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1. BBegeHue

q)OTOCI/IHTe3 ABJIACTCA Ba)I(HCfIL[II/IM 6I/IO3HepI‘eTI/I‘-IeCKI/IM HpOLIGCCOM, CBs3aHHBIM C
UCIIOJIb30BaHUEM M TpeoOpa3oBaHUEM COJHEYHOW sHepruu. B xonme (GoTocuHTEe3a pacTeHus
YCBaMBAIOT JHEPrHIO0  COJHEYHOIO CBETA, CHHTE3UPYIOT OpPraHWYECKHE COCIUHCHUS,
UCIIOJIb3YEMbIe B KA4yeCTBE IPOJYKTOB IHMTAHHUS >KUBOTHBIMH, M HAIIOJHSIOT aTtMocdepy
KHCJIOPOJIOM, OOECIeunBas TeM CaMbIM HEOOXOIMMBIC YCIIOBHUS JUIS COXPAaHCHUS W Pa3BUTHUS
JKH3HH Ha 3eMIIe.

@DOTOCUHTETUYECKHE CHCTEMBl — 3TO BbICOKOOPTaHM30BAHHBIE CaMOPETYIHPYIOLIUECS
cucteMbl. Baxhelmeid 0COOEHHOCTBIO pabOThl (OTOCHMHTETHUYECKOrO almapara sBISIOTCA
BbICOKast 3(P(PEKTUBHOCTh MNpeoOpa3oBaHUs HSHEPIUM  COJHEYHOTO CBETa, CIIOCOOHOCTH
a/IalITUPOBATHCS K U3MEHSIOUIMMCS YCIOBHSM BHEUIHEH CPEIbl U 3alIUIIATh Ce0sl OT Pa3IUUHBIX
HEOJIaronpusTHBIX BO3AEHCTBHUA. D(P(EeKTUBHOCTh (POTOCHMHTE3a NPOSBIAETCS B Pa3IMYHBIX
(ITyOpeceHTHBIX XapaKTePUCTUKAX (POTOCHHTE3UPYIOUINX OOHEKTOB.

Lenp nanHOM pabOTHI 3aKiI0YaIach B U3yU4eHUH (IIyOPECHEHTHBIX XapaKTEPUCTHK PACTEHHUM
B YCIIOBUSIX TMOHFIKEHHOTO COAepKaHus XJIopoduiuia. beun u3MepeHsl U MpoaHATM3HPOBAHBI
CHEKTPBI (IIYOPECIICHIINA PACTCHUH, BBIPAIIECHHBIX IMPU PA3HON OCBEIICHHOCTH W B YCIOBHSX
€CTECTBEHHOH Jerpajanuu xjopoduuia B oceHHUN nepuoj. Taxxke ans 3Tux oOpa3noB ObLIU
MCCJIEIOBaHbl MHYKIIMOHHBIE U3MEHEHUs (IIyOpECICHIINH XJIOpOopHILIa, TOTydeHHbIE METOAOM
UMITYJIBCHON (DITyOpUMETpHUH.

2. O630p NuTepaTtypsbl

2.1. CoBpeMeHHble npeacTaBrieHusi 0 POTOCUMHTE3E BbICLUMX PACTEHUMN.

doTocuHTe3 mpeAcTaBiIsieT co0oil pan (GoTopu3nUecKux M OMOXMMHUYECKUX IPOLIECCOB, B
pe3yibTaTe KOTOPBIX PACTEHHUsS 3a CUET DHEPIrUU COJHEYHOIO CBETa CHHTE3UPYIOT YIJIEBOJIBI
(caxapa). IIpu ocBeleHUM pacTeHHs MOIJIOIIAIOT U3 BO3/AYyXa YIVIEKHCIBIH Ta3 U 6bloendiom
Kucnopod. MHorouucieHHble cTainu (OTOCHHTE3a IPUHATO Pa3/IeisITh HA JB€ OONbIINE TPYIIIIbI
MPOLIECCOB — CBETOBBIE U TEMHOBBIE CTaIUU (POTOCUHTE3A.

Y BBICHIMX pPAacTeHHWH Tpomecchl (OTOCHHTE3a MPOTEKAIOT B  XJopoIUiacrax -
DHEPToNpeoOpa3yIOMUX OpraHeiulax PpACTHTENBHOW KIeTKH. CXeMaTHYecKoe HW300pakeHue
xjoporuiacta TokazaHo Ha pwuc. 1. Tlom aBOIHOW 000JOYKOW XJIOpOTUIACTa HAXOMSTCS
NPOTSDKEHHBIE MEMOpaHHbIE CTPYKTYpbI, Ha3biBaeMble THiakougamu [3]. B memOpans
TUJIAKOHJIOB BKIIOYEHBI MaKPOMOJICKYJISIPHBIE OETKOBBIE KOMIUJIEKCHI, B KOTOPBIX MPOUCXOIST
CBeTOBBIE peakiuu (oTocuHTe3a. B  xyoporutactax BBICHIUX — PAaCTEHHH  THIIAKOWIBI
TPYNIUPYIOTCS B TpaHbl, KOTOpPHIE TMPEICTABISAIOT COOOW CTOMKHU CIUTFOCHYTBIX W TECHO
OPWXAThIX JPYyr K Jpyry THIAKOWI0B, uMerommx ¢opmy auckoB [1]. TIpomomxenuem
OTJICTBHBIX THJIAKOHWJJIOB TPaH SBJISIOTCS BBICTYMAIONIME W3 HUX MEXKTPAHHBIC THIIAKOWIBL.
bnazoodapsa snauumenvromy membpaHHoOMy HpOCMPpAHCMBY O00CMU2AEMCs Y8eludeHue Yucia
@dynryuonanvuwvix eounuy (hpomocucmem 1 u 2), cnocoomsvix ocywecmsanims ceemosvie peakyuu
¢omocunmesa. IlpocTpaHCTBO MEXAy OOOJOUKOW XJIOPOIJIacTa M TUJIAKOHWIaMU Ha3bIBAeTCs
cTpomoil. B 31Ol THApOodMIBHON cpene conep)Karcs BOAOPACTBOPUMBIE OpPraHUYECKHE
coenuueHusi, monekynsl JIHK, ¢depmenTsl yriaepomHoro mnukia (oTocHHTE3a, a Takke
neopraundeckue nousl (H*,pocdarsr u ap.) [3].



MexXrpaHHbie
Tnakouabl

Puc. 1. CxemaTrueckoe M300pakeHue XJI0OPOILIAcTa U THIIAKOMIHBIX MeMOpaH [3].

2.1.1. NornoweHue cBeTa B Xnoponsiactax pacTeHUWN.

benkoBble KOMITJIEKCHI, BKIIFOUEHHBIE B MEMOpaHbl TUJIAKOUIOB U OTBEYAIOIINE 32 CBETOBBIC
nporecchl gorocuHTe3a, oObeauHeHbl B ABe Qorocuctembl: ®Cl m DC2. Kaxnmas wus
(OTOCUCTEM COCTOUT M3 CBETOCOOMPAIONICH aHTEHHBI, (POTOXUMHUYECKOT'O PEAKITMOHHOTO IICHTPa
U CBS3aHHBIX C HUM MOJICKYJ TIEPEHOCUMKOB »3JeKkTpoHa. CBeTocoOWparolias aHTCHHA
MPEACTABISIET CO00M MaKpOMOJICKYJISIPHBIH KOMIUIEKC, MpeaHa3HaueHHbIH sl 3((HEKTUBHOTO
yIIaBIMBaHUsI CBeTa. B Xjoporuiactax aHTCHHBIH KOMIUIEKC COACPXKHUT OO0JIbIIoe YUCio (10
HECKOJIbKUX COTEH) MOJEKyNl XJIopoduiasia M HEKOTOpPOe KOJIWYECTBO BCIIOMOTAaTENbHBIX
MUTMEHTOB (KapOTHHOHMIOB), MPOYHO CBA3aHHBIX ¢ Oenmkom [1]. Ha sipkoM coiHEYHOM CBETy
OTJIeNbHAsI MOJIEKYJa XJIOpo(usUia TOTJIONIaeT KBaHTHI CBETAa B CPEJHEM HE 4allle, YeM pa3 B
cekynny [6]. Ha omun (GOTOpEeaKIMOHHBIH IEHTP MPUXOAUTCS OOJBIIOE KOTUYECTBO MOJCKYIT
xaopodumia (200 — 400), uro oOecrieunBaeT JOCTATOYHO YACTOE CpabaThIBAaHUE PEAKIIMOHHOTO
IICHTpa JaXe MPH OTHOCHTENILHO CJIaboW MHTEHCHUBHOCTH cBeTa [1]. AHcamOiib MHIMEHTOB,
MOTJIONIAIOIIMX CBET, MO CYTH Jelia BBITIOJHSAET POJb AHTCHHBI, KOTOpas 3a CUYET CBOMX
JIOCTAaTOYHO OOJBIINX pa3MepoB d(PGHEKTHBHO YIIABIMBACT COJIHEUHBINH CBET W HANPABISIET €ro
SHEPIUI0 K PEAaKLIUOHHOMY LEHTpY. Tenentobusvie pacmenus umerom, Kak MPaBUIIO, OOIbULULL
pasmep ceemocobuparowell aHmeHnHbl MO CPAaBHEHHMIO C PACTEHUSMH, MPOU3PACTAIOUIMMU B
YCIIOBUSAX BBICOKOM OCBEIIICHHOCTH.

VY pacteHuil OCHOBHBIMU CBETOCOOMPAIOIIMMHU MUTMEHTAMH CIIY)KaT MOJIEKYJbI XJI0poduia
a u xjopodpmuia b, moriomarnme cBeT B CHHEH M KpacHOW obOnactu crmekrpa. Hapsmy c
XJIOPOQHUIUIOM B  CBETOCOOMPAIOIIYI0O AHTEHHY BXOJISAT BCIOMOTaTelbHbIE MHIMEHTHI,
MOTJIOIAIOIINE CBET B T€X O0JIACTSIX CHEKTPa, B KOTOPBIX CPAaBHUTEIBHO CJ1a00 MOTJIOIIAOT CBET
MOJIEKYNbl ~ XJlopopwia. Y  pacTeHM  BCIIOMOTaTENbHBIMH  MUTMEHTaMH  SIBIISIFOTCS
KapOTHHOUBI.

[Tornomenue kBanTa cBeta Mojekyaoi xiaopopumia (Chl) unm BecrmomorareibHOro MUrMeHTa
MIPUBOINT K €€ BO30YKIEHHUIO (ITEPEX0/1 AIEKTPOHA Ha 00JIee BEICOKUN dHEPTETUUECKHII
YPOBEHB):



Chl + hv = Chl*.

DHeprus Bo30yKICHHONW MOJIEKYJIbI XJIOpopULIa MepeaaeTcs COCeIHUM TUTMEHTaM,
KOTOpBIE, B CBOIO OYEpe/b, MOTYT IepeiaTh €€ APYrUM MOJIEKYJIaM CBETOCOOUparoIiei

AHTCHHBI:
Chl* + Chl = Chl + Chl*.

DHeprust BO30YKIEHUS MOXKET, TAKUM 00pa30M, MUTPUPOBATH 10 MUTMEHTHON MaTpHIIE 10
TEX TMOp, MOKa BO30YX/I€HNE B KOHEYHOM UTOTE HE MOonaieT Ha (POTOpEeaKIMOHHBIN IIeHTp P:

Chl* + P = Chl + P*,

XapakTepHbIe BpeMECHA KH3HU BO30YKICHHBIX COCTOSHHI MOJICKYJ XJOpOPWILIIa U IPYTHX
nUrMeHToB oueHb Manbl T~ 10710 - 1079 ¢ [3]. CymecTByeT onpeieneHHas BEpOSTHOCTS TOTO,
YTO Ha MYTH K PEAKIMOHHOMY IEHTPY P »HEprusi Takux KOPOTKOXKHBYIIMX BO30YXKICHHBIX
COCTOSHUH TUTMEHTOB MOXKET OECIOJIE3HO TOTepAThCS — JHCCHUIIMPOBATH B TEIUIO WA
BBIJICJIUTHCS B BUJC KBaHTa cBeTa (sBieHUE (uyopecreHnuu). B AeiicTBUTENILHOCTH, OJTHAKO,
3¢ (EKTUBHOCT, MUTPAIMUA SHEPTHH K (DOTOCHHTETHYECKOMY PEAKIIMOHHOMY IICGHTPY OYCHb
BeNMKa. B TOM ciyuyae, KoOrjia pEakIMOHHBIN IICHTP HAXOJHWTCS B aKTUBHOM COCTOSTHHH,
BEPOSTHOCTh IMOTEPH DHEPIMM COCTABIIAET, Kak mpasBuiio, He Oomee 10 — 15 % [1]. Takas
8bICOKAA IPDEKMUBHOCIb UCNONL30BAHUSL IHEPUU COTHEUHO20 céema OOYCIOBIEHA TEM, UYTO
CBETOCOOMpAIOIIasi aHTeHHAa MpPEJCTaBIseT €000  BBHICOKOYMOPSAOYECHHYIO  CTPYKTYpY,
00€eCTeunBaroOIyl0 OYeHb Xopouiee 83aumooelicmsue nuemeHmos opye ¢ opyeom. briaromaps
ITOMY JIOCTHTAeTCS BBICOKAas CKOPOCTh II€PEHOCa DSHEPTHH BO30YKACHUS OT MOJEKYIL,
MOTJIOMIAIOIINX CBET, K (oTopeakunoHHOMY IIeHTpy. CpemHee BpeMs “mepeckoka’” SHepruu
BO30Y’KEHUS OT OJHOTO MUTMEHTA K APyroMy, Kak NpaBmIlo, cocTabiser T~ 10712 - 10711 ¢,
OO1mee BpeMsi MUTPalluK BO30YKIEHUS K PEAKIIHOHHOMY LIEHTPY OOBIYHO He mpeBbimaer 10710
-107% ¢ [3].

