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BBEJIEHUE

AKTYaJIbHOCTDH T€MbI HCCJIE0BAHUS.

B coBpeMeHHBIX YCIOBHUSAX MpoOJeMa 3arpsA3HEHUs] BOJHOM Cpeabl OCTPO CTOMT
nepe]] YeI0BEYECTBOM. 3a4acTylo TpeOyeTCsl MOCTOSHHBIM MOHUTOPUHT KaueCTBa BOJIbI
CTPAaTETUYECKU BaXXHBIX BOJHBIX OOBEKTOB Ha HAJIMYME TOKCHYHBIX BemlecTB (CMypos,
2003; TepexoBa u np., 2014; dunenko, Muxeesa, 2007). PtyTh u €€ coeauHeHUs
JIOCTATOYHO  IIUPOKO  MPUMEHSAIOTCS B IPOMBIIUIEHHOCTH  (XUMHYECKOM,
He(dTenepepabaThIBAIONICH,  DJIEKTPOTEXHUUYECKOW,  TSDKENOW, B  METaJUTypruu,
NPUOOPOCTPOCHUHN U PATUOTEXHHUKE) U PAHEE MPUMEHSIIUCH B CEIBCKOM XO35MCTBE U
menuiuHe (Pacyna et al., 2010). Tokcuyeckue CBOMCTBa PTYTH B HMPHUPOJEC XOPOIIO
W3Y4YEeHBbI, TMOMaJiasi B MPHUPOJHBIC BOJAbl METAJUIMYECKass PTYTh METWIHPYETCA B
OpPraHUYECKYI0 METWIPTYTh. MOHBI METUIPTYTH SIBIAIOTCS KpalHE YCTOMYMBBHIMU B
OKpY’)Kalolel cpelle W, momajas B OpraHM3M 4YEJIOBEKa, OHM IPOSIBISIOT CBOMCTBa
HeliporokcnuHoctd (Harada, 1995). ®enon B cBoOlO ouepeAab MNpPUMEHSETCS B
MPOU3BOJICTBE  IUIACTMACCHI, HCIIOJNB3yeTCS M1 MPOU3BOJICTBA  KaIpOJIAKTaMa,
oucheHona, a TakkKe B KauecTBe Je3UMH(OUIMPYIOIIETO CpEeACTBA B MEAUIMHE.
CoenuHenust peHOJIOB MPUCYTCTBYIOT B OTXOJaX ILEJUIIOJIO3HO-OYMa)KHBIX KOMOMHATOB
U SBIISIOTCS OMACHBIMU JJIs1 BoAHOUM skocucTeMbl (Ctom, beiim, 1976; ®dentke, 1985;
Huang et al., 2003).

[lepBuuHOe 3BeHO TpohUUECKOW IENH BOJHBIX JKOCUCTEM — (DUTOIUIAHKTOH,
KOTOPBIM SIBISIETCSI OJIHUM M3 YS3BUMBIX KOMIIOHEHTOB K BO3JICMCTBUIO TOKCHUYHBIX
BEILECTB, Momnajaroumx B BojgoeMbl (Maropun, Pyoun, 2012). ['maBHbIM MpolieccoM,
oOecreynBaIMM (QYHKIIMOHUPOBAHUE BOJIHBIX IKOCUCTEM, ABiseTCs portocuHTe3. OH
NpEACTaBIIeT COO00M CHOXKHBIN (DU3MKO-XMMHUYECKUN TMpollecc, 3aTparuBarolIui
MeTabonm3M Bcer kieTku. CBeroszaBucuMas cTaaus (OTOCHHTE3a MPOTEKAET MPHU
nocienoBarenbHo pabore ¢dotocuctem 2 u 1 (OC2 u ®Cl), rae B pesynbraTe
pazzaeneHust 3apsga B peakinuoHHoMm IieHTpe (PL]) mpoucxomut ¢GhoTonm3 BOABI U
BbIiesieHne kucinopona. C ydactuem depmeHTOB Iukia KambBHHA OCYIIECTBISIETCS

dbuxcanus TUOKCHAA yriepoaa U CUHTE3 MpoAykToB doTocuHTe3a. [lpu momananue B
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BOJHYIO Cpely TaKMX TOKCHUKAHTOB KakK TSKEJIble METaulbl U (PEHOJIbI MPOUCXOIAUT
OBICTPOE TOKCUYECKOE BO3/ICHCTBHE HA peakiny (POTOCUHTE3A Y BOJIOPOCTIEH.

[lepcrieKTUBHBIM METOJOM HCCJIEIOBAHUS COCTOSIHUSL (DOTOCHHTETHUECKOTO
anmapata (GpoToTpodoB SBISETCS METOJ perucTpanuu (HIyopeclueHIuu Xjiaopodusia.
OTOT MeToA  MO3BOJIAET CIEOUTh 3a OCHOBHBIMU  CTAQIUSMH  NPOTEKAHUS
dboTocuHTeTUYECKNX peakiuii. ToKCHUYHbIE BellecTBa MOTYT BIUSTH HAa pPa3IMYHBIC
dTambl TPOTEKaHus Tmpouecca (OTOCHHTE3a, UYTO KpailHE CIOXKHO BBISIBUTD
CTaHJAApTHBIMU MeToJamMu. B HacTosiee BpemMss ¢ TMOMOUIBIO COBPEMEHHBIX
(bIyoprUMETPOB CTAIO BO3MOXHBIM OJTHOBPEMEHHO PETUCTPUPOBATH aKTUBHOCTH DC2 1
®C1 u oueHMBaTh HEPrU3alUI0 THIAKOUIHBIX MeMOpaH (Maropun, Pyoun, 2012;
Goltsev et al.,, 2003; Strasser et al., 2010). OmHako HCCIEIOBAHUS BIHSHHUS
TOKCUKAHTOB (MOHOB PTYTM M (DeHOJa) HA OTAENIbHBIE CTAJUHU CBETOBBIX pPEAKIUI
(doToCHHTE3a Y BOJOPOCIIEH JO HACTOAILETO BPEMEHU HE IIPOBOIUIIOCH.

Heabo padoThl SBISETCS BBIABICHUE C HCIOJIb30BAHUEM COBPEMEHHBIX
METOMOB (DIyOpEeCUEHIMM U3MEHEHH B CBETOBBIX peakuusax (POTOCHHTE3A Y
BOZIOPOCIIE B KYJbTypaxX H MPUPOJHOTO (PUTOIIAHKTOHA peku MOCKBBI MOJ
BO3JIEICTBHEM HOHOB PTYTHU U (heHoNa.

JLJ1s1 JOCTHIKEHMS LeJIM MOCTABJIEHbI CJIeAYI0NIue 31241 :

1. BoisBuTh  HapymieHus B (QYHKIMOHUPOBAHUHM  (DOTOCHHTETUYECKOTO
ammapara y 3elleHbIXx Bojopociei Scenedesmus quadricauda u Chlamydomonas
MOEWUSIi B MPUCYTCTBUM HMOHOB METHJIPTYTH W (PEHOIA B Pa3HBIX KOHIICHTPAIUSIX C
UCIIOJIb30BaHUEM MapaMeTpoB (IyOpeCLEeHIUH.

2. OueHuTh napametpbl (PIyopecUeHUUd Y TUTMEHTHBIX MYTAHTOB 3€JIEHON
Bonopociau Chlamydomonas reinhardtii

3. OueHnuTh (YHKIIMOHATBLHOE COCTOSIHUE (POTOCHMHTETHYECKOrO amrmapara y
MPUPOAHOTO (PUTOTUTAHKTOHA HAa PA3HBIX y4acTkax MOCKBBI-PEKH, a TAKKE OTPEICTUTh

CC30HHBIC HSMGHCHHH—YCTOﬁqHBOCTH (I)I/ITOHJ'IaHKTOHa K MOHaM PTYTH.
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IHos10:xeHMs1, BBIHOCHMbIE HA 3aLUTY:

1. HavaneHoe HapymieHne (OTOCHHTETUYECKUX MPOIECCOB MPU BO3ACUCTBUU
MOHOB METWIPTYTH 3aTpardBalOT akIenTopHyr cropoHy OC2 u
SHEPTU3AIUIo (POTOCHHTETHYECKIUX MeMOpaH;

2. HavanbHoe HapyiieHne (GOTOCHHTETUYECKUX MPOIECCOB MPU BO3ACHCTBUU
deHona MposBISETCS B HAPYUIEHUW SHEPTrU3aluu (HOTOCHHTETHUECKUX
MeMOpaH;

3. Mytant Chlamydomonas reinhardtii CC-124y-1 no ¢iyopecuieHTHbBIM
napameTpaM OTIUYaeTCsl OT IUKOTO TUIA, B TOM YHUCJIE U [0 MUTMEHTHOMY
COCTaBYy;

4, Ce3oHHas [uHAMUKa MapaMeTpoB (IyOpPECHEHIIMN OTINYAINCh HA Pa3HBIX
y4yacTkax pekhu  MOCkBbl. OD(PPEKTUBHOCTh  CBETOBBIX  pEaKIUi
¢doTocuHTE3a OblIa BBINIE Y BECEHHEro (DUTOIUIAHKTOHA IO CPAaBHEHUIO C
JETHUM. YCTOWYUBOCTh (DUTOIUIAHKTOHA K BO3JCHCTBHUIO HMOHOB PTYTH
JeToM ObLIa HUXKE, YEM BECHOM.

Hayynasi HoBM3HA. BriepBble MPOBEAEHO KOMIUIEKCHOE W3YYEHHUE W3MEHEHHI
XapaKTEPUCTHK CBETOBBIX pEaKIHMi (POTOCHMHTE3a C TOMOIIBIO OJHOBPEMEHHOMN
peructpanuu ObicTpoil u 3amemiieHHol ¢ayopecueHiuu (b® u 3d) u penoxc
cocrosinusg P700 ®C1 npu BO3IEHCTBUM MOHOB METHJIPTYTH M (peHOJIa HA KYJIbTYpPYy
Bosopociieit Scenedesmus quadricauda. YcraHOBICHO BO3JCHWCTBHE METWIPTYTH Ha
napamMeTpbl CBETOBBIX 3aBUCHMOCTEH (IIyopecleHIuu XJopoduiia BOIOPOCTH
Chlamydomonas moewusii. OmpeneneHbl TEpBUYHBIC CAaWThl BO3JACHCTBHS HOHOB
METWIPTYTH W (PEHOJIa B 3aBUCHUMOCTH OT KOHIICHTPAIIMM TOKCHUKAHTa W BpPEMEHHU
Bo3nericTBus. [lpm wHKyOanuu ¢ KOHIEHTpAIUMsSMA HOHAMH METWIpTyTd | MkM
YCTAaHOBJICHO YMEHbBIIIEHHME MaKCUMaJIbHOTO KBAaHTOBOTO BbIX0JAa (HIyopecleHIuU
nepBuyHOi poroxumun OC2, yBenuueHue 0711 Qp-HEBOCCTAHABIMBAIOIINX IICHTPOB,
KOTOpasi IPUBOIMJIA K CHH>)KEHUIO KBAHTOBOT'O BBIX0/1a 3JIEKTPOHHOTrO Tpancnopta ®C2,
uHaekca mnpousBoguTenbHocTd DC2  (Plags), a Takke 3aMemJIeHHE CKOPOCTH
BOCCTAaHOBJICHUS peakiMoHHbIX 1eHTpoB (PL]) ®CI1, cBs3aHHON €O CHUXEHHEM

JnoHUpoBaHus snekTpoHamMu ot PC2. Bo3aelcTBHE BBICOKMX KOHIEHTPAIMd MOHOB
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METUJIPTYTH BBI3bIBAJIO TOSBIICHUE JOMOJHUTEIBHBIX CAWTOB MHIMOUPOBAHUS — 3TO
CHW)KEHUE aKTUBHOCTU JOHOpHON ctopoHbsl PC2, aknentopHoil ctopoHsl ®Cl wu
xumudeckoro mnoteHimana (ApH) na memOpane Tmiakoujga. Takke HaOII01aI0Ch
3HAYUTEIBHOE YBEJIMYEHUE AUCCUMNAILMU 3HEPTrUU B TEIUIO AHTEHHBIMU KOMILIEKCAMU
(DIo/RC).

[Ipu mHkyOanuu BoAOpOCHEld ¢ HU3KOM KOHIEHTpaluel (eHosa yCcTaHOBJICHO,
YTO TOKCHUYECKHH 3(PPEeKT NMpUBOAMI K TMOJABICHUIO MPEUMYIECTBEHHO TIpaJueHTa
ANEKTPOXUMHUYECKOTO TMOTEHI[Mala Ha (POTOCMHTETUYECKUX MeMOpaHaX, OCOOEHHO
AIEKTPUUECKOM KOMMOHEHTH (Ay), THUK KOTOpPOW HaOII0JaeTCs BO BPEMEHHOM
nuanaszone 10-50 mc. Ilpu BbICOKMX KOHIIEHTpauusx (eHosa 0OHapyKEHO BIUSHUE Ha
akuentopyro cropony @®C2, 4TOo MNPUBOAWIO K CHWXKEHUIO MaKCHUMaJIbHOIO
KBaHTOBOTO BbIXoAa (ayopecueHuuu nepBuyHol ¢oToxumun OC2 U yBEIUYEHUIO
nosu Qp-HEBOCCTAHABIMBAIOLIUX LIEHTPOB.

BnepBble ObuiM  HM3yuyeHBl XapaKTEPUCTUKH MapaMeTpoB  (IIyOpecUEHINH
IPUPOAHOTO (PUTOIIIAHKTOHA HA pa3HbIX yyacTkax MockBbl-peku. [lokazaHo, 4To pocT
oOmnMs (PUTOIUIAHKTOHA, OLEHEHHOE mNapaMmeTpoM Fo, B BOJax pEeKHM IPOUCXOAMUT
no3aHee, 4YeM pocT (OTOCHHTETHUECKON akTuBHOCTH (uTomianktoHa (Fv/Fy).
[lomydyensl  xapakTEepUCTHUECKHE  ToOKazartenu  (ayopecueHuuu  XxJopodusuia
(GuUTONIAHKTOHa B 3aBHUCUMOCTH OT ce30Ha. [loka3aHo, 4TO B BECEHHEE BpeMs
(UTOIUIAHKTOH ~ OTAMYaJICS  BBICOKOM  3((EKTUBHOCTBIO  CBETOBBIX  PEAKIIMM
dotocunreza B DC2, Torma Kak B CepeauHE JieTa MPOU3BOJIUTEIHLHOCTD
dboTtocunrernueckux peakiuii B @C2 HECKOJIBKO CHUXKAJIOCh. DTO XapaKTepPU30BAIOCh
U3MEHEHUEM MapaMeTpoB  (ayopecueHUuu xJopoduiuia Kak MaKCHUMAaJIbHbBIN
kBaHTOBBIN BbIX0[ (Fv/FMm), KBAHTOBBIN BBIXOJ 3J1€KTpOHHOTO TpaHcnopTta PC2 (@go) u
uHaekca — mpoumsBogutenbHocTh DC2 (Plags),  MakcUMalbHOM  CKOPOCTH
HelnukiImyeckoro  anektponHoro Tpadcnopta (ETR), pocrom »sddextuBHOCTH
Heoroxummueckoro tymenus (NPQ), a Taxke Mmoka3areiasiMd HEPETYIHPYyEeMOTO
HEe(POTOXMMHUUYECKOTO TYIIECHUS B aHTEHHOM KoOMIUIEKce (Ppo). IIpoBenmena orleHka
CE30HHOTO M3MEHEHHSI YCTOMYMBOCTH (PUTOTIIIAHKTOHA MOCKBBI-PEKH K BO3/IEHCTBHIO

HOHOB PTYTH.
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Teopernueckoe M mnNpakTHYeckoe 3HAYeHHe PpadoTbl. B pabdore Obun
OTIpe/eNieHbl OCOOCHHOCTH JEWUCTBUS COCIWHEHUN pPTYyTH W (eHolla Ha peakluu
dotocunTe3a  (HOTOTPOPHBIX OPraHMW3MOB. YCTAHOBIEHBI TEPBUYHBIC  CaNTHI
BO3/ICICTBHUS METUJIPTYTHU U (peHOJIa Ha BOJOPOCIEBBIE KIETKH, ONpeAesieHbl Hauboee
qyBCTBHTEIbHBIC MTapaMeTpbl (hiryopeceHnu (Qeo, Plags, 11/D2), KoTopble MOTYT OBITH
HCITI0JIb30BaHbl B OMOMOHUTOPHUHTE.

MeToauueckiue MOAXOABl W BBIBOJABI JaHHON palOOThl OBUIM HCIIOJNB30BAHBI B
yaeOHOM mporiecce Kadeapsl Ouodusuku Ouosiorudeckoro ¢akyiaprera MI'Y npu
MPOBEICHUM JIETHEH MPAKTUKU JUIsl CTYIEHTOB Ha 3BEHHUTOPOACKON OMOJIOTHYECKOMN
ctaniuu MI'Y u B npoBeieHHH OO0JIBIIOTO MPaKTUKyMa Kadeapbl OMOPU3UKH.

PesynbraThl maHHOW pabOThl MOTYT OBITH BHEIPEHBI B y4eOHBIE KypCHI IIO
JACHUIUIMHAM — «OJKoJiorus» U «OXxpaHa OKpPYKAIOWIEH Cpeabl U PalrOHAIBHOE
UCITOJIb30BAHUE PECYPCOBY.

HckycctBennsle MyTantHble Imtammbl  Chlamydomonas reinhardtii - Obutn
BHEJPEHbI KaK TECT-CUCTEMBbl IO OIEHKE KadecTBa BOJbl Ha TOKCHYECKYIO H
MyTareHHyI0 aKTUBHOCTH B 1abopaTtopuu mukpoobuoioruu KasHY umenu anp-dapadu.

Pesynbprathl maHHO# pabOThl MOTYT OBITH PEKOMEHAOBAHBI JIISI—MOHHTOPHUHTA
BOJIHOM Cpelibl, TIPY MPOBEICHNN OMOTECTUPOBAHUS, a TAK)KE H B OMOTEXHOJOTHIECKIX
UCCIIEIOBaHUSIX.

JInuHbli BKJIAQA coMcKaTe/sl 3aKI0YaeTcsl B IJIAHUPOBAHUH W TMPOBEICHUH
OKCIIEPUMEHTAJILHBIX ~ UCCJICJAOBAHMM, TPEACTABICHHBIC PE3yJbTaThl  MOJYYCHBI
UCKJIIOYUTENIFHO CaMHM aBTOPOM WM NPU €ro HENOCPEICTBEHHOM ydacTuu. MMeHa
COABTOPOB yKa3aHbl B COOTBETCTBYIOIINX MyOIHKAIUAX.

AnpobGauus padorsl. Pe3ynbTaThl paboThl ObUIM TIPEICTABIICHBI B MaTepuaax
koHpepenuii: 9th Asian Biophysics Association (ABA) Symposium (2015, China); V
cbe3n OuoduszukoB Poccum, pasmen skonormyeckas O6umodusuka (PoctoB Ha Jlony,
2015). Bcepoccuiickoii Hay4YHO-TIPAKTUYECKON KOH(MEPEHIIMU C MEXKTYHAPOTHBIM
yuactueM «Mopckue OHOJOTHYECKHE HWCCIEIOBaHMs AOCTHKCHHUS M TEPCIICKTHBBD)
(CeBactomnonb, 2016); Modern Trends in Biological Physics and Chemistry. BPPC-

2016: Xl International Science-Technical Conference, (Sevastopol, 2016);
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MexayHapoIHOM CHUMIO3UyMe U 1uKoie «buoauarHocTrka M OIEHKa KayecTBa
NPUPOJHONM Cpelbl: TOAXOJbl, METOJbl, KPUTEPUM U DSTAJIOHBI CPaBHEHUS B
skoTokcukoiaorun» (MockBa, 2016); koHdepenuun Marematuka Kommbiotep
OoOpaszoBanue (MockBa 2016); II MexayHapogHO  HAy4YHO-IPAKTUYECKON
KoHpepeHuun «PanmoHanmbHOE TPUPOIOMOIB30BAHUE TPATUIUU W HMHHOBAIIUN
(Mocksa, 2017); III MexnayHapoaHoit HaydHO-TIpakTHYecko koHdpepeHunu "Poib
TEXHUYECKUX HayK B pa3Butuu obmiectBa (Kemeporo, 2018). PesynbTaThl U BBIBOJBI
paboThI JOKIAABIBAIMCH U OOCYXIATUCh HAa HAYYHBIX CeMUHapax Kadeapbl 0MopU3uKu
U TuipoOuonoruu ouonornyeckoro daxkynprera MI'Y.

Hyoaukanuu. [To Teme quccepranuu onyonukoBaHo 10 craTeit B )KypHalax, U3
HUX 5 B pekoMeHoBaHHBIX u3naHusx BAK (4 paOGoThl BKIIIOUEHBI B MEXIYHAPOIHYIO
0a3y manHbeix Scopus u 3 — B Web of Science), a Takxke 5 crareid omyOJUKOBaHbBI B
MaTepuanax KoHhepeHIu.

Juccepranmsi COCTOMT W3 BBEACHHS, 0030pa JMUTEpaTyphbl, MaTEpPHAIOB H
METO/IOB HCCIEOBaHUS, PE3yJbTAaTOB HCCIEAOBAHMA M OOCYXICHUS, 3aKIIOYCHMS,
BBIBOJIOB, CITUCKA YCIOBHBIX COKPAILIEHHUM, CIIUCKA JIUTEPATYPHI U MPUIIOKEHUN. CIIUCOK
JUTEpaTypbl BKIKOYAeT 157 MCTOYHMKOB, M3 KOTOPBIX 110 Ha aHIIIMICKOM S3BIKE.
Pabota uznoxena Ha 124 crpaHuliax MallMHHOTO TEKCTa, B TOM 4HuCie 4 CTpaHULbI B
MPWIOKEHUH, CONEPXUT 29 pUCYHKOB (B yucie 1 B mpusokeHuu) u 6 tabmui (B TOM
yucie 1 B IpuIoKeHUN ).

baarogapuocTu. ABTOp BBIpaXKaeT 0OJIarOapHOCTH CBOEMY HAYYHOMY
pykoBogutento JI.H. MartopuHy 3a 4yTKOe€ pPYKOBOJACTBO. ABTOp IMpHU3HATEIEH H
OysarogapeH BceM COTpyIHHMKaMm Kkadenpsl ruapobuosiornu u Ouodusuku MIY 3a

IIOMOIIIb B pa60Te N OCHHBIC COBCTHI, 4 TAKIKC 3a BCCCTOPOHHIOIO ITOOACPIKKY.
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I''TABA 1. OB30P JIMTEPATYPbBI

1.1. CtpykTypHbIe ¥ PYHKIIMOHAIbHBIE OCOOEHHOCTH OpPTaHU3aI[UU

dorocunTeTnueckoro anmapata (PCA) pacteHuit 1 Bogopociei

®oTocuHTe3 OOBIYHO PA3ACISIOT Ha CBETOBYIO ((POTOXMMHUYECKHE PEAKIUU) U
TeMHOBbIe peakiuu (mukn  KameBunHa rae mnpoucxomut ¢ukcamms CO,). B
boTOXMMUYECKUX peaklusax, nporekamommux B OC2 cBeToBas SHEPrHs MO3BOJISET
OTOPBAaTh AJIEKTPOH OT BOJBI C MOCIEIYIOUIUM OOpa30BaHUEM MOJEKYJ KHCIOPOJa.
DJIEKTPOHBI B JAJbHEUIIEM IIOINAJAI0T B IIyJI INIACTOXUHOHOB M MEPEHOCATCS aiee Ha
utoxpoMm bef KoMIIeKC M MOTOM Janiee Ha TUTACTOIMAHWH, KOTOPBIA Jaliee OTHAeT
anekTpoH B PCl, nu B koHeunoMm urore npousBoaut HAJIOH. Mexny tem peakunu
nepeHoca IEKTPOHA MO (POTOCHUHTETUUECKONH MeMOpaHe CO3aeT NPOTOHHBIN IpaJueHT
Ha MeMmOpaHe Tuiakouja, W B pe3yiabrare aktuBanuu ATd-cuHTazel oOpasyercs
MoJiekyinbl AT®. B kxoneunom wurore, AT® u HAJIOH wucnome3ytorcs B LUKIIE
Kanpuna aisa ¢ukcaruu CO, (Gao u ap., 2014). JIuHelHbIi epeHOC 3JICKTPOHOB OT
BozbI 10 HAJI®™ 1 npyrue KOHKYpHPYIOIIUE MPOIECCH MPEICTABICHBI HA PUCYHKE 1.

@DOTOCUHTE3 SIBISETCS YHUKAIBHBIM (DU3UKO-XUMHUYECKUM IPOLIECCOM, KOTOPBIN
CBS3aH C JCHCTBYIOLUIMM CBETOM, a TaK)XE MEPEHOCOM 3JIEKTPOHA IPOTHUB I'PAJUEHTA
TepMoauHaMuueckoro noreHnuana (Pyoun, 2013). Ilepenoc asnextpoHoB mo OTII
OCYILIECTBISIETCS. OT BOJbI (OKUCIUTEIHHO BOCCTAHOBUTEIbHBIA MOTEHLIMAT KOTOPOTO
paBen Eip =+0,82 B, mpu pH 7) xk HA® (Eip= - 0,32 B) mpu sTom 3arpaumBaercs
SHEpPrusi JBYX KBAHTOB CBeTa C ydyacTheM obOoux Qorocucrem, pabOTarOIIMX
nocienoareabHo (PC2 u DPCLl). Z-CxemMa CONpPSHKCHHON B3aMMOJCHCTBUS JIBYX
dorocucTem npucTapiiena Ha pucynke 2 (Merchant, Sawaya, 2005).

B pesynbrare BO30YXKIeHUS DJEKTpOHAa C BHENIHEW opOutanmm atoma Mg
nurMeHTa P680* 31eKTpoH ¢ onmpeaeieHHOM A0JIel BEPOSITHOCTH MOXKET OBITh 3aXBaucH

MoJiekysioi Deo B pe3ysibTaTe KOTOPOTO TPOHMCXOIWT pasjciicHHe 3apsioB W
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obpasyercsi paaukanbHas mapa P680*deo — P680"deo” (Regner, Hanssum, 1992).

Janee snexTpon

crpoma
Td;
\ |

Td_, / /
264207 TS \\H /7

K peakuun Memepa

2MDHA 94 O,

Apox
2H,0 H,0,

H
e ADP+Pj T ATP

hv

VY
I

4H:I.-l> 2H+lI.-IIII.-IIIII-III.-IIII..III.I-III.-IIII.--II H‘
v=> 2H,0 >
JIOMeH (BHYTPUTHIIAKOMAHOE IPOCTPAHCTBO)
Puc. 1. Cxema mytell mnpeBpallleHUsT SHEPrUH, IOIJIOIIAEMONM CBETOBOM JHEPIUU B

xyoporuiactax (Iombies u ap., 2014).

OT BOCCTaHOBJIEHHOW MOJEKYJbl (eopuTrHa MEPEHOCUTCS Ha MOJIEKYITy XHUHOHA Qa
(P680"®Deo Qa — P680" deoQa’), B pesynbrare oOpasyercss Oosiee CTaOMIBHOE
cocrosiare [P680"deo] Qa, uem P680"deo . Ilocime storo Qa  OTHaeT 3JIEKTPOH
BTOpUYHOMY xuHOHOMY akmentopy Qg 3a Bpems 100 mxc (Qa Qs — QaQs).
DneKTpOHHAs JbIpKa, oOpa3oBaBiascs Ha nurMente P680" 3akpbiBaeTcs 3JIEKTPOHOM
OT TIEPBUYHOTO JIOHOpAa — OCTaTKa Thpo3uHa TYr, 161. Monekyna miactroxuHoHa Qg
JUCCOIIMUPOBaHHAs ¢ 0eaKoBbIM KoMmIuiekcoM DC2 crmocobHa MPUHATH J1Ba AJIEKTPOHA
U JIOTIOJHUTENHHO JBE HMOHA BOJOPOJa CO CTOPOHBI CTpOMBI THiakouga. [locme
onHOKpaTHOTO cpadareiBanus PI Qg™ akumentupyeT BTOpoii anekTpoH oT Qa -, oOpa3ys
monekyny Qs> (Qa Qs — QaQs?). OrpuuarensHo 3apsokeHHAs MOJIEKYJIaA
mactoxuaoHa Qp?” 061agaeT BEICOKUM CPOJICTBOM K HOHAM BOJOPOJA U B PE3YIbTATE
peakuun Qg®” + H,—QgH; 06pasyercs MoneKyna IeKTpUYeCKH HENTPaIbHOM (GOPMEI

QH; mnactoxunon (TuxoHos, 1996).
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NADP*/NADPH
PQUPQ; M‘
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Puc. 2. Z-cxema, onuchiBaromas nepeHoc (POTOCHUHTETHUYECKOro 3JieKTpoHa. Kaxmbii
HOCHTEJIb MOKa3aH KaK B €r0 OKMCJICHHOMW, TaK U B BOCCTAHOBJICHHOU (hopMe, B KOTOPOI
KaKJIbIi HOCUTEh MPUHUMAET JIEKTPOH OT JOHOPA, YTOOBI CTaTh BOCCTAHOBJICHHBIM U

MIOBTOPHO OKHCIISIETCSI TIOCJTE TOTO Kak IepenacT aJiekTpoH akmentopy (Merchant,

Sawaya, 2005).

Mornekyna MmJIacTOXWHONA OTCOEAUHSAETCS OT cailiTa cBsa3piBaHus Ha D1 Oenke u
MEPEHOCUTHCSI B MEKMEMOpPAHHOE MPOCTPAHCTBO C JIBYMSI MPOTOHAMH U3 CTPOMBI U 2
anekrporHamu (PucyHok 3), mokumaeTr cBoe MecTo cBsi3biBaHus Ha D1 Oenke, a Ha e€
CBSI3bIBACTCS Jpyrasi MOJIEKyjla XMHOHA U3 IyJia TIaCTOXUHOHOB.

[TurmenT peaknuonHoro eatpa @C2 P680* siBisieTcst B IPUpPOAE CHIbHEHIITUM
OKHCIIUTENIeM M 00JIaJlaeT BBICOKUM peIoKC moTeHinuaioMm (okosio 1,2 B), xoTopas
MO3BOJISIET MPHUHATH JJIEKTPOH C MOJIEKYJBI BOJBI B pe3ynbrare ¢dotonusza Ha KBK.
JloHopoMm »siekTpoHa s murmeHta P680" sBIseTcs pemOKC-aKTHBHBIA OCTATOK
tuposuHa TyrZ (TyrZP680" — TyrZ'P680), xotopsrii Bxoaut B coctaB KBK. KBK
COJICPKUT aKTUBHOM IIEHTPE MOHBI MapraHiia, (OpMHUPYIONIUX MapTaHIEeBbIA KiIacTep,
KOTOPBIN SIBJSIETCS OCHOBHBIM JJOHOPOM AJICKTPOHOB JIJISI BOCCTAHOBJICHHOTO MTUTMEHTA

P680*. TlormnorieHne YeThipeX KBAHTOB CBETa MapraHIIEBBIH KJIacTep OTAAET 4YeThIpPe
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AJICKTPOHA, Jajiee TPOUCXOJIUT OKHCIeHHe nByX Mosekyn H,O m B pesynbrare
KOTOPOTO MapraHell BOCCTAHABIMBACTCA 0 MUCXOMHOW cTeneHH okucienus (2Mn*t +
oH,O — 2Mn?* + 4H* + O,). KaTanurudeckuii MK COCTOMT M3 5 COCTOSHHMiI S-
cocrostHuid: So—Ss (Pybun, 2013). IlormomieHue KBaHTa CBETa MPU COCTOSHUU Sp,
MapTraHIeBOr0 KJacTepa, MPUBOIUT K OTACICHHIO OJHOTO 3JIEKTPOHA, TAKXKE KAaTHOH
maraus okucisercs (+1) m kimacrep mepexoaut B cocrosiHue S1. Ha mocnemyromumx
COCTOSIHUSIX MAapTaHIICBOTO KJacTepa MPOMCXOAUT JabHEWIee W3MEHEHUE CTCTICHU
OKHCJICHHsS MapraHiia M H3MCHCHHE COCTosHHMS Kiactepa (Sz, Ss, Ss4). Korma

MapI‘aHHGBHﬁ KJIIACTCp ICPCXOaUT B COCTOAHUC 84, MOJICKYJIa BOAbI OKHCJIACTCA OO

H
O O
/ +2H /
(3 1 n
- 2H
O @)
H

2

o
o

Puc. 3. OkxucIuTENbHO-BOCCTAHOBUTEIbHBIC NPEBPAILCHUS IUIACTOXMHOHA M €€

pacriojoxxernue B MemOpane tTuiakouaa (Tuxonos, 1996).

IIPOTOHOB U MOJIEKYJ KHCJIOPOJA. DJIEKTPOHBI, NOJyYEHHBIE B PE3YJIBTATE OKUCICHUS
BOJIbI, TIPUBOJAT OOpATHO MapraHIEBbIA KiacTtep B cocTosHue So ([osbiieB u ap.,

2014). Boigenenue NpoOTOHOB MPOMCXOIUT MOCIEIOBATEIBHO B MPOIEcce S-IMKIa: So—
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S; (oauH npoTOH), So—S3 (0MH NMPOTOH) U S4—Sp (ABa mpotoHa) (Py6un, 2013). Monsl
Bomopona (H') B pesymprare ¢orTommsza BOABI OCTAIOTCS B JIIOMEHE, TEM CaMbIM
CIIOCOOCTBYSl  YBEJIMYEHHUIO MPOTOHHOIO TpaJueHTa Ha MeMmOpaHe TUIIAKOUJa.
Bropuunsiit MeTaboauT Kuciopoa nupPyHaupyeT u3 XJoporuiacta Hapyxy.

Mornekyna MIacTOXHMHOHA Ha caiiTe cBs3piBaHus akuentopa Qg moiaydyuB 2
AJIEKTPOHA W MPHUCOEIMHUB 2 MOHA BOJIOPOJA OTCOEAMHSETCS C cailTa CBSA3BIBAHUS U
muGyHIUpYeT BO BHYTPh JUMUAHOTO OHcIos. Moekyia IiacTOXMHOJA MepeaeT aBa
3JIEKTpOHA IMTOXpoMy Dg/f-koMIuIekcy, a Takke OTmaeT JBa HMOHA BOJOpPOJA BO
BHYTPUTHJIAKOUJITHOE MPOCTPAHCTBO. Jlajmee MoJjeKkyna MIaCTOXMHOHAa BHOBb MOMKET
OBITh MPUCOEINHEHA K calTy cBsa3biBaHUs PC2. OO6pa3zoBaHuEe pa3HUIIBI TOTEHIMAIOB
ApH na meM0Opane tunakouga npuBoaAuT K aktuBanmu ATd-cuHTa3el U 00pa30BaHUIO
mostekyn AT®. TlepBrlii 3JIeKTPOH MEpEIaHHBINA Ha TeM IUTOXpoMa Dg MCIONIb3yeTCs B
Q-uuKkiIe Ha BOCCTAaHOBJIGHHE MOJIEKYJIBI IUIACTOXMHOHA. BTopoil  asnexkTpoH
BOCCTAHABJIMBAeT IICHTP PHcke W Janee AJIEKTPOH MEePeHOCHThCS Ha IuToxpom f, a ¢
HEro Ha MOOWJIBbHBIA aKIENTOp IUIACTOUMAHUH. AKIENTOp IUIACTOLMAHUH MepenaeT
AJIEKTPOH Ha OHOPHYIO cTopony @C1, 1aHHBIN aKIENTOpP SBISETCS BOJIOPACTBOPUMBIM
U COJICP)KUT B aKTUBHOM IICHTPE MOHBI MEAH, KOTOPbIE M MPUHUMAIOT 3JEKTPOH OT
mutoxpoma f. DmexktpoH momaB Ha JoHOpHYHO cropoHy ®C1 BoccraHaBIMBacT
okucienusiii PI] P700" (Tuxonos, 1996).

