CIYKUTh
WHJUKATOpaMU JTUHAMHYECKUX TMEPECTPOCK Ha JPYrHMX YPOBHSAX. YCTAHOBJIEHO, YTO
WHUIIAAINAS TIEPEXOIHBIX IMPOIECCOB 3aBUCUT OT HEOOJBIIOTO YHCIA KITFOYCBBIX
YIPAaBISIONINX TApaMeTPOB, M3MEHEHHST KOTOPBIX MO JEHCTBHEM CTpECcCca 3amyCKaroT
MEPECTPOUKU TMPOIECCOB B KIETKe. Takoil TMomxod pacimpseT TOHUMaHHE
TUHAMWAYECKON OpraHu3allii JKUBBIX CHCTEM U OTKpPBIBACT TICPCIICKTUBBI IS

OMOTEXHOJIOTUH U DKOJIOTHYECKOTO MOHUTOPHHIQ.
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  F  ( t ) =   F O +   ∑  n = 1  N    A  n  ( 1 −   e  −   t    𝜏  n )


    F O


  F  ( t )


    A  n


    𝜏  n


    A  n  ( 1 −   e  −   t    𝜏  n )


  F  ( t )


    A  n


  F  ( t ) =   ∑  n = 1 5    A  n  ( 1 −   e  −   t    𝜏  n )


    A  n (   𝜏  n )


    ∑  n = 1 300    A  n  ( 1 −   e  −   t    𝜏  n )


    ∑  i = 1  n    A  i


    𝜏  n


    A 1


    A 2


    A 3


    A 4


    A 5


    𝜏 1


    𝜏 2


    𝜏 3


    𝜏 4


    𝜏 5


    ∑  i = 1  n    A  i


    𝜏  n


    ∑  i = 1  n    A  i


    k 1


    k  − 1


    k  − 2 =   k  − 2 0 exp  ( −   F 𝜑  2 R T )


    k 2 =   k 2 0 exp  (   F 𝜑  2 R T )


    k 3 =   k 3 0 exp  (   F 𝜑  2 R T )


    d [   H  o ]  d t =   k  − 1 [   E 3 ] − 2   k 1 [   H  o ] [   E 1 ] −   k 1 [   H  o ] [   E 3 ] + 2   k  − 1 [   E 5 ]


    d [   E 1 ]  d t =   k  − 1 [   E 3 ] − 2   k 1 [   H  o ] [   E 1 ]


    d [   E 2 ]  d t =   k  − 1 [   E 4 ] − 2   k 1 [   H  i ] [   E 2 ]


    d [   E 3 ]  d t = 2   k 1 [   H  o ] [   E 1 ] −   k  − 1 [   E 3 ] + 2   k  − 1 [   E 5 ] −   k 1 [   H  o ] [   E 3 ] −   k  − 2 [   E 3 ] +   k 2 [   E 4 ]


    d [   E 3 ]  d t = 2   k 1 [   H  o ] [   E 1 ] −   k  − 1 [   E 3 ] + 2   k  − 1 [   E 5 ] −   k 1 [   H  o ] [   E 3 ] −   k  − 2 [   E 3 ] +   k 2 [   E 4 ]


    d [   E 4 ]  d t = 2   k 1 [   H  i ] [   E 2 ] −   k  − 1 [   E 4 ] + 2   k  − 1 [   E 6 ] −   k 1 [   H  i ] [   E 4 ] +   k  − 2 [   E 3 ] −   k 2 [   E 4 ]


    d [   E 4 ]  d t = 2   k 1 [   H  i ] [   E 2 ] −   k  − 1 [   E 4 ] + 2   k  − 1 [   E 6 ] −   k 1 [   H  i ] [   E 4 ] +   k  − 2 [   E 3 ] −   k 2 [   E 4 ]


  [   E 1 ] + [   E 2 ] + [   E 3 ] + [   E 4 ] + [   E 5 ] + [   E 6 ] =   E 0


    𝜕  h 0  𝜕 𝜏 =    h 0  e  𝜓 ( 1 − n )  2 q  h 0 +  e  2 𝜓   ( 1 +  h 0 ) 2  ( n + 1 ) − 𝛾  h 0 +   D 1     𝜕 2  h 0  𝜕   r 2


     h 0 =   [   H 0 ]    K 1


  𝜏 =   t    t 0


    t 0 =     K 1    k  − 2 [   E 0 ]


  r =   x  L


  𝜓 =   𝜑 F  2 R T


  n =  1    K 3  h  i + 1


  q =     ( 1 +  h  i ) 2   K 2 n   h  i


   h  i =   [   H  i ]    K 1


    K 1 =     k  − 1    k 1


    K 2 =     k  − 2    k 2


    K 3 =     k 3  2   k 2


  𝛾  h 0


    D 1 =   D   t 0    L 2


    p  2   R  i     𝜕 2 𝜑  𝜕   x 2 = − (   I  A T P +   I  l ) + C   𝜕 𝜑  𝜕 t


    p  2   R  i     𝜕 2 𝜑  𝜕   x 2


  C   𝜕 𝜑  𝜕 t


    I  A T P


    I  A T P =   E 0   k  − 2       H 0    K 1  e  𝜓 ( 1 − n )  2 q     H 0    K 1 +  e  2 𝜓   ( 1 +     H 0    K 1 ) 2  ( n + 1 ) F p


    I  l =   g - ( 𝜑 −   𝜑 0 )