VY pacrenuii, Bojmopociel U (OTOCHHTE3UPYIOIIMX OakTepuil peaklHOHHBbIE LEHTPbI
ABIIAIOTCS  NEPBUUHbIMU  OOHOpamu  daekmpoua npu  @omocunmese. DOTOXUMUUECKUMA
peakioHHbI 1eHTp P mpexactamisier coboit ocolyro mapy (aumMep) MOJEKyJd XJIOpoguiuia,
KOTOPBI BBINOJHAET POJIb JIOBYIIKM SHEPTUU BO30OYXKACHHs, OIyKIAOIIero Mo MUTMEHTHOU
Mmarpuie cBerocoOuparomieii anteHHbl [1]. K peaknuoHHOMY IIEHTpY HAampaBisIeTCSl YHEPTHSI
CBETa, TOIJIOIAeMOr0 BCEMHM NHUTMEHTaMU CBeTocoOMparomeil aHTeHHbl. Bo30OyxkaeHue
PEaKIIMOHHOTO IIEHTPa MHHULIMUPYET LeNb NaJIbHEHIINX MNpeBpalleHHi »Hepruu CBeTa MNpu
dorocunTese.

Hapsiny ¢ numepom xiopoduiuia P B (poTOCHHTETHUECKHUH KOMIUIEKC BXOJST MOJIEKYJIBI
NEPBUYHOTO U BTOPUYHOTO aKIENTOPOB eKkTpoHa. O003HaUMM X cuMBOIaMu A U B, a Taxoke
NEPBUYHBIN JIOHOp 3JEeKTpoHa — Mosekyna D. Bo30yxIeHHbIH peaknMOHHBIA LeHTp P*
o0naaeT Hu3KUM CcpoOCmeOM K J]eKmpoHy W TO3TOMY OH C JIETKOCTBIO OTHAET €ro
HaxoAIIEMYCs paroM c HUM IIEPBUYHOMY aKLenTopy AJIEKTPOHA A:

D(P*A)B -> D(P*A7)B.
B pesynbrare ouenb Owvictporo (Tt = 10712 ¢) mepenoca snektpona ot P* x A peanusyercs

BTOPOM 3Tam MnpeoOpa3oBaHUs COJIHEYHOM 3HEPruH NMpU (HOTOCUHTE3E — paszdeneHue 3apsaoos 8
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peaxyuonnom yeumpe [3]. Tlpu 3TOM 00pa3yroTCs CHUIIBHBI BOCCTAHOBUTEIb A (IOHOP
SNIEKTPOHA) M CHIbHBI okuciutens P* (akmenTop osmekTpona). Momekymst PT um A™
PACIIONIOXKEHH! B MeMOpaHe aCHMMETPHUYHO: B XJIOPOILIACTAX PEaKIMOHHKIH 1eHTp P* HaxoauTes
Ommke K TIOBEPXHOCTH MeMOpaHbl, OOpalleHHOW BHYTPh THJIAKOMAA, a akKnentop A
pacIoyiokeH OJKe K BHEIIHEH cropone [1].

DP*AB

X DP'A-B

! X\ DP'AB-

@ \ D'PAB-

3ueprus

DPAB

Puc. 2. Cxema sHepreTMYecKMX ypoBHEN peakLUMOHHOTO LeHTpa [3].

[IpeoOpa3zoBanue PHEPTUU B PEAKIIMOHHBIX IEHTpaxX 00JiagaeT BHICOKOW 3(PHEKTUBHOCTHIO.
ONEeKTpPOH, MEPEHECEHHbI Ha akuentop A, He 6ozeépawjaemcs 0OpaAmMHO K HONOHCUMENbHO
3apsscenHomy okucieHnomy yeumpy P+. Ctabunuzanus pa3feleHHbIX 3apsi10B o0ecreunBaeTcs
IJIABHBIM 00pa30M 3a cuem MOpuyHbIX NPOYECCO8 INEKMPOHHO20 MPAHCNOPMA, CAETYIOIUX 3a
epeHocoM 3JeKTpoHa oT P* k A. OT BOCCTaHOBJIEHHOTO MEPBUYHOTO aKLENTOpa A— 3JIEKTPOH
ouenb Obicmpo (XapaKTepHOE BPEMS 3TOTO mpolecca 00buHo He npesocxoaut 10710 — 1077 ¢)
YXOJIUT Ha BTOPHYHBIN aKLEenTop 3JIEKTPOHA B [3]:

D(PTAT)B > D(PTA)B~.
[Ipn 3TOM DPOHUCXONWUT HE TOJBKO YHAJIEHHE 3JEKTPOHA OT MOJOXKHUTEIBHO 3apsiKEHHOTO
pPEaKUMOHHOIO LeHTpa P+, HO W 3amemno crudcaemcs snepeus 6celi cucmemvl. ITO O3HAYAET,
4TO JUIs TIEPeHOCca 3JICKTPOHa B 0OpaTHOM HampasiieHuu (mepexon B~ = A) emy notpedyercs
MIPEOJIONIETh JIOCTATOYHO BBICOKWM 3HepreTudeckuii bapvep AE = 0,3 — 0,4 5B, rne AE —
Pa3HOCTb SHEPIreTUYCCKUX ypOBHfoI A ABYX COCTOSTHHUH CHUCTCMBI, IMPU KOTOPLIX DSJCKTPOH
Haxo uTcs Ha nepeHocyrke A win B [6]. [To 3Toii mpuunHe A1 BO3BpaIeHUs AIEKTPOHA Ha3a/l,
OT BOCCTAHOBJICHHON MOJEKYyTbl B~ K OKHCIEHHOW Mollekyne A, eMy moTpebdoBaioch Obl
ropasao OoJbllie BpeMEHH, 4eM Juisi mpsmoro nepexoga A~ - B. Ilostomy mocne mepeHoca
JJIEKTPOHA HA BTOPHYHBIN akUenTtop B cyliecTBeHHO ymenvuwiaemcs 6epoamuocms €ro
BO3BPAICHUS HA3a]] U peKoMOUHayui ¢ TIOJIOKNTEIBHO 3apsHKEHHON “pIpkoi” P*.

Btopeim  (pakTOpoM, CHOCOOCTBYIONIUM CTAaOMJIM3AIMKA  PA3ACIICHHBIX 3apsioB, CIYXHUT
ObICTpast HeWTpaaM3alus OKHCIEHHOro (OTOPEaKIMOHHOrO ILeHTpa PT 3a cuer snekTpoHa,
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MOCTYTAIOIIETO K P+ oT JOHOpa AJIEKTPOHA D [3]:

D(P*A)B~ -> D*(PA)B~.

[TomyynB 9JEKTPOH OT MOJIEKYJbl JOHOpa D W BEpHYBIIMCH B CBOE HCXOIHOE

BOCCTAHOBJICHHOE COCTOSIHME P, PEaKIMOHHBIM IEHTP yxke He OyaeT B COCTOSHUU TNPHUHSTH

DJIGKTPOH OT BOCCTAHOBJICHHBIX aKIENTOPOB, OJHAKO TEMeph OH TOTOB K IIOBTOPHOMY

CpabaThIBAHUIO — OTAATh AJICKTPOH HAXOJAMIEMYCS PAIOM C HUM OKHCICHHOMY IMEPBUYHOMY
akienTopy A.

2.1.2. CTpoeHu1e 3NeKTPOH-TPaHCMOPTHOW Lenu B TUNakonaax XsioponnacroB.

B xyopomuiactax BeICHIMX pacTeHH MMEIOTCs Be (Gorocuctembl — (potocucrema 1 (PCI) u
dorocucrema 2 (®C2), paznmuuaroniyecss MO COCTaBY OCJIKOB, MUTMEHTOB W ONTHYECKUM
cBorictBaM. CBerocobuparomias antenHa ®C1 noriomaer cBet ¢ amHONW BoiaHbl A = 700 - 730
HM, a ®C2 — cBer ¢ A < 680 — 700 um. MHaynupoBaHHOE CBETOM OKHCIECHUE PEAKIIMOHHBIX
neHTpoB ®C1 u OC2 compoBokIaeTcss MX 00€ClBEUYMBAHUEM, KOTOPOE XapaKTepU3yeTcs
U3MEHCHHSIMU HX CHEKTpOB mormomeHus npu A = 700 u 680 um [5]. B cooTBeTcTBHH € HMX

ONTUYECKUMHU XapaKkTepucTukamu peakiuoHubie neHTpbl PC1 u ®C2 nomyunnu HazBanue P700
u P680.

H‘&
NADP* NADPH
.i.
®
( )
%
@
"
()
"

o® BucnoﬁHag nunuaHas
MemMOpaHa

2H* + 1/20, —

doTocucrema 2 b/f-komnnekc doTocucrtema 1

Puc. 3. CxeMa 3J1eKTpOH-TPAHCIIOPTHOM 1ienu [4].

JIBe (oTocucTeMBI CBSA3aHBI MEXKAY COOOW MOCPENCTBOM IEMU DJIEKTPOHHBIX MEPEHOCYUKOB.
DC2 sBrseTcss ICTOYHUKOM AEKTPoHOB 11 @C1. MHMIIMUpyeMoe CBETOM pa3iesieHue 3apsi0B B
dotopeakmonabix 1eHTpax P700 m P680 obecrmeunBaeT MEpEeHOC JJIEKTPOHA OT BOJEI,
pazmaraemoii B ®C2, kK KOHEYHOMY aKIEnTopy »dJekTpoHa — wojekyne NADP+. Ilens
anexktpoHHoro Tpancmnopta (II9T), coenunsromas na8e POTOCUCTEMBI, B Ka4E€CTBE MEPEHOCYHKOB
DIIEKTPOHA BKJIIOYAET B ce0sl MOJEKYINbl TIACTOXWHOHA, OTIEIbHBIA AIIEKTPOH-TPAHCTIOPTHBIN
oenkoBbiii  komruieke (b/f-komriekc) u  BomopacTBopuMBI Oenok miactoranuH P [1].