BozneiictBue cBera BbI3BIBacT pazacneHue 3apsgoB Ha P ®C1 P700 c
obpasoBanureM pasaukanbHoi mapel P7007Ay 3a Bpems 10 nc, manee mocne 20-50 mc
SIIEKTPOH mepenaercs Ha akuentop A; (Pyomn, 2013). Akuentop Aj; B CBOIO O4Yepeab
nepesacT JJICKTPOH Ha kene3ocepHble HeHTpel Fx u Fa/Fg u  deppenokcun.
®eppenokcun (D) moayduB MEKTPOH TUPIYHAUPYET BAOJIb MEMOpaHbBl Ha CalT
CBS3BIBaHUS Haxonsduuica Ha Qepmente ¢eppenokcun-HA{D-penykraze (OHP) u
taM mnpoucxoaut oOpasoBanne HAJI®* — HAJIDH. O6pazosanne HAJIPH
HEOOXOJMMO JBa JJIEKTpOHa, a Pn CcrnocoOeH MNepeHOCUTh TOJMBKO | 3IEKTPOH.
CymiecTByeT JOMOJHUTENbHbIE aKLUENTOPbl 3JIEKTPOHOB (pi1aBoNpoTerHbl U (pi1aBUH

KOTOPBIC ABJIAIOTCA IMPOMCKYTOYHBIMH 3BCHBIMU CHOCO6CTByIOH_[I/IC BOCCTAaHOBJICHHUIO

HAJI®" no HAZI®H (Pyoun, Kpennenesa, 2003).
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1.2. MexaHnu3m renepanuu 0bIcTpoit QuryopeclieHnu Xiopoguiia a B

(doToCcHHTETUYECKUX MeMOpaHax

[Tormomienre KBaHTOB CBETa MOJICKYJaMU IMUTMEHTOB— TEPBBIA aKT 3aracaHus
sHepruu npu (oTocwHTE3e. [ TaBHBIM MUTMEHTOM 3€JICHBIX PACTCHHA W BOJOPOCIEH
apigercs xyuopodun (Matopun, Pyoun, 2012). CymiecTByto 1Ba Haubosee BEpOsSTHBIX
COCTOSIHUS I MOJEKYJIbl xjopodmmia a: Sp (OCHOBHOE HE BO30YXKIEHHOE) U
cocTostHue S* (Bo30ykJeHHOe). B pesynbprare Bo30YKICHHS MOJEKYJbl MPOUCXOIUT
nepexoj, OJHOr0 U3 JIBYX T-AJIEKTPOHOB C HU3KOM SHEpPreTHUYecKord opOUTHI Ha Oojee
BBICOKYT0. JIJIT MOJeKynbl XJIopodriia CyIMeCTBYET IBa BEPOSTHBIX KOJICOATEITHHBIX
IOLYPOBHS BO30YKIEHHOIO 3JIEKTPOHHOTO COCTOSHHUS: Ooyee BhICOKMM S, (mpu
MOTJIONICHUHA KBaHTa CHHETO M3Iy4YeHUs) W Oojiee HU3KUU S*; (MpW TOTJIOMEHUN
KBaHTa KPacHOTO M3JyUYEHHUsS), YTO OMNpENEeNsieT B CIEKTPE IMOTJIOMICHUS XJIopodusia
nBa riaBHbIX nuka (Matopun, Pyoun, 2012).

Hcrourrkom (HIryopecIieHITnH SIBISTIOTCS MOJIEKYIIBI XJIOpO(hUIUIa @, CBI3aHHBIC C
PII. OnmHuM w3 TJaBHBIX MCTOYHUKOB (DIYOPECICHIIMU SBJISETCS MOJICKYJIbI
xnopodpmmia ®C2, torma kak dayopecreHus PC1 cocraBnser He Oomee 5-30%.
Jlpyrue e MOJEKYJIbl, HaXOISAIIUEeCs BHYTPH aHTCHHBIX KOMIUICKCOB ¢ OYEHBb BBICOKOMH
3¢ (HEKTUBHOCTHIO TIEPEIAIOT YHEPTHIO BO3OYKICHUSI HA MOJIEKYJIbI XJI0poduiuia a, TeM
caMbIM OHHU HE (IyopecuupyroT, HCKIIOYCHHE COCTABISAIOT (HUKOOMIUTIPOTCHHBI
(Glazer, 1984). Ilepenoc sHeprun Bo30YKICHHUS 10 aHTEHHOMY Komiuiekcy Kk PL] ®C2
u O@C1 nporcxoIuT 1Mo MEXaHU3My HHAYKTUBHOTO pe3oHaHca (Pyoun, 2013). CormnacHo
KOTOPOMY, DJHEpPrus BO30OYXKICHUS OT TepUPEePUUIECKUX MUTMEHTOB aHTEHHOTO
KOMIUIEKCa C BBICOKOM 3(dekTuBHOCThIO Tepenaercss Ha PLI, rae u mpoucxomut
NepBUYHAS peakiusl pa3zaeneHus 3apsaos (Martopun u np. 2013).

NHTeHCUBHOCTH (hTyOpECIICHITMH BO MHOTOM 3aBHUCUT OT COCTOSTHUS TIEPBUYHOTO
XUHOHHOTO akienTopa Qa, a Takke OT HHTEHCUBHOCTH HE(POTOXUMHUYECKOTO TYIICHUS
(I'ompueB u ap., 2014; Kopueer /. 1O., 2002). M3BecTHO, 4TO MpU ONTUMATBHBIX
YCIIOBUSIX TOCJI€ TEMHOBOW ajanTaiuu, Korja Bce aknentopbl Qa OKHCIIEHBI,

HaOJII0/1aeTCsl MUHUMAJIbHAsE MHTEHCUBHOCTD QuiyopecueHimu (Fo) U motepu BOBpeMms
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NepeHoca IHEpruu BO30YXKIEHUS B AHTEHHOM KOMIUIEKCE B BHIE (IIyOpecleHIIMU
MuUHUMAIBHBI (0koyi0 0,3%). Torma kak BocCcTaHOBIEHHE aKIENTOpoB Qa MPHUBOIUT
nocTeneHHoMy 3akpbITUi0 P ¥ K pocTy WMHTEHCHUBHOCTH (IyOpeCHEHIUHU, MOoCie
MOJIHOTO  3aKkpbiTusi Bcex Pll, HaOmrogaemM  MakCHManbHYI0 HHTECHCUBHOCTH
dyopecuentuu (Fv) (Fombies u ap., 2014; Maropun, Pyoun, 2012).

CrexTpbl (IyOpecleHIIMM Y BOJOPOCIEH U BBICIIMX PACTEHUI MpeACTaBICHBI
HajoxeHueM HeckoybKuX MUKoB oT GC2 u OCI1 nHa pa3ubix qiuuHax BoyH (I'oiblieB u
ap., 2014). MakcumanbHas WHTEHCUBHOCTh (DIIyOpECIIEHIIMM Ha JIUCTBIX MpH
KOMHATHOM Temmeparype Haomogaercs mpu 685 um (Xomi, Pao, 1983), Torna kak nuk
nonomeHust xjopoduiia a in Vivo Habmomgaercs npu ~675 M. Pa3Huma B jammHe
BOJIHBI MOTJIOIICHUSI W JJIMHE BOJHBI MCIYCKaHMs MOJY4WJIO Ha3BaHue cIBUT CTokca

(Maropun, Anekcees, 2013).

1.3. Hay‘-IHO-MeTOI[OHOI’I/ILICCKI/IG OCHOBBI pETUCTPAINH HHAYKIHMOHHBIX U CBCTOBBIX

KPUBBIX (PIIyOpECLIEHIINH XJI0poduiIIa

Pecucmpayus ¢nyopecyenyuu xnopoghunna a na gpryopumempax muna PAM

[Tpunmmn padoTel ogHoMyueBbIX (ayopumerpo tuna PAM (Pulse-Amplitude-
Modulation) mocTpoeH Ha MOAYIMpPOBaHMHM BO30YyKmaromiero cera. Kak mpaBuiio B
TOM CHCTEME B KauyeCTBE HMCTOYHMKA BO30YXKIEHUSA (IIyOpECLUEHIIMH BBICTYNAET
CBETOJUOJI, C MOMOIIBIO KOTOPOTO I'€HEPUPYIOTCA Pa3HOW NJIUTEIbHOCTH UMITYJIbCHI
CBETa U TEMHOBBIX HHTEPBAJIOB, YTOOBI IOOUTHCS HYKHOM TNIOTHOCTH TOTOKOB KBAHTOB
CBETa B CeKyHHy. Tak Kak ()OTOCHHTE3 SIBISICTCA KBAHTOBBIM IPOIECCOM €My HE TaK
Ba)KHa MOCTOSIHHOCTh — CKOJIBKO CpEIHsSl KOJIMYECTBO KBAaHTOB CBETa MAJarOlIMX Ha
AHTEHHBIN KOMIUIEKC 3a ONPEIEIICHHBIA KOPOTKUN MPOMEKYTOK BPEMEHU.

Tepmua PAM Obim mpuaymaH Uisi HOBOM METOJMKH MOMYJISIITUM  CBETa,
celuasbHO pa3paboTaHHbI 11 ¢uyopuMeTpoB. TexHuueckue OCOOEHHOCTH
KOTOPOTrO MOAPOOHO oOmMcaHbl B mareHTHOW myOmukamuu (Schreiber, 2004).

OCHOBHBIMH OCOOCHHOCTSIMHU 3TOT'O METOJa ABJIAKOTCA:
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M3mepurtensubiii cBeT (ML) coctour u3 O4Ye€Hb KOPOTKHUX BCIBIIMIEK (MKC
JMarna3oHe), KOTOpble MOTYT MPHUMEHATHCA MOBTOPHO Ha pasHbIX dacToTax. [lpu
HU3KOYACTOTHBIX ~ MHUKPOCEKYHIHBIX  BCIBIINIKAX CBETa OHU HE  BBI3BIBAIOT
CYIIECTBEHHOT'O POCTa BBIX0/1a (hTyOpeClECHINH;

Hacpermaronmuit ceet (SP) 00BIMHO TeHEpHPYIOT AOBOJBHO spkue (mo 16000
MKMOIIb M2ct) 0OBIYHO 70 1 ¢ MMITYJIBCHI CBETA, YTO AOCTATOYHO UIS 3aKPHITHS BCEX
PI] u BbICBeuMBaHMS MaKCHMAaJIbHOTO YPOBHs ¢uryopecueHuu Fy (mocie TeMHOBOM
amanTayn) uim Fy (Ha csery).

CymiectByeT emé OAuH THIT OCBEIIEHUs — 3TO JencTByronuid cBeT (AL), kak
paBUJIO €ro MnoAOHpPAIOT KOHKPETHO IOJA NpOTOKON u3MepeHus. Hanpumep, s
OBICTPBIX CBETOBBIX KPUBBIX MOTYT MOJOMPATHCS MHTEHCUBHOCTU cBeTa oT 25 g0 3000
MKMOJIb M2 ¢L,

Ha pucynke 4 npencraBiieH OCHOBHOM MPUHIIUI PETUCTPALMH (HITyOPECIEHITUH C
nomombtlo  PAM-dunyopumerpoB.  Ilepen  u3mepenueM  oOpaszell  OOBIYHO
TEMHOAIANTUPYIOT B Te4eHUU 5-30 MUHYT majiee MPOTOKOJ U3MEPEHUS HAYMHAECTCS C
u3Mepenust Fo, Kak MpaBUIO TOCJIE€ TEMHOBOM ajamnTaidyd cuutaercs 4To Bce Qa
HAXONATCS B OKCWJIIGHHOM COCTOSIHUM, HMITYJILCOM U3MeputenbHoro cBera (ML)
dboroaron uepe3 CBETOGUIBTPHI PErHCTPUPYET HAYAIbHBIN YPOBEHb (DIIyOpecleHIINN
xynopodmmia. Kak Obl10 ckazaHO paHee UpE3BBIYAHO Ba)KHO MPABUIILHO OMPENETUTh
ypoBeHb Fo. 3aTem BKItOUaeTCs HaCHIIIAIOMINA UMITYIbC (SP), KOTOpBIi 3aKphIBaeT BCe
P11 u BoccranaBiamBaercs Bce akuenTopbl Qa, B JaHHBIH MOMEHT MBI HAOJIIOJJaeM TOUYKY
HACBIIICHUS I MaKCUMaJIbHBIN YpOBeHb ¢uryopectieHiuu Fy. B pesynbrare, nmes asf
THX 3HAYEHUS MOXKHO TIOJCYATATh MAKCUMAJIBHYIO BEIUYMHY TIEPEMEHHOM
bayopecuieniun  Fv=Fm — Fo, KoTOpbIli sBHsSieTCS TOKas3aTelieM CBETOBOM
HHEPIUU,KOTOPAsi MOMXKET MaKCHUMaJIbHO OBbITh TIOTJIOIIEHa U MCIOJIb30BaHa B
dboToXUMUYECKUX peakuusx. [Ilpy HOpMUpPOBaHWUM JAaHHOTO TMapamerpa Ha Fy
noiaydaercss mapamerp Fy/Fym, KOTOpBIH 4YacTO MPHUMEHSAETCS B pa3jiMyYHBIX

uccienoanusax (Kumar et al., 2014).
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Bpemsi, mumn.
Puc. 4. MeaneHHasi KHHETHKA WHIYKIMU (QIyOPECICHIIMH XJIOpOHIUIa 3anicanHas in
vivo dayopumerpom PAM-2000 (Walz, I'epmanus) Ha 10-TH HEIEeNbHOM KYKYPY3HOM
aucte (Zea mays). Fo — MUHMMAaJbHBIN ypOBEHb (IYOPECHEHIIMH TOCAE TEMHOBOM
amantanuy, Fy — MakcuManbHBIL YpOBEHb (PIyOpecleHLMH TMOociieé TEMHOBOM
agantauuu, Fy — nepemennas iayopeciieHuu, Fr — MHTEHCUBHOCTH (DIIyOpECICHIIUN
IpU CBETOBOM Harpyske, Fv’ — MakcUMaibHBIA YpOBEHb (DIyOpECLEHLUU Ha CBETY

(Rohécek, Bartak, 2008)

[Tocne BoIKITIOYEHHsT Hachimaromiero ceeta (SP) oOpaserr HeKOTOpoe BpeMs
aJanTUPYIOTCS TEMHOTE, IMOTOM BKJIoUaercs naercTByromuii cBeT (AL). YporeHb
dbayopeciieHIMM  pacTeT T1Oj  Bo3aelictBueM AL mamee mnpu  MOCTHRKEHUU
OTIPEJICIICHHOTO BPEMEHHU MPOUCXOIUT YPABHOBEIICHUE MPOIECCOB (DOTOXUMHUECKOTO
U He()OTOXMMHUUYECKOTO TYIICHUS W PETUCTPUPYETCS HWHTEHCHUBHOCTh Fi, KoTOpas
3aHMMAcT TMPOMEKYTOUYHOE TIOJIOKeHHEe Mexay Fv u  Fo. Pasmuma  wmexmy
bayopecueHiueir Ha cBety Fy m MakcumaibHOM (iyopecueHiuen Fy oObsacHseTCs

JNEUCTBUEM  HEMPEPHIBHOTO CBETa, KOTOpOE MOKa3bIBaeT  OOpa3oBaHUE
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($OTOXMMHUYECKOTO U HEPOTOXUMHUIECKOTO TyIeHwus. J[Jis pacyeTra KBaHTOBOTO BBIXOJIA
Ha CBETY ObLIa BBe/eHa (opMyIa:
Yield = (Fw’ —F) / Fw’ 1)
DTOT mapameTp MOKa3bIBaeT KBAHTOBBIN BBIXO (DOTOXUMHUYECKOTO MPEBPAICHHUS
TIOTJIONICHHOM cBeToBOM dHeprun B @C2 mipu cBeToBOM Harpy3ke (MaropuH, AJleKcees,
2013).
CymectBytoT nBe moaenu ycrpoiictBa @CA: monens myxu (puddle) m momens

o3epa (Lake) (Kramer et al., 2004).

o Fu=
T (Fu— Fo)

gr — (1)OTOXI/IMI/I‘-ICCKOC TYHICHUC Q)HyopeCHeHHHI/I Ha CBCTY, OTO SHCPIUA KOTOpad

(2)

noryiomaercsa P1] B o6miem konudecTBe noroiaemMoid sueprun OC2
Fo
qr = qp X 4 3)
gL — dhoToxuMHUYECKOE TYIICHUES (DIyOPECICHIIMA HAa CBETY NPH YCIOBHH, YTO
MHOkecTBO Pl paBHOMEepHO pacnpenenensl o obmiei antenHe (Kramer et al., 2004).
_ (Fy— Fy)
(Fu — Fop)

JlanHbIil mapaMmeTp oTpaxkaeT oOpa3oBaHUE HE()OTOXMMUYECKOTO TYIIEHUS HA CBETY.

dn (4)

Eme onna nambonee dacto mpumeHsiemas (opmyna pacdera HEPOTOXHMMHYECKOTO
tymenus lrepra-Ponbmepa:

Fu
Fy

NPQ=—2_1 (5)

[TongpoOHee 0 HEDOTOXMMHUYECKOM TYIIEHUH M O MEXaHu3Max HX oOpa3oBaHUs
paccmatpuBaetcs B gutepatype (Malnoé, 2018; Niyogi et al., 2005; Pinnola, Bassi,
2018).

JIP-mecm.

NunyknmonHass  KpuBasgs — (DIyOpPECHEHIMU  COJEPKUT MHOTO  TIOJIE3HOU

uHpopmauu o QorocuHTEeTHYECKOM anmnapare. Panee ObulM MpPEeaNPUHATHI MOMBITKU
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umutupoBaTh OJIP kpusbie duyopecuenuiuu (Lazar, Schansker, 2009). B 1991 roxy
tpaccep u 'oBunmKM onyOnauKkoBanu crateio o 3anucu kuHetuku OJIP mepexonoB B
BpeMeHHOM TpomexyTke oT 40 mkc 10 1 ¢ ucnonb3ys duayopumerp tumna PEA (cm
Strasser et al. 1995). Cnycts getsipe roga Iltpaccep u Ll tpaccep (1995) npemnoxumm
meToJ anamu3a OJIP—kpuBbix (prc. 5), 0CHOBOI KOTOpPOTO SIBJISIaCh TOYKa Iepernoda J
(2-3 mMc mpu Hacelmamoield Bemblike) W Ha3Banmu ero JIP- tecrom. Bonee panHuHX
paboTtax Touka neperuda J u | HazpiBamucs | |2, coorBercTBeHHO (Lazar, 2006).

Teopetnueckas ocHoBa JIP-tecta Obuta ommcana moapoOno IllTpaccepom u
coaBropamu B 2004 romy, B TOCJIEAYIOIIEM OHa JOIOJHSIACH OTMOJIHUTEIHLHBIMU
napamerpamu ([ombrieB u ap., 2014; Strasser et al., 2010) . B ocHoBe anamu3a B JIP-
TecTa JEXKHUT BSHEprus (OTOHOB, IMOIJIONICHHBIX AHTEHHBIMH KoMmIuiekcamMu DC2,
BKJIIOYAIONMi B ceOs 3axBar (ortoHa (trapping), mpsMoil mepeHOC JJIEKTPOHA Jajee
akuenropa Qa u nuccumnanus 3Hepruu B Buje Teria. B JIP-tecte 3a ycinoBHyro rpanuily
npuHuUMaeTcs gaza J MKy OJIMHOYHBIM M MHOKECTBEHHBIMH 000pPOTaMU 3JIEKTPOHA
yepes PLI.

B JIP-Tecte mpeamonaraercsi, 4To OTHOCHTEIbHAS UHTEHCUBHOCTH B dasze J (V)
naeT MHMOPMAILIMIO O TpaHCIOPTe AJIEKTpoHOB 3a mpeneinsl Qa (Strasser et al., 2004,
Strasser et al., 1995). OnHako, BO MHOTOM CYTh 3TOTO Ipollecca MpeArnojaraeT, 4To
napamMeTp 3aBHCHT OT PEJOKC COCTOSHUS IyJia MIacTOXMHOHOB B TeMHote (Toth et al.,
2007), a Takke IpH ONPECICHHBIX CTPECCOBBIX YCIOBUSIX BO3MOXHO BIIUSHUE CTCIICHU
YKJIaJKW THJIAKOUJIHBIX MeMOpaH. B 3ToM ciyuyae mepeHoc 37eKTpoHOB 3a npeneibl Qa
O3HAYaeT 3aMeJIEHWe MOBTOPHOTO OKUCIeHUs Qa MOCKOJBKY MyJ IJIACTOXMHOHOB
CTAaHOBUTBHCS MEHBIIIE W MEHBIIE MOJEKYl IUIACTOXMHOHA CBs3aHbl ¢ Qp -
CBSI3BIBAIONTUM caiiToM. MI3MeHeHus1, CBA3aHHBIE C BEPOSTHOCTHIO MEpPEHOCca dIECKTPOHA
nainee Qa (Vo) OTHO3HAYHO CBSI3aHBI CTPECCOBBIM BO3/ICHCTBHEM.
B JIP-tecte Obuto mpenoxkeHo Opath mapameTpsl Fo u Fy yClioBHO B KaduecTBe Mepbl
MOTJIONIEHHOTO TIOTOKA (D)OTOHOB 3a €AMHHILY BpEMEHU Ha monepeuHoe ceuenue, CSo u
CSm cootBeTcTBEHHO. MOXHO OTMETHUTh, YTO XapaKTePUCTUKA H3MEHEHHH 3TUX
napameTpoB MoKa3aja, 9YT0 OHU TTOUYTH HEYYBCTBUTEIHHBI K U3MEHEHUSAM COJIEPIKAHUS B

JUCTBAX XJopoduiia moka pasmepbl aHTeHH PII ocratorcs nemzmennbiMu (Ding.,
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2012). Opnako cjemyeT OTMETHTb, 3TO BEPOSTHO 3TO HE PaCHpOCTPAHSAETCS Ha

p336aBJIeHHBIC BOAOPOCIICBBIC U TUIAKOUAHBIC CYCIICH3HHU.
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Puc. 5. Ha nanHoM puCyHKe MpejcTaBlieHa Hanbojiee OObIYHBIE BpEMEHA TMOSBICHUS
touek mepernba Ha OJIP-xpuBoii. KpuBas mnpeacraBiena B jorapupMuyecKoM
BPEMEHHOM MaciuTabe, KOTOpBIM Haubojee 4acTo HCMOIb3YEeTCS Uil OTOOpaKEeHHUS
touek OJIP. B yrmy mpeacraBieHa KpuBas OTHOCHUTCIBHOW TEPEMEHHOMN
(bayopecleHIuy B JIMHEHHOM BpeMEHHOM MpoMexyTke ot 50 Mkc 110 0,8 Mc, mokaszaHo,
KaK pacCYMTHIBACTCS HAaYaJIbHBIA yroJI HAKJIOHA KPUBOU (DITyOpECIICHIIMN Ha JTUHEHHOM

yudacTke pocra (¢ uameHenusmu 1o Tsimilli-Michael et al., 2000)

Panee Obulo Moka3aHO, YTO IUIONIAAb HaJ KPUBOM M ypoBHEM Fy mpu BO3aeHCTBUU
JTUYypOHa TPOMOPIMOHANIFHA MYy BOCCTAHOBJIEHHBIX MOJEKYyT Qa. DTOT mpuHIUT
aHaNMW3a TPUMEHWIM U JUIsl CUTyalluW, KOTrJa HEeT BO3ACHCTBUA JUypOHA, TJe
IpenoiaraeTcs, 4To IUIONaab MEXIy (IyopecleHTHBIMH TiepexogamMu u Fj; paBHO
ongHoMmy ob6opoty Bo Bcex PLI, To ects uepe3 PLl mepenocutbcs OauH 3MEKTPOH, K
KOTOpPOMY TUIOIIAAb BhIMIe mepexonubix mporeccoB OJIP-kpuBoit MoxkeT ObITh
HopMmanm3oBana (Strasser et al., 2004). Ilpeamonaraercs, 4YTO HAKJIOH KPHUBOM

dbayopecteniuu xsopodmna mMexay Fo (20 mxc wim 50 MKC B 3aBUCHMOCTH OT
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npubopa) U Fisome YyBCTBUTEIEH TAaK HA3bIBAEMOMY SIBJICHUIO «CONPSKEHHOCTHU», TO
€CTh Iepeaye PHEPruyd MEKIy aHTEHHbIMU KoMIuleKkcamMu Heckoibkux PLI ®C2 (a-
uiu  PB-ueHtpamu). Torma kak HaKJIOH Mexay Fo U Fipome HEYYBCTBUTENCH K
conpspkerHocTH (Stirbet, 2013; Strasser, Stirbet, 2001).

[Tapamerp unaexkc npou3BoaUTENbHOCTH (Plags) @C2 Obul co3gan mjis TOro
4TOOBl OXBATUTh TPU Pa3IMUHBIX OCHOBHBIX mHapaMeTpoB DX ¢ortocuHTETHUECKO
aktuBHOCTH DC2. Plags sABisIeTCS YyBCTBUTEIBHBIM K CIEIYIOUIUM H3MEHEHUSIM:
U3MEHEHUIO OTHOCUTENBHOrO 3((EKTUBHOIO pa3Mepa aHTEHHBbl, HW3MEHEHUIO
MaKCHMaJIbHOr0 KBaHTOBOTO BbIxoJa ®C2 u M3MEHEHUI0 OTHOCUTEIBHOIO MOJIOKEHUS

daser J (F;). PaccumthiBaeTcs wHaekc mnpomsBoguTenbHOoCcTH DC2  cremyrommm

obpazom:
Fy Fy
_xV v
Pljps = X X 6
ABS ™ 4 X (Fa70mxc — Fo) 1 — Fy 4 (6)
FM — FO FM
(Fj — Fyp) (7)
rneV, = —————
T 7 (Fy — Fp)

UccnenoBanus takxe nokazanu, 4to IP-daza pocra dayopecuienninm cBsizana ¢
nepeHocoMm anekTpoHoB Ha akmentopel ®C1  (Schansker, Strasser, 2005) u uro
oTHOcuTebHas ammuintyaa ¢assl IP csizano cogepkannem @C1 Ha nmucthsix (Ceppi et
al., 2012; Oukarroum et al., 2009). JIP-Tect ocraeTcss XOpOIIMM WHCTPYMEHTOB IS
OBICTPOr0 MOHHTOPHUHTA 00JIBIIOrO KoruecTBa oopasios (Kalaji u ap., 2016), oxHaxko,
KaK TOJIbKO CTaHYT OIMpPESIICHBI TapaMEeTPhl KOTOPhIE KOPPEIHPYIOT C ONpPECICHHBIMU
CTpecCOBbIMU  (pakTOpaMu, HE CIeAyeT IMoJjiaratb, 4YTO HWHTEPIpETalus OSTHX
napameTpoB, npuBeaeHHas B JIP- Tecre Bepna (Stirbet, Govindjee, 2011). Kpome Toro,
CIIEyET UMETh BBUAY, 4TO JIP-TECT CHJIBHO 3aBHCHT OT MPAaBHIBLHOCTH OIPEICICHUS
OCHOBHBIX MapaMeTpoB Kak Fo u Fy, OT HuUX OyIeT 3aBHCHUT NPaBUILHOCTD

HopMmaim3anuu gaaubix (Toth et al., 2012).
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1.4. Ilpupona 3ameyieHHON (ayopecieHIuu Xjopoduiiia a GOTOCUHTETUIECKUX

MeMmOpaHax

3amemnennas (Qayopectenius (3®) — 3TO CBET HCMYCKaeMBIA 3EICHBIMU
pPacTeHHUSIMH, BOJOPOCIIIMA M (DOTOCHHTE3HPYIOIUMHU OAaKTepUsAMHU B MH(Dpa KpacHOM
JIMana3oHe CIeKTpa Ha KOPOTKOE BPEeMs IOCIE TOro, Kak MOJBEpraiach BO3JICHCTBHIO
cBeta. Mcrounnkom 3@ smisiercs ximopoduit a (Goltsev et al., 2009b). Briepssie 310
sBienue Habmoganu Crpemiep u Apuonba B 1951 roay. (Strehler, Arnold, 1951)

KBanTel 3® HcyckarOTCs B OCHOBHOM BTOPUYHO BO30YKICHHBIMU COCTOSIHUSMH
mostekyn xmopopmwmia a ®C2 (Amesz, 2012). XoTb W MeXaHU3MBI OBICTPOH W
3aMeJICHHON (IyOpeCcIeHIINN pa3Hble, HO CHEKTpbl Hucmyckanws 3P cxompl co
CHeKTpaMu u3aydeHus Quyopecuennun xiopopmmia a (Grabolle, Dau, 2005;
Sonneveld et al., 1980). B o6oux cinyyasx (b® u 3®) uznyueHre KBaHTa IPOUCXOIUT B
pe3ylibTaTe W3IydaTeNbHON J€3aKTHBAIIMM TIEPBOTO CHHTJIETHOTO BO30YXKICHHOTO
COCTOSIHHSL MoJieKynn xjopodwmnia a, npuHamiexamum DCIl (Krause, Weis, 1991;
Lang, Lichtenthaler, 1991).

Hcnyckanne kBaHTOB 3P MPOUCXOIUT B pe3ysbTaTe PEKOMOMHAIMU 3apsOB B

PI[ ®C2:

P680*Qa~ — P680"Qa—P680Qa+/v (8)

Ha kaxgoMm osrane ¢GOTOXMMHMYECKON peakIMHM CYIIECTBYET BEPOSTHOCTD
00paTHOTO TOKA AJIEKTPOHOB. DIEKTPOHBI OT QA MoOTryT 00paTHO BepHYThCs Ha P680"
MIPEOJI0JIEB JTOCTATOUYHO BBICOKUU Oapbep sHeprum aktuBanuu (AE ~ 70 xx/moib).
Ecnu P680 ocTaneTcst B cBOeM OCHOBHOM COCTOSIHMM M SHEPTHsl 3JIEKTPOHA pacceeTcs B
TEIJI0, TO Tpou3oiaeT Oe3m3nmydarenbHas pekoMOuHaius 3apsaoB. C HU3KOW josei
BEPOATHOCTH PEKOMOMHAIMS  3apsiioB  MOXET TMPUBECTH K  (POPMUPOBAHUIO
BO30YXJIEHHOTO cocTosiHus P680*, KoTOpoe MOXKET mnepeAaTb YHEPrui0 K aHTEHHBIM

KOMILIEKCaM M TPHBECTH K HcmyckaHuio kBaHTa cBera (De Grooth, Van Gorkom,
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1981), Takas peakius Ha3bIBACTCS H3Iy4aTeIbHOM PEKOMOMHAIIMEH, OHA SIBIIACTCS

UCTOYHUKOM (GopmupoBanus 3.

L=N-k-p-[Z*P680*Qa] (9)

I'me, N — xommyectBy PII. Kk — KoHCTaHTa CKOpPOCTHM pEeKOMOWHAIINH,
[Z'P680"Qa ] BEpOSTHOCTH COCTOSIHMSI LIEHTpA C pa3CiCHHBIMHU 3apsiiamMu, ¢ —
KBaHTOBBIA BBIXOJI H3JIy4aTeIbHOW J€3aKTHUBALlUA CHUHIJIETHOIO BO30YXIEHHOTO
COCTOSIHUA XJOpopuiLia a.

N3 ypaBHEHHs BHJIHO, YTO MHTEHCUBHOCTh 3P MNpONOPLHUOHAIBHA KOJIWYECTBY
U3ITy4aTeIbHbIX COCTOSIHUM, KOHIICHTPAIUS KOTOPBIX HAMPSMYIO 3aBUCUT OT CKOPOCTH
MOCIICAYIONMI cTaguii mepeHoca 3iekTpoHoB (Maropun, AnekceeB, 2013). Kpusas
3aryxaHusi 3@ MoxkeT OBbITh pa3loKeHa Ha HECKOJbKO KOMIIOHEHT C BpEeMEHaMu
3aTyXaHHs OT MUJUTUCEKYH/I 10 Heckonbkux MunyT (Malkin, 1977). MatencuBHOCTh 3D
B IMIpOLIECCe 3aTyXaHUs yMEHBIIAETCS Ha HECKOJIBKO MOPSAIKOB, XOTS KOJIMYECTBO
KBaHTOB CBETA, M3JIyYae€MbIX 32 BPEMEHS >KM3HU KaKJI0M U3 KOMIIOHEHT, CPABHUMO IIO
BEJIMYMHE, YTO TMPEANOoiaraeT CpaBHUMOE KOJUYECTBO  MPEANICCTBEHHHUKOB,
OTBETCTBEHHBIX 3a T'€Hepalvio TOH Wi uHOW peakiuu (Matopun, Anekcee, 2013).
MO>XHO BBIJIETUTH TPHU TPYIIIIBI MPOIIECCOB, OMPEICISIIONIMX KUHETUKY 3aTyxaHus 3@
(Haveman, lavorel, 1975; Goltsev et al., 2009b; Kalaji et al., 2012):

1. Peakiuum Tuma «yTeuka»: Chmaja CBs3aH C COKpaIlleHHEeM 4Yucia
npenmnecTBeHHUKOB 3®d, B pe3ynbTare NPsIMBIX OKHCIUTEIBHO-BOCCTAHOBUTEIBHBIX
PEaKUU C OIMH U3 3aPsAI0B NapHI.

2. Peakiuun Tuma «ae3akTUBAIMN»: TMpeaniecTBeHHUKH 3@ ucuye3aroT B
pe3ynbTaTe PpEeIOKC-peaKlMii B paMKax Mapbl pas[IelCHHBIX 3apsIoM. COCTOSHUU
Z'P680Qa — oOpatHbIfi TepeHOC 3nekTpoHa oT Qa Ha Z%). OOpaTHbIC peakiuu
IepeHoca JJIEKTPOHOB B cocTosHusx Pll-mpenmecrBennnkax (Hampumep, P6807Qa,
Z'P680Qa mmm S,;ZP680QaQs™) ompenensitoT 0ojiee MeUICHHbIE KOMIIOHEHTBI 3D —

MWUINCCKYH/IbI UJIN CCKYHBI.
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B 00oux onucaHHBIX Cily4asx KMHETUKa 3aTyxaHus 3P onpeaensercss KHHETUKON
MCUYE3HOBEHUS TpeAlecTBeHHUKOB 3®, TO €CTh MCYE3HOBEHUEM Mapbl pa3ieieHHBIX
sapsiioB ([osbuieB u ap., 2014). I'eneparuss 3@ 3aBUCHUT HE TOJBKO OT COCTOSIHHS
akienTopHor yactu ®C2, HO U OT OKUCIIEHHBIX NIEPEHOCUMKOB HA IOHOPHOU CTOPOHE
®OC2. lna mHOruX KoMmoHeHT 3® mokaszaHa CBSI3b C HAKOIUICHHUEM MOJO0KUTEIHHBIX
sapsgoB B KBK (Malkin, 1977). TemnoBas nae3akTuBanus ©00jee OKHUCICHHBIX
COCTOSIHUM B MEHEE OKHCJICHHBIE MPOUCXOJUT IO OJIHOCTYNEHYATOMY MEXaHHU3MY
(S3—S,—S;), mpu TOM YTO MPH IUTCIHHOM OCBSIIEHHH ITOCTOSHHBIM CBETOM
YCTaHaBJIMBAETCS PABHOMEPHOE pACTpENEIICHUE MO COCTOSHUSAM (~25% B KaxIIoM H3
cocrostauii) (MaropuH, AnekceeB, 2013). TemHoOBas fAe3akTuBanus S; M S3 COCTOSTHHMA
U TepexoJ] UX Ha S; COCTOSHHUE MOJKET 3aHSATh HECKOJIBKUX CEKYHJ J0 HECKOJIBKUX
MUHYT.

B MopenbHBIX  OmbITaX  MOKAa3aHO, YTO  CO3/IaHHE  HMCKYCCTBEHHOTO
TPaHCMEMOPAHHOTO AJIEKTPOXMMUUYECKOrO MOTEHIMaIa Ha MeMOpaHe MpHu 100aBICHUU
OJIHOBAJICHTHBIX COJIEM METAJJIOB M HAJOKEHUU BHEIIHETO JJIEKTPUUYECKOrO MOJs
crumynupyer 3®. Mexnay oHepruzanueir MemOpansl u  3d  cymiecTByer

OKCIIOHCHIIKMAaJIbHAasA 3aBUCUMOCTbD.

AE—-FAyp+2.3RTApH
L~e kT (10)

1.5. Bnusiaue coequHeHUM PTYTH HA paCTUTEIbHBIE OPTaHU3MBI

PTyTh cumraercs Hanboiee TOKCHYHBIM 3JIEMEHTOM CPEIH TSHKEIBIX METaJIOB C
«HEU3BECTHOM (Qu3nomornyeckoin ¢GyHkimei» B Bogopocisx (Backor et al., 1998;
Poirier et al., 2008; Kumar et al., 2014). Pryth unrubupyer (OTOCHHTE3 U OKa3bIBACT
CHWJIPHOE BO3JICMCTBUE HA Pa3IMYHbIC KU3HCHHbIE (DYHKIIMH BOJIOPOCIEH, JEHCTBYS Ha
pPOCT, TPOHHUIATSIBHOCTh KJICTOK, cojaepikaHue xjopoduia MU (QHKcaluio a3oTa
(Campanella u ap., 2000) (Campanella et al., 2000).

CoelMHEHHUsT PTYTH CITOCOOHBI HAKAILIMBAThCS B BOJAOPOC/SAX M B MOCIEIYFOIIMX

TpOHUUYECKUX YPOBHAX KOHIIEHTpALMsS PTYTH TOJIbKO Bo3pacraetr (Lanza et al., 2017,
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Wu, Wang, 2011). HakamnmmBasch B BBICOKOM KOHIIEHTpPAallMK B pbIOE H B
MOPETPOAYKTaX, HEOPTraHWYECKUE W OpraHudeckue (OpPMBI PTYTH TPOSBISIOT
TOKCUKOJIOTHUECKHE XapaKTePUCTHKH, BKJTIOYAIOIIEE HEHPOTOKCHUYHOCTb,
HE(PPOTOKCUYHOCTh M TOKCHYHOCTh B OTHOIICHHH KEIYAOYHO-KUIIIEYHOTO TPAKTa
(Harada, 1995; Stohs, Bagchi, 1995). B nuteparype uMeroTcs TaHHBIE O TOM, YTO HOHBI
TSOKENBIX METAJUIOB JICUCTBYIOT IMYTEM CBSI3BIBAHUS C OPTAaHMUYECKUMHU KHCIOTaMHU WIIH
dbochaTHEIMH ~ aHWOHAMH,  OJIOKHpYS  BaXHEHIIME  rpymmbl  (Takue  Kak
CyIb(THAPWIBHEIC), a TaKKe MyTEM 3aMEIIECHUS MOHOB APYTUX METANIOB B OeKax
(Demidchik et al.,1997; Ochiai, 2012; Rauser, 1999; Stohs, Bagchi, 1995). BcnenctBue
ATOTO PAa3BUBAIOTCS TPOIECCHl TEPEKUCHOTO OKHUCIICHUS JUIUIOB, HAOII0IACTCs
HapyIlIEeHHEe HMOHHOTO TPAHCIIOPTa M TOMEOCTa3a, MOBBIIEHWE KOHIEeHTpanuu ATO,
WHTUOMpoBaHue (QEpMEHTHBIX cuUCTeM ((PEepMEHTOB AHTHOKUCIUTEIBLHON CHUCTEMBI,
AT®da3) u nospexaenue JTHK (Demidchik u np., 1997; Kovacik u np., 2015; Luo u
ap., 1996; Paivoke, 2003) (Demidchik et al., 1997; Kovacik et al., 2015; Luo et al.,
1996; Piivoke, 2003).