    𝜕 𝜓  𝜕 𝜏 =   −  h 0  e  𝜓 ( 1 − n )  2 q  h 0 +  e  2 𝜓   ( 1 +  h 0 ) 2  ( n + 1 ) z − g ( 𝜓 −   𝜓 0 ) +   D 2     𝜕 2 𝜓  𝜕   r 2


  𝜓 =   𝜑 F  2 R T


    g - =   g   t 0  C


  z =   p   F 2   K 1  C R T


    𝜓 0 =     𝜑 0 F  2 R T


    D 2 =   p   t 0  2   L 2   R  i C


    𝜕  h 0  𝜕 𝜏 =    h 0  e  𝜓 ( 1 − n )  2 q  h 0 +  e  2 𝜓   ( 1 +  h 0 ) 2  ( n + 1 ) − 𝛾  h 0 +   D 1     𝜕 2  h 0  𝜕   r 2


    𝜕 𝜓  𝜕 𝜏 =   −  h 0  e  𝜓 ( 1 − n )  2 q  h 0 +  e  2 𝜓   ( 1 +  h 0 ) 2  ( n + 1 ) z − g ( 𝜓 −   𝜓 0 ) +   D 2     𝜕 2 𝜓  𝜕   r 2


    K 1 = 5 . 02 ⋅  10  − 7


    k  − 2 =


  n = 0 . 912


    E 0 = 5 ⋅  10  − 12


  p =


    g - = 3 . 12


    𝜑 0 = − 220


  [   H  i ] =  10  − 7


   h  i n =  h  i n 0   e  − I


    𝜓 -


     h -


    𝜓 - = − 4 . 7 ,    h - = 21


    𝜓 - = − 4 . 7 ,    h - = 21


    𝜓 - = − 2 . 2 ,     h - = 6 . 7


    I ~


    J  A T P


    J  C h l


    𝜕  h  o  𝜕 𝜏 =   J  A T P − 𝛾    h  o u t +   D 1     𝜕 2  h  o u t  𝜕   r 2


    𝜕 𝜓  𝜕 𝜏 = −   J  A T P   z −   J  l +   D 2     𝜕 2 𝜓  𝜕   r 2


    𝜕  h  i n  𝜕 𝜏 = −   J  A T P −   J  C h l + B   𝜕  h  i n  𝜕 r +   D 3     𝜕 2  h  i n  𝜕   r 2


    J  A T P =    h  i n  h  o u t   e  𝜓   K 3     ( 1 +   h  o u t ) 2   e  2 𝜓 ( 2 +   K 3  h  i n ) +    ( 1 +   h  i n ) 2   K 2  h  o u t


    J  A T P


    J  C h l =   ( a  h  i − 1 ) m   e  − I  1 +  h  i b


    J  C h l


   h  o =    [   H  o u t ]    K 1


  𝜏 =   t   k  − 2 [   E 0 ]    K 1


  𝜓 =   𝜑 F  2 R T


    E 0


    E  C h l


  B   𝜕  h  i  𝜕 r


    d C  d t =   𝜇 ′ ⋅ ( 1 −   C    K  f ) ⋅ C = 𝜇 ⋅ C


    кл  мл ⋅ ч


    d   P  e x  d t = −   V  u p ⋅ C ⋅  10  − 10 +   V  e f f ⋅ C ⋅  10  − 10


    мкмоль  мл ⋅ ч


    d   P  i  d t =   V  u p −   V  p +   V  t −   V  e f f − 𝜇 ⋅   P  i


    мкмоль   10 10 кл ⋅ ч


    d   P  o  d t =   V  p −   V  s y n − 𝜇 ⋅   P  o


    мкмоль   10 10 кл ⋅ ч


    d P o l y P  d t =   V  s y n −   V  t − 𝜇 ⋅ P o l y P


    мкмоль   10 10 кл ⋅ ч


    Q    P  o m a x


    Q    P  i m a x


    Q  P o l y P m a x


    Q    P  o m i n


    Q    P  i m i n


    Q  P o l y P m i n


    Q    P  o max


    Q    P  i max


    Q  P o l y P max


    Q    P  o min


    Q    P  i min


    Q  P o l y P min


    V  u p =     V 1 ⋅   P  e x    P  e x +   K 1 ⋅     Q    P  i max −   P  i    Q    P  i max


    мкмоль   10 10 кл ⋅ ч


  𝜇 =     V 2 ⋅ (   P  o −   Q    P  o min )    P  o −   Q    P  o min +   K 2 ⋅ ( 1 −   C    K  f )


   1 ч


    V  p =     V 3 ⋅ (   P  i −   Q    P  i min )    P  i −   Q    P  i min +   K 3 ⋅     Q    P  o max − P    Q    P  o max


    мкмоль   10 10 кл ⋅ ч


    V  s y n =     V 5 ⋅ (   P  o −   Q    P  o min )    P  o −   Q    P  o min +   K 5 ⋅     Q  P o l y P max − P o l y P    Q  P o l y P max


    мкмоль   10 10 кл ⋅ ч


    V  t =     V 6 ⋅ ( P o l y P −   Q  P o l y P min )  P o l y P −   Q  P o l y P min +   K 6 ⋅     Q    P  i max −   P  i    Q    P  i max


    мкмоль   10 10 кл ⋅ ч


    V  e f f =     V 7 ⋅ (   P  i −   Q    P  i min )    P  i −   Q    P  i min +   K 7


    мкмоль   10 10 кл ⋅ ч


    кл  мл ⋅ ч )


    мкмоль  мл


    мкмоль   10 10 кл


    мкмоль   10 10 кл


    мкмоль   10 10 кл