B ®C2 ot BO30YXI€HHOTO LIEHTpa AJICKTPOH NMEPEHOCUTCS CHadaja Ha MEPBUYHBINA aKIIETTTOP
dbeodbutun (Phe), a 3areM Ha MoJeKyny IIaCTOXWUHOHA (Qa, TPOYHO CBSI3AHHYIO C OJHHM W3
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OenKoB dC2 [3]:
Y(P:;SOPhe)QAQB — Y(PgoPhe)Q, Qg — Y (P, Phe)Q, Qg -

3areM 3JEKTPOH NEPEHOCUTCS Ha BTOPYIO MOJIEKYIy IUIacToOXMHOHA Qp, a MoJyyaeT 3JIeKTPOH
oT HEPBUYHOTO JI0HOpa AIIEKTPOHA Y:

+ _ _
Y (PsgoPhe )Q Qg — Y(Py,Phe)Q,Q ;.
Monekyna mIacTOXMHOHAa CHOCOOHA MpUHATH JABa dJekTpoHa. llocne aBykpaTtHOro
cpabaTbiBaHMsl peakinOHHOro HeHTpa @C2 Mosiekysia 1acTOXMHOHA Qg IOJIYUYUT /1BA AJIEKTPOHA!
- 2-
Qg +26 > Q5.
OTpHUIATENBHO 3apsHKeHHas MoeKynia Q 06J1a1aeT BHICOKMM CPOJICTBOM K HOHAM BOJIOPO/Ia,
KOTOpbIC OHAa 3axBaThIBACT M3 CTPOMajabHOro mpoctpanctBa [4]. Tlocie mnpoToHHpOBaHHUS
BOCCTaHOBJIEHHOTO macToxuHona (Qf+2H" — QH,) ob6pasyeTcst >eKTpHYECKH HeHTpaibHas

dopma stoit monekynsl QHj. ITnacroxunon QH; BBIMONHSET posib MOABHKHOTO MEPEHOCUUKA:
nokuHyB ®C2, monekyna QH, MoxeT Jerko mepeMeniarbcsi BHYTPH THUIAKOMAHON MeMOpaHsbl,
obecneunBast  cBsizb PC2 ¢ OpyrUMH  3JIEKTPOHTPAHCIOPTHBIMM  KOMILIEKCAMHU.
Oxucnennbli peakiinoHHBIA 1HeHTp PC2 o0samaeT MCKIIOYUTENIBHO BBICOKHM CPOJICTBOM K
AJIEKTPOHY, TO €CThb SBJSIETCS OYEHb CHJIBHBIM OKucauTeneMm. brnaromaps stomy B DC2
IIPOUCXOJUT Pa3IOKEHUE BOABl — XMMHUYECKU YCTOMYMBOIO COeAMHEHMs. Bxoasimuii B coctaB
®C2 Bopopacumerustomuii kommieke (BPK) comepkxut B cBoeM aKTUBHOM LIEHTPE TPYIIY UOHO8
mapeanya (Mn2"), xotopsie cryacam donopamu snekmpona nns P680 [1]. OTnaBas >1eKTpOHBI
OKHCJIICHHOMY DPEaKIIMOHHOMY IEHTPY, HWOHBbl MapraHia CTaHOBATCA ‘‘HAKOMHUTEISIMU
MIOJIO’KUTENBHBIX 3aPsII0B, KOTOPBIE HEMOCPEACTBEHHO YYAaCTBYIOT B PEAKLIMU OKUCIIEHUS BOJbI. B
pe3yabpTaTe MOCIe0BATEIFHOTO Y€THIPEXKPATHOTO cpabaThiBaHMs peakinoHHOTo 1eHTpa P680 B
Mn-conepxaiieM akTuBHOM IieHTpe BPK HakamnmmBaroTCsi 4eTbIpe CHIIBHBIX OKHCIUTENBbHBIX
SKBUBAJIEHTA (WM YeThIpe “IbIpkn’”) B (hOpMe OKMCIEHHBIX MOHOB Mapradna (Mnd'), koTopkie,
B3aMMOJIEICTBYS C IBYMsSI MOJIEKYJIaMH BOJIbl, KATAIU3UPYIOT PEAKIINIO Pa3/I0KEHUS BOJDI:

2Mn*+2H,0 — 2Mn*+4H*+0, .

Takum oOpa3zom, mocie MocieqoBaTeNIbHOM Nepeaadn dyeThlpex 31ekTpoHoB oT BPK k P680
MIPOUCXOIUT CUHXPOHHOE pa3lodcenue cpa3y 08yX MOJeKyl 600bl, COMPOBOXKIAIOIICECS
BBIJIETICHHEM OJTHOW MOJEKYJbl KHUCIOPOJa M YETHIPeX MOHOB BOJOPOJ]a, KOTOPHIEC MOMAAaI0T BO
BHYTPUTHIIAKOUTHOE MIPOCTPAHCTBO XJIOpOTLIacTa [1].

O6pazoBaBmasics 1npu  GyakuuoHupoBanuu  DC2  monekyna miactoxuHona QHp
mubdyHIUpYeT BHYTPH JMIHAHOTO OMCIIOS TUIAKOMAHONM MeMOpanbl K b/f- xomrmuiekcy. [Ipu
CTOJIKHOBEHUH ¢ b/f- kommiekcom mosekyna QH, cBS3bIBacTCS ¢ HUM, a 3aTeM TEpPeIacT emMy JiBa
anekTpoHa. [lpu ATOM Ha KaXIyl0 MOJIEKYJy IUIACTOXMHOJA, OKHCIIeMYyIo b/f-koMrekcoMm,
BHYTPb TWJIAKOWJA BBIIEISIOTCA J[Ba MOHA BOJOpoa. B cBoro ouepenb, b/f-kommiiekc CIyKUT
JIOHOPOM D3JIEKTpOoHa Juisi TuactonuanuHa (Pc) — HeGosbmioro BojgopacTBOpUMOro Oenka, y
KOTOPOTO B COCTaB aKTUBHOTO I[EHTPA BXOAUT UOH MeIH (PEAKIMU BOCCTAHOBIICHUS U OKUCIICHUS
TJIaCTOLMAHMHA COTPOBOKIAIOTCA H3MEHEHNSIMH BaJIeHTHOCTH HoHa Meau Cu® +e <> Cu™) [3].
IInacmoyuanun evinonunsem pois ceazyoweco 36ena medxcoy b/f-komnnexcom u @CI1. Monekymna
IUIaCTOIIMaHUHA OBICTPO MepeMeIaeTcsi BHYTPH TUJIaKOH1a, 0OecreunBas IepeHoC AIEKTpPOoHa OT
b/f-kommtekca k @®Cl. OT BOCCTaHOBJIIEHHOTO IUIACTOLMAHHHA JJIEKTPOH  IOCTYIAeT
HEIOCPEICTBEHHO K OKHUCJICHHBIM peakinoHHbIM IieHTpam PC1. Takum oOpa3zoMm, B pe3ynbTare

coBmectHoro neictBus ®C1 u @C2 nBa 31€KTpOHA OT MOJIEKYNBI BOJBI, paznaraemoil B @C2,
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yepe3 IIeTb IEKTPOHHOI'O TPAHCIIOpTa MEPEHOCATCS B KOHEYHOM UTOre Ha Mojekyny NADP+,
obecrieunBast oOpazoBanue cuibHOro BocctanoButensst NADPH [1].

[TprurHa TPOUCXOXKICHUS ABYX (OTOCHCTEM 3aKITFOYACTCS B TOM, UTO IHEpeUlU 00OHO20 K8AHMA
BUOUMO20 CB8emAd HEeOOCMAMOYHO O M020, YmMoObl obecneuums paziodceHue 600bl U
aghghexmugroe npoxodcoeHue IMeKMpPOHOM 8Ce20 NYMU N0 Yenu MOLEKY1-NePeHOCYUKO8 OM 800bl
Kk NADP+. llosiBnenue B xoje »Boonuu @C2 B €IMHON LIENM MEepeHoca 3JIEKTPOHA BMECTE C
OC1 pemmio PHEPreTUYECKYIO MPOOJIEMY npeodoieHus OOIbUWOl PA3HUYbL 8 OKUCIUMENbHO-
soccmanogumenvHulx nomenyuanax map kuciaopoa/soma u NADP+/NADPH. Bopopociu u
3€JICHbIE PACTCHHsI, ‘‘HAYYMBIIUCH’ OKHUCIATH BOJY, 061A0elU HEeUucHepnaemvimM UCMOYHUKOM
anexmponos st BoccraHoBneHuss NADP+. Paznaras Bony, OHM HanmoidHWIU aTtMochepy 3emiu
MOJICKYJISIPHBIM ~ KUCJIOPOJIOM, CO3[aB YCIOBHS JJisi OYpPHOTO SBOJIFOIMOHHOTO Pa3BUTHS
OpPraHU3MOB, SHEPTeTHKA KOTOPBIX CBsI3aHa ¢ a3pOOHBIM JbixaHueM [3].

[Tepenoc snexrpona no [T, kak mpaBuio, CONMPOBOXKAAETCA MOHMKEHUEM dHeprun. OaHaKo
IIEPEHOC 3JIEKTPOHA HE SIBISETCS SHEPreTH4Yecku OecHoJie3HbIM IpoleccoM. B HopManbHBIX
YCIOBHAX (DYHKIIMOHMPOBAHUS XJIOPOILIACTOB OOJbIIAS YaCTh YHEPTHHU, BBIICISIONICHCS B X0/
AJIEKTPOHHOI'O TPAHCIIOPTa, HE IMpomnajgaer Oecrnoje3Ho, a MCHOJb3yeTcss [Uisi  padoThl
CHEIHMAIILHOTO  3Hepzonpeobpasyrwe2o Komniekca, Hazvieaemozo ATP-cunma3zou. DITOT
KOMIUIEKC KaTaJu3upyeT SHEPreTHYeCKH HEeBLIrOAHBIN mpouecc obpazoBanuss ATP uz ADP u
Heopraundyeckoro  ¢ocpara P;  (peakmmss  ADP+P, ->ATP+H,0) [1]. Ilostomy

SHEPTOJOHOPHBIE MPOIECCHl AIEKTPOHHOTO TPAHCIOPTA COMPSIKEHBI C IHEPrOaKICHTOPHBIMHU
npoueccamu cuHTeza ATP.

Baxkneiinyto posib B 00€CI€UeHUN YHEPreTHUECKOTIO CONPSKEHUSI B MEMOpaHax TUJIAKOWUJIOB
UTpaAIOT IpOLECcChl NPOTOHHOTO TpaHcmopTa. Cunre3 ATP TecHo cBsi3aH C NepeHOCOM uepes

ATP-cunrasy Tpex mpotoHoB u3 TwiakomwmoB (3H; ) B crpomy (3H],):
ADP + P, +3H] —> ATP + H,0 + 3H],

DTOT Tmpolecc CTAHOBHTCS BO3MOXXHBIM BCJICJICTBHE ACHMMETPUYHOTO PACIIONIOKCHHS
MEPEHOCUYNKOB B MeMOpaHe. B Xoje JJIEKTpPOHHOTO TIEPeHOCa MMPOUCXOTUT HAKOTUICHUE
M30BITOYHOTO KOJMYECTBA TPOTOHOB BHYTPH THIakowuja. VOHBI Bomopona no2nowaromecs
cHapyoicu Ha cTanusx BoccraHoBieHHs NADP+ u 00pa3oBaHUs TUTACTOXHHONA U 6b10€IAIOMCS
6HymMpu THIAKOUIOB Ha CTAIUAX Pa3JOKEHUS BOABl M OKHCIEHHUs IIacToXxuHomna. OcgewjeHue
xnoponnacmog npusooum K cywecmeennomy (¢ 100 — 1000 pa3) ysenuuenuro Kowyewmpayuu
UOHO8 8000poda sHympu munakouoos [1].

2.2. Perynsiuma TeMHOBbIX U CBETOBbIX CTagun (poTocuHTE3a.

Baxneiimelr 0co0eHHOCTBIO PAOOTHI (HOTOCHHTETHUECKOTO armapara SBISETCS BBICOKas
3¢ (heKTUBHOCTh TMpeoOpa3oBaHUs SHEPTUM COJHEYHOTO CBETa, YMEHHE (POTOCHHTETUYECKUX
CUCTEM adanmupoéamscsi K U3MEHSIIONIMMCS YCIOBUSM BHEUTHEH cpeibl M 3alluiiaTh ceds OT
pa3IMYHBIX HEONAronpHusATHBIX BO3ACHCTBHiA. Perymsmus ¢orocuHTe3a, Kak W MOJABISIOLIETO
OOJBIIMHCTBA APYTUX MPOIECCOB B MPUPOJIE, OCYIIESCTBISICTCS M0 MPUHIUIY OOpaTHOU CBSI3H.
CKopocTh peryiupyeMoro mporecca 3aBUCHUT OT pe3yjbTara 3Toro mpoiecca. Kak mpasuio, B
CJIOKHOW CHUCTEME PETyIHPYEMbIM IIPOLECCOM SIBIISIETCS CTausl, KOTOpasi OrpaHUYMBAET CKOPOCTh
paboThl Bced cucteMbl. Hampumep, CKOPOCTh XUMHUYECKOW PEaKIIMH MOYKET KOHTPOJIHUPOBATHCS
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KOHIIEHTpAIlMell KOHEYHOI'0 WJIM KaKOro-THOO MPOMEXKYTOYHOTO MPOAYKTa, 0Opasyromierocs B
xone peakuuu. Ecnu 3TOT MPOAYKT SIBIASETCS HHTMOMTOPOM OJIHOM M3 KIIIOUEBBIX CTaaui
XUMHYECKOI0 Mpoliecca, TO HAKOIUJICHHE JAHHOTO MPOJAYKTa OYyIeT 3aMeMJIATh OOIIYI0 CKOPOCTb
peakiuu.