Cpemu TsDKENbIX METaUIOB PTYTh TMPOSIBISET BBICOKYIO TOKCHYHOCTBH IS
MIPOIIECCOB TPOTEKAIONINX BO BpeMs (POTOCHMHTE3a WHTHOMPYS KaK CBETOBBIE, TaK U
temHoBble peakuuu (Filippis, Ziegler, 1993; Lu et al., 2000). [eiictBue Mmetamia
OKa3bIBaeT HEOJAronpusiTHOE BO3JACHCTBUE Ha JKU3HEHHO BaXKHbIE (QYHKIMH
BOJOPOCIICH, pOCT, KIETOYHYIO TPOHUIIAEMOCTh, COJACp)KaHWE XJopoduia U
azordukcaruio (Campanella et al., 2001). M3BecTHO, 4TO COCTUHEHHE METHIAPTYTH IO
CBOEMY JIEHCTBUIO Ha (DOTOCMHTETHUECKHUH ammapar 0ojiee maryoHo BO3JIEHCTBYET YeM
npocto uonsl Hg* (Antal et al., 2009; Graevskaya et al., 2003; Kukarskikh et al.,
2003). bputo MOKa3aHO YTO METWJIPTYTh MPU HU3KOH KOHIICHTPAIMHM BO3JCHCTBYET Ha
ANEKTPOHHBIM  TPAHCIOPT Ha akuenTtopHol cropoHe OC2 wu  yBeaMUYMBaET
He(OTOXUMHUECKOE TyIlleHHe B aHTeHHOM komiuiekce (Graevskaya et al., 2003), a
TaK)Ke Ha peokuciaeHue nynaa miactoxuHoHoB (Antal et al., 2009) u mnepenoc
anekTpoHoB Mexay (Gotocuctemamu (Kukarskikh et al.,, 2003). VYsenuuenue
ToKcHYeckoro 3¢ @dexTa MEeTWIPTYTH HAOIIOAATIOCh MPU CHJIBHOM OCBSIIIICHUH U

HeOmaronpusaTHO HU3koM Temneparype (Matorin et al., 2009). Panee ormeuanocs, 4to
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HOHBI PTYTH MoOryT mnoBpexaarh Fe-S unentper ®C1 (Kojima et al.,, 1987) u
UHTUOMpPOBAaTh  aKTUBHOCTH  ¢epmenta  ¢eppoaokcu-HAJ[D-okcumopenykTasbl
(Honeycutt, Krogmann, 1972).

Pe3ynprarel MpPOBUAEHHBIX HWCCIEAOBAHHM CBHUJETEIBCTBYIOT O BBICOKOM
gyBcTBUTEeNbHOCTH DPC2 Bomopocom C. moewusii k aeilicTBuio cynbdara mMemd u
METUJIPTYTH, IpUYEM JEHCTBUE MOCIEIHEN XapaKTepu3yeTcs: OOJNbIIeH TOKCUYHOCTHIO
OpyU HU3KUX KOHUeHTpauusx (A”tan um ap., 2009). IlokazaHo, 4TO METHUIPTYTh
BO3JICUCTBYET HA OAJIEKTPOHHBIM TpaHCHOPT Ha akmenTopHoil cropone ®OC2 u
YBEIIMYUBATL (PpaKkIMK MeMOpaH ¢ «MemIeHHbIM» myiaoM I1X (yBemuuenue daszbl IP)
(AnTan u np., 2009). O0BsICHIETCS YMEHBIICHUEM aMIUIUTYAbl OOjee 4yeM B JBa pasza
OBICTPBIX KOMIIOHEHT, CHIDKEHHUEM >KU3HH OBICTPOH U CpeHEeH KOMIOHEHThl TEMHOBOM
pellakcalid TEPEeMEHHON (IIyopecleHIIMM B MHJUIMCEKYHIHOM mAuama3one. Kpome
TOTO, JCHCTBME METWIPTYTH BBI3BIBAJIO HapylleHHe peokucieHus myna [IX wu
yBEIMYMBAIO TpaHcMeMOpaHHbIi PH rpamuent (yBenuuenuwe mnapameTrpa QE Ha 72
yaca), 4YTO, BEpOSITHO, OTpa)kaeT HapyuieHue mnpouecca (ochoprwiupoBaHUs B
tunakouaax (Auran u zp., 2009).

NoHbl METMAPTYyTM TpU KOHLEHTpauuu Beime 0,2 Mr/n  ymeHbLIanH
MaKCcHMajIbHBIA KBaHTOBBIN BbIxon (Fv/Fum) y 3emenbix Bogopocneri Chlamydomonas
reinhardtii, crernensr MHrMOUpPOBaHMS 3aBUCENIa OT BPEMEHU BO3JCHCTBHS OT YCIIOBHiA
ocsemenns (50 MKMOJIb KBAaHTOB M2C1) IpH HU3KOM OCBEIEHHOCTU BO3JEHCTBUE OBLIO
Heckoabko Hike (Kukarskikh et al., 2003). K ToMy ke, BIUsSHUE HOHOB METHIPTYTH Ha
KJIETKH BOAOPOCIH HaOJI0jad UHrMOUpoBaHue TOHOpHOU ctopoHe DC2 u HapylieHue
AJEKTPOHHOTO TpaHcmopta Mexay Qa w Qp, kK ToMy ke emé MNpPUBOAWIO K
yMEHBIIIEHUI0 HedoToxuMuueckoro TymeHus ¢iayopecteniimu (N) U NpuBOAWIO K
YBEJIMYEHUIO JOJH 3aKPBITHIX PEaKIIMOHHBIX IIEHTPOB (BOocCcTaHOBIEHHBIX Qa). B 11emom
U3BECTHO, YTO METUJIPTYTh BIIMSAET HAa (POTOCHHTETUUYECKUN TPAHCIOPT AEeKTpoHOB C.
reinhardtii, ¢ pa3auYHBIX CTOPOH TOKa3bIBas CHIbHBIA HMHrHOUpyromuid 3(pdexr Ha
¢orocunreTnueckue npoueccs yem nons HY?* (Kukarskikh et al., 2003).

Metunpryts nipu konnentpanuu 0,2 u 0,002 mr/m Ha AMATOMOBOW BOJOPOCIH

Thalassiosira weissflogii moka3zana MemyieHHOe yMeHblleHHe akTUBHOCTH PC2, Toraa
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KaK Tpu 100aBIEHUN MOHOB PTYTH BOJOPOCIH OKa3ajlach HE YyBCTBUTEIHHON K TEM JKe
konneHTparusaMm (Graevskaya et al., 2003).

[To3aaee Tokcmueckue 3(PpPeKTsl HOHOB PTYTH U METHIPTYTH Ha (POTOCHHTE3 W
pPOCT TOIMYJIAIMA MOPCKOH auaToMbIX Bojopocieii Thalassiosira weissflogii 6pumm
MIOBTOPHO HCCJIEIOBAHBI, HO Y€ C TIOMOIIbIO JABYX METOMIOB: two-photon excitation
fluorescence lifetime imaging (3amuch ABYX(OTOHHOTO BO30OYKICHHUS 3aTyXaHHUs
dbayopecuenuu) (FLIM) u mpotounoit muromerpuu (FCM). Jlns doTtocunTesa,
BO3JICHCTBHE PTYTH YBEIHUUIIO CPEIHIOK MPOIOJDKUTEIBHOCTD KU3HH (PITyOPECIICHITNN
XJopoduiia, TOrJa Kak MpU BO3ACUCTBUM METHIPTYTH TaKOTO YBEIWYCHHs HE OBLIO
(Wu et al., 2012). D10 MoxeT OBbITh BBI3BAHO MHTHOUPYIOIIMM JICHCTBHEM PTYTH Ha
IIeTH MIePEeHOCca IEKTPOHOB. JlaHHBIE POCTa KYJIbTYp MOKA3aJId, YTO YMEHBIICHHE POCTA
KyJBTYpBl MOJ BIUSHHEM PTYTH, TJaBHBIM 00pa3oM CBS3aHO C YBEIUYCHHUEM YHCIIA
MOBPEXICHHBIX KJIETOK, B TO BpeMs KaK CKOPOCTH JIeJIEHHsI )KUBBIX KJIIETOK HEHM3MEHHO.
Tokcuuecknii 23PPEKT METHIPTYTH HA POCT KYJIbTYphl OBLI MPEICTABICH CHUKCHHUEM
CKOpPOCTH JieNieHHs KiieTok Bcex kietok (Wu et al., 2012). Kpome Toro, BHEITHUI BHT
kineTok u ganable FCM orpaxkaroTr mMopdoorndeckue W3MEHEHUS ITHATOMOBBIX IO
BIMSIHUEM PTYTH M METHIPTYTH SPKO W KOJUYECTBEHHO. VCCiieoBaHUS OTpaXKaroT
pa3nyre B TOKCHUYECKOM BO3JCHCTBUM METWIPTYTH M HWOHOB PTYTH B KJIETKax
BOJIOPOCJIEH.

Thalassiosira weissflogii monBepranu BO3ACHCTBUIO Pa3UYHBIX KOHIICHTpPAIIUN
noHoB prytH (0,5 u Smkr/n) u metwiptytu (0,02 u 0,4 Mxr/im) B Teuenun 18 nueii. B
pe3yJbTaTe BBISBHIIN, YTO TPH BO3JACHCTBHH METHJIPTYTH MOXKET BBIPAOATHIBATHCS
PE3UCTEHTHOCTh K TOCJICJHEM, IPOUCXOJUT CHHTE3 HEOCTKOBBIX  TEOJIBHBIX
coequnenuit (GSH, PC;), koTopas NPUBOIUT K CHIIKCHHIO CKOPOCTH TOTJIONICHHSI
METHIIPTYTH ¢ nutaTensHou cpeast (Wu, Wang, 2013).

W3BecTHO, YTO PTYTh SIBISIETCS CWJIBHBIM WHTUOHTOPOM (DOTOCHHTETUYECKOTO
AIIEKTPOHHOTO TPAHCIOPTA M ATO JOCTHUTAeTCS MHTHOMPOBAHUEM Pa3lIUYHBIX CANTOB
(ctopoH) Takux kak jgoHopHas ctopoHa DPC2 wm KBK (kucmopo-BbIASSIONINMA
KOMIIEKC), mactonuanud, ¢pepmenta HAJID-heppoaokcuH OKCHUpeayKTa3bl WIH B

®C1 u ®C2 (Singh et al., 1993). Tokcukonoruueckuii 3pHeKT PpTyTH B HEKOTOPHIX
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ciydasx (mis  Hampumep Dunaliella  tertiolecta) mnokasaHo 49ro cBsizaHo ¢
unrnonpoanneM KBK u sBnseTcs nNpUYMHON CHH)KEHHS KBaHTOBOro Bbixona PC2
(Samson, Popovic, 1990). Bonee Toro, Hg?>" ymeHbmaer cnoco6HOCTh (OTOCHCTEMBI
HANpaBIATh HSHEPTHUI0 BO30OYXKIEHHS CBeTa MO (POTOXUMHUYECKOMY IYTH U ITO
yBEIIMYUBAET BpeMs 3aTyxanus (iyopecuennuu (Juneau et al., 2001).

B HEKOTOpBIX HCCIEIOBAHUAX OIICHUBAIACH YYBCTBUTEIBHOCTh PA3JIMYHBIX
BUJIOB BOJOpOCiei K pTyTu wucnons3dys PAM-dmyopumerpuio. Ilepenoc sHeprum
BO30YXKIACHHS B (UKOOMIHMCOMBI y KieTok Spirulina platensis uarubupoBaizach B
IPHUCYTCTBHH OYCHb Masioil koHieHTparuu prytua (2,01 mr/a) (Murthy et al., 1989).
Juneau w gap. (2001) wmccnemoBamm  Ankistrodesmus falcatus, Selenastrum
capricornutum, Chlorella vulgaris, Microcystis aeruginosa u Pediastrum biwae, u
COOOIMIM YTO TapaMeTpbl (IyopecleHINH (a2 MMEHHO MaKCHMalbHBIA KBAHTOBBIMA
BbIx0J] OC2 @y, MaKCUMAIIbHBIA KBAHTOBBIN BBIXOJI MPY YPABHOBEUIEHHOM COCTOSIHUU
anekTpoHHOro TpaHcnopra DPC2 (D’y), doToxumuyeckoro Ttymenue ((P) wu
HE(POTOXUMHUECKOE TymeHHe ((n), SBISIOTCS UHAUKaTopamu 3 dekTa HHruOupoBaHHUSI
Hg?*. Ha ycraHoBuBmIeMCS (CTALMOHAPHOM) COCTOSIHMH DJIEKTPOHHOTO TPAHCIIOPTA,
Juneau u gap. (2001) naGmomamum 50% cHuxenue @'y, Korjga STH BOAOPOCITH
noxsepranu  BosaeictBuio 934, 16.83, 61.78, 5697 wm 7322 wmr/n Hg¥,
COOTBETCTBEHHO, B TeueHHH 96 yacoB. B npyrom uccienoBaHuu, MpU HUHKYOAIMH C
Hg?* coobmaercs 0 25% cHmwkenun Py 1 61% ymenbmennn @’y (5 gacos, 500 MKr/n)
(Juneau, Papovic, 1999). Wu wu gap. (2012) mnokasaad TMOJE3HOCTh CHCTEMbI
dbopmupoBaHus ~ W300paKeHHs  JBYX-(DOTOHHOTO  BO3OYXKIEHUS  3aTyXaHUs
dnyopecuentmu (TRE-FLIM) o6HapyxeHuu HeGnaronpusaTHoro Bosackcreus Hg?* na
Thalassiosira weissflogii, rne wnkybamus Bomopocnmeii ¢ Hg?* npuBogmmo k
nospexaeHnto gorocucremsl. LU u ap. (2000) coobuuam uto, mpu nHKy6amu ¢ Hg?" B
koHneHTparuu 20 MkM yBenumumiock Hedoroxummueckoe Tymenne (NPQ) nma S.
Platensi, yTo 4acTo npuBOIMIIO B pe3yibTaTe K yMeHbIneHuto Fy/Fy. CooOraercs uto
XJIOPU METWIPTYTH TPH KOHIEHTparuu Beimie 0,2 MI/JI TMPUBOIWI K YMCHBIIICHHIO
otHomenus Fy/Fy  (kKoTopbiii  xapakTepu3yeT MaKCUMalbHYI0 3(()EKTHBHOCTD

yruim3anuu dHeprun B @C2) y 3enensix Bogopociei C. reinhardtii; roe cremnens
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MHTMOMPOBAHUA 3aBUCUT OT BPEMEHHM MHKYOAIIMKM U BCETa BhIlIe 101 ocBseHuemM (50
MKE mc?) wem npu TemuoBoit nnky6anuu (Kukarskikh et al., 2003). Kpome Toro, npu
BO3JIEUCTBUM METWJIPTYTH Ha KJIETKA BOJOpPOCIEH HaOMI0maeTcs MOBPEXKIACHUS Ha
noHopHo# ctopone @C2 1 MOBpEXICHHUS ANEKTPOHHOTO TpaHcnopTa Mexay Qa u Qg, B
TO BpeMs Kak CHmKaercs ¢doTtoxumudeckoe tymeHue Quryopecuenmuu (gN) mon
BJIUSIHUEM TOKCHKAHTA YBEJIMYMBACTCS JOJS 3aKPBITHIX PEAKIMOHHBIX IEHTPOB. B
oOIIeM H3BECTHO, YTO HMOHBI METHJIPTYTH MOBPEXKIAIOT (POTOCHHTETUYCCKYIO IIETh
tpaHcmopta 3iektpoHa C. reinhardtii ¢ HeckoIbKMX MecTaxX, IOKa3bIBas CHIIbHBIN
uHrHOUpyromui 3p@PextT Ha GOTOCUHTETUYECKUE MPOLECCHl M0 CPAaBHEHUIO C MOHAMU
Hg?* (Graevskaya u ap., 2003).

Tak >ke W3BECTHO, YTO MOHBI HQ@?" yMeHbIIaeT 3HaYeHHE MAaKCHMAJIHLHOTO
KBaHTOBOTO Bhixonaa Fv/Fy (48%) y mopckoii Bogopociu Gracilaria edulis (Abu-Bakar,
Ahamad-Zakeri, 2012). Abu-Bakar u Ahamad-Zakeri cooOumnmu uro 1 Mr/i1 HOHOB
Hg?" BebBano 82% CHUKEHHE MAaKCHMMAaJIbHOrO KBaHTOBOro Bhixoma (Fv/Fy) y
Caulerpa racemosa, camxenne Ha 47% y Caulerpa lentillifera u camxenue Ha 13% y
U. pertusa. Lu u gp. (2000) mpenmonaraioT, 4YTO yMEHBIIEHHUE MaKCHUMaJIbHOU
s¢pdexktuBHOCTH TiepBruHOM dotoxumun (Fv/Fy) HaOmomaemblii MpU  yBEIWYCHHUH
KOHIICHTpAIlMU PTYTH, MOXET OBITh pe3ylbTaToOM yBenWdeHHs Joiau  Qp-
HCBOCCTAHOBJIMBAIOIINX PEAKIMOHHBIX IeHTpoB DC2. Omnako, ymeHbineHue Fyv/Fy
MOXET ObITh TAK)XE CBSI3aHO C MHTMOMPOBAHUEM IMEPEHOCA PHEPTHHU BO30YKICHHUS OT

(bUKOOMIMCOM K peakIIMOHHBIM I1eHTpam DOC2.

1.6. Bnusiaue coennHenuit (heHoIa Ha PACTUTEIHHBIE OPTaHU3MBI

HanbGonee wacTto BCTpeuaeMbIMM OPraHUYECKUMHU 3arps3HEHUSIMH  BOJIOEMOB
SBISIOTCS (DEHOJIbHBIE COSIUHCHHMS, KOTOpPhIC 00JIaal0T TOKCHYECKHM BO3JICHCTBHEM
Ha Bech BojoeM (DiepoB, 1973). @eHoNbHBIE COEAUHEHUS] HEPEAKO MPUCYTCTBYIOT B
CTOYHBIX BOJIaX HEPTEXUMHUUECKUX, MEpPepadOTKU JPEBECUHBI, JAKOKPACOYHBIX H

dapmareBTHUeCKUX Tponu3BoACTB (XapiaammnoBud, Uypkun, 1974).
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Tak B CTOYHBIX BOJAX JIAKOKPACOYHOW MPOMBIIIEHHOCTH COJEpKaTcs: (PeHod,
oytundenon, audeHunnponad, a-aHagTon u HuTpodeHosl (Caxapuos, 1971). Xmop- u
HUTPO(EHOIBI HAMOO0JIEE YACTO BCTPEUAIOTCS B CTOUYHBIX BOJIaX MPOU3BOJICTB CTUIIHJIOB,
a TaKXKe MecTenu bl ¢ PeHOoNbHBIMHA siapamu (MelbHUKOB 1 ap., 1977).

OCHOBHBIMU HMCTOYHUKOM (DEHOJIOB U JPYTUX OPraHUYECKHUX 3arps3HEeHUN
SBJIIIOTCSL CTOYHBIE BOJBI 1EJUTIONIO3HO-OyMakHbIX komOuHatoB (LIBK), Takue kak
JurHuH ((heHon coaeprKauuil moauMep) U peHosIbHbIE IPOAYKTHI ero pacnaaa (Jleiire,
1975; Ctom u np., 1990). Ilpu monagaHuu CTOYHBIX BOJ C JIMTHUHOM MIPOUCXOIUT €€
OCaXJICHUE Ha JIHO W YXYJIICHUE KUCIOpOIHOro pexkuma Bogoema (I'pymiko, 1982).
JlurauH Takxke crnocobeH copOupoBaTh JApyrue opraHumdeckue BeniectBa (I'pymiko,
1982). B To Bpemsi Kak TpH JCCTPYKLIUH JIMTHHHA 00pa3yroTcs (HEHOJIBI, CIHPTHI,
KETOHBI, MEpKaNTaHbl, OpPraHU4eCKUe U KUpHbIe KucaoThl (I'pymiko, 1982).

@®eHobl  007a1aI0T  CIIOCOOHOCTBIO K  aBTOOKUCJIEHMIO C  O00pa30BaHHUEM
TMJIPOXUHOHOB B IIPUCYTCTBUU K€ PACTUTEIBHBIX OKCUA3 BO3MOXKEH DAL XUMUYECKUX
MpeBpallleHu, HanmpuMmep, OeH30J1 (eHos NUPOKATEeXUH OPTOOCH30XUMHOH 4-
beHuncynbOOHUITUPOKATEXUH, TPOAYKTHI OKUCIUTEIBHONU KOHIEHCAIIUU; TUPOXUHOH
napa-0€H30XWHOH MPOAYKThI OKUCIUTENbHON KoHaeHcauu (Ctom, 1982).

@DeHOJIbHBIE  COEIMHEHUSI B  OCHOBHOM  OTJIMYAIOTCS  KOJHMYECTBOM U

PACIIOJIOKEHUEM TUAPOKCUIIbHBIX Tpymil. [lo KOAMYECTBY THMAPOKCUIIBHBIX TpPYyII
pa3nuyaroT MOHO- AU- U TPUTHIPOKCUIIPOU3BOAHBIE OEH30A.
JruapokcuOeH30/ibl  Kak MUPOKATEXUH, TUJIPOXUMHOH M PE3OPLHUH OTIUYAIOTCS
MOJIO)KEHHEM THUIAPOKCUIBHBIX TPYIIL: OPTO-, apa- U MeTa-, COOTBETCTBEHHO (puc. 6).
He penko 3tu (peHONBI SaNSAOTCS XapaKTepHbIMU Uil CTOYHBIX Boj (I'pymiko u ap.,
1975), B mpupoje K€ YacTO BCTPEUAIOTCS MPOU3BOJIHBIC 3THUX COCAMHEHHUH (eHosa
(Cupenko, Kozwunkas, 1988). [lupokaTexuH, TMIAPOXWHOH U PE30PUUH OTIMYAIOTCS
MEXIy CO00M CIOCOOHOCTHIO K OKUCIICHHIO U SBJISIFOTCS MPOCTEUIIMME TIoJM(DEHOTaMu
Y U30Mepamu ApyT apyra.

Cy1iecTBYIOT €CTECTBEHHbIE TPUPOHBIE HICTOYHUKH (PEHOJIOB B BOJHOM cpezie 3a

cueT (EPMEHTATUBHBIX PEAKIMA OKCHUIA3HOTO THUIA Y BOJOPOCIEH H JIPYrux
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Puc. 6. IlpencraBiena CTpyKTypa U30MEpPOB JIUTUIPOKCUOEH30Ja: MUpaKkaTexuH — 1;

pe30pLKH — 2; THAPOXMHOH — 3. (¢ u3meneHusmu https://lektsia.com/3x634f.html)

ruapoononToB (MBanoBa, CrtemanoBa, 1995; Korenepnes, 1997) u ecTecTBEHHbBIC
MEXaHU3Mbl CAMOOYUIIIEHUS BOJ MPUPOJIE OT I3TUX COCTUHEHUN (DEHOIOB.

COpoc MpOMBINIIIEHHBIX CTOKOB MaryOHO BIIUSET HA POCT U (DYHKIITMOHMPOBAHUE
(UTOTUTAHKTOHA BOJIOEMOB, KOTOPBINA SABJISIETCSI OCHOBOM (PYHKIIMOHUPOBAHMS BOJIHOM
skocucTteMbl. Ha mpumepe BoIHOHM 3KocHCTeMbl 03epa balikai ObLIIO MOKa3aHO, YTO
dbeHoNbl Jake NPU HU3KUX KOHIICHTPALMSIX CIIOCOOHBI CHUXKATh HMHTEHCUBHOCTD
dborocunTeza ¢uroriankrona (KoxkoBa u ap., 1992). A psgoM c 30HOIM pa3znuBa
CTOYHBIX BOJI YMCJICHHOCTh (PUTOTUIAHKTOHA 3HAUYUTENIbHO TagaeT (3-4 paza) (XyAsKoB,
2004). XopoIio u3ydeHO JCHCTBHE CIIOKHBIX MPOM3BOIHBIX (DeHOIa—TepPOUIMIOB Ha
NIEpPBUYHBIC TIPOIIECChI POTOCHHTE3a B OCHOBHOM Ha m3oimpoBaHHbix (Holt et al., 1993;
Van Rensen, 1989; Sandmann, Boger, 1986; Vermaas, Arntzen, 1983).
PaccmarpuBanocs BinusHHE (EeHOTAa HAa POCT YHUCICHHOCTH BOJOPOCIEH, a TakKkKe
BJIUSIHUE HA CKOPOCTh (DOTOCHMHTE3a Ha JIUTENbHbIX 3KcnepuMenTtax (Koctses, 1973;
Jlykuna, 1972). Ilpu BbICOKMX KOHIIEHTparusax (eHoiabHbIX coenuHeHuit (1-10 MM)
OKa3bIBAJIO BO3JIEUCTBHE HA CKOPOCTh JBMKEHHUS LUTOIIIA3Mbl U Ha CYJIb(IUAPUIIbHBIC
rpynmsl 6enKoB y xapoBbix Bogopocieit (Ctom, beitm, 1976). CymecTByroT paboThI 10
CPaBHCHHIO TOKCHYHOCTH (DEHOJIBHBIX COCIMHCHUH SK30I€HHOH W JHJAOTCHHOMU
npupoasl  (FOpun, 2002). Takke HEMHOTOYUCIICHHBIMHU SIBJIIIOTCS pPa0OTBI IO
UCCJICIOBAHUIO  MHUpAKaTeXWHA, TMapa-OCH30XMHOHA B  BBICOKMX M MaJbIX

KoHieHTparusax (2 u 0.2 MM cooTBeTCTBeHHO) (AmapuuH u 1p., 1979).
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I'/TABA 2. MATEPHUAJIBI U METO/bI HCCJIEJOBAHUAA

2.1. Marepuaisl UCClIeI0BaHUS

Obvexmamu CIyKUIN albrOJIOTUYECKH YHUCThIE KYJIbTYPBI 3€JICHBIX BOJOPOCIIEH
Scenedesmus quadricauda, Chlamydomonas moewusii, Chlamydomonas reinhardtii u
TIPUPOTHBIH (UTOTUTAaHKTOH MoOCKBBI-pEKH. bezoccymuxosas 8000pOCb
Chlamydomonas moewusii Gerloff, (Lewin 1002, CALU 228), nonyucHHas wu3
KOJUISKIIMM MHUKpPOOPTaHW3MOB Kadeapsl mukpoouosnorun Cankr-IletepOyprcekoro
rocyJapcTBeHHOTO yHuBepcutera. OmHokierounsie Bogopocian Chlamydomonas
reinhardtii P.A. Dangeard CC-124 aukwuii Tun v nurMeHTHBIA MyTaHT CC-124Yy-1 OblTH
JF00E€3HO TPENOCTAaBICHBl COTpyAHMKaMHu Kadeapsl OuorexHomoruu Kazaxckoro
HAIMOHAJIBHOTO YHUBEpCUTETa UMeHHU anb-Papadu (r. Anma-Ata, Kazaxcran), 3eneHbie
Bojopoci  Scenedesmus quadricauda (Turpin) Brébisson, a Takke HpUPOIHBIHI
(bUTOTUTAHKTOH MOCKBBI-PEKH.

Kynomusupoeanue sodopoceti. Bogopocnu seipamusamy 1mpu 25°C potorpodro
Ha MuHepayibHOU cpene YcmeHckoro Nel (Ycmenckas, 1966) B konbax DpieHmeliepa
npu pH 7.0 1 ”HTEHCUBHOCTH OCBEIICHUS JTIOMUHECIIEHTHBIMU JammnamMu 50-80 MkMoITh
m2c! npu mocrosaEoM mnepememmBanuu (120 06/MUH) ¥ IIPOJOIKUTEIBHOCTBIO
CBETOBOT'O M TEMHOBOTO MeproioB 12 u 12 4.

Hccneoosanus npupoonoeo ¢umonnankmona TPOBOJMIM Ha MpoOax BOJBL,
oToOpanHbIX B MockBe-peke. [IpoObl oTOMpanuch MOTPYXKHBIM OaTOMETPOM Ha
riryoune 0,5 M, psaoM ¢ OeperoBoit JuHUEH. YdacTku oTOOpa mpod pacnosiarajiuch Ha
3-X To4kax: BXoJ peku MockBy — cranuuu (cT.) TymmHO; yciaoBHasi cepeauHa — CT.
BopoObeBbl TOpsl M Ha BBIXOA pekd MX MOCKBBI — cT. J[3epKUHCKUH. AKTUBHOCTH
(pmyopecuieHTHBIC TIOKa3aTeNn) U OOMIbE (ConepikaHue XJopoduiia a oyeHeHHoe C
nomowwvio Fo) mnpupomnoro ¢uromankToHa wucciaenoBaau ¢ 2009-2010 ropa.
YyBCTBUTEIIBHOCTh TMPUPOIHOTO (DUTOIUTAHKTOHA K HWOHOM PTYTH M HW3MCHCHHC
dryopecuienTHbIX XapakTepucTHk (JIP-TecT, cBeToBBIe KpuBbIe) ucciaemoBamu 2016-

2017 rona.
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[Tpo6s1 oTOMpann Ha paccTosiHUM 3 — 5 M OT Oepera, ¢ riyouHsl He MeHee 0,5 M B
nepuo ¢ okTs0ps 2009 mo mexabps 2010 T. exxemecsYHO, 3a UCKIIIOUCHHEM (eBpast
2010 r. B nmepuon negocraBa mpoObl OTOMpad U3 JYHKH, KOTOPYIO (POPMHUPOBAIH BO
Iy C MOMOIIbI0 memHu uin Oypa. [IpoObl jis ompeneneHuss KOHUEHTpaLUA
xnopopmwmia a u (QuayopectieHIUA (PUTOIUIAHKTOHA OTOUpPAId B HECTEPHIIbHBIC
HEIpO3payHble IUIACTUKOBBIE OYTBHUIKM O00BEMOM 1 71 M JOCTaBIISUIM B TEPEHOCHOMN
CYMKE-XOJIOJIUJIbHUKE HE MO3/IHEE OJTHOTO Yaca Iocie X 0ToOopa.

Onpedenenue  KoHyeHmpayuu  xaopoguiia a B BOAE  NPOBOJWIU
GbIyopuUMETpUUYECKUM METOJOM C TMOMONIBI0 CEPTUPHUIIMPOBAHHOTO (IyopUMETpa
MET'A-25, co3ganHom Ha kadeape Onodusuku Ouonmornyeckoro (axyiaprera MIY.
[IpoObr Boasl B TedeHue 1-2 wyacoB 1mocie otOopa (QUIBTpOBAIU dYepe3
cteksioBoJoKkHUCTBIE PuinbTpsl GF/F (Whatman). @unetpel nomemianu B 90% anetoH,
XJIOpouILT a 3KcTparupoBaiu mnpu temmeparype +4°C u nepkajii TEMHOTE B TEUCHHUE
18-24 4 ¢ mocneaymoIIe perucTpanrei CreKTpoB Moriomenus. MeToauKy u pacdyeTa
coJiep KaHMsl MUTMEHTOB IO CIeKTpy moriomieHus npooauian mo ['OCT 17.1.4.02-90.
Ctpowsin KpHUBbIE COOTHOIIEHHUS COJEpKaHus xyopodpuwina a (paccuuTaHHbBIC
CHEKTPO(HOTOMETPHUSCKUM METOJIOM) U curHaja ¢uryopecteHmmn (Fo).

Obpabomka mokcukanmamu. B KauyecTBe TOKCHMYECKMX areHToB B padoTe
UCTIONB30BAIKMCh caenyromue Bemiectsa: xmopua pryts (HgCly) (Aldrich Chemical
Company, Inc. USA); mermipryts (CHsHg") (MeHg chloride) (Aldrich Chemical
Company, Inc. USA) u denon (CsHsOH) (Sigma-Aldrich, CIIIA). Ha nabopaTopHbIx
KyJbTypax BOJOPOCIIEH UCIIOIh30BAIUCH KOHIIEHTpaluu noHoB Metunprytu 0.1, 0.5, 1,
10, 100 mxM, a Takxe ¢enoma B koHneHtparmusax 0.01, 0.1, 10 mM. JIns oneHkH
YCTOMYMBOCTU (PUTOIJIAHKTOHA MOCKBBI-PEKH K XJOPUAY PTYTH HCIOJIb30BaAIIN
konneHTparmu 0.01, 0.1, 0.5, 1, 5, 10 u 100 mxM.

KyneTypel Bomopocneit u (QuUTONMIaHKTOH peku MOCKBBI MHKYOMpPOBald B
MPUCYTCTBHM TOKCHKAHTOB B TEX K€ YCJIOBHUSAX, YTO WM TPH KyJIbTUBUPOBAHUU
Bojiopociield (cMm. Bbiie). Bopopocnu, gocTuriime craiuoHapHo (as3el pocTa,
pa3nuBaiu B yCIOBUSX CTEPHIIBHOCTHU 110 10 M1 B mpoOupku 0o0beMoM 15 M1 ¥ BBOAWIN

TOKCHUKAHT. BO,Z[OpOCJ'H/I I/IHKy6I/IpOBaJ'II/I OT HCECKOJIbBKMX 4YaCOB A0 TpPEX CYTOK IIpH
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Pa3HbIX KOHIIEHTpAIMAX TOKCHMKAHTOB B TE€X K€ YCIOBMSIX, YTO M IMPHU BBIPAIIUBAHUU
KyJlbTypbl. KOHLIEHTpanus KJIeToK nepes 100aBIeHueM TOKCUKAaHTOB cocTaBisuia ~300
TBIC. KILMJT L

Onpeodenenue yuciennocmu 8ooopociei. I1oacdyeT KIeToK IPOBOAUIICS B KaMepe
['opseBa (V=0,0001 ™Mn) mnox CBETOBBIM MHMKPOCKOIIOM TMPHU TPEXKPATHOM €€
3anojgHeHuu. s QiyopecleHTHbIX M3MEpPEHUN HCIOJIb30BAIM KYJIBTYPY BOJOPOCIH
Ha JKCIOHEHIMaabHOW (ase pocra (2 cyt.). Hccnemyembie BemmiecTBa J00ABISIIN K
CYCIIEH3UHU KJIETOK, MHKyOMpoBaJiu B TeueHuw 3, 6, 24, 48, 72 4vaca W NPOBOIUIU

perucTpanuo GIyopecieHIrl XJIopohuiia U CYeT KIETOK.
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2.2. MeTtoasl ucciienoBaHus

2.2.1. Perucrpanus ¢uyopecueHunu xjaopodusia Ha ¢payopumerpe AquaPen

OJIP—xpuBble (ayopecreHIuu XJopodhuuia y TPUPOAHOTO (PUTOIIAHKTOHA
u3Mepsuii ¢ momoiieio  payopumerpa AquaPen-C AP 100 (PSI, Yexwus) mpwu
MHTEHCHBHOCTH Hacelmatomeil Benbimkn 3000 Mkmonps kBanToB M2 ¢t (100%) mmmHa
BOJIHBI BO30YkaeHus 630 uMm. IIpotokon uamepenus B pudope «OJIPy, 1uTenbHOCTh
U3MEpEHUs cocTaBisuia 2 c. Perucrpanuio MHIYKIIMOHHBIX KPUBBIX (DIIyOpecIeHIIUU
xJopoduiuia MpoBOAWIN TIoce 15 MUHYTHOM TEMHOBOH amantanuud Ipo0 BOJBI, TIEPe.
U3MEpEeHUEeM o00pa3llbl aKKypaTHO BCTPSAXUBAIUCh. M3MepeHwe mpOBOJUIUCH
3aTeHeHHON koMHarte. KroBeThl 00beMOM 4 MJI, 3alOJHSUIMCH JO 2 MII Jajiee KIOBETa
BCTaBIIIaCh B W3MEPUTEIIbBHYI0O KaMepy U MPOU3BOIWIACH  PETUCTpaIUs
WHYKIIMOHHBIX KPUBBIX ObICTpol duryopecteHimu (b®). Manykuronnsie kpuBbie bd
aHanmu3upoBam ¢ nomometo JIP-tecta (Strasser et al., 2004). ®opmynbel pacuera

napameTpoB JIP-Tecta u onucanue npeacTaBiaeHbl B MpUiiokeHuu 1.