2.2.1. POTOCUHTETUYECKUN KOHTPOSb.

XOpOI_HO HU3BCCTHBIM PCTYIATOPHBIM SBJIICHUEM SBJISICTCA (bOTOCI/IHTeTI/I‘leCKI/Iﬁ KOHTpPOJIb B
XJIopoIruiacrax. OH CcOCTOUT B TOM, 4YTO CKOPOCTh IIEPEHOCA DJICKTPOHOB B q)OTOCHHTeTHqCCKOﬁ
LEIHU 3JICKTPOHHOT'O TpaHCIIOpTa XJIOPOINIACTOB 3aBHCHUT OT COOTHOIICHHA MCEXKAY KOJIHUYECTBOM

CcyOCTpaToB W MPOAYKTOB peakinuu cuHTe3a ATP (ADP +P > ATP+ HZO). [Tpu u30BITKE

cyoctparoB 3toit peakiuu ( ADP u Pj ) ckopocTu mepeHoca 3JIeKTPOHOB TOJICPKUBAIOTCS Ha
MaKCHMaJbHBIX YpPOBHSIX . B 3THX yCIOBUSX HJET HUHTEHCUBHBIM cuHTE3 Moisiekyal ATP
(XJI0pOIUIaCThl  HAXOJTCS B MeETaboNM4eckoM coctostHud 3). [locime TOro Kak HacTymaer
ucromenre mosiekyn ADP u mossisiercst u30bitok ATP, cKOpOCTh 3JE€KTPOHHOTO TpaHCHOpTa
3ameuisieTcs.  TOpMOKE€HHE 3JIEKTPOHHOTO  TPaHCIOPTa, OOYCIOBIEHHOE 00pa3oBaHUEM
M30BITOYHOTO KOJIMUYECTBA KOHEUHOTO npoaykTa (ATP), cBsA3bIBaIOT ¢ EPEeX010M XJIOPOILIACTOB B
cocTosiHuE (POTOCMHTETHYECKOro KOHTpoJs (Metabonuueckoe cocrosinue 4). KimtoueByro posib B
ABIEHUSAX (POTOCHHTETUYECKOTO KOHTPOJS WrparoT MPOIECChl MPOTOHHOTO TPaHCIOPTa,
CONPSKEHHOTO ¢ peakiusMu cuate3a ATP [4].

PaGorta poTocuHTEeTHUECKOH LIEMU ANEKTPOHHOTO TPAHCIIOPTA MPUBOAUT K HAKOIJICHUIO HOHOB
BOJIOPOJia BHYTPHU THJIAKOMJIOB W, CJIE€IOBATENbHO, K YMEHBILIEHUIO BHYTpUTHIakouaHoro pH.
CriennanpHble MU3MEpPEHHs TOKa3ajid, 4TO 3HadeHue pH BHYTPUTHUIAKOMHOTO IMPOCTPAHCTBA
(pHin) mpu OCBelIeHHH XJIOPOIIIACTOB MOXKET MOHMKAThCs Ha 2,53 enunuiisl pH [4]. 3akucnenue
BHYTPUTHJIAKOUJHOTO TIPOCTPAHCTBA BBHI3BIBAET TOPMOXKEHHE JIIEKTPOHHOTO TPAHCHOPTA. IJTO
MPOUCXOUT HA CAMOM MEIJIEHHOM Y4YacTKE B LENHU MEPEHOCA IIEKTPOHOB OT BOIBI K NADP" —
Ha CTaIiM OKHUCJICHHUS TUIacTOXWHONA. CKOpOCTh OKHUCIEHHsS IUIaCTOXWHOJA 3aBUCHT OT
KOHIIEHTPAllMd HOHOB BOJOpPOJa BHYTPU THIAKOWIOB: YEM BBIIIE HMX KOHIICHTpAIUs (HUKE
3HayeHue pHin), TeM MennenHee npoucxoaut okucienne QHy . CBsa3aHo 3T0 ¢ TeM, 4TO MEepPEeHoCy
3NIEKTPOHOB OT TuiacToxuHona (QHz) M ero mosyBocCTaHOBIEHHON (POPMBI MJIACTOCEMUXHUHOHA
(QHe ) k b/f-kommekcy (peakiuu (2) u (4)) NpeAlIECTBYIOT CTaUN TUCCOLMAIMU MPOTOHA BO
BHYTPUTHIIaKOUHBIA 00beM (peakuuu (1) u (3)):

- +

QH, < QH +H", (1)
QH < QH +¢ , (2)
QH < Q" +H', (3)
Q" & Q+¢ (4)

3apsokennnie  Gopmel  miacroxunoida (QH ) wm  mmacrocemmxmuona (Q)  sBusroTcs
HEMOCPEICTBEHHBIMU JIOHOpaMHU 3JIeKTpoHa st b/f-komrutekca [3]. Peakuuu quccormanuu (1) u
(3), B X0Z1e KOTOPBIX O0Opa3yrOTCs aKTHBHBIE (JOPMBI BOCCTAHOBJICHHOTO ruiactoxuHoHa QH wu
Q" 3aBucsr ot pH BHYTpH TUIAKOUIOB. [10 Mepe yeenuuenus KOHYeHmpayuu uoHo8 6000po0d 60
BHYMPUMULAKOUOHOM HPOCMPAHCIMEE GEPOIMHOCb OUCCOYUAYUU NPOMOHA YMEHbULAEmCsl, TaK

KaK B 3TOM CJly4ae 3a CUeT MOBBIIIEHHOTO JaBJIEHUs MPOTOHOB paBHoBecue B peakiusax (1) u (3)
CABUTAETCS BJIEBO, TO €CTh B CTOPOHY OOpa30BaHMS HEAKTUBHBIX MPOTOHHPOBAHHBIX (HOPM
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macroxunona (QHy) m minacrocemuxunona (QH' ) [4]. IMeHHO 1O3TOMY HAaKOIUIEHHE HOHOB
BOJIOPO/Ia BHYTPHU THJIAKOW/IOB BBI3BIBACT 3aMEUICHUE CKOPOCTH AJIEKTPOHHOI'O TPAHCIIOPTA.

Mounekynst ADP u ATP camu HENOCPENCTBEHHO HE B3aUMOJIEHCTBYIOT C IIETbIO JIEKTPOHHOTO
TpaHcnopta. OHM BIMSIIOT Ha BBIXOJ| IPOTOHOB M3 TUJIAKOMI0B Hapyxky depe3 ATP-cunrasHblil
koMmIuiekc. Peakunu cunresa ATP comnpsbkeHsl ¢ nepeHocoM 1poToHoB yepe3 ATP-cunrasy. [Ipu
n30bITKe MoJiekys1 ADP ckopocTs paboTel ATP-cuHTa3HOr0 KOMILJIEKCa BEJTUKA. JTO 3HAYMT, YTO
Hapsay € MOCTYIUICHMEM NIPOTOHOB BHYTPb THJIAKOWUJIOB NMPOUCXOJUT UX MHTECHCUBHBINA BBIXO[
Hapyxy dyepe3 ATP-cunrtasy. [loatomy B ycinoBusax cunte3a ATP He mpoOMCXOAUT CTOJIb CUIBHOTO
3aKHUCIIEHUS BHYTPUTHJIAKOUJHOTO IPOCTPAHCTBA, KOTOPOE MOIJIO Obl BBI3BaTh TOPMOXKECHHUE
3JIEKTPOHHOro TpaHcnopra. [locne ucromenus 3amaca mojekyia ADP cunte3 ATP npaktuyecku
OCTaHAaBJIMBAETCsI, @ BMECTE C 3TUM PE3KO CHUXKAETCSI CKOPOCTh BBIXO/a IIPOTOHOB Hapyxy. llpu
3TOM, OJTHAKO, [EMb IePEHOCca IIEKTPOHOB paboTaeT, HOITOMY IMPOTOHBI MPOJOJDKAIOT TTOCTYIATh
BHYTph TunakouaoB. [lockonbky npu orcyrctBun ADP kaHan ObICTPOro BBIXOJa MPOTOHOB
Hapyxky udepe3 ATP cuHTa3y mpakTHYecKu 3aKpbIT, TO mocie ucromenus ADP koHueHTpaums
MIPOTOHOB BHYTPHU THJIAKOWUJIOB YBEIMYMTCS U COOTBETCTBEHHO 3HAYEHUE BHYTPUTHIIAKOHIHOIO
pH (pHin) nononuutensHo noHu3uTcsa. Y MenbleHue pHi, 3aMeisier OkucaeHne miacTOXUHOIa U
TE€M CaMbIM TOPMO3HT MEPEHOC 3JIEKTPOHOB Mexay PC2 u OC1.

Takum oOpa3oMm, B YCIOBHUSX, KOIJIa B XJIOpOIUIACTaXx HMEETCs M30bITOK CyOCTpaToB
dochopuupoBanus (ADP u Pi ), cKOpoCTh 3JIEKTPOHHOTO TPaHCIOPTA IMOJACPKUBACTCS Ha
BBICOKOM YPOBHE M COOTBETCTBEHHO IIPU ATOM BeJMKa ckopocTh cuHTe3a ATP (cocrosinue 3). B
TO € BpeMs eciiu noTpeOHocTh B cuHTe3e ATP mana (B xyoporuactax umeercst u3obitok ATP),
TO paboTa Ienu MEKTPOHHOTO TpaHcmopTa 3ameyisiercs (coctosiuue 4). [locme Toro kak 3amachl
ATP B xjopomnactax OyayT ucuepranbl (Hanpumep, 3a cuet ruaponusa ATP B peaknusax nukia
KaneBuHa) u mosBurca u30biTok Monekyn ADP, Bkmrouarcs B pabotry ATP-cunTazHble
KOMIUIEKCBI, B pE3yJbTaT€ YEro YyMEHBIIUTCS KOHIIEHTpPAllMs HOHOB BOAOPOJA BHYTPH
TUJIAKOMUJIOB M CHOBA BO3PACTET CKOPOCTH IEKTPOHHOIO TPAHCIIOPTA.

2.2.2. NepepacnpeneneHue 3aHeprum Bo3dyxaeHMsa mexay cporocucremamm.

B 1977 rony JIx. benHeT 0OHapyXuJj, YTO MOCI]E OCBEIIEHHUS XJIOPOIUIACTOB B MPUCYTCTBUU
ATP dochopunupyercss OAMH W3 TOJNUIENTHAOB, BXOASIIMX B COCTaB TaK Ha3bIBAEMOTO
Ja0WJIBHOTO ~CBETOCOOMparolero Komiuiekca xjoporiactoB [3].  BmocnenctBum  ObL1O
YCTaHOBJIEHO, YTO A3TO SIBJICHUE MOXET HMMETh HEIOCPEACTBEHHOE OTHOLIEHUE K PETYISALHNHU
pacnpenenenus sHeprun cBeta mexay PCl u ®C2. B xmopomnacrax 011 coenacosamusi
coemecmHuol pabomvl 08yx pomocucmem JOJKEH CYIIECTBOBATh MEXaHU3M, 00ECIeUNBAIOIINN
ONTUMAIBHOE pACIPEACIICHUE SHEPrHH TIOTJIONAEMOTO CBETa MEXIY CBETOCOOHPAIONUMU
anteHHaMu KomIuiekcoB PC1 u DC2. HeoOX0auMOCTh CyIIeCTBOBaHUSI TAaKOTO MEXaHH3Ma
oueBuaHA. JleWcTBUTENBHO, €CIIM, HANpUMep, cBeTocoOuparomas aHTeHHa DPC2 monyudaer
CYIIECTBEHHBIH U30BITOK KBAaHTOB cBeTa Mo cpaBHeHHto ¢ @DCI1, 1o »sddexTuBHOCTH
ucnonbp3oBanus dHeprun cBerta B @C2 Oyaer HeBenuka. B a3Tom cimydae 3a cuer 6oyee 4acToro
cpabaThiBaHUs peakMOHHBIX IeHTpoB DC2 Ha yyacTKe LEMU MIEKTPOHHOTO TPAHCIIOPTA MEKIY
DOC2 u OC1 Haxkonumcs uzObIMOK B0CCMAHOBIEHHBIX NEPEHOCUUKOS, KOmopble He 0y0ym
ycnesams OKUCTAMbCA pedko pabomarouwumu peaxyuonnvimu yenmpamu @CI. ITOro MOKHO N30ekKaTh,
€CIIi M3MEHUTh COOTHOLICHHE MEXIy pasMepaMu cBerocoOupatomux anteHH @Cl u ®C2, yBennuus
pasmep auteHHBI DC1 3a cueT ymeHbIeHus aHTeHHB OC2.
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Jnsi  perynsuuu  pacmpesiesieHds CBeTa B XJOpOIUIacTaX HapsAgy C  OCHOBHBIMHU
CBETOCOOHMPAIOIUMH MUTMEHTHBIMU KOMIUIEKCaMH, XecTKO cBsi3aHHbIMU ¢ DC1 u OC2, nmeercs
Ta0WIbHBIN (TTOABUKHBIN) cBeTOcOOMparonuii komruieke 2 (cokpamenno CCK2). DTot komIuieke
BBITOJIHSET POJIb JOTIOJTHUTEILHONW aHTEHHBI, TPeITHa3HAYCHHOU I YCHIIEHUS CBETOCOOpa OHOM
u3 dorocucrem [1]. B xmopomnacrax kxommiekcelt ®@C1 u PC2 Haxomarcs B MeMmOpaHax
TUJIAKOUJIOB TpaH M MEXKIPaHHBIX THIakouJoB. OIHAKO pacrpeaencHbl OHH MEXKIy STUMU
TUJIaKou1aMu HepaBHOMepHO. OcHOBHas yacTh koMiuiekcoB @C1 okanu3oBaHa B MEKIPAHHBIX
TUJIAKOUAX, B TO BpeMsI KaK OOJILIIMHCTBO KoMIuiekcoB @C2 HaxomuTces B THIIAKouaax rpaH [1].
[Ipeanonaraercs, 4ro B ycioBusix Hu3koi ocemieHHocTH CCK2 pacnonaraioTcsi B OCHOBHOM B
TUIakonaax rpan psgom ¢ @C2, Gnaromaps yeMy OOMUI pa3Mep CBETOCOOMpAOIIEH aHTCHHBI
@®C2 yBenuueH. OJHAKO B OIpPENEIEHHBIX YCIOBHAX, KOIJa BO3HHUKAET HEOOXOJMMOCTD
yBeauunTh 3hdextuBHOCTE pabdoTel DCI, 3TOT NaOMIBHBIA CBETOCOOMPAIONMIUNA KOMILIEKC
nokugaer ®C2 u, nepeMenasch B IMIOCKOCTH MEMOpPaHbI B CTOPOHY MEKIPAaHHBIX THUJIAKOWJIOB,
cteikyercss ¢ ®C1. CurnanoMm st cpabaThiBaHHS MEXaHH3Ma, BBI3BIBAIOIIETO IEpPEMEIECHUE
CCK2, cinyxut obpazosanue uzdblmka 80CCMAHOBIEHHBIX NEPEHOCUUKO8 8 Yenu INeKMPOHHO20
mpancnopma mexcoy gpomocucmemamu [4]. Takoit ©30BITOK MOXKET BO3HHKATh, HAIPUMED, MIPU
Oosee yacToM cpabaThlBaHUU peaklMOHHBIX HeHTpoB PC2 no cpaBHeHuto ¢ PCI1. Ilepemerienue
CCK2 k @®Cl mnomoraer XJOpOIUIaCTaM pa3rpy3uTh LENb IEPEHOCa JIIEKTPOHOB MEXITY
¢dorocucremamu 3a cuet Oosiee yactoro cpadbarpiBanus OCI.

Mexanusm niepepacnpeneneaus CCK2 mexay csetocodbuparonumu anteHHamMu OC2 u OC1
CBsI3aH ¢ ¢hochopuruposanuem 00HOU U3 cybOveouHuy 3mo2o xomniekca. IlepernonHeHne nenu
AIIEKTPOHHOTO TPAHCIOPTA CIYXKUT CHTHAJIIOM ISl BKIIOYCHHS B PaOOTy HpOmMeuHKuHazvl —
pepmenma, kamanuzupyiowezo nepernoc gocama ¢ monexyivt ATP na CCK?2 [4]. B pesyismame
maxou moouguxayuu CCK2 mepsem ceasze ¢ @C2. Ilpennonaraercs, yTo GochopuiInpoBaHHbIN
KOMILJIEKC BBITAJIKUBAETCS M3 THJIAKOMJOB IpaH, IJe cocpenorodeHa Oombiias yacte PC2, u
nepeMenaeTcs B MEXKIpaHHble THUJaKouIbl, oOorameHHble koMmiuiekcamu @OCI1. Cuisl,
BbITecHsAIOIME (ochopunupoBanuble kommiekcbl CCK2 u3 rpaH, UMEIOT 3JIEKTPOCTATUYECKYIO
npupoay [1]. Tocne mnpucoeamuenuss k CCK2 orpumarensHo 3apspkeHHOro (ocdara um
CTaHOBUTCS SHEPTeTUYECKH HEBBITOJITHO HAXOAMWTHCS BOJIU3U JPYTr OT Jpyra B THIAKOHIAX T'paH,
KOTOpBIE TECHO IPUMBIKAIOT ApPYr K Apyry. [loatomy dochopunrpoBanusie kommiekcsl CCK2
HepeMelaloTcsl B MEXIPaHHbIE THJIAKOMJbl, KOTOpble MPOCTPAHCTBEHHO pa3HeceHbl. B
pe3yJibTaTe TaKkoW CTPYKTYpHOW peopraHuzanuu pa3mepbl cBerocoOuparomieil anteHHsl OC2
ymenbpmaores, a ®Cl yBenuuuBaroTCS. DTHUM JOCTUTACTCS ONMUMANbHOE pacnpedeneHue
noziowjaemol dHepauu ceema mexcoy ¢homocucmemamu, KOTJa CKOPOCTb TMOCTYIUICHUS
anekTpoHoB oT (PC2 oka3pIBaeTCs COIVIACOBAaHHOM C YacTOTOW cpabaTbiBaHUS PEaKIIMOHHBIX
uentpoB OCl.
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2.3. dnyopecueHTHble MeToAbl B U3y4YeHUU (pOTOCUHTE3a

HcTounnkom ¢uryopecteHINN B PAaCTUTEIBHOMN KIIETKE SIBJISIOTCS CBETOCOOHPAIOIINE
MOJIEKYJIbI TUTMEHTOB, IPUYEM MOIABIISIONIAs YacTh (IyOpECEHIINN B HOPMAJIbHBIX YCIOBHSIX
OPOUCXOTUT OT XJopoduiuia a (Xt a) PC2 [1].

KBanToBBIi1 BbIXO] (uryopeciieHIIMH (OTHOIICHHE YHCTIa UCITYIIEHHBIX KBAHTOB K YUCITY
MOTJIOMIEHHBIX ) PABEH:
ke +k, +ky +k;
riae Kg — KoHcTaHTa CKOpOCTH (hIIyopecCIieHIINH;
Kp — KOHCTaHTa POTOXUMHUYECKOI peakLui;
Kp — KOHCTaHTa TEIUIOBOM JIe3aKTHBAIUH;
Kt — KOHCTaHTa IepeHoca SJHEPriK BO30YXIeHHS K He(IyopeCIUPYIOLIMM ITUTMEHTAM.

KBaHTOBBII BBIX0/ (hTyOpeCcEeHIINH XJIOpO(HILIa a B IUCTE COCTABIISIET OKOJIO  2-8% €O
cpemHUM BpeMeHeM ku3HH 0KoJ10 300 e (s “oTkpeiThix”’ PL[) u okoso 1,6 HC (1 “3aKpBITHIX”
PLI). Bxiag ®@C1 B curnan ¢uryopecieHnuu mpu koMHaTHoi Temmeparype < 20% [3].

gF

2.3.1. UnayKkuuoHHbIe U3MeHeHus1 duiyopecueHuu (POTOCUHTE3UPYIOIIHNX 00bEKTOB.

[Tpu ocBemieHny 3€IEHOTO JIMCTA MOCIIE TIEPHOAA TEMHOBOW a1aliTallid, HHTEHCHBHOCTD
(ryopecueHIny, Kak MpaBUIIo, IPETEPIIEBACT PsiJl HEMOHOTOHHBIX U3MEHEHHH (3P PeKT
Kaytckoro).

P
‘ y
x
5
T S
@
3
e | T
S, 1¢c 1 MUH
}
Caet
BpeMA ——

Puc. 4. Cxema MHIYKIIMOHHBIX H3MEHEHHH (IIyOpEeCHECHIIMN 3eEHOT0 JIucTa [6].

W3menenus O-1-D-P na3piBaioT mepBoil BoJIHOM, MM ObICTpOM MHAYKLMEH (iyopecreHInu
(BA®). Ona npotekaer 3a 1-3 ¢ B 3aBUCUMOCTH OT MHTEHCHUBHOCTU CBETa U JIPYrHX (PaKTOPOB.
Bonee memiennsie u3menenus P-S-M-T u3BecTHBI Kak BTOpas BOJIHA, WJIM MEJUIEHHAs! MHAYKIUSA
bayopecueniun (MU®D). DT u3MeHeHUs TPOTEKAIOT 3a BPEMEHa OT HECKOJBKUX JECATKOB
CEKYH]I, 10 HECKOJIBKUX MUHYT B 3aBUCUMOCTH OT 00BEKTa M YCIOBHI HKCIIEPUMEHTA.

Bosbmiyio posbs B uaTepnperanun BU® ceirpana runoresa Jroiizenca u Ceupca [6], B koTopoii
duyopecueHIMsT U MEpBUYHBbIE PeakUuu (POTOCHHTE3a PACCMATPHUBAIOTCS KAaK KOHKYPUPYIOIIHE
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nporecchl. B COOTBETCTBMM C 3TOM THIIOTE30 WHIYKIMOHHBIE W3MECHEHHs (IyOpECICHIHH
CBSI3aHbI C M3MEHEHUEM OKHCIHTEIBHO-BOCCTAHOBHTEIBHOIO COCTOSIHHS TIEPBHYHOTO aKIENITOPa
snektpoHoB DC2 mnacroxunona Q. B amanTupoBaHHbIX K TeMHOTE XJjoporuiactax Q Haxomurcst
B OKHCJICHHOM COCTOSIHMH U CIIOCOOEH TIPUHUMATH 3JIeKTpoHbI 0T Xi1 a @C2, racs Takum 00pa3om
myopecuenito B cuty snekrponnoro noroka ot H,0 k Q (yposen» O ma puc. 4). Io mepe

Boccranosienus Q (Hanpumep, U3-3a HACHIILEHKS MTyJIa TIEPEHOCUMKOB MEXK Ty (POTOCHCTEMAMH
nocie  ®Cl) DNOTOK DIEKTPOHOB  yMEHBIIAETCS M (DIyOPECUEHIUS  YBEINYMBAETCH.
KBaszucranuonapusiii, B pamkax BU®, ypoenp P orpakaer, Takum o0pa3oMm, TUHAMHUYECKOE
paBHOBecue peakuuii BoccraHoBieHus Q dyepes ®C2 U ero OKHUCICHHS IOCIEIYIONMME
IIEPEHOCYMKAMH JIEKTPOHOB [6].

Onno3nauynas unreprnperauuss MU® B nureparype orcyrcTByeT. COrjiacHO OJIHOM M3 THUIOTE3

[7], cramus P-S cBsizaHa ¢ HadajioMm akTuBaluu mukia KanpBUHA, NMPH 3TOM BO3pAcTaeT
HUKIUYeckuii moTok siektpoHoB B @OCI1. Haubonee ObicTpo Ha CBETYy aKTUBHPYETCS
TepmuBaTbHEI Gepment DT ®a-HAJID -penykrasa: yxe uepes HECKONBKO CEKYH]] OCBEIIEHHUS
OH TMPHOOpPETaeT CIOCOOHOCTh «OTTATHBATHY Yepe3 LENU MepeHoca 3IEKTPOHBI OT MEPBUYHOTO
akmenropa Q, u QuyopecueHus xjiopopuinia ymMmeHbImaercs. TymeHne GryopecieHIInA Ha dTOH
CTaIuY YaCTUYHO CBA3aHO ¢ 00pa3oBaHKHEM IpajgueHTa nporoHoB ApH Ha MeMOpaHe.
Cragus S-M — 3ameuieHue 3JEKTPOHHOTO TpaHcnopTa Mexay PC BClIencTBHE yCTaHOBIICHHS
MPOTOHHOTO T'pajJueHTa. JTO MPUBOIUT K MOBBIIMIEHUIO YPOBHS BOCCTAHOBJIEHHOCTH QQ, T.K. €ro
OKHCIICHHE 3aBHCUT OT KOHIEHTpPAIlMM NPOTOHOB Y BHYTPEHHEH IOBEPXHOCTH MeMOpaHbI
Tunakouna. BoccraHoBieHHble MoyieKydbl (Q aKkTUBUPYIOT (EpMEHT, KaTalu3upPYIOLIHii
dochopmmpoarne O6enkoB CCK ®C2. Ha sroii ke cTaauM HAYMHASTCS HCIIOJIb30BAHHE
CUHTE3UPOBAHHOTO ATO B UKJIIE KanpBuHa.
Cragus M-T — mponomxkaercs CTpyKTypHas nepectpoiika MeMOpan u nepexoj yactu CCK u3
obmactu rpaH B o0nacte CTpombl. Brimouenue 1ukina KanbBuHa CHHMaeT OJIOKHPOBKY
HEIUKJIMYECKOTO JIEKTPOHHOTO TIOTOKA [ 7].