2.2.2. Perucrpanusi CBETOBBIX KPUBBIX, POTOXUMUYECKOTO U HEPOTOXUMUYECKOTO

tymenus Ha Guryopumerpe Water-PAM

C mnomompio ummynbcHoro (ayopumerpa Water-PAM (Walz, T'epmanus)
MIPOBOJIUIIN U3MEPEHUSI CBETOBBIX KPUBBIX. IHTEHCUBHOCTH 30HIUPYIOIIETO UMITYJIbCA
poBHsnack 0,1 MKMOJIb KBAHTOB M ¢}, MHTEHCUBHOCTH JAeiicTByIOmmEro csera 10 1600
MKMOJbh KBAHTOB M2 C' W WHTEHCHUBHOCTb Hachmamomei Benbimkua 2000
MKMOJIb KBaHTOB M2 ¢! (0,8 ¢) nmmHa BonmHbl Bo30yxaeHus 460 uM. KBaHTOBBIN BBIXO
paszescHUs 3apsIoB Ha CBETy paccumthiBaiu mo ¢opmyne Yield = (F'm — F)/Fn .
Hedoroxumuueckoe TyiieHHe Ha cBeTy paccumthiBasun mo ¢opmyine NPQ = (Fn-—
Fm')/Fn’. CKOpPOCTh HEHMKIWYECKOTO SJEKTPOHHOTO TPAHCIOPTAa BBIUUCISUIM 10

dopmyne ETR =Y x E; x 0.5, rae E; — ”HTEHCUBHOCTH EHUCTBYIOMIETO CBETa (MKMOJIb

kBautoB M2 cl) (Schreiber et al., 1995). U3 kpusoii ETR 6bumM paccuMTaHbI
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clenyrollMe  MapaMeTpbl: o — Yrojll  HakjJOHAa CBETOBOM  KpUBOM  Ha
CBETOJIUMUTUPOBAHHOM yuyacTke, ETRmax — MakcumanbHas CKOPOCTh IOTOKA
AJIEKTPOHOB Ha CBETY, B3ATa KaK Cpe/HEE Ha CBETOHACHIIIAIONIEM y4yacTKe KpuBoH, E, —

HACBIIIAONIAasi WHTEHCUBHOCTh CBeTa paccuuThiBaeTcs 1mo (opmyne E;, = ETRpa/a

(Jasshy, Platt, 1976; Platt et al., 1977).

2.2.3. Peructpanuus UHIYKIIMOHHBIX KPUBBIX OBICTPOH, 3aMeINICHHON (DIIyOpecLeHIIn 1

penokc coctosinug P700 PL[ ®C1 na ¢uyopumerpe M-PEA-2

OnHOBpEMEHHYIO perucTpaluio UHAyKuu b® u 3amenineHHoi diayopecieHuu
(3®) u penokc m3menenust cocrosaus P700 (mpu M3MEHEHHM pacCCHBAHMS HA JIJTMHE
BOJIHBI 820 HM) npoBovH Ha ipudope M-PEA-2 (Hansatech instrument Itd., UK).

Mopynb onTrdeckoro 0J10Ka COCTOUT U3 TPEX IMUTTEPOB U YETHIPEX JETEKTOPOB
(puc. 7). ®uayopecieHIMU XJI0opodhuiia UHAYIUPOBAIM KPACHBIM CBETOM IPHU JUJIMHE

2

BONHBI 625 HM C MHTEHCHBHOCTBIO 1500 mkmonp M2 C?, orpaxenne mpu 820 HM

M3MEPSIIU [IPY MHTEHCUBHOCTH m3nydarens 500 mxmons M2 ¢t (50%), obmmee Bpems

Puc. 7. Bueunuii Bug MyabTHQYHKIHOHATBHOTO (hiayopumeTrpa M-PEA-2 (A) Moayib
onrtudeckoro natanka M-PEA (B): (1) — u3nydarens npu 820 am P7007, (2) — netektop
P700%, (3) — netexktop BD, (4) — nerextop 3D, (5) — HETEKTOP ONTHYECKOH MIIOTHOCTH,
(6) — m3nmywarenb JambHETO KPAacHOro CBeTa, (7) — MCTOYHHMK JCHCTBYIOIIETO CBETa

(http://www.hansatech-instruments.com).
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npoTokoja u3MmepeHus cocrasuia 60 c. 3@ perucTpupoBain B pexUMeE YepeAOBaHUs
aKTHHUYHOTO ocBemieHus ¥ TeMHOTHI (Mmulti) (Goltsev et al., 2009b; Strasser et al.,
2010).

Bce wm3mepenus Ha mpubope M-PEA-2  mpoBomunmuce Ha o Oonee
KOHILEHTPUPOBAHHBIX KyIbTypax Bomopocied 1.5-2 mun ki morl. ITockonbKy s
U3MEPEHUS ONITUYECKUX CBOMCTB OTPAKEHUS NPU JAJIMHE BOJIHBI 820 HM CUTHAJ JOJDKEH
OBITH JOCTATOYHO BBICOKUM.

[lepen usmepeHuneM 00pa3lbl BOJOPOCIEH KOHLEHTPUPOBAIM HA MEMOpaHHOM
¢unbTpe, 3aTeM OT(UIBTPOBAHHBIM OOpa3el] MOMEIAI B U3MEPUTEIbHYIO KIHIICY U
BBIICP)KMBAJIM B TEMHOTE B T€UCHUU 5 MUHYT. M3mepenne Ha guyopumerpe M-PEA-2
BBIMOJHSUIUCh  TOJIBKO HA  KJIETKaX, MPeIBApUTENIbHO OT(UIBTPOBAHHBIX Ha
NOBEPXHOCTH (QuibTpa. PaHee mnpoBeAeHHBIE KOHTPOJIBHBIE HM3MEpPEHUs Ha
bayopumerpe AquaPen-C AP-C 100 (PSI, Yexus) mnokazaiu, 4TO NPUMEHEHHE
npoueaypsl oOoramieHus npo0 Ha (QUIBTpE HE BIMUIO HAa (PU3HOJIOTUYECKOTO

COCTOAHHUE KIICTOK.

2.2.4. CniekTpaJIbHBIN aHaIN3

Crextpbl Bo30yx)aeHUs iryopeciieHnu o0pa3iioB BOJIOPOCIEH perucTpupoBaiv
ciekrpodiyopumerpom Fluorolog-3 (Horiba Jobin Yvon) ¢ nacrpoiikoir TCSPC
(O’Connor, Philips, 1984). CnexTpsl NMOIJIONIEHUS] BOJOPOCICH B pacTBOpPE alleTOHA
90% wu in vivo peructpupoBanu Ha criekrpodoromerpe HITACHI-557 (Slnonus) u Ha
noptatuBHOM crnekrpodoTomerpe Ha 6a3ze Ocean Optics USB 2000 (Ocean Optics,

CLIA).
2.2.5 Y®O-uHAyUMpOBaHHBIN MyTarenes3 1 0TOOp MyTaHTHBIX KJIOHOB
Ya06HBIMU OOBEKTaMH /JIsi BBISABICHUS JIEHCTBUS Pa3jMUHBIX 3arps3HEHUN (B

T.9. H MYTaFeHHI)IX) Ha MOITYJIIIHUH BOI[OpOCJ'ICfI ABJICTCA 3€JICHAsA OAHOKJICTOYHAsA

Bojopocib xaamuaomonanaa (C. reinhardtii) — monenbHbI 00beKT B reHeTrke. OHa
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MOJKET OBITh HCIIOJIh30BaHa HE TOJBKO ISl OMPEACNICHUS TOKCHYHOCTH 3arpsi3HEHHOU
BOJIbI, HO M €€ MyTareHHOW aKTUBHOCTH.

Myrtantapie  mTammbl  C.  reinhardtii  ObulM  MOJIydeHBI — METOAAMM
UHAYIUPOBAaHHOTO  MyTareHe3a. g MOdMy4eHHss ~ MYTAHTOB — IPUMEHSIU
YIbTPaHONETOBOE U3IydEHHE IIMHONW BOJHBI 254 HM (40 spr mMm?). O6ay4eHHYIO
CYCIIEH3HIO MepeHoCc Ha Jamku [letpu co cpemoit L2 min. [ToceBbl BBICTABISIIN Ha
ceet (120 mxmonb m2ct) u uepes 10-14 qHeli yuuTHIBaIM PE3yIbTaThl. B reHeTHUECKHX
IKCIIEPUMEHTAaX JIJISl UCCIIEIOBAaHUsI MaTepraia UCIOJIb30Balld METOJ MaKpOKOJIOHUHN U
MeToJ1 MUKpokojonuii (Zayadan et al., 2014).

[TomyuenHusii B (GOTOABTOTPOPHBIX YCIOBUAX KIOH MPEACTABICH MUTMEHTHBIM
MYTaHTOM CBETJIO-3€JIEHOTO I[BETa, KOTOpble Mbl 0003Haumm kak CC-124y-1. Knetku
mrammMoB CC-124y-1 wumenmu pasmep or 2 1m0 3,5 MKM W Ha TBepAOW cpene
0o0pa30BBIBAJIM KOJIOHMM CBETJIO-3€sieHOoro 1Beta. IllTamMmm wumen paBa JKryTtuka
OJIMHAKOBOM JIJIMHBI PACIIOJIOKEHHbIE HA MEpPEeJIHEM KOHLE KieTku. Bech xmnopodumn
cocpenotodeH B xpomatodope. Bogopocnu xopomio pocnu npu temmeparype 22-30 °C
Ha KUJKUX M arapu3oBaHHbIX NUTATENbHBIX cpenax L-min B ($oTOaBTOTPOPHBIX

YCIIOBHUSIX.

2.2.6 [IporpammHoOe obecrieueHue

AHanu3 u 00paOOTKy TMPEACTAaBICHHBIX JAaHHBIX MPOBOJAMIN C TOMOIIBIO
nporpammuoro obecrneuenust M-PEA-data-analyzer V.5.2. Microsoft Excel 2016,
Statistica v. 10, Origin 9.1.

3anucu  CUTHAJOB 1O  OBICTPOM, 3aMe[JIeHHOW  (IyopecueHIuu U
MOJYyJIMPOBAHHOTO OTpa)kKeHUsi oOpabaThiBaIMCh B MporpaMMHOM obOecrieueHun M-
PEA-data-analyzer V. 5.2 (Co¢wus, bomrapus). Pacuers mapamerpo JIP-Tecra
aBTOMATHUYECKH BBIMOJTHSINCh MPOTpaMMHBIMU oOecriedueHusimu Mm-pea V. 1.10 u
FlourPen V. 1.0.6.1 (PSI Ltd., Yexus). JlonoJHUTEIbHBIC BEIUUCIICHUS POBOIMUIINCH B

naketax Microsoft Excel 2016 (Microsoft Corporation, CIIA). [Ins mocTpoeHus
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rpadukoB ucrnonb3oBann makeTbl OriginPro 9.1 (OriginLab Corporation, CIIIA) u
Microsoft Excel 2016 (Microsoft Corporation, CIIIA).

CratucTuyeckue pacueTbl MPOBEACHBI C TOMOINBIO TakeTa Statistica v.10
(StatSoft, Inc., CHIA). IIpoBepka CTaTUCTHUECKHUX THUIIOTE3 Ha CpaBHEHHE JBYX
HE3aBUCUMBIX BBIOOPOK OCYIIECTBISUIACH HEMapamMeTpudeckuM Kputepuem ManHa-
YUTHHU, I MHOXECTBEHHOI'O CpPAaBHEHHMS HE3aBUCHUMBIX BBIOOPOK HCIOIb30BAIU
HenapameTpuuecknil kpurepuit Kpackena-Yoiumca. YpoBeHb 3HAUUMOCTH TPUHUMAIIN
3a p<0,05. KonnuecTtBO MOBTOPHOCTEW H3MEpPEHUsI (PIyOPECUEHTHBIX XapaKTEPUCTUK
b®, 3®, penokc cocrosaus P700 (takke mapamerpsl JIP-TecTa) cocTaBisiia HE MEHEe
gem 5 (5-10). Kpusbix cBeToBbIX 3aBUcHMOcTel (hiayopectennuu (ETR, NPQ, Yield) ue

meHee yeMm 3 (3-5).
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I'JTABA 3. PE3YJIBTATBI UCCJIEJOBAHUA U OBCYKJIEHUE

3.1. Bimmsiaue noHOB MCTHUJIPTYTH Ha CBECTOBLIC PCAKITNH (1)OTOCI/IHT633 3CJICHBIX

Bojjopocieit Scenedesmus quadricauda m Chlamydomonas moewusii

[Ipy MOATOTOBKE MAaHHOTO paszjeia ObUTM HCIONIB30BaHBI MaTEpUANbl paHEe
OMyOJIMKOBAaHHBIX COOCTBEHHBIX cTaTeil B coaBTopcTBe ([IpoTomomnos u ap., 2015).

Con TSDKEJBIX METAJUIOB 3aHMMAIOT 0C000€ TOJIOKEHUE CPEIM 3arps3HCHUi
BHEIIHEH CpeIbl, YTO CBSA3aHO C UX BBICOKOW TOKCHYHOCTBIO, CIHOCOOHOCTBIO
HAKAIJIMBAaThCSI B OpraHM3Max M TepenaBaThes Mo Tpoduueckod memu (Myp,
Pamamyptu, 1987). Tspkénple MeTallIbl, MOMaaasi B BOJOEMbI, OKa3bIBAIOT TOKCHUECKOE
neiicTBe Ha (DUTOIIAHKTOH, KOTOPBIM SBJISETCS IMEPBHYHBIM 3BCHOM B CHCTEME
MUINEBBIX CBA3EH BOJHBIX OPTaHU3MOB M ONPECIIAET COCTOSHUE BOHON SKOCUCTEMBI B
nenoM. OpHUMU W3 HauOoJiee OMACHBIX JUJIS  OKPYXKAIOIIEH Cpelbl  SBISIOTCS
coequnenust prytu (Bertrand, Poirier, 2005), Takue kak OpraHWYECKUE COCIHMHCHUS
PTYTH, B YaCTHOCTH METHJIPTYTh, KOTOpas 0Opa3yercsi B pPe3y/ibTaTe MEPKYyPHUPOBAHUS
OpPraHMYECKUX COCIMHEHHI U SBISCTCS Ype3BbIUAiHO TOKCHYHBIM BeriecTBoM (Juneau
et al., 2001; Lu et al., 2000). Cpeau MeTabOIMUYECKUX MIPOIIECCOB BHYTPH PACTUTEIILHOU
KJICTKH YYBCTBHUTEIBHBIM K JCHCTBHIO TSDKEIBIX METAJIOB SBISCTCS (DOTOCHHTE3.
M3BeCTHO, YTO COCTUHEHUS PTYTH HHTUOMPYIOT CBETOBBIC peakiuu (HOTOCHHTE3A
(Juneau et al., 2001; Anrtam u np., 2009). OCHOBHOW MEXaHH3M JEHCTBHS 3THX
COCMHEHUI MHIMONPOBaHKE MEMOPAHHBIX MPOIIECCOB B PE3YJIbTAaTE B3aUMOJICHCTBHUS C
SH-conepkanmmMu COCIUHCHUAMH W TUCYJIbGUIAHBIMUA TPYIIaMUd OCJIKOB, a TaKKe
3amerienne kopepmento (Stohs, Bagchi, 1995). B mocnennee Bpems B CBS3U C
HEOOXOMMOCTBI0 OpTraHM3allii CHUCTEM OINEPATHBHOTO KOHTPOJS 3a KadyeCTBOM
HPUPOJIHBIX BOJ U TOKCUYHOCTHIO CTOKOB OMOTECTUPOBAHUE MPUOOPETACT HIMPOKOE
sunaucHue (Perminova et al.,, 2001; 3asman, Matopun, 2015; dwumenko, 1988).
Ba)kHEHIITUM OIepaTUBHBIM OHOTECTOM SIBJITIOTCSI BOJOPOCIIH, SBJISIFOIIUECS TIIaBHBIMU

npoaAyncHTaM B BOAOCMAxX 1 CBOGO6p213HBIMI/I OKOJIOITN4YCCKNMMHY MUIIICHAMM OJIs1 coJiei
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METAJIJIOB, YacToO MocTynarmommx B BoaHble 3kocuctembl (Vavilin, 1995, 3asnan,
Maropun, 2015, Ounenxko, 1988).

B Hammx wucclemoBaHUSAX HMOHBI METHIPTYTH CHIDKQJIM CKOPOCTh pOCTa
MHTEHCHBHON KyabTyphl (1,5-2 mumn. ki mrt) Bogopocieit Scenedesmus quadricauda
y’Ke TIpH KOHIIeHTparu 1 MKM, Toraa kak mis pa3oaBineHHon KyabTypsl (300 ThIC. KII.
mirt) Bomopocim Chlamydomonas moewusii camkenre CKOpOCTH pocTa HabIIOAaI0Ch
P KOHILIEHTparuu HMOHOB MeTwipTyTd 0,1 MKM. PocToBBIE KpHBBIE MHTEHCHUBHOU

KyJbTYpbl Bogopociu S. quadricauda mpencraBiieHbl Ha pucyHKe 8. M3BecTHO, 4TO

250% - B 0.8 -

200% -

150% -

N/N,*100%

50% A B

1
00,/0 T T T 0 T T

0 24 48 72 0 24 48 72
Bpems, 1 Bpewms, 1

Puc. 8. PocToBble KpuBbIE U3MEHEHHSI KOJIMYECTBA KIETOK (B %) B cycneH3uu (A) u
MaKCHMAaJIbHBIM KBaHTOBBIM BbIXOJ (Quryopectienuun (b) y 3emeHoit Bomopociau
S. quadricauda nHKYOHMpPOBaHHBIC ¢ METHJIPTYThIO. KOHTpOJIbHAS KYJIBTYypa BOJAOPOCICH
(1) m MHKYOMpPOBaHHBIC C METHWJIPTYTHIO BOJOPOCITH TPH PA3INIHBIX KOHIICHTPAIUIX:
1mMxM (2) 10 MmxM (3) u 100 MmxM (4). BepTukanbHbIMU TUIAHKAMU TPECTaBICHA

CTaHJapTHas OMMOKa CPETHETO.

NOCJIE MEPECaTKU KyJIbTYPhl KJIETOK Ha CBEXKYIO IMHUTATEIBHYIO CPENY, POCT KYJIbTYpHI
COMPOBOXKIAETCS C ONPEAEICHHBIMU CTaJAUsIMU pa3BUTHA: Jar-¢asza, ga3za yCKOpeHHs
pocrta, (a3za HIKCIIOHEHIIUAIBLHOTO pocTa, da3a 3aMeIJIeHHsI pocTa, CTallMoHapHas (asa u
¢daza ormupanus. Kak BUIHO y KOHTPOJLHOM KYJIbTYphl Ha 2 CyTKH Habmoaaercs ¢dasa
YCKOPEHHSI pocTa U Ha 3-€ CyTKU KyJbTypa MepexoauT Ha (a3y IKCIOHEHIHAIbHOTO

pocra. IIpu nmobaBneHnn METUIPTYTH B KOoHIeHTpanuu 1 MM nar--dasza ymaimHsiach
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(mo 2-x cyTok), nanee HaOmoanu a3y yckopeHus pocta. B To Bpemsi, kak 1o6aBiaeHne
O0onpmx KoHueHTpauui 10 u 100 MkM BBI3BIBATIO PE3KOE OTMUPAHUE KIIETOK B IIEPBBIE
24 dyaca, nmajmee WX KOJHYECTBO OCTaBaIOCh cTabmibHO HM3kuUM (10 MxM), nubo

MeJIJIEHHO cHUXKanoch (100 MkM).
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Puc. 9. Cniextpbl moromieHust oopasios in Vivo y 3eneHoi Bogopociu S. quadricauda
pU UHKYyOaruu ¢ MeTWIpTyThio 24 yacoB (A) u 72 yacoB (b). KonrponbHas rpymnmna
Bogopocien (1) 1 ”HKYOMpOBaHHBIE ¢ METHIIPTYTHIO B Pa3IMYHBIX KOHIEHTpaUuax: 1
MKM (2) 10 MxM (3) u 100 MxM (4). CriekTpbl HOPMUPOBAHBI HA KPACHBIA MaKCUMyM

norJionieHus xjaopoduina a npu A=675 HM.

W3yueHune creKkTpaibHBIX XapaKTEpPUCTHK Bomopocieit S. quadricauda in vivo mocie
BO3JICUCTBHS PA3TMYHBIX KOHIIEHTPAUUA METWIPTYTH, IOKa3ajio, YTO CYLIECTBYIOT
OTJIMYHUSA OT KOHTPOJIbHOM rpynmbl. Ha pucynke 9 ciekTpbl OriouieHus HOpMUPOBaHBI
Ha KpacHBId MakcuMyM Xxjopoduiuia a Tpu JiauHe BoOJHBI 678 HM. CHexTpbl
MOTJIOIIEHHS KOHTPOJIBHBIX BOJOPOCIEH OB TUITUYHBIMU JJI 3€JI€HBIX BOJOPOCIEH C
HAJIMYMEM MaKCUMYMOB Tipu 678 HM (xmopoduit a) u =~ 640 uM (xI0podHILT 6) U psaa
NIMKOB CHHEM ydacTke criektpa npu 430-480 um (nmuku kapotuHouaos) (Doucha et al.,
1976). CymiecTBeHHBIX HM3MEHEHHH B CIEKTpax IMOIJIOMICHUS HE OTMEYaloCch IPH
UHKYyOalluu ¢ METWIPTYThi0o MeHee 24 uacoB. OpHako mnpu Oojee IIUTEIbHOM
uHKyOanuu (O6osmee 24 4YacoB) PErMCTPUPOBAIM OTHOCUTEIBHOE YBEJIMYEHUE
MOTJIONIEHUS B 0051acTH KapoTUHOUIOB (430—480 HM) 1O CpaBHEHUIO C KOHTPOJIEM, YTO

OOBIYHO TPOMCXOJIUT TpU BO3JeHCTBHM cTpeccoBbiX (akTopoB (Falkowski, Raven,
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1997). IlomgoOHBIE 3aBHCUMOCTH OTMEUAJIMCh B H3MCHCHMH YPOBHS IOCTOSHHOM
¢yopecuenimn  (Fo), KoTOpas C  BBICOKHMM  KOI(PQHUIIMEHTOM  KOPPEISAIHA
COOTBETCTBYET CYMMapHOMY COJEPKAHUIO MUTMEHTOB (DOTOCMHTETUYECKOTO armapara
KJIETOK BOZOPOCIEH, OCYIIECTBISIONINX CBETOCOOp CBETOBOW HEPTHH. DTOT MapaMeTp
paccMaTpuBalOT Kak KOCBEHHBIH IOKa3aTelb KOHIEHTPALWU CBETOMOTJIONIAIOIINX

MIUTMEHTOB Bojiopociert (Matopun, Anekcees, 2013).

A 3 B,s |
60 - /
3 2 4
50 | 2
: =
=
o 40 - 3w, k
5 4 S 3
2 >
~ 30 1 y
o g 1 4
m A
B 20 -
0.5 4
10 4
0 ———e— e —— ———, 0 —
0 200 400 600 800 1000 0 200 400 600 800 1000
DAP, MKMOJIb KBaHTOB M2c"! AP, MKMOTH KBAHTOB M~2¢"!
B 60 ; r
a
50 1
2
. A 3 .
5 40 :3
= 4 5
S, 30 - ;’
/ o
= =
20 - 7
10 A1
0 v T - ¥ - T - - - \ 0@ T T T T 1
0 200 400 600 800 1000 0 200 400 600 800 1000
®AP, MKMOJIb KBaHTOB M~2¢'! ®AP, MKMO7Ib KBAaHTOB M2}

Puc. 10. KpuBbie usMeHeHuidl mapamMeTpoB GIyOpeCHEHIIMM B 3aBHCHUMOCTH OT
MHTEHCUBHOCTU cBeTOBOM Harpy3ku (PAP — ¢doTocuHTETHUECKH aKTHWBHAs paaualius)
Ha KJIETKax CyCIeH3uH Bojopocieii S. quadricauda, oOpabOTaHHBIX METHIPTYTHIO B
koHueHTpausax 0 MkM (1 kontposb), 1 MkM (2), 10 MmxM (3) u 100 MmxM (4). A, B
OTHOCUTEIIbHAsA CKOPOCTh JIMHEMHOTO 3eKTpoHHOro tpaHcnopra rtETR wu b, I’
Heoroxumuueckoe Ttymenne NPQ. A, b — mnocie 3 4y uHKyOaluum ¢ HOHAMH
MeTuIptyTd U B, I' — nocne 24 4 uukyOanuu ¢ MOHaMu METUJIPTYTH.

CBeTOBBIC 3aBHCUMOCTH OTHOCHTEIILHOM CKOPOCTH HCHHUKINYCCKOI'O J3JICKTPOHHOI'O
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tpancnopta (ETR) Bomopocneir S. quadricauda u C. moewusii mocje MHKyOaIruu ¢
METWIPTYThIO TMOKa3aHbl Ha pucynke 10 u 11. BugHo, 9TO B HpUCYTCTBHH HOHOB
METWJIPTYTH B KOHIEHTpauud | MKM (MHTEHCUBHOW KYJIbTYpbl BOAOPOCIH 3.
quadricauda) n 0,1 MM (Bomopocau C. MOewusii) CHIIbHO YMEHBIIIAeTCS CKOPOCTH
HELUUKIIMYECKOTO  3JIEKTpOHHOro TpaHcnoprta ETR. MakcumanbHas CKOpOCTh
anekTpoHHOro Tpancnopra (ETRmax) Oblia HanOOJBIIEH I KOHTPOJBHBIX TPYIIIL.
[Tocne nmoGaBieHusT WOHOB  METHJIPTYTH  Ppa3HbIX  KOHIEHTpAaUUWA  TapamMeTp
ETRmax.CHUXaICS TOYTH BO Bcex oOpasiax, uckimodas 0,1 MkM mocie 3 dacos
uHKyOanuu s Bogopocan C. moewusii. Kpaitne auskas ckopocth ETR ormeuanach
JUIS. KJIETOK TOCJie CYyTOYHOW HMHKyOaruu st koHueHtpauuit 10 MmxkM u 100 mxM
METUJIPTYTH YTO COTJAacyeTcs C HU3KUMM 3HAYCHHSIMU MaKCHUMAaJbHOTO KBAHTOBOTO
Beixona (Fv/Fm) W Jpyrux BakHBIX — XapaKTEPUCTHK IEPBHYHBIX  IPOIIECCOB
¢dorocunTesa (Tabiu. 1 u mpuIoKeHHe 2).
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Puc. 11. U3MeHeHne nmapameTpa OTHOCUTEIBHONW CKOPOCTH 3JIEKTPOHHOTO TPAHCIOPTA
(ETR) B 3aBUCHMOCTH OT MHTCHCHBHOCTH JICHCTBYIONIETO CBETA B KJIETKAX BOJAOPOCIH
C. moewusii, 06paboTaHHBIX METHJIPTYThIO B KoHIeHTpanuu 0,1 MkM (A) u 0,5 MmxM
(b) mpu pa3sbix BpeMeHax MHKyOaumu. 1 — KOHTpoJib, 2, 3, 4 — BpemMsi MHKYOaluu ¢

METWIPTYTBIO — 3, 24 1 48 4, COOTBETCTBEHHO.

[TapameTp OMUCHIBAIOMIMKA 3aBUCHUMOCTh (DOTOCUHTETUYECKOW aKTUBHOCTH OT

OCBEIIIEHHOCTH WJIM IO JAPYyromMy Has3biBaeTcss KOI(G(UIIMEHT MaKCUMaabHOU
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YTWIM3AIMM CBETOBOM SHEPIHM, MPEJCTABISET COOOW Yrosl HaKJIOHA Ha JIMHEWHOM
yuactke cBeroBo kpuBod ETR (a). KoadduiumenT makcuManbHON YTHIM3AIUU
CBETOBOM 3HepruH (o) ObLT HAHMOONBIINK Y KOHTPOJBHBIX KieTok C. moewusii (puc.
12), mocne poOaBiieHHWs METWIPTYTH OTOT TlapaMeTp CHmKaics. Haceimaromas
WHTEHCUBHOCTh cBeTa (E;) MakcuMajabHa JUJI8  KOHTPOJSL W COCTaBJisLIa
204 mMxmonb kBaHTOB M 2c™. Tlocne n06aBIeHUsS METHIPTYTH 3HAYEHHS HACHIMIAFOMIEH
WHTEHCUBHOCTH PE3KO yMEHBIAINCh. BaXHO OTMETUTh, YTO M3MCHCHHS B
Koa(dpuIeHTe MaKCUMaIbHOW yTHIIM3AIlMU CBETOBOW HHEPruUU (1) U HACHIIIAIOLIEH
WHTEHCUBHOCTU cBeTa (FEy) TMPOMCXOAWIIM paHbllle, YeM TNpU pPErUcTpaluu
MaKCUMAJIBHOTO KBAHTOBOI'O BbIxoaa Fy/F.

OpHuM 13 OBICTPBIX MEXAHW3MOM AN TAllUU K YCIOBHUSIM BBICOKOTO OCBSAIIECHUS
ABIICTCSI HEPOTOXMMHUYECKOE TYIIEHHWE, aKTHUBHUPOBAHHOE OHHEpru3amuei mMemOpaH
THJIAKOUJIa, KOTOpas 3allyCKaeT pPEeaKIHIo JCIMOKCHAAIMK BHoNakcaHTtuHa (QE), B
pe3yibTaTe KOTOPOH YBEIMYMBACTCS JAUCCHUIAIMS IHEPTUU B aHTEHHBIX KOMILIEKCAX.
Bo3MOXHBI U apyrue MexaHU3Mbl HEPOTOXMMHYECKOTO TYIICHHsI, TAKAE KaK IMEePexo/
MOOMIBLHOW aHTEHHBI M3 cocTosHus 1 Ha coctosame 2 (QT) (LLtupber u mp., 2014).
BoszaeiictBue KoHIeHTpanmuu MeTwiptyTd | MKM Ha Bomopocis S. quadricauda
BBI3BAJIO TP KOPOTKHX BpPEMEHAX WHKYOallud YyBEIWYEeHHWE HEPOTOXUMUUICCKOTO
tymenusi (NPQ) oTHOCHTENbHO KOHTPOIBHOM Tpyniibl. Panee ObUIO MOKa3aHO YTO MpU
koHueHtpamuu 0,1 MmkM u 1 MkM npu KOpOTKMX BpeMeHax MHKyOaluu HaOJr0aanu
MOBBIIICHUE JAHHOTO TIapaMeTpa, KOTOPOE€ BO3MOXHO CBS3aHO C HApYIICHHEM
dborodochopunupoBanuss B MeMOpaHax TWiIakouga. BosgedcTrBue — OOJIBITHX
KOHIICHTpAIlMii METHJIPTYTH BBI3BIBAJIO CHJIBHOE CHIKEHHE HEPOTOXUMUICCKOTO
TYIIEHUS, YTO MOMIO OBbITh CBA3aHO HECIOCOOHOCTHIO KIJIETOK BOJOPOCIHU
NOJAJIEP)KUBATh HOPMAJIbHYIO paboTOCrIocOOHOCTh OCHOBHBIX (yHKIM DCA, KoTOpoe
B KOHEYHOM HTOT€ BBI3BAJIO OOIIEe CHIKCHHIE KOJIMUECTBA YKUBBIX KJIETOK M CHUYKCHHUIO
copepkanust xjopodpuiuia. MDX or MHUKpPOCEKyHI IO CEKYHIbl XapaKTepHU3yeTcs
OBICTPBIM YBEIIMYECHUEM HHTCHCHUBHOCTH (DITyOPECIEHIIMM OT MHHHMAJIBHOTO YPOBHS
(Fo wmu O) no makcumanbHoro (Fm mmm P). IMosBienwe storo sddexra Ha cBeTy

BBI3BAHO C OBICTPHIM 3akpbiTHeM Pl CBSI3M ¢ WMHAKTUBHOCTBHIO (DEPMEHTOB IUKJIA
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KanpBuHa nociae TeMHOBOW afanTauuu, JUIsl aKTUBALMM KOTOpbIX TpeOyrotes pH 8.8 B
ctpoMme (I'ombueB u ap., 2014; Itup6er u ap., 2014). B npucyTcTBUM METUIIPTYTH Ha

KOPOTKHX BPEMEHAX MHKYOaIuu
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Puc. 12. W3MeHeHus mapaMeTpoOB CBETOBOM 3aBUCUMOCTH  (PIIyOpPECLICHLIMH
OTHOCHTEJIILHOTO 3JIeKTpoHHOTro TpaHcmopta ETR B kietkax cycnensun C. moewussii B
3aBUCUMOCTH OT BPEMEHHU MHKYOaIuu 2 — KOHTPOJIb, 2, 3 METUIPTYTh B KOHLICHTPAIIUU
0,1 MmxkM u 0,5 MkM, coOoTBETCTBEHHO. A — KO3(P(UIICHT YTUIU3ALUK CBETOBOMU

sHepruu (o) U 6 — HACHIIIArOIIass MHTEHCUBHOCTD cBeTa (Ey).

(3 yvaca) HaOmOAATM U3MEHEHHE aMIUIUTYAbl U (OPMBI MHAYKIIMOHHBIX KpUBBIX BD.
[Ipu Bo3geiicTBuuM koHueHTpamud 10 uw 100 MxM MeTuapTyTH HaOII01aTH
3HaYUTeNbHOe TojaBicHue ammummatyasl  (aser  OP  (Fy=Fu-Fo mnepemennas
dayopeciieHIInN), KOTOPOE TMOKa3bIBaeT CHWXKEHUE (HOTOXMMHUYECKON (pasienecHue
3apsanoB) aktuBHOcTH PIL[ P680. OOa mapamerpa Fo u Fm cHMXamuch, npuyem
CHIDKEHHE Tmapamerpa Fv npeBamupoBano. CHIKEHHE HW3HAYAIBHOTO YpPOBHS
¢bnyopecueHimn  Fo npu  BO3AECWCTBUM  TSXKEIBIX METAJIOB  CBSA3BIBAIOT  CO
crpykrypubivu n3menenusimu B CCKII (Murthy et al., 1990). B npyroii padote 6b110
MOKAa3aHO, YTO NPU IJIUTEILHOM BO3ICHCTBUM METHJIPTYTH MPOUCXOIMIO CHU)KEHUE
0o0OMX OTHX TIApaMeTPOB y MOPCKO# naumatomoBoii Bomopociu 1. weissflogii,
BBIp@XEHHOE 00IMM CHIDKeHHeM (poTtoxumudeckor aktuBHOCTH ®C2 m HapacTaHHEeM

He(OTOXUMHUECKOTO TylieHHs B anTeHHOM Komiutekce @C2 (Kukarskikh et al., 2003).
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Puc. 13. Unaykuuonnsie kpuBbie b® kynbrypsr S. qaudricauda, usmepeHHbie mocie 3 9
(A) u 24 (b) 4 mHKYyOaMM B NPUCYTCTBUU METWIPTYTH. MHAYKIIMOHHBIE KpHUBBIE
MIPE/ICTABIICHBI TIOCIIE HOPMUPOBAHUs Ha HavyanbHbIA ypoBeHb O (=Fo) u npuBeneHsl k
nymo (Fp/Fo—1). KorTponbHas KynbTypa Bogopociei (Kpy»KOoK) U HHKyOUpOBaHHBIC C
METWIPTYThIO OOpasiibl MpU pa3HbIX KoHIeHTpauusx: 1 MxkM (kBagpat) 10 MxM

(Tpeyrosibauk) U 100 MkM (kpecT).

B nocnennee Bpems yacto npuMensiercs ananus a3z MDX, koTopas npeacTaBiser u3
cebs1 monndasHyr0 KpUBYIO C XapaKTepHbIMU NUKaMH (Tiepernbamu) o0003HAYaeMBbIMH
kak O-J-1-P-mepexomamu. [[isi KOppEeKTHOTO CpaBHEHUS MOMYyYEHHBIX pPE3YyJIbTaTOB
knuHeTHuecknx KpuBbiX OJIP nmpuMeHstoTcs pa3nuyHbIMU BUIBI HOPMUPOBOK CUTHAJIOB.
Ha pucynke 13 BugHo HOpMmHpoBKa curHana Quayopecuennun Ha Fo, KoTopas
MO3BOJIAET TPU HEOONBIIONW HEOJHOPOIHOCTH KOJIMYECTBA KIIETOK BOJOPOCIIEH,
OILICHUTH 00Tyt amruiuTyay daser O-P.

B npucyTcTBUM BceX KOHIEHTpPAIIMN METUIPTYTH MPOUCXOAMIO CHIDKEHUE (Pa3bl
J-1-P, o0ycioBneHHol moaaBieHWEM MEpeHoca 3JIEKTPOHAa Ha MyJ MJIACTOXMHOHOB U
nanee k akuentopam PCI1, ormedeHo, yTo npu KoHueHTpauuu 100 MxM HaOmr01aIM
cwipHOEe nojasiieHue Beer ammumutyasl OP (puc. 13A). Tlocne 24 dacoB MHKyOaIuu ¢
TOKCUKAaHTOM HaOJIIOIAIOCh 0011ee moaaBiieHne aMnTyasl OP y Bcex KOHIIEHTpalui
BO3JIEUCTBHUS TOKCUKAHTA.