Takum o0pa3om, MOKHO KOHCTaTupoBaTh, yTo MUD orocunTesnpyrommx oObeKTOB SBISETCS
OTpPaKEHHEM CHCTEMBl PETYIATOPHBIX MeXaHM3MOB (oTocuHTe3a. TymeHue QayopecreHInn
nopasenstor Ha poToxumudeckoe (Qp) u Hedhoroxumuueckoe (Qn) [5].

doTtoxumuyeckoe TymeHne QP 3aBUCUT OT OKUCIHUTEIbHO-BOCCTAHOBHUTEIBHOTO COCTOSHUS
nepBUYHbIX akienTopoB (Q) snekrpoHoB ®C2. B aganTupoBaHHBIX K TEMHOTE Xjoporiactax Q
HaXOJIUTCS B OKUCIICHHOM COCTOSIHUU U CIIOCOOEH MPUHUMATh 3JEKTPOHBI OT XJiopoduiuia a PC2,
racst TakuM 00pa3oM (JIyOPECIEHITUIO B CHITY 3JIeKTpOHHOT0 moToka ot H,O k Q [7].

Hedotoxumuueckoe TylieHue, B CBOK0 04epe/ib, OOBIYHO Pa3eiaioT Ha 3 KOMIIOHEHTA:
1. DHeprerudeckoe Tymenue ((E), 3aBucsiiee ot BennunHbl ApH Ha TUnakonaHoi MmeMmOpaHe.
2. Tymenue, oTHOcsIEecs K mepexoay ‘‘coctostaue 17 — “cocrostame 27 (qT), BchmeacTBue
dochopunuposanus 6enkoB CCK2 u nepepacnpenenenns sHeprun Bo30yxaenus B noin3y OCl1.
3. Tymenue, cBa3aHHOe ¢ poToMHrnOMpoBanueM gorocunresa (ql) (ycuienue 6e3b131ydaTenbHON
JUCCUMAIMK SHEPTUU MPHU NOBBIIIEHHON OCBEIIEHHOCTH) .

Bkiag kaxmoro MexaHuzMa B CyMMapHYIO BednduHy QN 3aBUCHT OT MHTEHCHBHOCTH CBETA.
Tymenue qT npeobnanaer npu HU3KOM, a qE u ql — npu BeicokoM ocBemennu [5].

14



2.3.2. CnexTpsl QuiyopecueHUNH JUCTbEB PACTEHUIA.

CrekTphl (hIyopecieHIIuU XJIOpoduilia 3eJICHOTO JIMCTa, KaK MPaBUJIO, UMEIOT JIBa IIUPOKUX
MakKCMMyMa B KpacHOH 00yiacTH crieKkTpa: oauH Ha anuHe BoyiHbl 680—-690 um (F1), apyroii Ha
mane BostHbl 730740 uMm (F2) (puc. 5) [2].

6.0

5.5 1
5.0 1
4.5 1
4.0 +
3.5 1
3.0 1
2.5 -
2.0 H

MHTEHCUBHOCTb, OTH. ef.

1.5 4
1.0 4
0.5 -

0.0

T 1 T T T T T T T T T T T T T T T T T

620 640 660 680 700 720 740 760 780 800 820
[nvHa BOMHbLI, HM

Puc. 5. XapakTepHslii BU CIICKTpa (IIyOpeCICHIINN XI0pOoGhHIIIa 3€JICHOTO JIHCTa

CymiecTByeT HECKOJIBKO TOYEK 3pEHUs Ha MEXaHU3M BO3HMKHOBEHHUS JIIOMHUHECLICHLIUU B
obmactu 680 u 730 uM. Ilpennonaraercs, 4to QuryopecueHIHs Ha JUIMHE BOJHBI OKOJO 685 HM
obycnosnena xynopodmiom dortocuctemsr 2 (DC2), a Ha mamune BomHbl 730 HM — OCI1 [2].
Cunraercst TakXke, YTO COOTHOLIEHHE MAaKCUMyMOB B CHEKTpe (IyopecUeHIMH OIpeaeseTcs
CTEMNEHBI0 arperupoBaHHOCTH (HopM XJopoduiuia u peabcopoiueit uznyuenus [24,25].

JUi1 KOJMMYECTBEHHOM XapakTepUCTHKH (OpPMBI CIIEKTpa ObUI BBEAEH MapaMeTp ®, paBHbBIN
OTHOUICHHUIO MaKCUMAaJIbHBIX 3HAU€HUI MHTEHCUBHOCTHU (hiryopecuieHnu B obnactu 730-750 HM u
685 uM (0 = F740/F685). DtoT mapamerp 3aBUCUT OT LEIOro psnaa (akTOpoB: Xapakrepa
MUHEPATBLHOr0 MUTaHUA, KoHUeHTpauun CO?2 , OCBEIIEHHOCTH U JJIUTEIbHOCTH CBETOBOTO JHS,
BJIQYKHOCTH TOYBBI M BO3JlyXa M JIp., IPUYEM ONTUMAIbHBIM YCIIOBHSIM Pa3BUTHUs paCTEHUH Bcerja
COOTBETCTBYIOT MaKCUMAaJIbHBIC 3HAUCHUS [2].

Kpome Toro, B psje paboT ObUIM 3aperMCTPHPOBAHBI OJHOHAIIPABICHHbIE W3MEHEHHs 3TOTrO
MoKasareisi U colep:kaHus xjopoduiuia B JUCThsIX pacTeHuil. [logoOHas koppensius Oblia
YCTAQHOBJICHA JIJIsl, PAaCTEHMM, BBIPAIIEHHBIX B YCIOBHIX Pa3IMYHOIO MUHEPAIBbHOTO MHUTAaHUS, B
X0JIC OCEHHEH JIerpaaliuy XJI0poQuLIa U psjae Apyrux ciydaes [8].

2.3.3. UmnyJbcHas (JryopuMeTpHs.

W3smeputenbHas  cuctema  PAM-QuiyopumeTpa  CENEKTHUBHO  PETUCTPUPYET  BBIXOJ
¢iryopecueHIIMM Ha YacTOTE CIIEeJOBAHUS MUKPOCEKYH/IHBIX UMITYJIbCOB.
Fo — Beixoa dayopecneniiuu xaopoduiuia Mo AMCTBUEM MOIYJIUPOBAHHOTO BO30YXIAIOIIETO

CBETa HU3KOHN MHTEHCHUBHOCTH;
Fm — wmakcumanbHbIi BBIXOJX (IIyOpecleHIMHM aJalTUPOBAaHHOTO K TEMHOTE JIUCTa,
WHyLIMPOBAHHBIN HACBIIIAIO UM HMITYJIbCOM CBETA;

Fm' — MakcuMmanbHbIi BBIXOA (DIIyopecieHIINH, WHIYIUPOBAHHBIA HACBHIIIAIOIINM HUMITYJIECOM
CBETa y OCBEIIEHHOTO JIMCTA;
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Puc. 6. IIpoTokoa u3MepeHuit GayopeceHIiy ¢ MOMOIIBI0 HMITYJIECHOTO (hIyopuMeTpa. [5]

F — BbIxon (ayopecueHuuu Xjiaopouiiia Npu OCBEIIEHUH JIMCTA MOCTOSHHBIM JIEHCTBYIOIIUM
CBETOM.

BxitoueHne MoOAylIHpOBaHHOTO U3MEPUTENIBHOIO CBETa HU3KOM MHTEHCHBHOCTH BO30YXIaeT
ypoBeHb (ayopecueHiini Fo. DTOT ypoBeHb ompeneisercs (uryopecieHIueil xmopodmia B
ycIoBUAX, Korna Bce PL] HaxonsdTcst B «OTKPBHITOM» paboyeM COCTOSTHUM U CIIOCOOHBI TYIIUTb
(ryopecueHIIMI0 aHTeHHBI, ITTOCKOJBKY BCE MOJEKYJbl IEPBHYHOTO akientopa Qa TOTOBHI
npuHATh 31ekTpoH oT P680. Ecim Bce Monekynsl Qa BOcCTaHOBJIEHBI (IOJ JeicTBUEM
HachILIAlOIEro uMMyjibca cBera), To PIL[ «3akpbiTel»y. Ilo3TOMY »BHEprusi 31EKTPOHHOTO
BO30YXJI€HHsI OOJIbILIEH YacThIO BO3BpAIIAETCs B AaHTEHHY U YPOBEHb (hIIyOpPECLIEHIIUN CTAHOBUTCS
makcumansHbIM (FM) [5]. Pasuuna mexay Fm u Fo HaspiBaeTcs mepeMeHHOW (uiyopecieHImei
(Fv = Fm — Fo). Ona o0ycioBieHa TOW 4acThiO CBETOBOI SHEPrHH, KOTOpasi UCIOIb30BaIach B
NEPBUYHBIX peaknusx (GoTocuHTe3a Mpu OTKPHITHIX PLI. B amanTupoBaHHBIX K TEMHOTE JTUCTHIX
BCE LEHTPHl (OTOXMMHUYECKH AKTUBHBI U (IIyOpEeCUEHIHsS COOTBETCTBYeT ypoBHI0 FO. Ilpum
OCBEILIEHUU UX HACBHIIIAIOIIENH BCIBIIIKONW (IIyOpecleHlIUsl CTaHOBUTCS MakcuManbHOU (FM) u
OBICTPO peNaKCHpyeT B TEMHOTE 10 HCXOoaHoro ypoBHs. [lapamerp FVv/Fm xapaktepusyer
«a(pdexTuBHOCTH HcnoNb30BaHus cBeta OC2» niaM, No-ApyromMy, «MakCHMalbHbIH KBAaHTOBBII
BBIXOJ (hoTOXMMHUYecKuX npeBparneHuii B C2» [6].

KoaddummenTs! TymeHus: 0OBIYHO PaCcCUUTHIBAIOT, UCXO/S M3 YMEHBIIEHUS TaK Ha3bIBAeMOM

. K -F
nepeMeHHol QayopecueHuuu: ( = —F
\
rae Fv — makcumanbHast mepeMeHHast (hIyopecIieHIIns B COOTBETCTBYIONIMI MOMEHT BPEMEHH, a
Fv’ - [IepEMEHHas ¢byopecueHIusa B “cocTostHUN TyLIEHUS .
F.-F)-(, -F F.-F
Tak, s HepoTOXMMUYECKOTO Tymenus: Qn = Fy-Fo)- (R -F) e
F.-F F.-F
F -FK)-(F-F F-F
Jns HOTOXMMUYECKOTO TYIIEHUS] COOTBETCTBEHHO MoTydnM: Qp = (s 0,) (F-Fo) =
F-FK F-FK
I:v m__ "0
[Tapamerp E = “E xapakTtepusyet 3QPeKTUBHOCT paboThl poTocuctemsr 2 [5].
m m
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3. MeToauka npoBeAeHUs 3KCMEePUMEHTOB

OObekTaMH UCCICIOBaHMM CIYXKHIIK JUCThs 00008 Vicia faba L. (copt “Pycckue uephbie”) u
ny6a Quercus rubra L. TIpu u3MepeHHsIX MPEHUMYIIECTBEHHO UCIIOIb30BAIIH JINCThSI BTOPOTO sIpyca
60008, cunrtas cHu3y. PacTeHus 6000B BhIpAIIMBAIU B Ja0OPATOPHBIX YCIOBHUSIX MPH KOMHATHON
temneparype. V3MepeHus Ha JUCThSIX ay0a MPOBOAWIM B OCEHHUH Mepuon (OKTAOph-HOSOpPH
2015r.).