Jlnsg Oojee JETAJbHOTO M3Y4YEHUS M3MEHEHMH WHAYKIIMOHHOW KPHUBOM Ipu

BO3/ICICTBUM METWIPTYTH OBLI NpUMEHEH Tak Has3biBaeMblil JIP-tect. Pesynbrarel
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MPOBEJIEHHOT0 aHaiau3a ¢ momolisio JIP-trecra mokazanu (tadn. 1), uro ¢aza OJ nHa
WHIYKIMOHHOW KpuBoil b®, omuceiBaemass mapamerpom V;, Oblia yBeJIWYEHA IIO
CPaBHEHHUIO C KOHTPOJEM. YBEJIWYEHHWE [JIaHHOTO T[apaMeTpa CBS3bIBAIOT C
3aTpyJHEHHEM TepeHoca 3JEKTPOHOB aanee Qa , KOTOpas MOXET OBITh CBSI3aHO C
yBeNU4YeHUEM J10J11 Qp-HEBOCCTAHABIMUBAIOIIUX IIEHTPOB. DTU IIEHTPBI HE CIIOCOOHBI K
BOCCTAHOBJICHHMIO IIyjJa XHHOHOB Hu peokucieHuio Qa  (Strasser et al., 2004).
VBenuuenue qond  (Qp-HEBOCCTAHABIMBAIOIIMX LIEHTPOB  3aMEUISIET  CKOPOCTb
peokucaeHusi Qa -, YTO OTPaXKAaeTCs Ha BEPOSITHOCTH IMEpPEHOca AIEKTPOHOB aanee Qa
(Vo) M KBAHTOBOMY BBIXOJY OJEKTPOHHOTO TpaHCHopTa (QPgo) 3a mpenensl Qa
Bo3MOXHO, Takoe CHIDKEHHE OJJIEKTPOHHOTO TpPAHCIOpPTa B (POTOCHHTETHUYECKUX
MeMOpaHax CBA3aHO C BO3JEHCTBMEM Ha HereMoBoe kene3o Fe?* wm ¢ Qg
cBs3piBatoluM  caidtom Ha @C2. Ilocime cyToyHONl MHKYOAMM B YKa3aHHBIX
KoHIleHTparusx (aza O-J yBennuuBaiach, a Takke HaOII01aIl HEOOIBIION POCT (a3bl
O-1, cBs3aHHbIi Cc OoJiee OBICTPBIM TMPOMEKYTOYHBIM BOCCTAHOBJICHUEM ITyJjia
TUTACTOXUHOHOB.

N3menenue dopmbl kpuBoil Ha ydactke O-J sBisieTCS Ba)KHBIM HCTOYHUKOM
uHpopMmaruu. J{ns cpaBaenus popmsl ¢azer O-J mpuMEeHUIN IBOHHOE HOPMHUPOBAHUE
KpUBO# Ha ypoBHHU curHayioB Fo (=20 mxc) u F; (t=3 Mc) u 11 cpaBHEHHS KpUBBIC
HopmupoBasin  cieaytomuM  oopazom  AWo; = (Wosmemupmms —  Woswonmpons))s
HOPMHUPOBAHHBIE KpHBBIE NIPEACTaBiIeHbl Ha pucyHke 14. CpaBHeHME KpPHUBBIX
dayopectieHIIMN XJI0po(dUiUIa OMBITHRIX 00pa3lloB W KOHTPOJS MOKA3allo, MOSBICHUE
nuka K, kotopoe npoucxoauio Ha ¢GoHe CHUKEHUs 001en ammutyasl O-P kaxaoit u3
a3 HHAYKITMOHHON KpuBO# (iryopectieniinn xjaopoduimta. Obdmee cHmwkenne (aser O-
P cBsi3aHO ¢ MHTUOMPOBAHKUEM DJIEKTPOHHOTO TPAHCIIOPTA Ha TOHOPHOM cTopoHe DC2 B
pe3ynbrate HakoruieHus cocrosHuii PL[ P680*, KoTOpbIii sABIsAETCS CHIIBHBIM
tymmreaem ¢Guayopectennun  (Govindjee, 1995), KOTOpbIi BbI3BIBAET IMOSBICHUE
nononautenbHoro K. IMoBeimenne mapamerpa TRo/RC y 00pa3iioB ¢ METHIPTYTHIO
yKa3blBaeT Ha POCT MOTOKa sHepruu 3axsaTbiBaemblii PLI. Panee Obuto mokaszaHo
JPYTUMHU aBTOpaMH, 4YTO ToOsiBJeHHE muka «K» COmpoBOXKHAeTCs € MOBBIMICHUEM

napamerpa TRo/RC nmpu MakcMMalIbHBIX KOHIICHTpAIUSAX cojie Meau B cpefe. PaboTax
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npyrux asropoB (Ceppi, 2012; Kalaji, 2014; Strasser et al., 2004) ormeuanoch, 4TO
napameTp TRo/RC MOXeET HCIOJIb30BaThCSI B KA4eCTBE HMHIMKATOPA IOBPEHKICHHS
KHCJIOPOA-BBIICISIONEro Komiuiekca. CHIDKEHHE 3JCKTPOHHOTO TpaHCIOpTa Ha

noHopHOW cTopoHe DPC2 mpu BO3MECUCTBHH METHWIPTYTH, BEPOSTHO, OOYCIOBIICHO

BO3/ICMCTBHEM METWIPTYTH Ha Mn-
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Puc. 14. Uanyxunonnsie kpuBbie b® Bomopocmu S. quadricauda mocne wHKyOanuu c
MetunptyThio 3 4 (A, b) u 24 u (B, I'). Kpussie (A, B) nHopmupoBansl Ha Touku O u P
(Vi= (Ft — Fo)/(Fm — Fo)), kpussie (b, I') moyueHsl BIUMTaHHEM KPHUBOW KOHTPOJIBHOMN
KynbTypbl OT ombITHBIX Tpynmbl (AV:i = (Miwermmprym) — Vixonmpom))). KOHTpOIbHas
KyJIbTypa BoJopocield (KpyKOK) M WHKyOMpOBaHHBIE C HWOHAMH METHJIPTYTH

paznuuHblx KoHueHTpamuii: 1 mMxM (kBampat) 10 MxM (TpeyronsHuk) u 100 MM

(kpecT).
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knactep ¥ BHemHue Oenku KBK, kak 5T0 IPOMCXOOMT NpH BO3zeicTBUM MOHOB HQ?*
(Bernier, Carpentier, 1995).

Crenenp compspkeHHOocTH — (dorocuctem |l mexnay coboii  Biauser Ha
CUTMOMIANBHOCTh KpuBOM Ha ydactke O-J. Bpulo mokasaHo, YTO CYIIECTBYIOT
nuMmepHble cynepkomiuiekcesl (PC2a), pacmoiokeHHbIE B TPaHAJIbHBIX TUJIAKOUAAX, U
MoHoMmepHble (DC2PB), mnpeobnamaronyie B CTPOMaJbHBIX Jameriax. JlBoitHoe
HopmupoBanue ¢uyopecuernuu Ha ypoBHU O (Fo) 1 K (F3pouxc) TTOKa3a10, 9TO paiioHe

~150 mxc nHabmomanu muk L (puc. 15), mosiBIeHHWE MaHHOTO TMKa IOKa3bIBAET
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Puc. 15. Havanbnas kunervka unaykuuu b® B daze O-J (A) u HavanbHass KUHETHUKA
uaayknun b® B daze O-K (b) Bomopociu S. quadricauda mocie 3 4acoB MHKyOamuu

npu KoHueHTparuu MetTwipTytd 100 MM (kpect), 10 MkM (Tpeyronpuuk) u 1 MkM

(xBampar).

CHIDKCHHME SHEPreTUYECKOM CBA3aHHOCTH MEXay conpsbkeHHbiMU DC2 (Strasser, 2004),
T.C. yJIaBIMBaeMas SHEPrusi aHTCHHBIMH KOMILIEKCaMH HeaKTUBHBIX PL] mcobIThIBacT
3aTPYIHEHUS B IIEpEPACTIPEAECICHUN HA COCETHUE OTKPBIThIE PLI.

N3BecTHO, uTO peakmuoHHBbIC TeHTphl PC2 TeTeporeHHbBl W PA3IMYalOT JIBE
TPYIIBl [IEHTPOB — aKTWBHbIC W HeakTuBHbIC (Strasser et al., 2004). M3menenue
COOTHOIICHHSI aKTUBHBIX U HEAKTUBHBIX IIEHTPOB MOXKET HAIPSIMYIO IOBIHUATH Ha DS
napametpoB Takux kak ABS/RC, TRo/RC, ETo/RC (Xia, Tian, 2009). BosnaeiictBue
METWIPTYTH TPUBOJWIO K CHUXEHHUIO KoinuecTBa akTuBHbIX PI[ B ®C2, uto
HaOmomanu 1o yBenudeHuto mapamerpa ABS/RC (tabm. 1). ITapamerp ABS/RC
MOKA3bIBACT IMOTJIOMICHHBIA TMOTOK KBAHTOB CBETa OTHOCHTEIHLHO OJIHOTO aKTHBHOTO

PII, kOTOpbIA Takxe SBJISETCA MOKa3aTeJIeM OTHOCUTEJIBLHOIO pa3Mepa AHTCHHBI.
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OTMmeyanock, YTO TsDKENble METalluibl BhI3bIBAIOT HapylieHus B padore PLI, ymensbias
KOJIMYECTBO aKTUBHBIX PII, 9TO MpWBOAWUT K YBEIWYEHUIO BEPOSTHOCTH AWCCHUMIAITUN
norjomieaHoi sueprun (Kumar et al., 2014). IIpu Bo3aelicTBUHM HOHOB METHJIPTYTH Ha
BOJIOPOCIH HAOMIOANH yBEIWYCHUE AUCCUIIALMU TOTJIOMIEHHON CBETOBOWM SHEPTHH B
TEIUI0, 3TO MPOSBIBIOCH pocTtoM mapameTpoB DIo/RC u @po, maHHBIE MapameTpbl
OTpa)XaloT OTHOIIIEHUE PACCEMBAHMS HPHEPTUU B TEIUIO K akTUBHOMY PLl u KBaHTOBBII
BBIXO/I paCCEHBAHUS DPHEPTHUH B TEILIO0, cooTBeTCTBeHHO (Strasser et al., 2004). TTocie 24
4acoB MHKyOallMd C HOHAMHM METWIPTYTH TIpu KoHueHTpauuu 10 u 100 mxM
MPUBOJAUIIO K 3HAYUTEIIbHOMY YBEITUYEHUIO KBAHTOBOTO BBIXOJla PACCEHBAHUS YHEPTUU
B TEIUIO Y BOJIOPOCIEH ((Ppo). DTO CBSA3BIBAIOT C POCTOM J10JIM HeakTHBHBIX PLI, koTOpas
YBEIMYMBAIACH NPU POCTE KOHIIEHTPAI[U MOHOB METHJIPTYTH, TOITOMY MOTJIOIIEHHAS
CBETOBAsl PHEPTUsA HE MOXKET OBITh MCIOJB30BaHA B (DOTOCHHTE3E, a paccenBaeTCs B
BUJIC TeIUIa aHTEHHBIM KomriuiekcoM. HeaktuBHbie PI[ MoryT mormomaTts CBETOBYIO
DPHEPTUI0 TaKXke, Kak U akTuBHble Pll, HO He MOTyT NEpeBOJUTH €€ B DHEPIUI0
pa3eNieHHbIX 3aps0B, MMOATOMY MOTJIOIICHHAS JHEPIHsl CBETa PAacCEMBAETCS B BUJC
teruia (Strasser et al., 2004). M3BecTHO, 4TO Tporiecchl HEHOTOXUMUUECKOTO TYIICHHS
uMeeT pa3Hble MexaHu3Mbl BosHukHOBeHus (Pinnola, Bassi, 2018; Malnog, 2018).
[Tocne mocTHXKeHWsT MaKCUMajdbHOW WHTEHCHBHOCTH (iIyopecieHIun muka P B
pe3ynbTaTe (HPOTOCHHTETHUECKOIO MEpPEeHOca 3JEKTPOHOB IO 3JIEKTPOH-TPAHCIIOPTHOMN
Henu Ha memOpaHe Tuiakouga (opmupyerca rpaaueHT npotoHoB (ApH), xoTtopas
aKTUBHpPYET  (EPMEHTHI  OTBETCTBEHHBIE 33  MEXaHU3Mbl  BO3HHUKHOBEHUS
HEe()OTOXMMHUUYECKOTO TYIICHHUS] B aHTEHHOM KomIuiekce. Yame ero HaszpiBaroT ApH-
3aBucUMOe HedoToxummueckoe Tymenue (QE), koTopas reHepupyeTcs B 3aBUCUMOCTH
OT CTENEHU JEINOKCHIAINKA TMUTMEHTOB B BHOJAKCAHTUHOBOM IIUKJIE B AHTEHHOM
komiuiekce @C2 (Holger, 1994; Kopuees, 2002). ITocne 3 4 umHKyOanuu ¢ HMOHAMHU
MeTunaptyTd npu kKoHreHTpammu 10 w 100 mMxM wHaGmomanu cHuwkeHnne ApH-
3aBHCHUMOIO  HE(POTOXMMHUYECKOTO TYyIIEHHs, OOYyCIOBIEHHOEe pa3ButueM pH-
3aBUCUMOTr0 HepoToxumuueckoro tymenus (QE).

CHmxeHHe 3JIEeKTPOHHOTO TPaHCIIOpTa Ha akuentopHoil cropone ®C2 nocne 3 4

MHKYOaluu ¢ WMOHaMU METWIPTYTH TPHUBOAMIO K YMEHBUICHUIO (DYHKIIMOHAIBLHON
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aktuBHoctd Bcert DC2, »95T0 mMNOKa3aHO HUBKUMHU  3HAYEHUAMH  HMHJEKCa
npousBogutTenibHocTn  DPC2  (Plags). Ilapamerp Plags cHmwkancs gaxe mnpu
KOHILIeHTpaiuu 1 MKM, 3TO TOATBEpPX AACT BBICOKYI0 YYBCTBUTEIBHOCTH JAHHOTO
napaMeTpa, KoTopas He pa3 Obula IMOKa3aHa B JAPYrux paboTax HE TOJBKO NpHU
3arpsI3HCHUH TSDKETBIMU METaJUIaMHU, HO MPHU PAa3INIHBIX HEOJArompusTHRIX (pakTopax
cpeasl (Appenroth et al., 2001; Oukarroum et al., 2016; Wang et al., 2011).

[TpucyTcTBUE METHIPTYTH OKa3bIBAIO y Bogopociu S. quadricauda Bo3aeiicTBue
Ha aktuBHOCTH, PI[ ®Cl, uro HabOmOgaNM TO HU3MEHEHUIO MOJYJIUPOBAHHOTO
oTpaxeHusi npu anuHe BoyHbl 820 HM. M3BeCTHO, YTO MOHBI PTYTH BO3ACHCTBYET Ha
nonopuyto (Singh, Khare, 1989; Miles et al., 1973) u akuentopuyro (Mi et al., 2000)
ctopony ®C1l. OpHOBpeMEHHas pErucTpaius CBETOMHAYIUPOBAHHBIX PEIOKC
nepexonoB P700 mokasana, Hapymenue pegokc mnporeccoB P700 mpu Bo3aencTBuun
METUJIPTYTH, B TOKE BpeMsl ClieyeT OTMETUTh, 4To DC1 sBisieTcst 601ee yCTONIUBOM K
TOKCUYECKOMY Bo3zeicTBUi0 MeTHIpTyTHd yeM PC2. Ha pucynke 16 npeacTtaBieHbl
CBETOMHIYLMPOBAaHHbIE penoKc nepexonsl P700 3apernctpupoBaHHbIE IO U3MEHEHHIO
MOTJIONICHUS TPU JUTMHE BOJIHBI 820 HM Yy KOHTPOJIL U SKCIEPUMEHTAIBHBIX TPOO B
Buje otHouieHuss MR/MRy — 1. BugHo, 4TOo B KOHTPOJIbHOM mpoOe HalIro1any J1Be
TUNMHWYHBIC (DAa3bl HA WUHAYKIIMOHHOW KPUBOMW, CBSI3aHHBIC C HAYaJbHBIM OKHCJIECHUEM
P700 u mocieayronmM €ro BOCCTAHOBJICHUEM, TOT/IA KaK B MPUCYTCTBUU METUIPTYTHU
Ha0JII0/1a7Ti U3MEHEHUs B pefioke akTuBHocTH P700.

bbuto mosy4eHO, YTO KUHETHKA CBETOMHAYLMPOBaHHBIX HW3MeHeHuil P700 PI]
®C1 nocne 3-x 4acoBOW HMHKYOalluu ¢ METWIPTYThIO TpH KoHIeHTpauuu 10 MxM
MakcuMalibHasi ckopocTh okucienuss P P700 (Vox) 3amemisiercs Ha 10% 1o
CPaBHEHHIO C KOHTPOJIbHOW TPYIIOW, TOrJa Kak NpH KOHLEHTpauu MeTwiptyta 100
MKM CKOpOCTh OKHCJICHUS IIEHTPOB 3aMeJjIsiiach Mmo4yTu B 2 pasa (tadn. 1 u puc. 17).
OpnHako ke pu BO3JEHCTBUM METWIPTYTH B KOHIIeHTpaluu 1 MkM nocne 3-X yacoBoi
uHky6auuu P700

CKOPOCTb OKHCJIEHUSI HE CHHXalach, YTO TOBOPUT O OOJbIIEH YyCTOMYMBOCTU

akuenTopHor yactu @C1 k moHaM METWIPTYTH, Y€M aklenTopHas cropoHa OC2.



A B
1 - 1
0 .
1
-3 -
-4 r . . . -4 T T T T
0,01 0.1 1 10 100 0,01 0,1 1 10 100
B I
0.4 - 0.4 -
23
- MR,
g 0 4 :J—QQMM 0
[~4 1 1.2
>
% -0, 0.4
“0 : \ Vred 4 =
=
x ; 3
& -0.8 - \ -0.8 -
=
\>F 4
A : : — G ) L
0,01 0,1 1 10 100 0,01 0.1 1 10 100
Bpems, mc Bpems, mc

Puc. 16. OxkwucnurensHO—-BOCcCTaHOBUTENBHBIE mpeBpamienus P700 PI[ ®Cl vy
Bojopociu S. quadricauda mpu MHKYOAIMu ¢ METHIIPTYThIO B TeueHue 3 4 (A) u 24 4
(b). Konrtponbhas kyneTypa Bojopociei (1) m WMHKyOMpOBaHHBIE C METUIPTYTHIO
oOpa3ubl pa3nuuHbix KoHueHtpauui: 1 MxM (2) 10 mxkM (3) u 100 MmxM (4). Bcee
KpUBbIE MOJyJIUpOBaHHOTO oTpaxkeHus (MR:) HOpMHpOBaHbI Ha HaYaJIbHOE 3HAYEHUE

MRo (naTeHCMBHOCTD npu t=0,7 MC) ¥ IPUBEACHBI K HYJIIO.

[Tocne 3-x UHKYOUPOBAIKCH HOHAMU METHIPTYTU B npucyTcTBUU 10 1 100 MmxM
CHIDKaJIach CKOpocTh BoccraHoBiieHus PLl P700" (mapamerp Vi), MHrHOUpOBaHHE
ckopoctu BocctaHoBieHUs: PL ®C1 mo Oosblieil yacTH CBSI3aHO C HapylICHHUEM
AIEKTPOHHOTO TpaHcnopTa Ha @C2. ITO NpeANoIOKEHUE COTIACOBBIBATIOCH C HUBKUMU

3HAYEHUSIMH ITAPAMETPOB PRo, U PEo, KOTOPBIE OTPAXKAIOT KBAHTOBBIN BBIXO/]I
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Puc. 17. MakcumanbHble ckopocTn okucieHus (Vox) u BoccTtaHoBiieHUS (Vyeq) P700 S.

quadricauda mocne 3-x (A) u 24 (b) 4 uHKYOaNUy ¢ METHIIPTYTHIO. 1 — KOHTPOJb; 2 — 1
MkM; 3 — 10 MxM; 4 — 100 MxM.

ANIEKTPOHHOTO  TpaHcmopTa gamee Qa, a Takke KBAHTOBBIM  BBIXOJ
BOCCTAHOBJICHHMS KpalHUX aKIENTOpPOB Ha akientopHoit ctopoHe ®CI. (tadm. 1).
Bo3zneiicteue 10 MKM npuBOAMIIO K CYIIECTBEHHOMY MHTMOMPOBAHUIO BOCCTAHOBJICHUS
PII ®C1, aT0 HabMOAAIOCH CHUKEHUEM MapaMeTpa Vied, TOT/Ia KaK MPU KOHIIEHTPAIUU
MetwptyTu 100 MkM HabOmomamu MpakTUYECKH MOJTHOE OTCYTCTBHUE BOCCTAHOBJICHUS
okuciaeHHbIX 1eHTpoB P700°. Tlpm yBenmndyeHuWW IUIMTENBHOCTH WHKyOarwu (24 u)
HaOJIIOMANIA YCWJICHHE BO3ACHCTBUSA MaIbIX KOHIEHTpanuid Metunptytu (1 u 10 MmxM)
Ha CKOPOCTh BoccTaHOBJIeHUs 1ieHTpoB P700.

Nunykiuonnyo kpuByro 3@ MOXKHO pa3liefiuTh HA JIBE KUHETUUECKUE (a3bl —
osicTpyio u memrennyo (Itoh et al., 1971; Itoh, Murata, 1973; Malkin, Barber, 1978)
(puc. 18). brictpas ¢aza HaumnHaercs moabema cBedeHus 3D (l;) u 3akaHYMBacTCS
MuHuMyMoM D; mnpubnusurensno 0,3-0,5 ¢ mociae Havamo OCBEIICHUS, 3aTEM
HaunmHaeTcss MmemieHHas (asza 3d, koropas 3a HECKOJIBKO MHHYT OCBEIICHUS
3aKaHYMBAETCS IOCTHXKEHHEM CBETOBOTO cTanroHapHoro ypoBHs S 3@ (IosbueB u ap.,
2014). Tlpu Bo3aeHCTBMM METHAPTYTH Ha Bojgopociau S. quadricauda wabmromamu
CHU)KEHUE MHTEHCUBHOCTH Bcex NMUKOB 3P, Toraa Kak mocjie 3 4yacoBOM MHKyOaluu B
npucyrctBu 1, 10, 100 MKM MeTHUAPTYTH NPOUCXOAWIIO 3HAUYUTEIBHOE CHUKEHUE

makcumyma 11/D; (tab:. 1). Bo Bpems ObicTpoii (hasbl mpoucxoaut HakorieHue B PC2
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B coctosamii S3ZP6807Qa m S3ZP680Qa (Goltsev et al., 2009a), mosiBacHHe 3THX
npeamecTBeHHUKOB 3 u mogbeMm sHeprusanuu MemOpaHbl (Ay) MPUBOAWT K POCTY
uHTeHcuBHOCTH 3®. CHmwkenue mwmka |1/D, B NOPUCYTCTBHM  METHIIPTYTH
CBUJICTEIIbCTBYET O CHIDKCHUM KOJIMYECTBA OTUX U3IydaTesibHas COCTOSHUU U
yBenuueHuIo 3akphIThix Pl koTopbie He u3nyyaroT 3® u noxasneHuu noteHuuana (Ay)
Ha MeMOpaHe THJIaKouJia. Y BeJIMUCHUE BPEMEHU MHKYOAlMU 0 CYTOK MPUBOAMUIIO elIé
0osiee 3HAYUTEIILHOMY CHIDKeHHIO Tuka l1/Dy, BIIIOTH 1O MOJHOTO WHTHOWPOBAHHS
Bcex nmukoB 3@ (100 mxM 24 u). ITocne 3-X yacoBoi MHKYOallMK MPpU BO3ACUCTBUU 1 U
10 MkM HaOmofamu CHMXKCHHE HapacTaHus WHTeHcHMBHOCTH 3@ mumka 1i/D; (1 c¢),

OTHOCSIIEHCS K MeayieHHoU ¢aze 3D.
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Puc. 18. Unnykuunonusie kpuBbie 3P y Bogopocau S. quadricauda mociie nHKyOaIuu ¢
MeTuIptyThio 3 4 (A), 24 u (b). KonTponbHas KyabTypa BoAopociel (KpyKOK) U
MHKYOMpOBaHHbBIE C METHJIPTYThIO O00pa3iibl MPU Pa3IUYHbIX KOHIEHTpanusax: 1 MkM
(xBazpat) 10 MkM (Tpeyrosbuuk) u 100 MmxM (kpect). Kpusbsie 3@ HOpMHpPOBaHBI Ha

JokanbHbId MUHUMYM D2 (mpu.t=400 mc).

[Tocne cyro4yHoit wWHKyOaruu TIpu BosxaelictBuu | MM  HaOmomanu
3HAYUTENIbHOE TMO/aBJIEHNE Ha MeJJIeHHON ¢a3bl 3D npu KOHIEHTPALUIX METUIPTYTH
10 u 100 mMxM. CHuXeHHE HMHTEHCHUBHOCTH MeuieHHOM (a3pl 3D moka3bpiBaeT
yMeHbIIeHue o0pa3oBaHusi TpaaueHTa NpoToHOB (APH) Ha MemOpane THiIakowna,
U3BECTHO, YTO KHUHETHKa 3aTyXaHusd BO BpeMs MeHJIEHHOM (a3bl ompenensercs

peakiusMi Ha JOHOPHOM ©  akienTtopHo cropoHe @OC2, CBsSI3aHHBIMH C
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ncue3HoBeHuem Ss-coctosiHuii KBK u okucnennem Qg™ MOJEKyJaMHu IUIACTOXMHOHA
(Goltsev et al., 2009a).

Otnomrenne Fy/Fy xapakrepusyeT cozepkanue (OTOXHMHUYECKH AaKTHBHBIX
1eHTpoB @C2, KOTOpOE XapaKTepu3yeT TeKYIMUi O0aJaHC MEXIy MPOIleCCaMu CBETOBOM
necTpykiuu (poronHruOupoBanus) U penapaiuu oeiaxoB B ®C2 (Patsikka et al., 1998;
Vavilin et al., 1995). ®oroaecTpykuus 1 KHHETHKA BOCCTaHOBIICHUs mapameTrpa Fyv/Fy
y Bojopociei S. quadricauda, HHKYOMPOBaHHBIX ¢ METHJIPTYThIO B TCUCHHUU CYTOK
npe/CcTaBiICHBI Ha pucyHKe 19. Y Bomopocieii HHKyOMPOBaHHBIX ¢ HOHAMU METHIPTYTH
3HAYUTEIPHO CHW)KaJach CKOPOCTh BOCCTAHOBJICHHS MAaKCHMMAaJIbHOTO KBaHTOBOTO
BbIXO/Ma (IyOpeCHEeHIIMH XJopodmuia mociie (OTOMHTHOMPOBAHUS WHTCHCHBHBIM
OCBCIIIECHUEM B TeueHUe 45 MHHYT, WHTCHCHBHOCTh OCBelIeHHs paBHsutoch 1500
MKMOJIb KBaHTOB M2 cl. BosmeiicTBHE METHUIPTYTHM Ha PEAKLHUIO BOJOPOCIHM Ha
TOBBIIIICHHYIO WHCOJIAIIMIO MTOKA3aJlo, YTO MOCIe U30BITOYHOTO OCBSIICHUS BOJAOPOCIH

IMOABCPIraBIINCCA BOSHGﬁCTBHIO MCTUIIPTYTHU ObUIM  MeEHee YCTOﬁqHBBIMH K

MOBBIIIIEHHOM

0,6

F/Fy;, OTH. ex.

Bpewmsi, 14

Puc. 19. U3menenue napametpa Fy/Fyv nipu 45 MUHYTHOM ()OTOMHIMOUPOBAHUH CBETOM
MHTEHCHBHOCTHIO 1500 MKMOIIb KBAaHTOB M ¢! M MOCJIEYIONIEM BOCCTAHOBIEHHUH MIPH
cmabom ocesiieHnd. KonTponbHas KyibpTypa 3eleHbIX Bogopocien S. quadricauda (1)
¥ BOJIOPOCTM MHKYOMpOBaHHbIE 24 yaca ¢ METUJIPTYThIO ¢ KOHIeHTpamue 1 MxM (2),
5 MkM (3) u 10 MxM (4) u uakyOupoBansbie ¢ xiopampenuxon 1 /1 (5). Ctpenkamu

BBCPX U BHU3 OTMCUCHBI MOMCHTBI BKIIFOUCHHWA U BBIKIIOUCHHA CBETA, COOTBECTCTBCHHO.
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WHTEHCUBHOCTU CBETa, YeM KOHTpoJsibHas rpynna. Cuia BO3JEHCTBUS Ha BOJOPOCIH
IIOBBIIICHHOM WHCOJIILIMMA HAIPsIMYyHO 3aBHCENIa OT YBEIMYECHHsI KOHUEHTPALWH HOHOB
METUIPTYTH Ha Bojopociau. KoHueHTpauuu moHOB MeTWIPTYTH 5 MKM u 10 MxM
3HAYUTEBPHO CHIDKAIM CKOPOCTh BOCCTaHOBJICHWs mapamerpa Fy/Fy, Torma kak
KoHIleHTpanusi 1 MKkM yxy/imano nepBoHavaibHOE CHIKEeHUE napamerpa Fv/Fy mocne
MOBBIIIIEHHOW MHCOIIWU. [nTenbHoe BoccTaHOBIIeHHE TapameTpa Fv/Fy cBs3bIBaroT
c paspymenueM D1 Genka ®C2, a nanpHeilliee BOCCTAaHOBICHHUE B TEMHOTE €€
pe3uHTEe30M W BCTpauBaHueM B Komiuiekc OcenkoB @®C2 (Nath, Lee, 2014). Jlna
CpPaBHEHUSI pE3yJbTaTOB C METWIPTYTbIO ObLI BBIOpAaH MOJEIBHBIA TOKCHUKAHT
MHTUOMpPOBaHUs CHUHTE3a OelKa XJIopaM(pEHHKOJ B KOHLEHTpaluu | r/1 B KOHEYHOM
pacTBope ¢ BoAopocisiMU. B pe3ynbraTe CpaBHEHUS METHUIPTYTh M XJ0paM(EHUKOJI
TIOKa3aJM TOXO0Kee YrHeTarollee BO3/ICHCTBAE HA BOCCTaHOBIEHUE mMapamerpa Fy/Fu,
YTO yKa3blBaeT Ha MojaBicHHe pecuHTe3a OenkoB PC2 u BbIpak€eHHOMY 3(PQeKTy
dboronnruduposanus (ql).

Taxum o6pazom, npu KoHUEeHTpauu 1 MKM HOHOB METHJIPTYTH BO3JEHCTBUE Ha
(OTOCHHTETUYECKHI anmnapar 3aTparuBaeT MPEUMYIIECTBEHHO aKLENTOPHYIO CTOPOHY
®C2 v npUBOAUT K CHWXEHHUIO 3Hepru3auuu (oTocMHTeTHUecKuX MeMOpaH. Ilpu
YBEJIMYEHUU  KOHIEHTpauuu  MeTwiIpTyTd  Bbime 10  MkM  oOHapykeHbI
JOTIOJIHUTENIBHBIE CAaNThl BO3JIEUCTBUS HAa JNOHOpPHOU cTopoHe DC2 M aKuenTopHOU

ctopone ®CI.

Ta6nuna 1. [Mapamerper b, 3@ u penokc cocrosiaust P700 Bogopociu S. quadricauda
nocie UHKyOarmuu 3 4 u 24 4 ¢ uoHaMu MeTWIpTyTH. [lapameTphl mosydeHsl myTem
aHaJIN3a KPUBBIX MOJyuYeHHBIX Ha npubope M-PEA-2 (% — npolieHTHOE U3MEHEHUE OT
KOHTposisi). B Tabmuue mnpencraBieHa MeauaHa BBIOOPKHM TMpu  N=5, YypOBEHb

3HAYUMOCTHU OTANUni puHAT 3a P<0,05(*)

Bpems
3yg 244
MHKyOaluu

Kontpons | 1 MkM |10 MxkM | 100 mxM | Kontposis | 1 MkM | 10 MM | 100 MkM
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062  |057 [054 [027* 059  |0.46* [0,32* |0,00%
P 100%) [(926) |(87%) |(ad%) |(100%) |(77%) |(53%) |(15%)
089 (082 (095 [284* 061  |0.64 |1,06% |2,72*
Mol 100%) |(029%) |(1079%) |(319%) |(100%) |(103%) |(176%) |(256%)
054 (056 (059 [099* 051  |054 |07*  |0,84*
1 100%) |(929%) |(110%) |(184%) |(100%) |(106%) |(137%) |(165%)
2 029  |025% [022% |- 0,3 021* |01* |-
g "1 (100%) |(86%) |(76%) (100%) |(70%) |(33%)
038 (043 [046 [073* 041  |054* |0,68* |0,91*
P 1(100%)  |(113%) |(121%) |(192%) |(100%) |(132%) |(166%) |(222%)
ABS/ (2,66 |257  [298  [10,63* |2,0 258* |4,73* [3598*
RC|(100%) |(97%) |(112%) |(400%) |(100%) |(129%) |(237%) |(1799%)
0,523 | 0,405% | 0,274* | 0,682 | 0,282* | 0,043* | 0,523 | 0,405*
eS| 000) | (78%) | (52%) | (100%) | (41%) | (6%) | (100%) | (78%)
063 10,65 [065 [036* 0,63  |0.63 |045* |0,54
| (100%) |(104%) |(103%) |(58%) |(100%) |(99%) |(72%) |(86%)
223|182 |167* |L07* (209  |143* |139% |1
s 02| 100v) |(20%) |(75%) |(48%) |(100%) |(68%) |(67%) |(48%)
E; o, 145|126 1a7e jro2r 138 |1a4% |106% |100*
: (100%) |(87%) |(81%) |(70%) |(100%) |(83%) |(77%) |(73%)
g Lop V2T [LOGT [LOS* Joge* 121 15 j1r 099"
(100%) |(83%) |(83%) |(76%) |(100%) |(95%) |(83%) |(82%)
S BT s 27 1 es 271 228 |13
= (100%) |(97%) |(80%) |(48%) |(100%) |(99%) |(73%) |(38%)
g L [0s2 106 100 joe7* l0g3 078 jo2* |026*
£ “1(100%) [(115%) |(118%) |(73%) |(100%) |(94%) |(25%) |(-31%)
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3.2. UHIyKIIMOHHBIE KPUBBIE OBICTPOM, 3aMeTICHHOUN (hTyOpECIICHIINN U
OKHCJIUTEIHbHO-BOCCTAHOBUTEIIBHBIX TIpeBpamieHuii P700 Bogopociu Scenedesmus

quadricauda mpu Bo3aeticTBuu (eHoIa

[Ipy moaroToBke MaHHOTO pas3fjena ObUTM HCIOJB30BaHBI MaTepUaNbl paHEe
OITyOJIMKOBAaHHBIX COOCTBEHHBIX cTaTel B coaBTopcTBe (Maropus u ap., 2015).

@DeHOoIbHBIE COSNUHEHUSI TMPUCYTCTBYIOT B OTXOJaX IIEJIIIOJIO3HO-OyMakKHbBIX
KOMOMHATOB W SBJISIIOTCS OMAacHBIMU Ui BOJHOM skocuctembl (Ctom, beitm, 1976;
dentke, 1985, Huang et al., 2003). Panee wu3yucHa BoO3aeHCTBUE (PEHOIBHBIX
IIPOM3BOIHBIX Ha W30JIMPOBaHHBIX XJoporuiacTax (Holt et al., 1993; Van Rensen, 1989;
Vasil’ev et al., 1988). bbuto mokazaHo, YTO aHAJIOTH XMHOHA MOTYT JIETKO CBSI3BIBATHCSI
c O0enkamu @C2. A neiictBue nudeHOIOB (MUPOKATEXUHA, THAPOXHMHOHA, PE30PIIUHA)
naryOHO CKa3bIBaJOCh HA POCT KYyJIbTYpbl KJIETOK, HAa HWHIYKIMOHHYIO KpPHUBYIO
duyopecuienimn - xiopopwiia  (MpeuMyInecTBeHHO Ha mapametrp Fy/Fm) u  Ha
WHTCHCUBHOCTh MWIIMCEKYH/IHOM 3aMeasieHHOW (IyopecleHIIMd Ha BOJOPOCITH
Chlorella pyrenoidosa. OnHako wHCCIEIOBaHUN IO BIUSHHIO (PEHOJIA C IOMOIIBIO
OJIHOBPEMEHHOM peructpauun peaokc cocrosHuid P ®C2 u ®OCI, a Ttakxke
DHEPTU3AIMH MEMOpPaH HE MTPEANPUHUMAIINCH.

Bnusitaue Ha pocT KiaeTok Bomopocau S. quadricauda Bo Bpems pocTta B
KOHTPOJILHBIX YCIIOBUSAX W TIpH go0aBieHnH (eHoja mpeacTaBieHsl Ha pucynke 20.
BunHo, y KOHTpOJIBHON KyJIBTYphI TMOCJE HEMPOIOJKUTEIbHON Jar-ha3el MeHee 3
4acoB HAOJIOAACTCS POCT YMCIa KJIETOK, Torja Kak mpu aeictsuu (enorna (10 mxM)
CKOPOCTh pOCTa KYJNBTYPhl BOJOPOCIM HEMHOTO CHHKEHA, HO B IEJIOM KYyJbTypa
BOJIOPOCJICH YBEJIMYHMBAIO CBOE YMCIO KJIETOK. A mpu kKoHueHntparuu 0,1 MM denona
KOJIMYECTBO KJIETOK HAYMHAJIO CHIDKATHCS M 3TO OBLIO 3aMETHO Tocie 24 4 HHKyOaIruu
¢ heHOJIOM.

beino uccnemoBano BiusiHUE (EHONA HA CBETOBBIE peakinu (HOTOCHHTE3a C
NOMOIIbIO peructpanuu (ayopecueHuuu xiopopmwmuia. OnHuUM U3 Haubosee 4YacTo
aHAJTM3UPYEMbIX IMapaMeTPOB SIBISACTCS MaKCHMajbHbIN KBaHTOBBbIM BbIXOA (Fv/Fum),

KOTOPbIN MOKa3bIBaeT 3(pPEKTUBHOCTh NEPBUUHON PoToXxumMHUueckoil peakunu Ha OC2,
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yacto napameTp Fv/Fu omuceiBaoT kak 3QQEeKTHBHOCTh pasjieicHus 3apsiuoB Ha PlI
®C2. Bo kBaHTOBOMY BBIXOJy MOXXHO KOCBEHHO OIICHUTH 3(PPEKTHBHOCTH (PoTONM3a
Boabl B KBK (Schreiber, 2004). Kak BugHO u3 Tabmuiel 3, GheHOJI B KOHIICHTpAIUIX 1
MM Tteuenue 24 4y uHKyOanuu BBI3BIBAET YacTU4HYI0 HHakTuBammio PLl dC2, uro
COTJIaCyeTCsl C paHee MOTYYCHHBIMHU Pe3yabTaTaM O CIadOM TOKCUYECKOM BO3JCHCTBUH
TUX COEAUMHEHUN Ha (OTOCHMHTETUYECKHUM SJIEKTPOHHBIA TPAHCHIOPT Y BOJOPOCIHU
xJstopesutel (Matorin et al., 2014).
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$ 400000

300000

YHCIIEHHOCTD, KII/MJI

200000

100000

0 T T T T T T T T T T T 1
0 12 24 36 48 60 2

Bpewms, u

Puc. 20. PoctoBble U3MCHEHHsI KOJMYECTBA KICTOK Y 3CJICHON BOAOPOCIH
S. quadricauda nakyOupoBanHbie ¢ GpeHonoM. KoHTpoabHas KysibTypa Bogopociei (1)

1 MHKyOHMpoBaHHBIEC ¢ peHosoM B KoHIeHTpanusax: 10 MxM (2) 0,1 MM (3) u 1 MM (4).

Bnugaue ¢eHona Ha CBETOBBIE 3aBUCUMOCTH (IyOpeCHEeHIMH XJopoduiuia
MetogoM PAM-bayopuMeTpun mokaszajio, 4YTO BO3JICUCTBHE (eHOoJIa BBI3bIBACT
u3MeHeHuss B cBeToBOi kpuBoii ETR (puc. 21). Ilapamerpsl ETRmax, K03 dumment
yTWIM3AIMA CBETOBOM JHEepruu (0) M HMHTEHCHMBHOCTH Hachimaromeid ceera (Ey),
npuBeeHBl B Tabmuie 2. ITokazaHo, 4ro Bo3jaeicTBHe GeHoMa B KOHIIEHTpanmuu 1 MM
camwkan mnapamerp ETRmax, KOTOpBIH MOKa3bIBa€T MAKCUMAJIbHYI0 CKOpPOCTh

HELMKIMYECKOr0 3JIEKTPOHHOrO TpaHcmopTa Ha cBery. bonee Toro denon (1 MM)
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CHIXaJI KOA(P(GUIMEHT YTHUIM3allUh CBETOBOM »HEpruu (o), a Takke MHTEHCUBHOCTH

Hacelmaromero ceeta (Ey) (Tadm. 2).

A
35 1

ETR, oTH. ef.
7S

—_
[}
1

n
1

(=]

0 200 40 600 800 0 200 400 600 800
DAP, MKMOTb KBaHTOB M2 ¢! DAP, MKMOJIb KBaHTOB M2 ¢!

Puc. 21. Tlapametpbl (iyopeciieHIMd B 3aBUCUMOCTH OT CBETOBOM Harpy3Ku

cycnen3un kierok S. quadricauda. OrHocuTelbHAs CKOPOCTh HEIUKIHYECKOTO

anektponHoro tpancrnopta (ETR) (A), Hedoroxumuueckoe Ttymenue (NPQ) (B).

KontponrsHas kynerypa Bogopociei (1) u Bogopocian, HHKyOupOBaHHBIE C (PEHOJIOM B

koHneHTparusax 0,1 MM (2) u 1 MM (3). [Tpo1omKUTENLHOCT, UHKYOAIMH C (PEHOIOM

24 4,

N3BectHo, uTo u3Mmenenwe mnapamerpa ETR mo Oosbiield mepe cBsi3aHO C
U3MeHeHHeM KBaHTOBoro Bbixoja Ha cBety Yield (Y). YMmenbmenue mapamerpa Y ¢
YBEJIIMYCHUEM OCBCIICHUSI CBS3aHHO C PETYJATOPHBIMH MEXaHW3MaMH, KOTOPHIC
AKTUBUPYEMBIMH TIPU M30BITOYHOCTH TOIJIONIAEMOM CBETOBOM JHEpruu. TakuMu Kak
yMeHbIIeHHEeM 3()()EKTUBHOCTH aHTEHHOTO KOMIUICKC, pPa3BUTHE B HEHW CTOHKOTO
HE(OTOXUMHUECKOTO TYIICHUS HE cBs3aHHOTO ¢ PsSbS Oenxom m ApH (qH) mmm xe
YACTUYHBIM OTCOCTUHCHUEM aHTEHHOTO KOMIUIEKCA, KOTOpas MPUBOJUT K CHIDKEHHIO
OTHOCHTEIILHOTO pa3Mepa aHTCHHOI'O KoMIUiekca (YMEHbBIIEHHE o) W 3akpbiTueM Pl
(camkenne ETRyax).

[poriece, KOTOPBIN KOHKYpUpPYET Ha poBHE ¢ portoxumueii (Y) 3a MOTIOMICHHYIO
CBETOBYIO 3Hepruto siBisiercss Heporoxumuueckoe tymenue (NPQ) (Schreiber, 2004).
Pa3zBuTne HEPOTOXMMHUYECKOTO TYIICHUS BHYTPH KJIETOK BOJOPOCICH 3HAYUTEIBHO

YMCHbBIIACTCA IIPpHU BOBI[GIZCTBHH (I)GHOJ'Ia Ha CBCTY JaXC IIpU CaMbIX HHU3KHX
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KoHneHTparusax (puc. 21). Camwxenue mapametrpa NPQ Moxker ObITH CBs3aHO C
HapylieHueM 0o0pa3oBaHUs MPOTOHHOTO TpaaueHta (ApH) B coueraHuu HapynieHUEM
dboTodochopunrpoBanus, KoTopasi IPUBOJAUT K CHUKEHHUIO OBICTPHIX aJalTallMOHHBIX
MPOIIECCOB TakuX Kak qE.

Tabmuma 2. IlapaMeTpsl CBETOBBIX 3aBUCUMOCTEH  (PIIyOpecUEHIIMH  KJIETOK
S.quadricauda B koHTposie W mocie noOaBieHHS (eHonma (24 49 WHKYyOaIum).
CraTucTUYeCKH 3HAUMMbIA YPOBEHb OTIMYHUIM MEX]y ONBITHBIM 00pa3lioM U KOHTPOJIEM

npunruMani 3a pP<0,05(*)

deHon deHon deHon
[TapameTpsbl KonTposb 10 M 0.1 MM M
NPQ npu 200
MKMOJIb 1,455 (100%) 1,435 (99%) 0,908 (62%)* | 0,885 (61%)*

KBAaHTOB M2 C'l

NPQ npu 800
MKMOJIb

KBAaHTOB M2 c'l

1,757 (100%)

1,750 (100%)

1,252 (71%)*

1,166 (66%)*

ETRmax 33 (100%) 32,7 (99%) 31,7 (96%) 29,7 (90%)*
o 0,195 (100%) 0,195 (100%) 0,192 (98%) 0,187(96%)*

E., MKMOJIB
169 (100%) 168 (99%) 165 (98%) 159 (94%)*

KBAHTOB M2 ¢t

Ha pucynke 22 mokazaHa WHIyKIIMOHHAs KpuBas OBICTPOH (IIyopeceHINH
xynopodwmmia, Tak HazbiBaemblie O-J-1-P-mepexonbsl. Ucxomnsie kpuBbie OJIP-kpuBoi
ObUIM HOPMHPOBaHBI HA MUHUMAIILHBIA YpOBeHb QuiyopectieHInu (Fo) U npuBeaeHbI K
HYJII0, TO €CTb KpuBble mpeacTaBieHsl kak FiFo-1, roe F; HWHTEHCHMBHOCTH
¢iyopecueHIIMM Ha CBETY B MOMEHT BpeMeHu t. [IpuHsTO cumTaTh, YTO B MOMEHT
HayasbHOro YypoBHS ¢uyopecueHud B Ttouke O Bce Pl ®C2 BakaHTHBI, a Bce

nepeHocunkn (Qa HaxomsTcs B OKHCIEHHOM coctostHuH. Jlamee (a3a HapactaHus
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bayopectieHiuu O-J oTpakaeT yMeHbIIIEHUE OKHUCIEHHBIX (opM Qa, a MOCIeayronme
3Tambl pOCTa B OCHOBHOM OTPaXaroT JajibHeiliee HakomeHue (Qa , TMOCKOJIBKY €ro
MOBTOPHOE OKUCJICHHE MOJABISETCS MIPU CHIDKEHUH KOJIMYECTBA akienTopoB Qg U myJa
XUHOHOB. CHIDKEHHUE HWHTESHCHUBHOCTH (ryopecreHImu mocie Makcumyma P (Fu)
00yCIIOBJICHO aKTHBAIMei mporeccoB HedoToxumuaeckoro tymenus (qE, qT, ql)
(Malnoé, 2018) u akrtuBanmeir dbepmentoB nukia Kanpeuna (Strasser et al., 2004).
JletictBue ¢eHoma okaspiBago BiausHUEe Ha Gopmy kpuBoit OJIP, nns anamm3za
XapaKTEPUCTHUK TIEPBUYHBIX Mpol1eccoB ¢hoTocunTe3a npuMmenmiu JIP-tecr.

O6pabotka kpuBbix b® o crangapTHOi mnpouenype JIP-recra BwIsIBUIN
3HAYHUTEbHBIC M3MCHEHUS NpPHU BO3JeicTBUM (eHonma B KoHIEHTpamuu 1 MM (34
WHKYOAIlMKM) Ha BOJIOPOCIEBbIC KIETKH (Tabin. 3). B 4acTHOCTH, CHU3WIICS KBaHTOBBIM
BBIXO/ DJIEKTPOHHOTO TpaHcmopra nainee Qa (Qgo), MHTHOMpOBaHHE OOYCIOBIECHO
yXyJIueHneM TmepeHoca aektpoHa Mexay Qa u Qs (yo). Ilpemmomaraercs, d9to
yBenuueHue (aspl O-J OoTpakaeT HaKOIUIEHHE BOCCTAHOBJICHHBIX (opM Kak Qg-
BOCCTaHABJIMBAIOINX, Tak M Qg-HeBOccTaHaBIMBaromuX eHTpoB OC2 (Strasser et al.,
2004). Totr @axrt, 4TO AUYPOH, MHTHOUPYIOMIMM 3JIEKTPOHHBIM TPAHCIOPT MEXKIY
akuenropamu Qa ¥ Qp, BBI3BIBAET OBICTPBIM POCT (QIIYyOPECHEHIMH MOYTH [0
MaKCHUMaJbHOTO YPOBHS 3a 2-3 MC, 3a BpeMs IMOSBICHUSA NMUKa J. AHanmW3 TaHHBIX
1oKa3aja, 4TO BO3JEHCTBUME (eHona NPUBOAUT K YBEIWYEHHUIO A0iau  Qg-
HEBOCCTAaHABIIMBAIOIIMX LIEHTPOB, KOTOPBIE TaKKE HECTIOCOOHBI OKUCIUTD ITyJ1 XMHOHOB
(V3). DTOT BBIBOJ MOATBEPIXKAACTCS APYTUMH TapaMeTpaMH, Takux Kak mapameTp Mo
(tabia. 3), KOTOpBIN MOKAa3bIBACT HAYAIBLHYIO CKOPOCTH 3aKPBITHs IIEHTPOB, TaK Kak
nepeHoc anektpoHa ganee Qa  3atpyaneH PLl B pesynbTare ObIcTpee 3aKphIBAIOTCS.
OtHocutenbHass ammudtyaa ¢asel J-1-P - xapaktepusyer BeposSiTHOCTH MepeHoca
anektpoHa oT Qa k myny PQ u e€ yMmeHbllleHMe mpu BO3JIEHCTBHM (PeHoma
00yClIaBIMBaeT yXy/AILICHHE 3JIEKTPOHHOTO TpaHCmopTa Ha gaHHoM yuactke (Antal et
al.,, 2009). Cmax ¢nyopecuenimu mocie makcumyma Fy (P) ucmons3oBaiu s
NOJYYCHHs OIICHKM BKiaaa PH-3aBucumoro Hedoroxumuueckoe TtymeHus (QE).

Jlanubie mokasanu, yto PH-3aBHCcHMOe HepOTOXMMHYECKOE TYIIEHHWE YMEHBIIASTCS
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Ipu BOSI[GﬁCTBPIPI q)CHOHa, 4YTO OAHO3HAYHO YKAa3bIBACT BJIMAHHC q)CHOHa OHCPru3amnuro

0,01 0.1 1 10 100 1000 10000

1 10 100 1000 10000
Bpena, Mc
Puc. 22. NUunykunonnsie kpuBble bD (A), penokc
npespamenuii P700 P ®C1 (b) u 30 (B)
Bojopociu S. quadricauda mocite 3 4 MHKyOaIuu ¢
¢denonoM. KoHTposbHas (CIUIONIHAS JIMHUSA) U C

¢denosnom B koHuentpanuu 0,1 MM (myHKTHpHAS).

MeMOpaHbl TUIAKOUAA.
Peructpanus KUHETUKHU
OKUCIIUTEIIBHO -
BOCCTAHOBUTEJIBHBIX MPEBPAILICHUM
PII ®C1 npoBoawiioch KOCBEHHO
0 U3MEHEHUIO B OTPAXKCHUU MPH
JUIAHE BOJIHBI 820 HM
MOJYJIUPYIOIIAM  CBETOM  (pHC.
22b). Cuwraercs, 4TO0 y TEMHO-
aJanTHUPOBAHHBIX KJIETOK
BOJIOPOCJIE  TPU  BKIKOYEHUH
HACBHIIIAIOMIECH BCIBIIIKU BBI3BIBAET
okucienue PI[  P700, 3arem
MPOUCXOIUT MTOCTEIIEHHOE
BOCCTAHOBJICHHC P700*
AJIEKTPOHAMM, TOCTYNUBIIMUMHU C
3JIEKTPOH-TPAHCIIOPTHOW 1enu. B
JNENUCTBUTETHLHOCTH d(DPEKTUBHOCTD
3JEKTpOHHOTO TpaHcnopra Ha OC2
u  peaokc  coctosHus — P700
B3auMOCBs3aHbl. Oxwuciaenue Pl
P700 sBexomur miato (MRmin)
npuMepHo Mexnay ¢azamu J-1 B
VHIYKIMOHHOU KpUBOU b,

KOTOPO€ OTpa)¥)aeT yMEHBIICHUE

KOJINYECTBA OKHCIICHHBIX
TIEPEHOCYMKOB MEXTY
¢dorocucremamu. [Toctynenue

3JEKTPOHOB €O CcTOpoHBI PC2 u
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CTpPOMAJIbHBIX JTOHOPOB BbI3bIBaeT BoccTaHoBlieHUe PI ®CI1, BbI3bIBas pocT KPHUBOM
penokc coctostHus P700. ITockombKy OTCYTCTBYET OTTOK JJIGKTPOHOB CO CTOPOHBI
akuentopoB ®C1 kpuBas Beixoaut Ha miaaTo Boccranorienus P700 PL] (na pucynke 22
He nokazano) (Goltsev et al., 2009a; Klughammer, Schreiber, 2000). /lanee ocBemieHue
KJIETOK BOJOPOCIIEH BBI3BIBAET BTOPYIO BOJHY okucieHus P700, uto oOBICHIETCS
oTToKOM 21ekTpoHOB U3 PC1 nocne akruBaiuu ®HP u pepmentoB nukina KanpBuHa-
bencona (Matopun, Anekcees, 2013).

Bo3zaeiictBue ¢eHona Ha KJIETKH BOJAOPOCIM HE CHU3WIO CKOPOCTb OKHMCIICHUS
P700, HO mocnenyroliee BOCCTAHOBJIICHHE 3aMEJISIIOCh BCJIEACTBUE MHTHOMPOBAHUS
ANIEKTPOHHOTO TpaHcmopTa Mexay (orocucremamu. Takue U3MEHEHUSI OCOOCHHO SPKO
BbIpakeHbl B TeueHne 10 ¢ u commacyrorcs ¢ yBenaudeHHeMm o Qg-
HeBoccTaHaBnuBaromux neatpos ®C2 (V;) (Matorin et al., 2014).

Mumncekynnnass 3@ Bo3HUKAaeT B peE3ysbTaTe BTOPUYHOM pPEKOMOMHAIIMH
3apsAI0B U €€ UHTEHCUBHOCTh HAMPAMYIO 3aBUCHUT OT JIEKTPOXUMHUUYECKOT0 MOTEHIIUAa
Ha MmemOpane tuinakouaa (Goltsev et al., 2009a), ¢ TOMOIIBIO KOTOPOTO MOYKHO OIEHUTH
sHepruzanuio ¢portocunteTnyeckux memopan (ApH u Avy). Paznensitor aBa ydyacTka B
UHAYKIMOHHOU KpuBOil 3D 3TO OBICTPHIN ydacTok (¢ XapakTepHbIMU ukamu |1 u 1) u
MEJUIEHHBIA y4acTOK (¢ mukamu l3 U T. 1.). XapakrtepHass MHAYKLIHOHHAs Kpubasi 3D
npeacraBiaeHHass B auanazone 3aryxanus 0,01-0,99 mc coctoaT M3 ABYX OCHOBHBIX
NUKoB: |1 — ObICTpBIM MUK mosBistomuiics npu 3-10 Mc u |3 — MensieHHbIA MUK
MOSBJISIONIMNACA B CEKYHJIHOM JMara3oHe (B pa3HOE BpeMs Y pa3HbIX aBTOPOB IO
pazHomy HyMmepytoT) (I"omsiieB u ap., 2014). ITosenenue 6picTporo makcumyma I; 30
NPUXOIUThCA Mexay ¢aszamu J-I Ha wHayknuonHou kpuBo b®d. Poct 3d (ly)
OOyCJIOBJIEHO HAKOIUIEHUEM OIPEJEICHHBIX PEIOKC-COCTOSHUM, OTBETCTBEHHBIX 3a
peKoMOMHAIMIO 3apsjga W HJMUCCHI0 KBaHTOB 3®, a TakkKe MyTeM YCUJICHUS
dbopmupoBanus 3D 3a CUYET «INEKTPUUECKOTO TMOTEHIHUana» Ha wmeMmOpane (Ay),
oOpasyromerocss B pe3yJbTaTe dJIEKTPOHHOTO TpaHCHopTa U OOpa3oBaHUS
MOJIOKUTENIBHOTO 3apsijia ¢ BHYTPEHHEH CTOPOHBI MEMOpPaHbI, @ UMEHHO CBSI3aHHOE C S3-
coctosstnueM KBK. Jlanee unteHcuBHOCTh 3P cmamaer 3a cueT 3akpbitus PI[ u

CHMKCHUA KOJIM4YECTBA H3JIy4daTCJIbHBIX peKOM6I/IHaHTHBIX rnap. [TosiBnenue
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MPOMEXKYTOUHOTO mHKa |l CBsi3aHo ¢ akTuBHOCTBIO DCl u KoTOpass OTHUMAET
AJIEKTPOHBI C MyJIa XMHOHOB, TEM CaMbIM OKHUCIISIS €€, KOTOpasi B CBOKO OYEpEb BEIET K
otkpbiTuio PIl u ycunenuio cBeuenus 3®. Memiennbii nuk (I3) B ceKyHIHOM
JMarna3oHe CBs3aH C  (POTOMHIYyIHMPOBAaHHBIM 00pa3oBaHHMEM TPAHCMEMOPAHHOTO
npotoHHOTO TpaaueHTa (ApH), kotopoe ycunuaet popmupoBanue cBeueHus 3.

st yanoOcTBa cpaBHEHUS MHIAYKIMOHHBbIE KpuBble 3D ObIM HOPMUPOBAHBI HA
JOKaIbHBI MHUHMUMYM Dj, KOTOpbIii Bo3HMKaeT mpu 3akpbiTuu Bcex PII B ¢aze P
WHIYKIIMOHHOM KpuBoi b® (puc. 22B).

B tabnune 3 mokazaHo, uto ¢geHon npu kKoHueHtpamuu 0,1 MM nopamisin Bce
nuku 3@. OTMeueHo, YTO CUila BO3JEHCTBUS (PEeHOJIa Ha MTUKU ObljIa HE PAaBHO3HAYHOM,
(beHOT 3HAUUTENBHO cuilbHee cHrbKan muk 11/D2, uro 610 oTMedeHo panee (Matorin et
al., 2014). Iony4eHHBIC pe3yNLTAThl MO3BOJSIOT MPEANOI0KHUTh, YTO (HEHOIN CHITbHEe
BIIMSICT HA DJICKTPUYECKYIO COCTABILIIONIYIO (AY) 3JIEKTPOXMMHUYECKOTO TMOTCHIMAA
MeMOpaHbl TUIAKOUIA.

Takum oOpazom, Bo3nelcTBUE (DEHOJA OTJIMYACTCS OT BO3JCHUCTBUS HOHOB
meTwipTyTu. Ilpu koHuentpauun 0,1 MM ¢eHo CHUXaeT sHepruzanuio MeMOpaHb
(11/D2), a uMeHHO 3eKTpUYEeCKYIO (Ay) KOMIOHEHTY JIEKTPOXUMHYECKOTO IPATUCHTA.
[Ipn yBenuueHun KoHuUeHTpamuu ¢enosa (1 MM) MOMHMO CHUMXKEHHUS SHEpPru3aluu
MeMOpaHbl THJIAKOWAA TIOSBISETCS JOIMOJHHUTEIbHBIA CalT BO3IEUCTBUS — D3TO
akientopHas cropoHa DPC2 (@go, V). BbsiBIeHO, 4TO (EHON MPAKTUYECKH HE

BO3JICCTBOBAJ Ha akIeNTOpHYIO0 cTopoHy DC1.
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Tabmuna 3. ITapamerpsr dayopecuennun (b®, 3®) Bogopocnu S. quadricauda mocie
3-X 4 MHKyOaluu ¢ pa3MuyHBIMU KOHIEHTpauusMu (enona. B tabnuie npencraBieHa
MeJraHa BBIOOPKH TPU N=5, YPOBEHb 3HAYMMOCTH OTIMYHA MEXKIYy KOHTPOJIIEM W

OTBITHBIMH OOpa3namu mpuHAT 3a p<0,05(*)

Denon
Ko
[TapameTpsl 1 0 1
HTpOJIb

0MxM | ,1 MM MM
0724 | 0710 | 0,712 | 0,702*

Eu/Fu
(100%) | (98%) | (98%) | (96%)
_ 043 | 042 | 034 | 032
| (100%) | (97%) | (79%) | (74%)*
y 032 | 032 | 035 | 041
* | (100%) | (100%) | (109%) | (128%)
0661 | 0,663 | 0,641 | 0,602*
Vo (100%) | (100%) | (97%) | (91%)
0479 | 0471 | 0456 | 0423*
P (100%) | (98%) | (95%) | (88%)
392 | 360 | 322 | 2.43*

PIABS
(100%) | (92%) | (82%) | (62%)
168 | 151 | 1.26 | 001"

1/D;
(100%) | (90%) | (75%) | (54%)
118 | 117 | 115 | 001*

1/D;
(100%) | (100%) | (97%) | (77%)
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3.3. XapakTepucThku (POTOCUHTETUYECKOIO arnmapaTa MMrMeHTHOTO MyTaHTa

Chlamydomonas reinhardtii CC-124y-1

[Ipy moOArOTOBKE [aHHOTO paslefia ObUIM HUCIOJb30BaHBl MaTepHUajbl paHee
OIMyOJTMKOBAaHHBIX COOCTBEHHBIX cTaTeil B coaBTopcTBe (CamBakacoBa m 1p., 2016;
MaropuH u np., 2016).

OCHOBHBIM COBPEMEHHBIM HANpaBICHUEM Pa3BUTHSI OMOMOHUTOPHUHTA SIBIISETCS
UCIIOJIb30BAHUE PA3JIMYHBIX TECT-00BEKTOB B OMOTECTUpPOBaHUU. buorecTupoBaHue,
HCIIOJb3YEMOE B KAUE€CTBE IKCIIPECC-METOJA OLIEHKA TOKCUYHOCTH BOJIHOW CPEbI, 1aeT
BO3MOXXHOCTb, C OJHOM CTOPOHBI, IO KOHKPETHBIM IHU(PPOBBIM JaHHBIM
OXapaKTepU30BaTb YPOBEHb TOKCUYHOCTU CPEIbI ISl OPraHU3MOB Ha KOJIMYECTBEHHOU
OCHOBE; C JPYrOoil CTOPOHBI, MO OLIEHKE CTAOMJIBHOCTH T€HETUYECKOrO Marepuayia Mo
BO3JICICTBUEM AHTPONOTCHHOW HArpy3Kd MO3BOJSET BBISIBUTh B OKPYXKAIOUIEH Cpelie
MyTareHHble (PaKTOphI, CBOEBPEMEHHOE OOHAPYKEHUE KOTOPBIX IMO3BOJSET MPHUHSTH
MEpbl 10 CHIDKEHHIO WX HETaTUBHOTO JEHCTBUS Ha KHMBBbIC opraHu3Mbl (3asmaH,
Maropun, 2015). MeToJ0I0rHYECKOH OCHOBOH COBPEMEHHOTO TI'CHETHYECKOTO
MOHUTOPUHTA SBJISIETCS co37aHue ObICTPhIX W A(PQPEKTUBHBIX  TECT-CHUCTEM,
MO3BOJISIONINX  OIEHMBATh  pPa3JIMYHbIC HAPYIICHUS TEHETHYECKOTro  ammnapara,
BO3HMKAIOITUE TIOJ] IEUCTBUEM (paKTOPOB OKpYXkaroleh cpenbl. B cBsi3u ¢ 3TUM MOUCK
HOBBIX MPEJCTABUTEIBHBIX TECT-00BEKTOB, MEPCIEKTUBHBIX IS MPOTHO3UPOBAHUS
TeHETHUECKUX TOCJIECTBUN NEeUCTBHS (HaKTOPOB OKPYKAIOIIEH Cpelbl U M3y4YeHUEe UX
HKOJIOTO-OMOJIOTHYECKUX 0COOCHHOCTEH MPECTABISAETCS aKTyaIbHBIM.

Y100HBIMU MOJIEIbHBIMU OOBEKTaMH JIJISl BBISIBICHUS] JIEUCTBUS Pa3IUYHBIX
(bakTopoB (B TOM YMCJI€ U MYTareHHBIX) Ha MOMYJISINH M0 UX BIUSHUIO HA aKTUBHOCTh
dorocunTe3a sBisoTcs Bojgopociu (Zaydan et al., 2014). 3enenas oIHOKJIETOYHAS
Bojopocis  xmamuaomonana (Chlamydomonas reinhardtii  Dangeard) sBisercs
MOJICNIbHBIM OOBEKTOM B TeHETHKE (DOTOCUHTE3a, U M3YyUYCHHUE TOCICIACTBUN NEUCTBUS
MyTareHHBIX BEIIECTB Ha €€ MCXOJHbIC U MYTAHTHBIC IITAMMBI MPEACTABISECT UHTEPEC
HE TOJILKO B IJIAHE PACIIMPEHUS HAIIMX 3HAHUN 0 OMOJOTHYECKOM JAEUCTBUU (aKTOPOB,

3arpA3HAIOINIMX 3KOCHUCTEMbI, HO KW A CO3AaHUSA TECT-CUCTEM MJIs1 T'CHCTHYCCKOI'O



70

MOHUTOpPUHIa OOBEKTOB OKpyXatouiehd cpeapl. [IpemmyiiecTBOM HCHOJIb30BaHUS
NUTMEHTHBIX MYTAaHTOB B OHOTECTHPOBAHUU BOJHOM Cpelbl SBISETCS BO3MOXKHOCTDH
OTIpPEJICTICHUs] HE TOJIbKO TOKCHYHOCTH 3arpsi3HEHHON BOJIbI, HO M €€ MOTeHIuaita
MYTareHHOCTU. Tak, UCIONb3ys NUIMEHTHBIA MYTAHT, XAPAKTEPHU3YIOLIMMICS KEITOU
OKpPACKO#, Npu OMOTECTUPOBAHUH HCCIEAYEMON BOJbBI U PETUCTPUPYS BOSHUKHOBEHHE
PEBEPTAHTOB 3€JICHOI0 I[BE€TA, XapaKTEpHOro JUIsi HCXOJHOIO IITaMMa, MOKHO
IIPOBOJUTH OLIEHKY COCTOSIHHSI BOJHBIX SKOCUCTEM Ha HaJIM4KWe MyTareHoB. Panee ObLiu
MOKa3aHbl BO3MOXKHOCTh U JIOCTOMHCTBA MCIOJIb30BaHUSI TMUTMEHTHOTO MYyTaHTa
Chlamydomonas reinhardtii (CC-124y-1) nis onieHKH MyTaOMJILHOCTH MPOO BOJIBI TIPU
MOHHUTOPHUHIE COCTOSIHUSI OKpYy»katoiei cpenbl (CaaBakacoBa u np., 2016; MaTopus u
ap., 2016).

PaboTbl 0 W3y4YeHUWIO BIWSHUSA PAAHANMOHHOTO H3IYYCHHsS Ha MUTMEHTHBIN
COCTaB 3€JICHBIX BOJIOPOCIICH M PACTCHUH IUPOKO MpeACTaBiIeHbI B uTeparype (Xue et
al.,, 2005; Zayadan et al., 2014). HM3BectHO, YTO coJep)KaHHE MHUITMEHTOB U HX
COCTOSIHUE SIBJISIIOTCS MHTETPAJIbHBIM IOKA3aTesIeM, KOTOPBIA OMNpEAENieT HE TOJIBKO
pa3BUTHE U AaKTUBHOCTb (DOTOCHMHTETHUECKOM CHCTEMbI, HO M TEYEHHE JAPYTUX
(epMEHTAaTUBHBIX PEaKLUid, T.€. XapaKTEpU3yeT MPOIYKTUBHOCTh, KMU3HECITOCOOHOCTh
u croiikocth opranusma (Rastogi et al.,, 2014). Ilog BosznelictBuem Y@ nyueit
IPOUCXOAUT HapylleHHe (YHKIUOHUPOBAHMUS MUTMEHTHBIX CHCTEM pPACTUTEIbHBIX
OpraHU3MOB, HW3MEHSETCS COCTaB M KOJUYECTBO NUIMEeHTOB. IlokazaHo, 4YTO B
pe3ynapTaTe OOJy4YeHMs] B KIETKaX pacTeHUI MOJAaBJISETCS CHHTE3 XJopouiia U
npoucxoauT ero ¢oroxectpykius (Moon et al., 2012; Rastogi et al., 2014).
OTMeyanoch 4yBCTBUTEIIBHOCTh CHHTE3a XJIOpOpUIIa @ K MyTareHam JIF0OOW MpUpO/Ibl
(Han et al., 2009). B To ke Bpemst Bo3aetictBue Y® Ha xjao0poduiut 6 cuuraeTcs Oosee
cia0bIM M MpPU 3TOM, OJHOBPEMEHHO, MEHEE U3Y4YeHHbIM. YD yMEHbBIIAET BEIUYUHY
oTHOIIeHUN xyopodmwin 6 / xjmopoduiur a, a Takxke XJIOPOPWILIBI / KapOTUHOHIBI
(Boponosa u 1ip., 2009).

[ramMmbl ObuIM  ONM3KKM TaKkKe MO CHEKTPaJbHBIM U  (PIIyOpeClIeHTHBIM
napamerpaM. Ha pucynke 23 npuBeieHbl CIIEKTPbI TOrJomieHus aukoro mramma (CC-

124) u mytantHoro mrtamma C. reinhardtii CC-124y-1. 3t cieKTpsl HOPMUPOBAHBI Ha
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KpPaCHbI MakCUMyM MOTJIOLIEHUsT XJopoduiuia a npu 675 HM. Y MyTaHTHOTO 1ITamMMa
CC-124y-1 mo cpaBHEHUIO C JUKAM THUIIOM HAOJFOMACTCS 3HAYMTEIBHOE CHUKCHUE
norjiomeHus B obnactu 650 HM, YTO yKa3blBaeT Ha CHIDKEHHE B HECKOJBKO pa3
KOJIM4YecTBa XJopodmwmia 6 TO CpaBHEHHIO C XJopopuwuioM a. IDTO TaKxke
MOATBEPAKAACTCA JAHHBIMH, MOJYYCHHBIMU MPU U3MEPEHUU CIEKTPOB BO30YKIACHUS
bayopecueniuu  (puc. 23B). Ha cnektpax mnorjomenus wmytanta CC-124y-1
OTMEYAJIOCh TaKXKE€ CHWKCHHUE TOTJIOMECHUsSI B 00sacTu KapoTuHOWAOB (470—480 HM)
(puc. 23A). DT U3MEHEHUS B 00JaCTH KapOTHHOMJIOB Y MYTAHTHOTO IITaMMa ObLIN
€llle CUJIbHEE BBIPAXKEHBI B CIIEKTPaX BO30YKJeHUS (PIIyopecleHInn. DTO MOKa3bIBaeT,
yt0 y MyTanTta CC-124y-1 Takxe CyIIeCTBEHHO CHIKEHO CO/IEPKaHNE KapOTHHOUIOB.

N3BecTHO, YTO KAPOTHUHOUIBI B BOAOPOCISIX HE GUIyOpeCcUUpyoT, HO 3PHEKTUBHO
NEPEHOCIT SHEPrUI0 BO30YXKACHHUS Ha XJIOPOPUIUT @, KOTOPBIA SIBISETCS OCHOBHBIM
ncrouHrkoM (ayopecueniuu. CymiecTBeHHOE yMeHblieHue B obmactu 480-500 HM B
CHEKTpe BO30YKIEHUS (PIyOpEeCLEHLUN MO CPABHEHUIO CO CHEKTPaMM MOMJIOIIEHUS Y
mytanta CC-124y-1 mokaspiBaeT, 4TO y HEro ociabieHa CBSI3b KapOTHHOUAOB C
XJIOPO(DHUIITIOM @, aHTEHHOTO KOMILJIEKCA U BBITIOJIHAIOT YKPAHUPYIOUTYIO POJIb.

B mnocnennee BpeMs JUisi OUEHKH padOThl (POTOCMHTETUYECKOTO ammapara
BBICIIIUX PACTEHHM U KYJIbTYp BOJOpPOCIEH, HAUMHAIOT HCHOJIb30BaTh METOMAbI
U3MEpPEHUS WHIYKIMOHHBIX KPUBBIX (IYyOPECIEHIIMA C BBICOKUM BPEMEHHBIM
paspeunienreM (HauuHas ¢ 10 Mkc) npu Bo30yKI€HUH HHTEHCUBHBIM cBeTOM ([ 0mb1ieB 1
np., 2014; Matopun, Pyoun, 2012). Ha npubope M-PEA-2 nosiBunack BO3MOKHOCTD
HapsAy C perucTpamnueit GyopeclueHnd U3MEPITh U U3MEHEHHsI TTorIoeHuu mpu 820
HM u oueHuBath peaokc coctosHue P700 (murment PI[ ®C1). To ecth npubop
MO3BOJISIET OJTHOBPEMEHHO CJEAUTh 32 OTACIbHBIMU PEAKUUSIMHU, MPOTEKAOIIUMU B
®C2 u B ®CI1 (T'ombues u ap., 2014; Maropun, Pyoun, 2012; Strasser et al., 2010).
bonee Toro, mpubOp perucTpupyeTr HWHIAYKIIMOHHBICE W3MEHEHHUS 3aMeIJICHHON
(ryopecieHIH .