3.1. Pernctpaumsa nHaykumm conyopecueHumm.

Wunykuuio ¢GIyopeceHIMd PEeruCTPUPOBATIM € TOMOIINBI0 OPTATHBHOTO HMITYJIbCHOTO
dyopumerpa PAM-2500.

dnyopecrieHIns BO30yKJaeTcsi ClaObIMM MO0 MHTEHCHBHOCTU HMMITYJIbCAMH HW3MEPHUTEIBHOTO
CBETa, a COCTOSHHE (OTOCHHTETHYECKOTO ammapara HM3MEHSETCS C MOMOIIbI0 IOCTOSHHOTO
JEMCTBYIOIEr0 CBETa W MOIIHBIX [0 HWHTEHCHUBHOCTH HMITYJICOB, BOCCTAHABIIMBAOLIMX
nepBuuHble  akuentopel @®C2. OOmee Bpems perucTpauud coctaBimsuio 11 MUHYT.
PaccunthiBanucek koappunmentsr Qn u Qp. Pasznenenue hoto- u HEPOTOXUMHUECKOTO TYIIEHUS
MIPOMCXOUT MPH MOJau€ HACKHIIIAIOIINX BCITBIIIEK.
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3.2. Perncrtpauus cnektpoB cnyopecueHLUn.

CriexTpbl (hJIyOpECLECHIIMM JINCTHEB PACTEHHI H3Mepsuih Ha crekrpodiayopumerpe Solar
CM2203. Jluct oTaenssii OT cTeOs, MOMEIIAIA B Jep)KaTellb, OCBEIIAINM CBETOM C JJIMHOMN
BOJHBI 450 HM HHTEHCUBHOCTBIO 0K0J10 150 B1/M°.

CNekTponyopHMeTp

MOHOXPOMATOP ——
BO3DYHAEHNA

AR

MCTOYHKE HM3myYeHA

MOHOXpOMaTOp g’;:;m
B 3nyyeHs a——

o
NEQHEATENE C NHCTOM

ROMNEHTER

Puc. 8. Cxema yCcTaHOBKH 151 H3MEPEHHUS CIIEKTPOB (PIIyOPECIICHIIIH.

Crnektpbl (hyopeclueHIMn JIMCThEB PAaCTEHUl OAHOrO0 M TOTO JK€ sipyca HECKOJIbKO
OTJIMYAJIUCh 10 MHTEHCHBHOCTH. B KauecTBe OCHOBHOW H3MepseMOH XapaKTepUCTHKU ObLIO
BbIOpAaHO OTHONIEHHE MHTEHCUBHOCTEH (uiyopecuieHIny Ha JUIMHax BojaH 740 HM u 685 um. U3
cooOpaxeHu! yHu(UKAMKU U CTaHAAPTU3ALUU SKCIEPUMEHTa pacCMaTPUBAIN OTHOCUTEIbHbBIE
XapakTepucTuku (mokaszarenb o = F740/F685) m ycpenHeHHBbIe 3HA4€HHsS WHTEHCHBHOCTEH
dayopecueHIMU. Y CcpeTHEeHHE POU3BOJUIIN MO TPEM CHEKTpaM (PIyopecleHINH, 10Ty YeHHbIM
Ha Pa3HbIX JUCTHSX.

3.3. U3mepenust cogepkaHus XJopoduiria.

Conepxkanue xJ0poGuIIoB ¢ 1 D B TUCTHSIX PaCTEHUH ONPEAEISIIN 110 METO/TY, OMUCAaHHOMY
B [8]. HaBecky nuctheB maccoit 120 mr pactupanu B hapdopoBoii crymke, n1o6asisis 100%-Hbrii
arnietod. [lomydeHHYI0 BBITSKKY (QHUIBTPOBAIM Yepe3 CTEKISHHBIH (UIBTP € IMOMOIIBIO
BOJIOCTPYHHOTO Hacoca M JAOBOAWIN €€ 00béM 110 25 mil. CHeKTphI MOTJIOMIEHUS MOTy4YeHHOTO
pacTBopa M3Mepsu Ha AByXxJaydeBoM criekTpodoromerpe AE-UV1602 u Haxomunm 3HaYeHHE
ONTHUYECKOMN IUIOTHOCTH Ha JUIMHAX BOJH 649 HM M 665 HM, COOTBETCTBYIOIIMX MaKCUMyMam
noryomeHust xjopopmwwioB a u b B 80%-mHoM amerone.  KoHueHTpamuio xyiopoduiiia
omnpenensuia mo Gpopmynam Berrmireiina [8]:

Ca =9.78*D662 - 099*D644, Cb =21.42*D644 - 465*D662,
Ca+b =5.13*D662 + 20.43*D644;

rie C — KoHIeHTpauus XJjopodumia B pactBope, D — coOTBeTcTByIOIas ONTHYECKas
IIJIOTHOCT.
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4. PeaynbTaTbl 1 UX 06CyxXAaeHue.

Pabora cocroutr m3 Tpéx wacteii. B mepBol M3ydaauch 3aBUCHMOCTH JTFOMHHECIICHTHBIX
mokaszarejeil JIMCTheB jay0a OT KOHLEHTpanuu xjopodmia. Bo BTopoil Obuin mMomydeHbI
CIIEKTPBI (DITyOPECIEHITNN JIUCThEB O000B, BHIPAIICHHBIX IIPH Pa3HON OCBEIICHHOCTH. B TpeTheit
HCCIICAOBAIIMCH JIIOMUHCECHCHTHBIC XAapPAKTCPUCTUKU JIMCTHCB 60060B npu IMOHUKCHHOM
coJiepaHuu XJIopodriLia Ipu pa3HOW HHTEHCUBHOCTH JIEHCTBYIONIEr0 (AKTHHUYHOTO) CBETA.

4.1 JlloMMHeCLeHTHbIe XapaKTePUCTUKU NIUCTbEB Ay6a B YCNOBUAX OCEHHeN
Aerpagauum xnopocdcwunna.

Ha puc. 9 u3o0pakeHnbl HHIYKIIUU GIyopecIieHINH IS mecTu oopas3nos. Homepa 1, 2 u 3
COOTBETCTBYIOT HanOoJIee 3€JICHBIM JINCThsIM, HOMepa 4, 5 u 6 — HanboIee KENTHIM.

3.2 3.2
2.8 2.8
o 261 o 264
@ 24 D 4]
T 221 £ 221
o o
& 204 & 204
G 1.8 5 1.8
2 16 2 16
o o
§ 144 § 144
8 1.2 8 1.24 ‘
§ 1.0 4 § 1.04
0.8 4 0.8
0.6 0.6
0.4 0.4
0.2 0.2
0.0 T T T T T T 0.0 T T T T T T
0o 1 2 3 3 4 5 6 7 8 8 9 10 11 0 1 2 3 3 4 5 6 7 8 8 9 10 11
Bpewmsi, MUH. Bpewmsi, MUH.
3.2 3.2
2.8 2.8
o 261 o 264
@ 24 D 4]
T 221 £ 221
o o
& 204 & 204
G 1.8 5 1.8
2 16 2 16
o o
§ 144 § 144
8 1.2 8 1.2
§ 1.0 4 § 1.04
0.8 0.8 A
0.6 0.6
0.4 0.4
0.2 0.2
0.0 T T T T T T 0.0 T T T T T T
0 1 2 3 3 4 5 6 7 8 8 9 10 11 0 1 2 3 3 4 5 6 7 8 8 9 10 11
Bpewmsi, MUH. Bpewmsi, MUH.
3.2 3.2
2.8 2.8
o 269 o 264
® 244 O 24
Z 221 Z 221
o o
& 204 & 204
'g 1.8 'g 1.8
I 1.6 I 164
o o
3 144 3 144
5 124 5 124
'Si 1.0 ’Si 1.0
A
LT oed
04] 04] ol L L L
0.2 0.2
0.0 T T T T T T 0.0 T T T T T T

0 1 2 3 3 4 5 6 7 8 8 9 10 11 0 1 2 3 3 4 5 6 7 8 8 9 10 11
Bpewmsi, MUH. Bpewmsi, MUH.

Puc. 9. Uanykunu ¢iyopecueHiy JIUCTHEB Ay0a.

B xone ocenneii aerpanaruu Xjaopoduiia B IUCTE HAOIIOIACTCS CHIDKEHHE HHTCHCUBHOCTH
dyopecuenmu (obpasusl 4,5,6 o cpaBHeHUIO ¢ obpasziamu 1,2,3).
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J1InuHa BOIHbI, HM

Puc. 10. CnexTps! (hrryopeciieHINH JTUCTHEB Ty0a.
CrexTpaibHBIA MapaMeTp ( PAacCUYMTAaH HAa OCHOBE IMOJYYEHHBIX CHEKTPOB (IyOpecIeHIIUN
muctheB nybda. Ha puc. 10 npuBenens! rpaduku 01HOMN U3 cepuil CIIEKTPOB JIMCTHEB.

1.6 -
1.4 4 a
1.2- +
. =
1.0" B - /
=3 0.8+ -

0.6 1 B _.&

0.2 4

0.0

d 1 k 1 ¥ 1 ¥ | ¥ |
0.0 0.5 1.0 1.5 2.0 25
CogepxaHue xnopodgunna, Mr Ha 1 r cbipoit Macchbl

Puc. 11. 3aBUCUMOCTh BEIMYHHBI CIICKTPAIILHOTO MapaMeTpa M OT COACPKaHUS XJIOPO(HILIA B JIUCTHAX
ny6a.
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BeisBnieHa BBICOKas KOPPEISIHMS MEXIy IapaMeTpoM ® CHEeKTpa (UIyopecueHINH ¢
conepxkanueM xjopopuwina B smcte. Koaddummentsl koppensauuu coctasmsuim 0,91, Ot
pEe3yJIbTaThl MOATBEPIKAAIOT JaHHBIE O BBHICOKOW KOPPESALUH MEXIy 3HA4eHHEM @, C OJHON
CTOPOHBI, ¥ COJEP>KaHHEM XJIOpO(UILIa B JIUCTE — C IPYTrOM, MOTyIEHHBIE PSAAOM aBTOPOB.

0.8 5

m B n
1 . —n--"—- e — -
- i W
07 - . - ]

.

024!
T

ol
.

0.0

I I 1 I
0.5 1.0 1.5 2.0 2.5
CogepiaHue xnopodunna, Mr Ha 1 r cbipoil Maccbl

Puc. 12. 3aBucumocts napamerpa FV/Fm ot copepxanus xiaopoduiuia B IUCThX 1y0a.
3nauenuss Fv/Fm ocraBaiiuch MpPaKTHYECKH HEU3MEHHBIMH BIUIOTH JO CYIIECTBEHHOTO

CHIDKEHMS COZIepKaHUs XJI0poduiia B JUCTE, YTO CBUIETENBCTBYET O COXPAHEHUH BBICOKOM
doroxumuueckoi aktuBHocTH PC2.
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4.2 CneKkTpbl chnyopecueHUUN NMCTbEB 60060B NP NOHMKEHHON OCBELLEHHOCTH.

Bcero B pabore uCHoONB30BajiM IIECTh BapHAHTOB PACTEHUMN, BBIPALICHHBIX INPU CpeaHEl
ocseniennoctu 5 +10,20+30, 30+40, 150200, 500600 u 3000 nk. Mcnonb30BaHUE pa3IMUHbIX
CBETOBBIX PEKMMOB MPU BBIPAIIMBAHUM OKA3bIBACT BO3JCHCTBUE HA BHEIIHUN BUJ MPOPOCTKOB.
Jlnist pacTeHuil, BBIpAIIEHHBIX TPU HU3KUX MHTEHCHUBHOCTSIX CBETA, OBUIM XapaKTEPHBI JUTMHHBIC
cTeOIM, TOHKHE BBITSAHYTBIC JIUCThS C OJeIHO-3eJeHON OKpacKoi. [Ipu OTHOCUTENHHO BBICOKHX
UHTEHCUBHOCTSAX cBeTa (200 nk u Oonee) pacTeHUsT HMENTH XOPOLIO PAa3BUTHIC JIUCTHA,
cOanaHCUPOBAHHBIN POCT, HACHIIIICHHYIO 3€JICHYI0 OKPAaCKY.