Jlist 6osee AeTanbHOW OLIEHKH WM3MEHEHHH (DOTOCMHTETHMYECKOM aKTUBHOCTH B

KJIETKaX MyTaHTOB ObUIM U3MepEeHbl MHAYKIIMOHHBIE KpuBble b® u 3®, a Taxke penokc
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Puc. 23. Cnektp B0o30yxaeHus (payopecueHUUd NpH JJIMHE BOJIHBI peructpauun 680
HM (A) m crnekrp moriomenus (b) Bomopocim C. reinhardtii. CriomrHod TuHHUEH
npezacrasieH aukuid tan C. reinhardtii CC-124, a mTpuxoBoii JTUHKEH MyTaHTHBINA THUII
CC-124y-1. CrexTpsl MOTIOMIECHUS U BO30YXAeHUS (IyOpecleHIIMd HOPMHPOBAHBI Ha

KpPaCHbII MaKCUMYM XJIOPO(pHILIa @ PHU JJIMHE BOIHBI 675 HM.

cocrostaust P700 Ha mpubope M-PEA-2. Ha pucynke 24A npexacrasiensl kpusbie bD
MIOCJIC BKITFOUCHHUS CBETA, HOPMUPOBAHHBIE HA MUHIUMAJIBHBIA YPOBEHB (DITyOPECIICHITUN
Fo (O). ¥V kierok nukoro tuma KpuBas (DIyOpeCICHIIMH COOTBETCTBOBaja KPHBOM,
ornucaHHoi panee B ymreparype (Lazar, Schansker, 2009). B kuHeTHKE WHIYKIIHH
(bayopecleHIIMd B OTBET Ha CBET BBICOKOM HMHTCHCHBHOCTH OOBIYHO HaOIIrOmaeTcs
HECKOJIBKO CTajuii, n3BecTHBIX Kak O-J-1-P mepexozapl. Hauanbhsiii yposers O (Origin)
COOTBETCTBYET MHTCHCHBHOCTH (DIYOPECICHIMH XJIOpOHWIIa NpH «OTKPBITHIX» PI]
®C2 (Fo), xorma Bce akmentopel Qa okuciensl. Pasza O-]J o0ycnoBiacHa
CBETOMHAYIIMPOBAHHBIM BOccTaHOBIeHHEM Qa, TOrma Kak ciemyroniue  ¢asbl
OTpaXaroT, TJaBHBIM 00pa3oM, HalbHEWIIee HAKOIUIEHHE BOCCTAHOBIEHHOTO Qa,
OOyCJIOBJIEGHHOE CHIDKCHHEM €r0 PEOKHCICHUS B pe3yjbTaTe€ BOCCTAHOBJICHHUS
akentopoB Qg U ITyJIa MJIaCTOXWUHOHOB.

[Tomy4yeHHbIE MHIYKIIMOHHBIE KPUBBIE (DIIyOPECIICHIIMHM y MYTAHTHOTO IIITaMMa
CC-124y-1 omnuuatorcs ot aukoro Ttuma (puc. 24). YV MyTaHTHOro mTamma
HaOJII0/1aJIOCh CHIDKEHHUE TMepeMeHHON (diyopeciieHIiud Fy B OCHOBHOM 3a CHYET

CHMKCHUSA FM, YTO BO3MOKXHO CBA3daHO C YMCHBHICHHMCM KOJIMYCCTBA AKTHBHBIX PH,
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KOTOpas NPUBOJUT K  YMEHBIIEHHWIO MAaKCHUMajlbHOTO KBAaHTOBOTO  BbIXOJA
dyopecuenmmm (Fy/Fuy).

Jist  mpoBeneHUs KOJMYECTBEHHOTO aHaju3a XapaKTePUCTHK IMEePBUYHBIX
mporeccoB (OTOCHHTE3a Ha OCHOBE MapaMeTpoB KHHETHYecKor KpuBon O-J-1-P
UCI0JIb30BaIM napametpol JIP-tecta (Tabun. 4), onucaHue U pacyeT napaMmeTpoB JaHbI B
npuioxenun 1. [lapamerp ABS/RC y wmyrtanTHbIX KieTok CC-124y-1 yBenuueH
(2,865), 4TO yKa3pIBa€T O CHIKCHHUM y MyTaHTa JONMH «akTUBHBIX» PI[ DC2
OTHOCUTENbHO gukoro tumna (1,485), 4To corjacyercss ¢ CHUXKEHUEM IEpPEeMEHHOU
bayopecuenuu Fy. Jlons Qp-HeBoccranaBnuBaroniux 1eHtpos ®C2 (V;) y MyranTa
OBLT YBEJIMYEH, a TAK)K€ CHIKEH KBAHTOBBIN BBIXOJ AJIEKTPOHHOTO TPAHCIOpTa Jajiee
OEo. Takke HaOIOaeTcsi cHukeHue napamerpa V, y myranta CC-124y-1, koTopsbrit
CBS3BIBAIOT C 3aTPYJIHEHHUEM NepeHoca 3eKTpoHa 0T PC2 B myn «OBICTPBIX» XUHOHOB.
B cBoro ouepenb 3TO CBS3aHO CO CHIKeHHEM (oroxumuueckoi aktuBHOCTH PC2 u
YBEIMYCHUEM JI0JIN QB-HEBOCCTAHABIMBAIOIIUX LEHTPOB. Nunexe
npou3BoAUTENbHOCTH (Plags) siBisieTcss mokazarenemM (PYHKIIMOHAJIIBHOM AKTUBHOCTH
®C2, ortHeceHHbIH K morjomaemon osHeprun (ABS). Ortor mapamerp wumeer
ONTHMAJIbHBIE TIOKA3aTeNId y KJIETOK JUKOTO THUITA HAMPOTUB MYTAHTHBIA IITaMM UMeEJ
HECKOJIbKO CHUKeHHbIe moka3zaTeiu Plags CHmkeHue (yHKIMOHAIBHOM aKTUBHOCTU
®C2 cBgI3aHO € HHU3KMM MAaKCHUMAaJIbHBIM KBaHTOBBIM BhIxogoM @DPC2, a Takke
yBennueHueM 10y Qg-HEBOCCTAaHABIMBAIOIINX IICHTPOB.

[Tomo6no wmHAekcy npomsBoauTelbHOCTH DC2  Plags, 00mmii  mHAEKC
POU3BOAUTENBHOCTH Pligtal (CyMMapHBIN WHAEKC TPOU3BOAUTEILHOCTH) YUUTHIBAECT HE
TOJIBKO (PYHKIMOHAJIbHYI0 aKTUBHOCTH PC2, HO M aKTUBHOCTU KpaWHHUX aKUENTOPOB
®C1. Takum 00pa3om, Pl TpUMEHATHCS 711 O0Jiee MHUPOKOW OIEHKH CIaXKEHHOCTH
paboThl NByX (OTOCHMCTEM M IIENU MEepeHOoca dJEKTPOHOB MEXAy HUMH. JlaHHBIN
MOKa3aTellb TakKe ObUT CHUKEH y MYTaHTHOTO ITaMMa, HO B OTIMYUMU OT Plags
CHW)KCHHE HE OBUIO CTOJIb CHIJIBHBIM. J[EMCTBUTEIHHOCTH 3TO CBSI3aHO C YBEIMYCHUEM
3G ()EKTUBHOCTH TEepeHoca PHEPruu C MyJia IUIACTOXMHOHOB HAa KpalHUE aKIENnTOpPhI
OCl.

Hpoueccm HC(l)OTOXI/IMI/I‘IeCKOI‘O TYIICHUSA SABJIAIOTCSA 3allIUTHBIMU MEXAHU3MAaMH
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oT (POoTOOAECTPYKIMU (POTOCUHTETUUYECKOTO afmapara akTUBHBIMH  (OpMaMH
kucinopona. KBaHTOBBIM BbIXON paccewBaHus dHepruu (Qp,) ¥ ApH-3aBucmmoe
tymenue (E) y MyTaHTa HaxOJUThCS Ha BBICOKOM YypoBHe (Tabi. 4). Bricokue
3HAYCHHUs] JaHHBIX MapaMeTPOB TMO3BOJISIET MPEANONOKHUTh XOPOILINE MEXaHU3MbI

3aIIUThI KJICTOK OT MOBBIIIICHHONM MHTEHCUBHOCTH CBETA.
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Puc. 24. WunykumoHHble KpuBble ObICTpoil (dayopecueniuun (A), 3amemJIeHHON
dbayopecueniuu (b) u moxynupoBanHoro otpaxkeHus npu 820 um (B): 1- nukuit tun
(CC-124), 2- wmyrantneni mramn (CC-124y-1) oaHokierounbix Bomopociei C.
reinhardtii. UuaykuuroHHbIe KpHBBIE OBICTPOW (hiyopecieHInn HoOpMUpoBaHbl Ha FO
(mpu t=0,02 mc), kpuBbIe 3aMeJIeHHOW (uIyopecleHMd HOpMUpoBaHbl Ha D, (mpu

t=280 Mc), MogyIUpOBaHHOE OTpakeHUe ObLI0 HOpMUpoBaHO HA MRo (ipu t= 0,7 Mc).

OnHOBpEMEHHOE HM3MEPEHHE KUHETUKU KPHUBOW MOIYIMPOBAHHOTO OTPAKECHUS

npu JUiMHE BOJHBI 820 HM MO3BOJISIET HAa HATHBHBIX OOBEKTaX CJIECIUTH 3a PEIOKC
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coctostaueM P700 PI[ ®C1. V aganTtupoBaHHOTO K TeMHOTE KJIeTKH Bojgopocyiu P700
HaXOJUTbCA B TMPEUMYLIECTBEHHO B BOCCTAHOBJIEHHOM COCTOSHMHM. BxitoueHue
JEeUCTBYIOIIEro cBeTa NpuBOAUT K okuciaeHuto PI P700 (c MakcuMyMoOM HaKOILJICHUS
P700" npu t = 30 mc), kotopoe cMmensercss BoccranoBienuem P700 (puc. 24B). Ipu
3ToM curHaibel b®, orpaxkaromme BoccraHoBienne Qa (P), w mporecch
BoccTaHoBieHUs: P700 BbIXOASAT Ha IUIATO IMPUMEPHO CUHXPOHHO. I[lapamnenbHOe
HakoIuieHne BoccTaHoBNeHHBIX ¢opm P700 m Qs oTpakaeT BOCCTaHOBIICHHUE
nepeHocurnkoB Ha BcéM yuactke DT mexnay doTocucteMamu B CBS3H C OTCYTCTBUEM
OTTOKAa DJIEKTPOHOB U3 akuentopHod wyactu DPCl B ycnoBusx, korma OHP
WHAaKTHUBUPOBaHa WMHKyOanueid B TemHore. Ilpu mmurensHoM ocBemeHuu (~ 1-10 c)
HaOMoau BTOpYIO0 BOJIHY okucieHus P700, KOTOpyr0 MOXKHO OOBSICHUTH OTTOKOM
anekTpoHoB oT ®C1 npu akruBaru ®HP u pepmenTos nukia KansBuHa.

Kak BugHo u3 pucynke 23 B, myrant CC-124y-1 coxpaHsieT COCOOHOCTH K
okucienuto nurmeHta P700 mpu BkItoueHMH cBeTa, CKOpOCTh okucieHuss P700
NPaKTUYECKH HE OTIMYAIOCh OT JAMKOro tuma. OpHako, y MyTaHTa HaOII0Jaloch
CHIDKEHUE CKopocTu BoccTaHoBiieHUs: P700, koTopoe cBsi3aHO cO ci1aboi aKTUBHOCTBIO
3EKTPOHHOTO TpaHcnopta PC2, 3T0 cornacyercsi ¢ JaHHBIMU aHAIU3a WHAYKIMOHHBIX
KpuBbIX bD.

NunykuuonHas kpuBas 3@ BO3HHMKAaeT B pe3yJibTaTe€ BTOPUYHOM peaKUUU
pekoMOMHAIMKM  3apsJoB W €€  MHTEHCUBHOCTh  3aBUCHUT  OT  BEJIMYUHBI
IEKTPOXUMHUYECKOTO T'PaJUCHTAa MPOTOHOB, a TAKXKE YMCIa PEKOMOMHAHTHBIX Tap,
ucrnyckaomux kBaHThl 3D. [ToaTomy 3D sBAsSieTCs OAHUM U3 CIIOCOOOB Ha HATUBHOM
OOBEKTE€ OLEHUTh JHEPru3auuil0 (POTOCUHTETUUYECKUX MeMOpaH. MakcuMym Ha
UHIYKIMOHHOW KpuBoi 3@ BosHukarommit mpu 10-50 mc (l1) Bo3HuKaeT Ha (ase
Bo3pactanus J-l maaykumonnoi kpuor b® (puc 24A wu puc. 24B). O6Gpa3oBanue
mukoB |1 u 1 oOyClOBIEHO HAKOIJICHUEM ONPENEIEHHBIX PEIOKC-COCTOSHUM,
OTBEYAIOMIMX 332 OOpAaTHYI0 PEKOMOMHAIMIO 3apsiioB W HUCIyCKaHue KBaHTOB 3D, a
takke ycuieHueM 3® 3a cuér oOpasyrolerocss 3JEKTPUYECKOro MOTEHIMana Ha
meMmOpane (Ay). Tpermit muk 3® I3 — B CEKyHIHOM JMamna3oHE CBS3BIBAIOT C

(GOTOUHIYIIUPOBAHHBIM ~ O0pa30BaHUEM TPAHCMEMOPAHHOIO  AJIEKTPOXUMHUYECKOTO
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rpagueHTa npotoHoB (ApH), koTopoe yBenMUYMBAET MHTEHCUBHOCTH BBICBEUHBAHUS
kBaHTOB 3®. DTH 3aKOHOMEPHOCTH PACCMOTPEHBI BO MHOTHX padotax (Strasser u ap.,
2010; Zayadan u ap., 2014). Y myrantHoro mrtamma CC-124y-1 3HaunTtenbHa CHUKEHA
uHTeHCUBHOCTh 3® Ha mHAYKIMoHHOW KpuBou mpu 10-50 mc (muku 3@ |y u lp), mu 1 ¢
(muxk 3® l3) (puc. 24b), 4TO BEPOATHO CBSI3aHO C 3HAYUTEIBLHBIM YMEHBIICHUEM
HEIMKIMYECKOrO0 TPAaHCIOPTa W YMEHBUICHUEM SHEpPru3anuud (QOTOCHHTETUYECKUX
mMemOpaH (Ay u ApH).

[Tapametpst JIP-Tecta nnnykuroHHbix kpuBbix b® u nmapamerpsr 3® nokazanu,
HEKOTOpbIE OTIUYMS MYTAaHTHOTO W AuKOro Tuna. Hanbosee xapakrepHble U3 HUX IS
MYTaHTHOTO THIIA O3TO MaJlblii pa3Mep OTHOCHUTEIBHOTO AaHTEHHOTO KOMIUIEKCa
(ABS/RC), a Takxe OTJINYMs B KBAHTOBOM BBIXOJIC 3JIEKTPOHHOT'O TpaHCIopTa (Qgo), a
Takke W wuHAekca npousBoguTenbHocTH DPC2  (Plags). Kpome Toro, BBISBICHO
YMEHBILIEHUE TPOLIECCOB 3HEPIrU3alvu (POTOCUHTETHUECKUX MEMOpaH y MYTaHTHOI'O
THIIA.

OtcyTtcTBHe XJI0popuilia 6 3HAYUTENBHO CHIKAET A3P(HEKTUBHOCTH POTOCUHTESA
B KJIETKaX MYTAHTOB, HO OBLIO MHTEPECHBIM IMOCJIEAUTh PEAKIIUIO KIETOK MyTaHTOB Ha
CBETOBYIO Harpy3ky. B pesynbrare ObUM MOJydeHBI XapaKTEpHBIE CBETOBBIE KPHUBBIC
Yield, ETR u NPQ. Kak BugHO ®3 Tabnumbl 4 mnapaMeTpbl CBETOBBIX KPHBBIX
dbayopecteHIMN XJI0poduiia y MyTaHTHOTO THUIA 3HAYUTEIHHO OTIUYAINCH OT JIUKOTO
tuna. KBanToBeiii Beixoq Ha cBety (Yield) seasercs kosddunmentom 3¢hHekTHBHOCTH
pazaeneHus 3apsaaoB Ha PI[ @C2 B yclioBusX CBETOBOM Harpy3ku. Kak BUIHO, TUKWN
TUN TpH cnaboil WHTEHCMBHOCTH cBera 25 @DAP moxkaspiBaer 0oJjiee BBICOKHE
nokasareyu 3(pPpexkTuBHOCTU pazaeneHus 3apsaaoB Ha PII, ywem myrtanTHbiil Tin (0,598
npotuB 0,319). [loBsieHrne HHTEHCUBHOCTH cBeTa 10 600 AP 3HaYMTENHHO CHUXKAIIO
3 PEKTUBHOCTh pa3jeicHus 3apsanaoB y aukoro tuma (0.132) wem y myranta (0,202).
[MapameTp Hedoroxumuueckoro tymienus (NPQ) Taxke ObLI BbIllie y TUKOTO THIA MIPH
untencuBHoctu ceta 25 ®AP (0,087 mpotus 0,054). Torga kak npu UHTEHCUBHOCTH
ceera 600 ®AP HepoTOXMMHUUECKOE TYIIEHUE Y MYTAHTHOT'O TUIA OBLIO BBHIIIE YEM Y
aukoro Tuma (0,263 mpotuB 0,156). DTo MmoKa3bIBaeT, YTO MYTAHTHBIH THIT JIy4IIe

CITPABJISIETCS C IOBBILIEHHON CBETOBOM HArpy3KOM, YeM JTUKHUU TUIL.
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Pacuer Hackimaroniet naTeHcMBHOCTH cBeta (Ey) mokasain, 4To y MyTaHTHOTO
THUIIa OH BbILIE B MOYTH 4 pa3a yem y aukoro tumna (111 npotus 410 ®AP). B To Bpems
KaK MaKCHUMajbHas CKOpPOCTh 3JIeKTpoHHOro TpaHcrnopTa (ETRmax) comocTaBUMBI Y
oboux. D10 mokazbiBaeT, uTto OoTiAHuusi B DOCA CylecTBYIOT MPEUMYIIECTBEHHO B
CBETCOOMpAIOIIEM AaHTEHHOM KOMIUIEKce. BriosHe BO3MOXKHO, YTO HapyLIAKOTCA
MEXaHU3MBbI MepeAadynd SHEPTUU MEXAY MUTMEHT-0eNKOBBIMU KoMIuiekcamu U PLI mpu
Y®-myTarenese, KoTopas MPUBOIUT K YMEHBIICHHIO 3(P(GEKTUBHOTO pa3Mepa CBETO-
cobuparoiero komiviekca @C2, kotopas U NPUBOJUT K CHUXKEHHUIO curHana b®d u
HU3KUM MOKa3aTessiM KBAHTOBBIX BBIXOJIOB 3JIEKTPOHHOTO TpaHCHOpTa (Pgo) U MHACKCA
npoun3BoauTeIbHOCTH PC2 (Plags).

[TokxazaHo, 4TO U3MEHEHUE UHAYKIIMOHHBIX KpUBbIX b® u 3@ sBrisercs oaHUM U3
NEPBBIX OBICTPO PETHCTPUPYEMBIX MAapaMETPOB KJIETOK BOJOPOCIH MOCIE MyTareHesa.
OTu mapameTrpsl MOTYT ObITh BechbMa 3((EKTHBHO HCIIOJIB30BAHbBI Ul JIUAarHOCTUKU
COCTOSIHMSI HCCIEyeMbIX OOBEKTOB. OTH pPE3yJbTaTbl MOTYT OBITh IOJIE3HBIMU HE
TOJBKO JIJIS1 IOHUMAHUS MEXaHU3MOB PETYJISIUU NTepBUYHBIX ITporieccoB B PC2 u OCI,
HO U JUISI UCIIOJIB30BAHUSI PA3JIMYHBIX TapaMETPOB (IyOpeCUEHIIMH B ONOTECTUPOBAHUN
CBOMCTB BOJABI B ECTECTBEHHBIX W HCKYCCTBEHHbIX BojgoeMax. Kpome Toro,
MOJIYYCHHBIM MUTMEHTHBIN MyTaHT 0e3 xiopoduina 6 C.reinhardtii CC-124-y-1
NEPCIIEKTUBEH B OILIEHKE 3arps3HEHHBIX BOJHBIX JKocucTeM. I[IpumeHseMblil
F€HETUYECKUN  KPUTEpPUM,  TNHUIMEHTHBIM  COCTaB,  SBJISIETCS  HEOLEHHUMBIM
IIPEUMYILECTBOM JIJISI UCIIOJIb30BaHUS JAHHOTO MYTaHTa B F€EHETUYECKOM MOHUTOPHUHIE
OKpY’KaroIllel cpeibl € LEJIbI0 ONpeleieHUs MYTaOMJIBHOCTH HCCIEAYEeMOMl Cpesbl.
Hcnonb3oBaHue MpeasiaraeMoro TecT-o0beKTa JaeT UHTErPaibHYI0 OLEHKY COCTOSIHUS
OKpY>KaroIllel cpesbl U MOBBIIIAET TOYHOCTh IPOTHO3a 00 OTJAJIEHHBIX MOCJIEICTBUSIX

MYyTareHHbIX 3arpsi3HEHUMN.



78
Ta6nmuma 4. OcHoBHble mnapamerpbl PEA- u PAM-dayopumerpun Bomopociu C.
reinhardtii y gukoro (CC-124) m y wmyrantHoro tuma (CC-124y-1). VYpoBeHb

3HAYMMOCTH OTIMYUI MEXTy TUKAM U MyTaHTHBIM THIIOM puHsIT 3a P<0,05(*)

[Mapamerpsl | CC -124 | CC -124y-1 Onucanue napamerpa
EFy 0,728 0,365* MaxkcuMaIbHBIA KBAHTOBBIA BBIXO.I
(100%) (50%) HCPBUYHOMN (POTOXUMUMU.
BeposATtHOCTh TpaHcnopra
0.485 0.601* 3JIEKTPOHOB 3a mpenaeiibl Qa, TO
Yo (100%) (124%) eCcTh 3(P(HEKTUBHOCTH, C KOTOPOH
SKCHUTOH, 3aXxBadyeHHbIN P, nBrxkeT
AJIEKTPOH 10 LIET0YKe nocie Qa.
0,353 0,219* KBanTtoBas 3¢ (eKTHBHOCTH
Pee (100%) (62%) IepeHoca 3JICKTPOHOB OT Qa~
0,272 0,635* O} deKkTUBHOCTD pacCEUBaHUS
oo (100%) (234%) SHEPTHUH B TEILJIO.
BepoaTHOCTB, € KOTOPOM AJIEKTPOH
0.47 0.688* OT TIEPEHOCYUKOB MEXIY JABYMS
Oro (100%) (146%) (bVOTOCI/ICTeMaMH penynupyer
KpaiiHUe aKIeTOPHI AIEKTPOHA Ha
akuentopHou cropone @C1.
ABS/RC 1,485 2,865* [ToTok 3HEpPTUH, MOTJIONTAEMBIHA
(100%) (193%) OJTHUM aKTUBHBIM P1]
WNHunekc mpon3BOIUTEIIBHOCTH -
Pl 1,695 0,302* nokasartelb (PyHKIIMOHATLHOMN
(100%) (18%) akTuBHOCTH PC2, OTHECEHHBIN K
TMOTJIONIAEMON SHEPTUU.
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CyMMapHbIil HHAEKC

IMPONU3BOAUTCIIBHOCTH - IIOKA3aTCJIb

1,505 0,666*
Pliotal dbyHKUHOHATBHOM akTUBHOCTH DC
(100%) (44%)
2, ©®C1 u nenu nepeHoca
AIIEKTPOHOB MEXKy HUMH.
Cnocobnoctb k pH-
c 0,177 0,343* UHIYLIHPOBAaHHOMY
| (100%) (194%) HE()OTOXUMUUIECKOMY TYIICHUIO
bayopecueHIun.
Yield npu 0,598 0,319*
KBanToBbIl BbIXOJ Ha cBeTy. DAP
25 ®AP (100%) (53%)
— (DOTOCHHTETHYECKH aKTUBHAS
Yield mpu 0,132 0,202*
paauarusi.
600 ®AP (100%) (153%)
NPQ npu 0,087 0,054*
25 AP (100%) (62%) Hedoroxumuueckoe TymieHue npu
ONPENETCHHON NUHTEHCUBHOCTHU
NPQ npwu 0,156 0,263*
cBeTa
600 ®AP (100%) (169%0)
MakcumasnbHas CKOpOCThb
27,5 35,6*
ETRmax HEIUKJINYECKOTO JIEKTPOHHOTO
(100%) (139%)
TpaHCTIOpTa
0,248 0,087* KoaddumumenT yrunmzanum
o
(100%) (35%0) CBETOBOM DHEPTHH
e 111 410* Hacepimaromass "HTEHCUBHOCTD
' (100%) (370%0) cBeTa (MKMOJIb KBAaHTOB M 2-ct)
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prwep uszyuenue 2eHemuuecKoll moKkcudHocmu - pa3iudHsvlx 600 c

UCNOJIb306AHUEM NOJIYUYEHHBLX MYMAHNOAE.

Jl7is BBISIBIEHUS! TEHETUYECKOW TOKCUYHOCTH CTOKOB aBTOMOMWKHU T. AJIMaThl H
cTtouHbIX BoJ [laBmomapckoro HedrenepepadbaThIBAIOUIETO 3aBOJIAMH HCIIOIb30BaNACh
MYTaHTHBI mTamMM MmukpoBogopociau C. reinhardtii CC-124y-1 w3 koyekuu
dboToTpodHBIX MUKpOOpraHu3MoB Kadeapsl onorexnonoruu KazHY um. ans—®Papadu.

JIist BBISIBIICHUSI BEIIECTB, OOJAJAIONIMX T€HETUYECKOM TOKCUYHOCTH, KIIETKU
nurMeHTHOTO MyTanTa C. reinhardtii 124y-1 Beiaep>XkuBaau B TECTHPYEMOH BOJIE, 3aTEM
paccMaTpuBajdd YacTOTy BO3HUKHOBEHHS OOpaTHBIX MyTalui (paccUMTHIBAIU
KOJIMYECTBO peBepTaHTOB) (Ta0i. 5). PeBepTaHT — MyTaHT, Y KOTOPOro B pe3yJIbTaTe
oOpaTHOM, CynpEeCcCOPHOM WM KOMIIEHCATOPHON MyTalluy MOJTHOCTBIO WJIM YaCTUYHO
BOCCTAHABJIMBAIOTCS MIPU3HAKU UCXOAHOTO (IMKOI0) OpraHu3ma.

Jlns pacueta HaMH HUCHOJB30Bajach METOABI MakKpoOKOJoOHWH. Merton
MaKpPOKOJIOHUN — OOBIYHBIN MUKPOOMOJIIOTUYECKUI METO/I, 3aKJIFOYAIOLIUIICS B TOM, YTO
JUIsL ydeTa BBDKMBAEMOCTH W KOJIMYECTBA MyTalliii Ha TMOBEPXHOCTh MHUTATEIHLHOMN
cpenbl B yaliku [leTpu BbIceBaeTCs OMPEIEICHHOE KOJIMYECTBO KIETOK 13 pacuera S00-
1000 xnerok Ha yamky. [locessHHBIN Ha YalllKu MaTepuall BHICTABIISIN B JIIOMUHOCTAT.
Yepes 7-10 cytok nmoa 6uHoKysipHOM aynoit MBC-2 npu yBenmueHun 7X2 npoBOAWIN
OTIpe/ieNIeHNe KOJMYECTBAa BBDKUBIIMX KOJOHUU XJIAMHUJIOMOHAA M YYUTHIBAIH IOJIO
MYTaHTHBIX KJIIOHOB TI0 UBETY KOJIOHMH. [lpyu BbIpamuBaHuud BOAOPOCIEN Ha
MUHEPAJIbHOW Ccpe/ie Ha CBETY, HaOII0Jaiy TOSBICHHE MYTAIIMOHHBIX W3MEHEHUM,
CBS3aHHBIX C M3MEHEHHeM IBeTa KosoHuu (KButko u ap., 1966). B crounsix Bomax
aBTOTPAHCTIOPTHBIX MOEK T. AJTMaThl HE BBISIBUJIMCH PEBEPTAHTHI MIUTMEHTHOTO MyTaHTa
C. reinhardtii 124y-1, kouTpons paBen <107, a B OKCIIEpHMMEHTE YUCIIO PEBEPTAHTOB B
obenx mpobax Nel m Ne2 Takxke coxpanunoch (<107°). DTo mokasbIBaeT, 4To MPOOHI
MPOSIBIISIIOT CPEIHIOK CTETNEHh TOKCMYHOCTH MYTareHHOW aKTHBHOCTH B OTHOILICHHH
mramma C. reinhardtii 124y-1, 4to moATBepKAaeTCcsi OTCYTCTBUEM OOPATHBIX MYyTaIlUil
(tabu. 5). B mpob6ax crounsix Boja [laBmogapckoro HedrenepepadaThIBarOIIEro 3aBojia

NOSIBUIICH PEBEPTAHTHI 110 M3MEHEHMIO IIBETA, KOHTPOJL paBeH <10, Torma Kak B
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skcnepuMenTe B npode Nel oGmapyxkeno 8 xononsl (0,8x10%), a B mpobe Ne2 63
-4
KOJIOHBI (6,3x10™) peBepTaHTOB. DTO NOKa3bIBAET MYTAareHHYK AaKTUBHOCThH MPOO
ctounbix Boj IlaBnogapckoro HedTenepepadaThIBAIONIETO 3aBOJA, TaK Kak OHHU

WHIYIIUPOBATIM TOSIBIICHHE 0OpaTHBIX MyTtaruii mramma C. reinhardtii 124y-1 (ta6m.

5).

Tabnuna 5. M3yueHne reHeTUYecKO TOKCUYHOCTH CMBIBHBIX BOJ aBTOTPAHCIOPTHBIX

MOCK ropoaa AnIMaThl U CTOYHBIX BOJ HaBJ'IOI[apCKOI‘O H€¢)T€HCpCp36&TLIBaIOHICFO

3aBoJia
DKCIEPUMEHT (Ne
Yacrora KonTpons | mpoOsr)
BCTPEUYAEMOCTH 1 2
[IurmenTHBIE
<6,5x10*| <6,5x10* | < 6,5x10*
CrouHble BOJIBI | MyTaHTBI

ABTOTPAHCIIOPTHBIX PeBepTaHTBI I10

MOEK TOpoa AJIMAaTsl | H3MEHEHHUIO <10°® <10°® <10°®
[BETA
CrtouHble Boabl | [IurMeHTHBIC

<6,5x10* | 9,1x10* | 2,6x103
[TaBnomapckoro MYTaHTBI

He(drenepepabarbiBa | PeBepTanThl 1O
JOILIETO 3aBO/A U3MEHEHUIO <10°® 0,8x10* | 6,3x10*

1BETA

Takum oOpa3oM, Ha OCHOBE MUTMEHTHOTO MyTaHTa 0e3 xyopodumia 6O
C. reinhardtii 124y-1 mpoBeJeHa OIIEHKA KOJOIMYSCKOTO COCTOSHHUS BOJBI CMBIBHBIX
BOJ AaBTOTPAHCIIOPTHBIX MOCK TI. AjMaThl M CTOYHBIX BoJ IlaBiomapckoro
HedTenepepadbaThIBAOIIETO 3aBOAA

Ha mamr B3rsa, cucreMa OICHKM KadecTBa BOJBI HAa OCHOBE BOJOPOCICH

ABJIACTCA HepCHeKTI/IBHOﬁ U MOJKET OBITH B I[&HBHGIZIHGM YCOBCPIICHCTBOBAHA 3a CUCT
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pa3pabOTKM HOBBIX METOJOB TECTUPOBAHUSA, a TaKKe pACHIMPEHUs] CIEKTpa
UCITOJIb3yEMBIX MYTAaHTOB, HAIpUMEP, IMTaMMOB: 0e3 xjopoduiuia 6, 6€3 000JOUHBIX,

CBCTOYYBCTBHUTCIIbHBIX, C HAPYIICHHUAMHA B CUCTEMC PCIICPAIIUN KIICTKH (CaI[BaKaCOBa u

np. 2016; Matopus u ap., 2016; Zayadan et al., 2014).
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3.4. Ce3onHas TUHaAMUKa apaMeTpoB GIyopecleHIINN XJIopoduiuia GUTOIIaHKTOHA

MocksbI-peku. OnieHKa yCTOMYUBOCTH MTPUPOJHOrO (PUTOIUIAHKTOHA K HOHAM PTYTH

[Ipy moAroTOBKE MAaHHOIO paszeiia ObUIM HMCHOJIb30BaHbl MaTepUalibl paHEe
OITyOJIMKOBAaHHBIX COOCTBEHHBIX cTaTei B coaBTopcTBe (Mormmaposa u ap., 2015).

Kpamxas xapakmepucmuxa 3K0102U4ecKo20 cOCMOSHUSA PALLOHO8 UCCIe008AHUSL.
Hcropuuecku, MO0 TEUYEHUIO P. MOCKBBI B 4epTe€ TOpoJa BBIAEISETCS TPU ydacTKa C
pa3IMYHOM CTENeHblo 3arpsi3HeHus. [IepBhlil y4acTOK pacrojoKeH Ha BXOAE PEKH B
ropon B paiione TymuHO, OH TPaAUIIMOHHO CUHMTaeTcs Haubosee uducThiM. BTopoit
Y4aCTOK PEKH HAXOJUTCS B LEHTpajdbHOM wactu ropoaa (B mpenenax CanoBoro
KOJIbIIa), KaYECTBO BOJBI 3/1€Ch M0 HEPTENPOAYKTaM U METallaM KoJeOJeTcsl Kak B
TE€YEHUE roja, TaK U BIOJIb TEYEHHS] PEKH. TPEeTHil y4acTOK pacroJioKEH Ha BBIXOJIE
peku u3 r. Mocksbl, 311eck HaxonaTcst KypbsiHoBckue ounctHbie coopysxenus (KOC),
cOpoChl BOJBI M3 HUX HPUBOJAT K YBEJIMUEHHUIO B PEKE KOHLEHTpPalUU OHWOTEHHBIX
2NIEMEHTOB (aMMOHWMSI, HUTPUTOB, (hocdaror) (I[lomosa, 1972). Ilo manubM Jloxmana
Mocakomonutopunra 3a 2010 r., ka4ecTBO BOJbI B peKM MOCKBa Ha BXOJE B TOPOJ
COOTBETCTBOBAJI0O HOPMATHMBAaM, YCTAHOBJIEHHBIM [JI BOAHBIX OOBEKTOB KYJIBTYpPHO-
OBITOBOTO HAa3HAYEHUS U PEUYHbIE BOJBI HAa 3TOM YYACTKE XapaKTEpU30BAIUCH KaK
«yCJIOBHO 4HCThIe». B nenTpansHoit yactu ropona B 2010 r u B 2017 r. Habmomanoch
YBEJIMYEHHE COJEP)KaHMS B3BEIICHHBIX BEIIECTB, AMMOHHS M HEPTEHNPOAYKTOB IO
CPAaBHEHUIO C COJEPKAaHUEM 3TUX BEIIECTB Ha BXOJ€e peku B ropoa. Ha Beixome w3
ropoja, noj BiusHueM copoca Boa u3 KOC, B p. MockBe 3HaUUTEIBHO YBEIUYUBAIOTCA
KOHIIEHTpaIluu 0uoreHHsix BemecTB (B 2010 r. conepkanne aMMOHUS YBETUYMBAJIOCH B
cpenHeM B 7.7 pa3, HUTPUTOB B 3 pasza, HUTPATOB B 5 pa3, ¢ocdaroB — B 4 paza). Kak
CJeJICTBHE, BOJIa B peke MockBa Ha BbIXoJe U3 ropojaa xapakrepuszobanach B 2010 r. u
B 2017 r. kak «cmabo 3arpsi3HeHHAs (JlOKIaapl O COCTOSTHUM OKpYKAroIIeh cpebl B
ropoge MockBe 2010 rox; [lokiagbl 0 COCTOSSHUM OKpPY’KarOUIEH Cpelbl B TOPOAE
Mocksa 2017 rox).

Cy1iecTBEHHO M3MEHsUIach TEMIIEpATypa BOJABI HAa ATHUX CTAHLMIX B TEUYECHHE

VCCIIEIOBAHHBIX NIEpUOAO0B. JIeasaHOM TOKPOB Ha peKe Ha CT. TylIMHO B IIEPUO HALIUX
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uccienoBanuii o0paszoBbiBalicss B cepeauHe HOsO0pst 2009 r. TomnmuHa apaa Mpu 3TOM
BapbupoBaia B TeueHue 3umbl 0T 2 10 40 cM, a coxpansuics oH Ao maprta 2010 r.
Temmeparypa BojbI o1 Jb10M Obl1a MeHee 1°C u u3mensiach B npeaenax 0,0-0,4°C. B
NEepUo OTCYTCTBHUS JIEHOBOTO MOKPOBA, C ampeis Mo OKTSIOpb, TeMIeparypa BOABI B
MOBEPXHOCTHOM CJIO€ peKH BapbupoBaia ot 6 10 30°C.

B uentpe ropoma Ha cr. BopoObeBbl 'opbl jien Ha peke MOABISUICA JIUIIb
NEPUOJIMYECKH TMPU CUJIBHBIX 3aMOpPO3Kax M Ha KOPOTKoe Bpems. BoBpems Hammx
HaAOJIOICHUM CIUIOLIHON JeIsTHON MOKPOB TOJIIIMHON OKOJIO 2 ¢M OBLI 3aMEYEH JIUIIb B
nekadpe 2010 r. TemnepaTypa moBepXHOCTHOTO CJI0S BOJIbI BO BPEMsI TUPOJIOTUYECKON
3uMbl (¢ HOsAOps mo MmapT) BapbupoBana oT 0,4 mo 2°C. Jluama3zoH ee KojeOaHHWl C
ampeis 1o okTs0pb coctaBui ot 5 1o 28°C.