MHTencuBHOCTH
(1K)

5. Jlom. OCBEIeHHE TAMITOI 3000

4. EcTeCTBEHHEIH CBET 150-200

3. OtcytcTBHe NpAMBIX conHeuHblX | 30-40

Ty4yen

2. Citaboe 3aTeHeHne 20-30

1.CunbHOE 3aTEHEHHE 10

PacTeHusi, BbIpallleHHBIE IIPU Pa3HOW OCBEILIEHHOCTH, CYIIECTBEHHO OTIMYAJIUCh IO
cojepxaHuio xjopodumia. [lo Mepe yMmeHbLIEHHS OCBEHIEHHOCTH pacTeHuil ©0000B mpu
BBbIpAlMBaHUH COAEpKAHUE XJI0PO(UIUIA B UX JIUCTHSIX ITOCTENIEHHO YMeHbIIaeTcs (puc. 14):
1.¢c,=0.898+£0.016 me/n ¢, =0.27+£0.05 me/n c,,,=1168 £ 0.066 me/

2.¢,=0.989 £0.056 me/n ¢,=0.232+0.079 meln c,,=1221+0.023 me/n
3.¢,=1944 £ 0.297 me/n ¢, ,=0.684 +0.105 me/n c,,, =2.623 £0.397 me/
4.c,=3184+0.163 me/n ¢, =1.262+£0.004 me/n c,, =4.446 £0.159 me/
5.¢,=3436 £0.353 me/n ¢,=1.206 £0.032 me/n c,,=4.641+0.384 mec/n

Ha puc. 13 npesacraBiensl ycpeHEHHBIE CIIEKTPBI PIIyOPECHEHIIMU IS TISITH TOYEK
BBIPAIMBAHUS PACTCHUI.

6.5 — 10 1K

6.0 - — 20-30 nk
55 ] —— 30-40 nk

] 150-200 rnk

—— 3000 nk

dnyopecueHuusl, OTH. ef.

i —
620 640 660 680 700 720 740 760 780 800 820
[1nnHa BOMHbI, HM

Puc. 13. Cnextpsl ucnyckanus (pryopecieHIny JTUCTEEB 0000B.
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Bbia mocTpoeHa 3aBUCHMOCTD ITapamMeTpa o OT CYMMAapHOTo cojaeps:kanus xaopodumia (Xir a +
Xnb) (puc. 14).

1,0

0,8 +

0,6 +

0,4 1

T T T T T T T T T
0,36 0,71 1,07 1,43 1,79
KoHueHTpauusa xnopodwunna, Mr Ha 1 r Cbipon Maccel

Puc. 14. 3aBucumocTh nmapameTpa o OT COAEPIKaHUS XJIOPO(PUILIA B JIUCTHSIX 0000B.

B »1tux onbiTax Obula yCTaHOBJIEHA JIMHEHHAas 3aBUCUMOCTb MEXIY KOHIEHTpauuen
xJjopodusuia B JIUCTE C OJHOM CTOPOHBI, U MapaMeTpoM ® - ¢ apyroi (puc. 14). Touku Ha
rpa¢uke  COOTBETCTBYIOT  CpPEJIHUM  3HAUEHHUsSM, IOJIYYEHHBIM M3  TpEX  JIUCThIX
CcOoOTBeTCTBYMOIIETr0 BapuanTa. Koaddurment koppemnsiuu coctaBui 0.96.
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4.3 JlloMMHEeCLeHTHbIe XapaKTePUCTUKU NUCTbEB 6060B NpU NOHMKEHHOM

coaepxaHum xnopodcunna npu pasHoOu UHTEHCUBHOCTU AEUCTBYOLLEro

(akTMHU4YHOro) cBeTa.
B ,I[aHHOP'I qacTu pa6OTI>I HCCIICA0BAaHbl TFIOMUHCCHCHTHBIC XapaKTCPUCTHUKU JIMCTHEB 6060B,

BbIpallleHHbIX NpU ocBenieHHocTaX 5 +10, 30-40 u 150200 nx. M3Mepenus npoBOIWIN Ha
uMmitysibcHoM Gyopumerpe PAM-2500. [Ipu u3mepeHusx ucronb30BaaIuCh 1BE HHTEHCUBHOCTH
aktuHUYHOTO cBeta: 500 m 150 MkD (MukposiHIITEHH). )i KaKI0i OCBEHIEHHOCTH OBLIO

BbIOpAHO TpU JIMCTa CO BTOPOTO sipyca pacTeHus. Huxke npuBeneHbl XapakTepHble 3aBUCUMOCTH

WHAYKIIMOHHBIX H3MEHEHHUH ()IIyOPECIICHIINHA OT BPEMEHHU OCBEIICHHUS:

3.2 1
3.0
2.8 1
2.6 4
244
224
2.0
1.8

MNHTEHCUBHOCTb, OTH. ef.

0.4
0.2+
0.0

5-10 nk
150 MkO

| “qwuwmnmm

0

3.24
3.04
284
264
2.4
224
2.0
1.8 1
1.6 4
1.4 H
1.2
1.0 H
0.8 4

NHTEHCUBHOCTb, OTH. ef.

1

0.6 4~
0.4 4
0.2 4
0.0

2

3 3 4 5 6 7 8 8
Bpewms, MuH.

30 - 40 nk
150 Mk3

9

10

1

3.2 1
3.0
2.84
264
2.4
224
2.0
1.8
1.6
1.4
1.2 4
1.0
0.8

MNHTEHCUBHOCTb, OTH. ef.

0.4
0.2+
0.0

3 3 4 5 6 7 8 8
Bpemsi, MUH.

150 - 200 nk
150 mk®

3 3 4 5 6 7 8 8
Bpewmsi, MuH.

MHTEHCUBHOCTb, OTH. ef. MHTEHCUBHOCTb, OTH. ef.

MHTEeHCUBHOCTb, OTH. ea.

3.2 1
3.0
2.8 4
264
244
224
2.0
1.8
1.6
1.4 4
1.2 4
1.0
0.8
0.6
0.4
0.2+
0.0

5-10 nk
500 mMkd

AL L

3.24
3.04
2.84
264
2.4
224
2.0
1.8
1.6
1.4 4
1.2 4
1.0
0.8 4
0.6 4
0.4 4
0.2+
0.0

2 3 3 4 5 6 7 8 8 9 10 1

Bpewms, MuH.

30 -40 nk
500 mkd

3.2 1
3.0
2.8 4
2.6 4
2.4
224
2.0
1.8
1.6
1.4 4
1.2 4
1.0
0.8 4
0.6 4
0.4 4
0.2 4
0.0

2 3 3 4 5 6 7 8 8 9 10 M
Bpewmsi, MUH.

150 - 200 nk
500 mkd

2 3 3 4 5 6 7 8 8 9 10 11

Bpewmsi, MuH.

Puc. 15. UnaykunoHHbIe H3MEHEHUS ()TyOPECIICHIINY JIUCTHEB O000B.
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Habmiogarotes cremyrone U3MEHEHUs Ui BeMYMHBI FM' (MHTEHCHBHOCTH (hIyOpecLeHINH
JIMCTA MPH MO0aue BCIBIIIKH CBETA HACHIIIAIOIIEH HHTEHCUBHOCTH):

1) Jas wuHAyKOuu  QIIyOpEeCHSHIMH JIMCTHEB TMPH OCBEIICHHH AKTHHHYHBIM CBETOM
uHTeHcuBHOCTH 150 MO u 500 MxD BennunHa FM® yBenuuuBaercs.

2) Benmmuuna Fm' ans mucteeB «500 MKD» 3HAUUTENHHO MEHBINE BETUYHUHBI (DIyOPECICHIIUN
Fm ngng nucteeB «150 MKDy.
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Puc. 16. KoaddunueHTs! GOTOXUMUUECKOTO TYIISHUS (IIyOPECIICHIINH JINCTHEB 0000B MPH pa3HOMH
WHTEHCUBHOCTH JICHCTBYIOIIETO CBETA.

VYBenuueHue cTallMoHapHOTo 3HadeHust kodddunrenta Qn nmpu Bo3pacTaHUM HHTEHCUBHOCTHU
JEHCTBYIOIIEr0 CBETa CBUAETEILCTBYET O MOBBIILIEHUH JI0JIM SHEPTUH BO30YKIeHUS,
JUCCUITAPYEMON B BUJIE TEILIA.

25



—v— 10 nk 500 Mk3
—a— 10 nk 150 mk3

o
by
1

©
[e>)
1

o
13
1

°
~
1

o
w
1

Aa,
—aA
A
—a

Koadp. HedboToxmMm. TywieHns Qn

T T T T T T T T T T T T T T T T T
0 2 4 6 8 10 12 14 16 18 20 22 24 26 28 30 32 34
Bpewmsi, MyH.

1.0

o
©
1

o
©
1

°
3
1

o
(2]
1

I
[9)]
1

o
o
1

—v— 30-40 nk 500 Mk3
0.9 - —— 30-40 nk 150 Mk3

e
3
1

O e =
= [4,] [o>)
1 1 1

Koadp. HedoToxmMm. TylieHns Qn
o
@
!

T T T T T T T T T T T T T T T T T
0 2 4 6 8 10 12 14 16 18 20 22 24 26 28 30 32 34
Bpemsi, MuH.

—v— 150-200 nk 500 mMk3
—a— 150-200 nk 150 mk3

Koadp. HedpoTOXMM. TywwieHus Qn
o
w

T T T
0 2 4 6 8

T T T T T T T T T T T T T
10 12 14 16 18 20 22 24 26 28 30 32 34
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Puc. 17. KoadduimeHTsr HePOTOXHMUIECKOTO TYIICHHS (DITyOpeclieHIINN JIMCThEB 6000B MpH pa3HOM

HUHTCHCHUBHOCTHU IleI\/'ICTBYIOHIeFO CBCTa.

Huskue cranumonapHble 3HaueHHUs Qp IpHU BHICOKOM YPOBHE OCBEIIEHHOCTH YKa3bIBalOT Ha

BBICOKYIO CTEIIEHb BOCCTAHOBJIEHHOCTH MIEPEHOCUYUKOB JIEKTPOHOB MEKIY (hoTOCHCTEMAMH.
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OcBenéHHOCTD Fo, oTH. Fm, otn. | Fv/Fm, oTH.
Casp, MI/T
IIPH BBIPAIIUBAHUT el. e/l el
5-10 1k 0.45+0.02 | 0.46+0.02 | 1.81+0.02 | 0.63+0.08
30-40 1k 0.99+0.08 | 0.61+0.04 | 2.35+0.04 | 0.75+0.06
150-200 1k 1.67+0.10 | 0.65+0.01 | 3.19+0.09 | 0.78+0.03

B tabnuue npuBeneHsl XapaKTepHbIE MapamMeTpbl MHIAYKIUU (IYyOpecUeHIUH IJi1 pa3HbIX
YCIIOBUHM BBIPAIIMBAHMS M MHTEHCUBHOCTH aKTMHUYHOTO cBeTa. CyYIIECTBEHHO, YTO 3HAUYCHHUS

Fv/Fm 3aMeTHO U3MEHSIOTCS TOIBKO IIpu CYIECCTBCHHOM CHUKCHUU COACPKAHU XJ'IOpO(l)I/IJ'IJ'Ia B

jqucre.  OTO

CBUJICTEIBCTBYET 00

doroxumuueckoit aktuBHocTH PC2.

s dhekTuBHOU

pabote -

COXpaHCHHUU

BBICOKOU
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5. BbiBoabl

1. Tloka3zana BbICOKas TIOJIOXKUTEIbHAS Koppersus Mexay mnapamerpom F740/F685 u
coJiepsKaHueM XJIOpouiLia B JIUCThIX O0O0B, BBIPAIIICHHBIX MPU OHMKEHHON OCBEILIEHHOCTH, U
JUCTHSIX Ay0a B X0J/Ie OCEHHEH Jerpaialuu Xaopoduiia.

2. YcraHOBIIGHO, 4TO 3HaueHus mapamerpa Fv/Fm nucTeeB pacTeHMil OCTalOTCs BBICOKUMU
BIUIOTh JI0 3-5-KpaTHOTO CHWIKEHHUS COJAEpXaHUs XJopoduiia, YTO CBHUIETEILCTBYET O
COXpaHEHUHU BBICOKOH 3((HEKTUBHOCTH pabOThI (POTOCUCTEMBI 2.

3. VBenuyeHue CTAlMOHAPHOTO 3HA4YCHUS Kod(pHUIMEHTa HEPOTOXUMHYECKOTO TYIICHHUS
¢ryopecuenmu Qn mpu BO3pacTaHUM MHTCHCHBHOCTH JICHCTBYIOIIETO CBETA CBHICTEIBCTBYET
O TIOBBINICHWU JIOMM SHEPTUU BO30OYXKICHHUS, IUCCHIHMpPYeMOil B BuAe Tema. Huskue
CTallMOHAPHBIE 3HaYeHUs Kod(puirenTa GoToXuMUIeckoro Tymenus ¢uyopecueHu Qp npu
BBICOKOW HMHTEHCHUBHOCTH JICHCTBYIOIIETO CBETa YKa3blBAlOT Ha YBEIWYCHHE CTEICHU
BOCCTAHOBJICHHOCTH IIEPEHOCUUKOB MIEKTPOHOB MEKIY (POTOCHCTEMAaMH.
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