Ha Brixoge pexu u3 ropoga (cT. J3epKUHCKHIT) TemIepaTypa BOJAbI B MEPHUO]
rujaposiorudeckoit 3umbl (¢ HOsIOps 2009 T mo mapt 2010 r.) BapsupoBana ot 0.5 1o
3.5°C, To ecTb ObIa HECKOJBKO BBINIE, YeM Ha CT. BopoObeBbl ['Opbl U 3HAYUTEIHHO
BbIIIIE, 4eM Ha CT. TymmHo. BeceHHuN moabem TemmnepaTypbl HOBEPXHOCTHOTO CIIOS
BOJIbl B pEKe Ha CT. J[3epKMHCKUU HauMHAJICS YK€ B Hayaje mapTa, B TO BpeMs Kak
MOBBIIIEHUE TeMrepaTrypbl BoAbl Ha cT. TymmHo U BopoObeBbl ['opbl HauMHAIOCH
CITyCTSI MECSII, B TIEPBBIX yuciax anpens. TakuM oOpa3zoM, Ha cT. [[3epxkunckuii B 2010
r. ObUTM OTMEUYEHBI Kak Oosiee BBHICOKAs TeMIlepaTypa BOJbI B 3UMHHUU MEpPUOJ, TaK U
0oJiee paHHUM €€ BECEHHUM MOIbEM.

[IpoBeieHbl KOMIUIEKCHBIE HCCIIEIOBAHUSI TOIOBOW JIMHAMUKH COJIEpKaHMS
xJjopodriia @ ¥ MAaKCUMaJIBHOTO KBAaHTOBOTO BbIXOJa (DIIyopecleHIuu XJopoduiiia
¢uToriankToHa MOCKBBI-PEKA B MOBEPXHOCTHOM CJIO€ Ha TpeX ydacTkax peku. [[ns
OIICHKM BIJIMSIHUS METarojiica W JUIsi  OIEHKH WH(OOPMATUBHOCTH BBIOPAHHBIX
Oono(du3znyecKrux napameTpos.

B WHTaKkTHBIX amanTHUPOBAHHBIX K TEMHOTE MpoOax BOABI PETUCTPUPOBAIU
noctossaayto (F,) m makcumanbhyto (ayopecuennuio xmopodumia (Frp), a Takxke
OTHOCHUTEJILHBIN BBIXO/] IEpeMeHHOM (hyopectiennuu ¢puroruianktona (F/Fn), koTopast
ABJIIETCSI MEPOM MaKcHUMalbHOW KBaHTOBOW 3ddexktuBHOcTH PC2. OHa OTpaxkaer

3 PEKTUBHOCTh MepBUUHBIX mporeccoB (¢otocunreza (F./Fyn) u nmpencraBnser coboit
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0e3pa3MEepHYI0 DHEPIeTUYECKYI0 XapaKTEpPUCTUKY (POTOCHUHTE3a, AHAJOTHYHYIO
KOA(PGUIIUEHTY TOJE3HOTO JEWUCTBUS W HE 3aBUCSIIYI0 OT BHUJOBOW CHEIUPUKU
OpraHu3ma.

Peructpanus MHAyKUMOHHBIX KpuBbiXx b® (Ha mpubope AquaPen AP 100) u
CBETOBBIX KpHBBIX (Ha mpubope Water-PAM) Obutn niposenensl ¢ 2016 roga mo 2017
roga. Mamepenust npoBOAMINCH IO 3 TPEM BBIIIE ONMCAHHBIM CTAaHLUSAM peku MOCKBa,
npoObl BOJbI (IO 2 J1 € KaXJOH CTaHIMU) OTOMpanuch pa3 B MeCALl B TEUCHHUH

BETeTAIIMOHHOTO TIepro/ia (GUTOIIAHKTOHA HAUMHAS C MapTa Mo OKTAOph-HOsA0ph (2016-

2017).

Oyenka coodepoicanue xnopoguina a. Coaepkanue XJopoduiia omnpeaensiiu
cnekTpooToMeTpHIeCKUM  crmocobom  Ha  mpumbope  USB2000, A  Taxxke
KoppenupoBaHreM curHana QuyopectieHimu (Fo) C comepkanueMm xjopoduiia a B
BOJIE, KOPpEJAIMIO CUTHaNa Fo ¢ comepkaHuEM NTPOBOJIWIM pa3 Mecsill ¢ MOMEHTa
IIBETCHUSI 10 KOHIIA BETETAIIMOHHOTO Iepuoaa. B 3uUMHUI TepHOI KOppeismus He
MIPOBOJIUIIACK, TAK KaK COJep:KaHue Xjaopodunia Obla 6JIM3Ka K HYIIO.

Conepxkanue xyiopopumia a Ha CT. TymIMHO BapbUPOBAJIO B TEPUOJ
HAOJIOACHU OT MUHUMaJbHOTO 3HaueHus (.26 MKI/1 B sSIHBape 10 MaKCUMAaJbHOTO
24.86 mxr/in B utone 2010 r. (puc. 25). Cpeanee 3a BeCh CPOK pabOT HA ATOU CTAHIIMH
cozeprkanue xyuopoduiia a cocraBuio 6,18+7,12 mkr/in. C okta0ps no siuBaps 2009 r.
HAOJIOAANIOCH IECITUKPATHOE MaJeHUE cojepkanus xiopoduiia Ha cT. TymuHo - ¢
2,73 no 0,26 Mkr/n. 3aMeTHOE€ BO3pacTaHHWE 3TOr0 IOKa3aTellss HAYMHAIOCHh TOJBKO
BECHOM, B ampere, cpa3y Mocje TasHus JICASHOr0 MOKpoBa U mporpesa Bojbl 10 6 °C.
CBoero MakcuMyMa cojiepkaHue xJopoduia a nocturano B vioHe — 24.86 MKr/m,
3aTeM HaOJII0AaIOCh MOCTENEHHOE CHUKEHHUE €ro KOHIEeHTpauuil - a0 7,19 Mkr/mn B
centsiope. B mepBoii nexaae oktsaops 2010 r. Ha ct. TymmHO ObUT OTMEUYEH BTOPOWA, HO
OoJnee HU3KHI 1O CpPaBHEHUIO C JICTHUM, MUK KOHIEHTpanui xmopodwmma a — 14,93
MKI/1 (puc. 25A). OnHako yxe B HosiOpe 2010 r., mocie Hayana oOpa3oBaHuUs JIEJOBOTO
MOKPOBa M CHWXEHUS TeMIlepaTypbl BOjAbl 10 3HadeHu MmeHee 1 °C, copepskaHue

xjopoduisia a B Bojie CT. TyIIMHO CHOBAa PEe3KO yMEHbIIANOCh - a0 3,36 MK/, a
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MecseM no3aHee, B jaekadpe 2010 r., mox cioem jpaa TommuHOM 20 ¢M U TpuU
temriepatype Boasl 0,2°C - 1o 1,36 Mkr/n. HTEpecHO OTMETUTh, YTO TOJIOM paHee, B
okTs0pe 2009 r., BTOpoi MUK KOHILEHTpalMi xjopoduiia a B Bogax CT. TyIIMHO HE
OBLIT 3aMETHO BBIPAXKEH, & €r0 KOJIMYECTBO B BOJE OBLIO HAMHOTO HIKE, YeM B OKTSIOpe
2010 r.

B Bomax peku Ha cr. BopoOneBbl ['opel comepxkanue xjopodumia a
BapbUPOBAJIO 3a BpeMs mpoBeneHus: ucciepaoBanuit ot 0,09 Mkr/a B stHBape no 16,77
MKr/n B wuione (puc. 25b). B pesynbraTte, cpenHee 3a BeCh CPOK HaONIOACHUMN
coliepkaHue xJjopoduiia @ Ais dTOM CcTaHIMU cocTaBwio 3,9545,32 wMmkr/a, T.e.
OKa3aJoCh NOYTH B 2 pa3a HWXKE, 4eM B BoAax CT. TymmHO. BeceHHee yBennueHue
coziep>kanus xjJopoduiuia a Ha ¢T. BopoOseBbl ['opbl HAUMHAIOCH, TAKXKE KaK U Ha CT.
Tymmno, B anpene. OIHaKO pe3KUi MOABEM COAEPKAHMS XJIOopo(duiuia @ B BOAE 3TOU
CTAaHUMM HA4YMHAJICA TOJBKO B HIOHE, a HE B Mae, kak B TymmHo. CBoero
MAaKCHUMAJIbHOTO 3HAYEHUS ATOT MOKA3aTellb 3/1€Ch JOCTUTAN JUIIb K KOHILY UIOJS, a HE
B HtoHe Kak B TymmuHo. [lepron BeICOKMX 3HAYeHUIN KOHIEHTpauuit xjaopoduiia a (0T
8,95 no 16,77, ipu cpenrem 12,43+3,98 mkr/n) npoaospkancs ¢ UioHSA 1Mo aBryct. C
aBrycra mno JekaOpb HaOII0Janoch MNOCAEAOBATEIbHOE CHUYKEHUE COIEpKaHUs
xjopoduiia @ B 3TOM pailoHe peku U B Jaekadpe oHo coctaBuiio 0,57 mkr/n. [lepuon
HU3KUX 3HaueHui xynopodwmwmwuia a (ot 0,09 no 0,17 mpu cpennem 3unadenuu 0,15+0,05
MKr/n) mpopoipkaincs ¢ aekadbpsa 2009 mo mapt 2010 rr. Cyas mo coaep:KaHHiO
xjopoduiia a B BOJIC 3a BECh Mepuo/I HaOII0ICHUH,
MOXHO TPEINOJIOXHUTh, YTO (UTOMIIAHKTOH Ha CT. BopobnseBbl ['opbl  ObLI
MajouuciaeHHee, yeM (uTomaHkToH B TymmHo. Kpome Toro, BTOpoill mHMK OOWIUS
(bUTOTUTAHKTOHA, OOHAPYKEHHBIN Ha BXOJIE peKku B ropo (cT. Tymmuno) B oktaope 2010
r., Ha cT. BopoGbeBsl ['opbl BOOOIIIE OTCYTCTBOBAII.

Conepsxanue xyopoduiuia a B Bogax peku MOCKBBI Ha BBIXOJE€ U3 Topoja (CT.
JI3epKUHCKHIT) BAphbUPOBAJIO B MEPUO]I HAIIUX HaOmoAeHui ot 0,24 MKI/1 B SHBape 10
16,3 mxr/a - B utosie 2010 r. B cpennem 3a roa coaepkaHue Xjaopoduiia a cOCTaBUIO

s oToi ctaniuu 4,61+5,86 Mkr/i1. B mepuona ¢ oktsaopst 2009 r. mo saBaps 2010 T.



87
ATOT MoKa3zaTenb Ha CT. J[3epxkuHckuii cHmxkancs ¢ 0,59 mo 0,24 Mkr/im, ogHako B

OKTSIOpE 1 Jekabpe 3HaueHUsT KOHIICHTpAIi XJI0pohuiuia a B BOJE 3TOW CTAHIIUN OBLITU
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Puc. 25. Jlunamuika mmapamMerpa MaKCHMaJbHOTO KBaHTOBOro Beixoga (Fy/Fuy)
(crutonTHas TMHMS ) © MUHUMaIBHOTO YpoBHS (iryopectieniiuu (Fo) (mtpuxoBas TuHus)
B MIOBEPXHOCTHOM cJIOE€ BOJbI MOCKBBI-peKH: A — Ha ctaHuuu TymuHo; b — Ha cTaHuMK

Bopo6neBbl rophl; B — Ha craniuu J{3epKUHCKUH.
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MPaKTUYECKA OJMHAKOBEI. BeceHHee yBenmueHue coaeprkanus xiopodmmia a B Bogax
cT. JI3epkuHCKMiT HaunHaAIOCh B MapTe (puc. 25B), a He B anpesie kak B TyIIMHO U Ha
BopoObeBbix ['opax. [lepuox Beicokux 3HaveHuit xiuopodwmia a (7,65 — 16,30 Mkr/m,
npu cpeanem 13,0143,78 MKI/i) mpoaoimKancs ¢ UIOHA MO CEHTSIOph U ObUT Ha Mecsll
mHHee, yeM B TymmHo u Ha BopoObeBbix ['opax. BbIpakeHHOrO OCEHHEro IMHKa
comepkaHusl xyoporiia @ Ha BBIXOJE pPEeKH W3 ropoaa He HaOmopanock. [lpu
cHIKeHUM Temrepatypbl BoJbl ¢ 16 °C B cenTsiope 2010 r go 11°C B okTsi0pe TOTO *Ke
rojia, cojiep)kanue xjopodusia a B BoJI€ PE3KO CHIXKAIOCh - ¢ 14,85 no 2.13 mxkr/m.
CHmKeHue 3Toro mokaszaress IpoJI0JbKaJIoCh BILIOTh 10 KoHIA HabmoaeHui B 2010 1.,
koraa oH goctur 0.62 MKr/mir.

Takum 00pa3oM, aJisi MOBEPXHOCTHBIX BOJ peKM MOCKBBI Ha CT. J3ep>KMHCKUN
OBLJIO XapaKTepHO OoJiee paHHEe Hayajo BECEHHEro pa3BUTHUS (PUTOIUIAHKTOHA — Ha
Mecsall pasblie, 4yeM B TymmHOo u Ha BopoOwseBbix I'opax, u Haumbomee

MPOJIOJKATEIBHBIN MEPUOJL €T0 JIETHETO OOMIINA - C UIOHS 110 CEHTSAOPb.

Oyenka akmusHOCMU NPUPOOHO20 (PUMONIAHKMOHA HA OCHOBAHUU NAPAMEMPOS
@ayopecyenyuu xnopoguina a. s OLEHKM MNOTEHUMATBHOU (POTOCHHTETUYECKOU
AKTUBHOCTU (PUTOIUIAHKTOHA KCIOJIB30BAJIM BEJIMYMHY OTHOCUTEIHHON TEpeMEHHOM
¢dnyopecueniun  Fy/Fy, oTpakaromeit MakcHMMaibHBIM KBaHTOBBIM BbIxo] ©®C2
(Maropun, Py6un, 2012). B mnpupomHbix Bojgoemax, OOTraThiX JJI€MEHTaMHU
MHUHEpaJIbHOTO NMuTaHus, 3HadyeHus: Fyv/Fy Moryt gocturats 0,6-0,7. Ilox merictBuem
CTpeccOBbIX (DaKTOPOB, B TOM YHCIE U 3arps3HAIONIMX BEIIECTB, 3TOT MOKa3aTeib
MOYET YMEHBIIATHCS, Y MEPTBBIX KJIETOK OH paBeH ().

B ngunamuke (GOTOCHMHTETUYECKOW AKTUBHOCTH (DUTOIIAHKTOHA, BBIPAXKEHHOMU
yepe3 BennMuuMHYy cooTHolneHus Fy/Fy, Takke, kak u B ciiydae xjopoduiuia, d,
MPOCIIEKUBACTCS BIMSHUE ce30HHOTO (akTopa (puc. 25 A-B). B 3umHwmii mepuoj
AKTUBHOCTh (PUTOTUIAHKTOHA Ha BCEX TPEX CTAHIMUAX Obuia KpaitHe Huska (Fv/Fy Menee
0.01). Kpaitne nuskue 3HaucHus cootHomenust Fy/Fy B 3TOT mepuon ObUIM CBSI3aHBI,

BCPOSATHO, C HHTCHCHUBHLIM OXJAKIACHUCM ITOBECPXHOCTHBIX BOJ H COHYTCTBYIOH_ICﬁ
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CMEHON OCEHHEro KOMIUIeKCa (UTOIIAHKTOHA Ha 3UMHHA. YeTKo BbIpaKEHHbIE
MUHUMYMBI 3HaueHud Fy/Fy Habmomamuch Toiapko B TymmHO M JI3ep)KUHCKOM B
SHBape, TOr/a Kak g cT. BopoObeBbl rOpbl HU3KUN YPOBEHBb 3TOTO MOKA3aTessl ObLI
oTMedeH B nepuoy ¢ aexadops 2009 r. nmo mapt 2010 r.

B Becennuit mepuoxa (¢ mapra 1Mo ampeib) HAOIIOJATOCh PE3KOE YBEIMYCHHE
aKTUBHOCTU (PUTOIUIAHKTOHA, CKOPEE BCETO, 3TO OBLIO CBSI3aHO C CE30HHBIM MOIHEMOM
TEMIIepaTypbl BOAbL. YK€ B MapTe Ha cT. /[3epxuHckuii oHa coctaBwia 3,5°C u,
COOTBETCTBEHHO, BeJIMuuHa cooTHOoIIeHus Fy/Fyv mis mpoObl BOmbI ¢ 3TOW CTaHIMH
nocturia 0,25, roraa kak B TymmHao 1 Ha BopoObeBbix ['opax 3Hauenus Fy/Fyv B mapte
coctaBuin Tobko 0,04 u 0,02 mpu temneparypax Boasl 0,3 u 0,4°C coorBeTcTBeHHO. B
mae 3HadeHus Fyv/Fym B mpo0Oax Bojbl ¢ 00CIEIOBAaHHBIX CTAHIMN KOJCOATHMCh YXKE B
npenenax 0,33 — 0,63, npuuem MakcuManbHoe 3HaueHnue Fy/Fu, a ciaemoBaTenbHO - U
aKTUBHOCTU (DUTOIUIAHKTOHA, ObLIO OOHAPYKEHO Ha CTaHIMK B TyIIuHO.

BaxxHO OTMETUTH, YTO MOJBEM KOHILIEHTPAIMU (PUTOIJIAHKTOHA IO XJIOPO(PHILTY
HECKOJIBKO 3ama3jiplBaeT 1o cpaBHeHHI0 ¢ Fy/Fy. DTOT dakt mokaspiBaeT, dTO
MOSIBJICHUE B  TOMYJSIUA  KJIETOK  BOJOPOCIEHM C  BBICOKOW  aKTUBHOCTHIO
(OTOCHHTETHUYECKOTO armmapara ¥, COOTBETCTBEHHO, C BBICOKUM 3HaueHHeM Fv/Fy
NpEeIIIecTBYeT HACTYIJICHHIO TIEPUO/AA IIBETCHHSI, COMTPOBOXKIAIOIIETOCS YBEIUYECHUEM
KOHIIeHTpaluu QgutormiankroHa. [logoOnbiit addext Habmrogancs u Ha o3epe baiikan
(Maropus, Pyoun, 2012).

B nernuit mepuon mokasatens Fy/Fym mocturan Ha BceX CTaHIUAX HauOosee
BBICOKHX 3HA4YeHHUH, npudeM B TymuHo 310 umeno mecto B utoHe (Fv/Fv = 0,68), a Ha
BopoObeBbix ['opax u B /I3epxkunckom — B utoie (0,56 u 0,47 COOTBETCTBEHHO).
OTHOCHUTENIbHO  BBICOKasg JJisi  peYHOro (UTOIUIAHKTOHA  (OTOCUHTETUYECKAS
aKTUBHOCTh, 3apETUCTPHpPOBaHHAas B JIETHUW TEpUOI Ha BCeX 0O0CIeIOBaHHBIX
CTaHITUSX, CBUICTEIILCTBYET O TOM, YTO (PUTOIJIAHKTOH JIETOM HE ObLT TUMUTHUPOBAH TIO
OCHOBHBIM (DaKTOpaM CpeJibl U CyMell aJaiTUPOBATHCS K €€ OTHOCUTEIHHO BBICOKUM (10
30°C) Temneparypam Boabl. Ilociae JeTHMX MakKCUMyMOB (DOTOCHHTETHYECKAS
aKTUBHOCTHh (PUTOIJIAHKTOHA HA BCEX TPEX CTAHIUAX CHIDKAIACh, MPUYEM 3TOT CHaj

ObL1 O0Jiee Bcero BbIpakeH Ha cT. BopoOweBbl ['opkl, a MeHee Bcero — B TymmuHo.
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WutepecHo, urto MakcuManbHas BenuuuHa Fy/Fy, oOHapykeHHas B JICTHHX
npobax BOJBI, OKazajach Hambosnee Hu3koi B /JI3epxkmackom (0,47), 9TO MOXKET
CBUICTEILCTBOBATh O HETAaTUBHOM BIMSHHM Ha TIOTCHIMAIBHYIO aKTHBHOCTH
dboTocuHTE3a (UTOIUIAHKTOHA B pEKe 3arps3HEHUi, TOCTYNAalomuX B HEe U3
Mmerarnoiica, Takke kak u copocoB KOC. B 1o xe Bpemst Hanbomnee Boicokue Fy/Fy,
HaOroIaBIINECs B JICTHUA 1epuo/l B TyIIMHO, BEPOSTHO, CBUIETEIHCTBYIOT O TOM, UTO
YCIOBHSI Il pa3BUTHA (DUTOIIAHKTOHHOTO COOOIIeCTBa 3/1eCh ObUIM HamOoJee
OJaronpHUSTHBIMY B JISTHUH TEPUO]T TIO CPABHEHHIO C IBYMSI IPYTUMU CTAHIIASMHU.

Takum o00Opa3oMm, Ha TpexX CTalUsAX CE30HHBIM XOA (POTOCHHTETHYECCKOU
aKTUBHOCTH (DUTOIIAHKTOHA M KOHIICHTPAIMH XJopoduiuia oTmmdanuck (puc. 25). Ha
cTaHmud TymHMHO (QUTOIUTAHKTOH XapaKTePU30BaJICS BBICOKOW AaKTUBHOCTHIO PIJ
(Fv/Fm) ¢ Mast mo OKTSIOph BKJIFOUMTEIBHO MPH HAJIMYMM JBYX HMHUKOB Oromacchel (Fo).
Ha craammu BopoObeBBI TOpbl MUK aKTUBHOCTH W OHWOMAacchl (DUTOIUIAHKTOHA
NpUXOIUJICS Ha wroyb. Ha cranmmm J[3epXKUHCKUI yBenmueHue (POTOCHHTETUYECCKON
aKTUBHOCTH HAYaJOCh HA MECSI] PaHbIIE, YeM Ha APYTHX CTAHIHMAX, HAHMOOJBIIHE
3HaueHus1 Fv/Fym BBIABICHBI B Mae-OKTSAOpe, a HauOOJIbIIME 3HAYCHUS OMOMACCHI - B
utojle — ceHTsa0pe. Ha Bcex ydacTkax pekd B BECEHHUU TIEPHO]] YBEIUUYCHUE
(OTOCHHTETUYECKOW aKTUBHOCTH (DUTOIUTAHKTOHA HAYMHAIOCH PAHBINEC YBEITHMYCHHUS
OroMacchl BOJAOPOCIIEH.

B neTHuit mepruosa cample BRICOKHE (POTOCHHTETHYECKAs aKTUBHOCTh U OMoMacca

(bUTOTUTAHKTOHA OTMEYEHA Ha YCJIOBHO YMCTOM Y4YacTKe peku (cTaHius TyIInHO).

Hccneoosanue axmugHocmu  (QUMONIAHKMOHA C  NOMOWbLIO  CEEMOBLIX U
UHOYKYUOHHBIX Kpusblx ¢hayopecyenyuu xaopogunna. VHAYKIMOHHBIE U CBETOBBIC
KpuBble (uryopecueHuu udmepsuia ¢ 2016 no 2017 rona B Teuenuu roga. [ns orbopa
npo6 ObLIM BBIOpaHbl 3 CTAHIUU IO MYTH pycia MOCKBbI-peKH, BX0J B ropoJ MocCkBy,
BOMM3M cTaHuuu TymuHO, cepenHa, BOIU3U cTaHIMU BopoObeBbl rOphl U BBIXOJ PEKU
n3 MockBbl BOJM3M CTaHIUU JI3epKuHCKUM. s OLIGHKH COCTOSIHUSI BOJIOPOCIICH
NpUMEHSUICS MMITYJIbCHBIN (uryopumerp AquaPen FP 100 (PSI, Yexwus). IlpoOsr

OTOMpaNNCh  HEMOCPEACTBEHHO y  OeperoBod JHMHMUM  pekd. Perucrtparus
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bayopecuieHIuyu  xjopoduiiia MPOBOAWIOCH B KojinuecTBe He MeHee deMm 10-tu
noBTopHOCTEH. [lomydeHHBIE WCXOMHBIE NAaHHBIE OBUTM aHAJIM3WPOBAHBI C TOMOIIBIO
CTaHJApTHOM MPOIEAYphl aHaU3a WHAYKIHOHHBIX KpuBbiXx b® JIP-tecta (Strasser et
al., 1995; Strasser et al., 2004). O0paboTka JaHHBIX HHIYKIIMOHHBIX KpHBBIX BD,
103BOJIsIET OBICTPO oLeHUTh cocTostaue [1I1D puTonmankroHa.

HauOonpuinii vHTEpeC MNPEACTaBISIO CPAaBHUTH MapaMeTpbl (IIyOopecleHIINH
xjopodwsia BO BpeMs BECEHHErO IIBETCHUS U JICTHEH JCTPEecCHHd Pa3BUTHS
¢urorutankToHa. CpaBHEHUE MapaMeTPOB KBAHTOBBIX MOTOKOB 3JIEKTPOHOB ((Ppo, Pko,
Oro, ®Do) B pa3HbIC MECSAIbI MMOKA3al0, YTO B BECEHHMM MEPHOJl Ha BCEX CTAHIIUSIX
Ha0JI0/1aeTCsl B CpeAHEM yBelInueHUe d(PPEKTUBHOCTU MEPEHOCA AJIECKTPOHOB Ha BCEX
cTaausix (OTOCHUHTETUYECKOTO JJIEKTPOHHOTO TPAHCIOPTa M CHUIKEHUE JIOJIH
JTUCCHITALIMYA dHEPTHH aHTCHHBIMU KOMILIEKcaMU (Ppo) (puc. 26). Cienyer OTMETHUTD,
4TO IIapaMeTphbl, CBs3aHHbIE C aKTUBHOCTBIO DC2 (Qpo, Pro,), OBLIM HamOoOJICE
pa3IMYuMBl 110 MecsiaM. B BeceHHuil mepuoj; porocuHTeTHYECKass akKTUBHOCTh DC2
Obl;Ja HECKOJBKO BBINIC Ye€M B JIETHWUW TEPHOJ, TOTJAa KaK W3MEHECHHS KBAHTOBOTO
BBIXOJIJa BOCCTaHOBJIHMsI KpaiiHux akuentopoB ®Cl (Qre) OBLIM CTATUCTHYECKU
HE3HAUMMbl. BriomHe BO3MOXHO, 4TO CHMXeHHE akTUBHOCTH DC2 omocpenoBaHO
YXYAIICHHEM MHHEPAJbHOTO MHUTAHMS, TaK KaK M3BECTHO, YTO akTUBHOCTH PC2 Ha
NpSMYIO0 3aBHCHUT OT CIIOCOOHOCTH KJIETOK BOJAOpOCiel BoccTaHaBiauBaTh D1 Oemox
®C2. Toraa kak Oenku ®C1 HauMeHee MOABEPKEHbI (POTOAECCTPYKLHMH WM APYTUM
HEOJIaronpusITHHIM BO3JICHUCTBUSIM.

[TapameTp BEpOSTHOCTH MEpeHOcCa dSJEKTPOHA Jajee MEPBUYHOTO XHUHOHHOTO
aktenTopa Qa (yo), K3MEHSICTCS HE3HAYMTEIHLHO Ha BCEX TPEX CTAHIUAX MOCKBBI pEeKH
(Maii ¥ ui0jb). B CBOIO ouepenbr MOKHO 3aKJIIOYUTh, YTO B HMCCICIYEMOH BOJE HET
BIUSHUS Ha calT cBs3biBaHusd Qp MEpEeHOCYMKOB dJeKTpoHA. CBS3aHHBIA C
OpebIAYIIMM apaMeTPOM KBAHTOBBIA BBIXOJ 3JCKTPOHHOIO TpaHcmopTa (Qg,) PC2
CHIDKACTCs, TJIaBHBIM 00pa3oM cueT CHIKeHus mapamerpa Fv/Fyv B meTHee Bpems.

N3BectHO, uTo mapametp Fy/Fy TecHo cBsizaH ¢ 3()(EKTUBHOCTHIO aHTEHHOTO
KOMITJIEKCA, U3MEHEHUE COMPSHKEHHOCTH aHTeHHoro komruiekca u PI] P680 cHmkaer

oOIIMii KBAaHTOBBIN BBIXOJ MEPBUYHOIO Mpoliecca pasaeneHus 3apsanoB Ha PI P680 u
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YBEJIIMYUBAET COOTHOIIIEHHWE aHTEHHOTO KOMIUIEKCA K «aKTHBHBIM» — OTKPBITBIM PIJ
®C2. Ecam paccMOTpeTh OTHOIICHUS TOTOKOB JHEPTUUM OTHECEHHBIX K aKTHUBHBIM
PCaKIMOHHBIM LIEHTpaM, TO MblI HaOaogaeM, uro mapameTp ABS/RC yBemuumBaercs,
KOTOpOE€ TIOKa3bIBA€T YMEHBIIIEHUE OOMIEro KOJWYeCTBAa «aKTUBHBIX» PI[ ®C2.
CHIWKEHNE KOJMYECTBA aKTHBHBIX PEAKIIMOHHBIX IEHTPOB BEACT K BO3PACTAHUIO JIOJIH
TYIIEHUSI SHEPTUU BO30YXKJICHHUS B aHTCHHOM KOMIUIEKCE 33 CUET JUCCHUTIAIUHN B TEIUIO
(DIo/RC).
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Puc. 26. W3menenue mnapametpoB JIP-tecta dmayopecuenuuun xiopodusiia

BeceHHM (Mail) u JetHuil (utonb) mnepuon 2017. Ilnanku norpemHocTen

COOTBETCTBYIOT JoBepHuTeabHOMY nHTepBany (0=0,05, n=10).



93

«BuTtanbHOCTHY pacTeHui MOKHO 0XapaKkTepu30BaTh UHIEKCOM
npousBoguTenbHocTH Plags (Strasser et al., 2000). DtoT WHTErpajbHBIA TapaMeTp
BKJIIOYaeT ce0sd TpU HE3aBUCUMBIX IapaMerpa: IUIOTHOCTh «akTUBHbIX» Pl
3G ()EKTUBHOCTh IBIDKCHHSI JJICKTPOHA OT 3aXBAaYCHHOTO OKCHUTOHA TIO DJJIEKTPOH
TpaHCTIOPTHOM menu Aayee akmentopa Qa; W BEPOSATHOCTh TOTO UYTO IMOTJIOMIEHHBIN
dboron Oyner 3axBaueH PI[. Wunekc npousBoautensbHocTH (Plags) oTpaxkaer
dbyaknuonaasHOe cocTostHe PC2 1 7a€T HAM YHCICHHYIO XapaKTEPUCTUKY TEKYIIETO
coctosinust ®CA (Strasser, 2004). BecHoii (Maii) HaOJr0mMaeM XOpOIIME TOKA3aTeIH
uHnekca npousBoautesibHocTH (Plags) Ha Bcex craHiusx MockBbl peku. Ha crT.
TymurHO ToKa3aTesb WHAEKCA MPOU3BOIUTEIHPHOCTH OBLT HECKOJIBLKO BBIIIE Y€M Ha CT.
BopoObeBbl rophl U y cT. JI3ep>KMHCKUIA, TOT/Ia KaK B JIETHEE BPEMS Mbl YETKO BUIUM
CHIDKEHUE UHAEKCA TPOn3BOAUTEIbHOCTH PC2 HaA BCEX CTAHIIUSAX.

Tem cambIM, JieTaabHBIE UCCIEAOBAHMS BBISBIIIN, YTO d()PEKTUBHOCTH CBETOBBIX
peakuuii porocunTeza B @C2 BbIlIe BECHOW MO CPABHEHUIO C JIETOM. Tak y BECEHHETO
(UTOIJIAHKTOHA MaKCHMallbHbI KBaHTOBBIH BbIX0oa (Fy/Fym), KBaHTOBBIM BBIXOJ
35IeKTpoHHOTO TpaHcnopta PC2 (@go) U uHACKC npou3BoguTeabHOCTH DC2 (Plags),
MaKCUMaJlbHasi CKOPOCTh HELMKIMYECKOro 3JekTpoHHoro tpaHcnopra (ETR) Obuim
Bbile, a d(pPexTuBHOCTh HedoTOoXxMMUyeckoro TtymeHus (NPQ) u mnokazarens
HEpEryJupyeMoro He)OTOXMMHUYECKOTO TYIICHUS B aHTCHHOM KOMILIEKCE ((Ppo) OBLIH

HUKE TAKOBBIX y JIETHETO (PUTOIJIAHKTOHA.

Ceemogvle  kpusvie. 1IpOTOKON CBETOBBIX KPHUBBIX pEaTM30BaHHBIA Ha
umiyinbcHoM ¢uryopumetpe Water-PAM no3BosisieT OLeHUTh peakiuio (PUTOMIaHKTOHA
Ha BO3PACTAOIIYI0 CBETOBYIO Harpy3Ky. CymiecTByeT 3 HemoCpeACTBEHHO MOTy4aeMbIX
OT Tpubopa OCHOBHBIX mapamerpa: Yield wiam KBaHTOBBIA BBIXOJ Ha CBETY, H
pacCYMTHIBAEMbIii C KBAaHTOBOTO BBIXOJd CKOPOCTh HEIHMKINYECKOTO 3JIEKTPOHHOTO
tpaucnopta (ETR) o DTL u HepoTroxumuueckoe tymenue dyopecuenimu (NPQ).

KBaHTOBBIN BBIXOJA ()IYOPECIICHIIMU HA CBETY SIBIISICTCS MapaMeTpOM, KOTOPBIH
OTpaXkaeT JOJI0 DSHEPruH, KOTOpas yXOIUT Ha (OTOXUMHUYECKHE MPEBpAIICHHUS

(Y=(Fn'-Fo)/Fn’). Ha cBeTy 3TOT mapaMeTp CHMIKAeTCS B CBSI3M C BOCCTAHOBJICHHEM
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nyja IUIACTOXMHOHOB M 3allyCKa MEXaHM3MOB HEPOTOXMMHMUYECKOTO TYLICHUS
BO30YXIeHHBIX cocTostHU xiopodumia a CCK2. [lepBas Touka B CBETOBOW KpPHUBOU
SIBJISIETCS MAKCHMAJIbHBIM KBaHTOBBIM BbixoqioM (Fv/Fy) mocne TeMHOBO# amamrarmw,
Jajee 3HAYCHME MapameTpa CHUKAETCs IOJ BO3JEWCTBHEM CBETOBOM Harpy3kd. Ha
puCcyHKe 27 TIpeCTaBJICHbI CBETOBBIC KPUBBIC MO JABYM MecsiaMm (HMIOHb U CEHTSAOPB).
Kpanrossiit Beixoa Ha cBety (Yield) ct. BopoObeBbl TOphl U CT. [I3€pKUHCKHI B HIOHE
UMEIOT 0oJiee HU3KHME 3HAYCHUS YeM CeHTs0pe. OTMEUYEeHO, YTO OTHOCUTEIBHO BBICOKHE
3HAYEHMs CPelIU JPYIMX CTaHUMI KBAaHTOBOI'O BBIXOJA HA CBETY y CT. TyIIMHO B UIOHE.
B ceHrs0pe oTimuMs MeXay CTaHLUS HE CTOJb 3HAUUTENIBHBIE, B TOXKE BpEMsS y
cTaHuu TyImMHO KpuBas KBAHTOBOT'O BBIXOJ HAa CBETY SIBJIAETCS HanboJiee BHICOKOM, a
y CTaHIMHU J[3€pKUHCKHN CHUKEHA.

CBeToBbIE KPUBBIE HEIMKINYECKOTO TpaHcmopTta 31eKTpoHoB (ETR) oTpaxkaror
OTHOCHUTEJIbHOE KOJIMYECTBO JIEKTPOHOB, MPOITYCKAEMBIX Yepe3 ABe (poTocucTeMbl IpU
pa3HbIX HMHTEHCHBHOCTSX JeHcTByromero cBera. Ilpum anamusze kpuBbix ETR
UCTIONB3YIOTCS B OCHOBHBIX XapaKTEPUCTHKHU TAHT'CHC yriia HakioHa kpuBoit ETR (o)
Ha CBETO-JINMUTHPOBAHHOM YYacTKE M MAaKCHUMaJIbHas CKOPOCTh HELUKINYECKOTO
tpancnopta 1eKTpoHOB 1O OTIL[ (ETRmax). Cumraercs, 4ro mapamerp o MOXKET
XapaKTepru30BaTh OTHOCUTENIbHOE 3P(HEKTUBHOE CEUEHUE CBETO-COOMPAIOIIECH aHTEHHBI.
HauGonbmuii  pa3mep cBeTo-coOMparoleil aHTEeHHb B HIOHE HaOMIOAaIMd Yy
¢uToruiankToHa craHuuMu TymuHO, y craHuuid JI3epxuHckuii 1 BopoObeBbl Topbl
pasmep S(QPEKTHBHOIO CEYEHHS CBETO-COOMpAIONIC AHTCHHBI CHJIBHO YMCHBIICH.
OTMmeueHo, UTO B CEHTSAOpe MmapameTp O 3HAUUTENbHO MOBBILIAICS Y BCEX CTaHIMI.
MakcumanbHble CKOPOCTH HEHUKIMYECKOIO TpPAHCIOPTa JJIEKTPOHOB IO BCEM
CTaHLIMUSAM OTIMYaINCh. OUTOIUIAHKTOH CTaHIUU TYIIMHO UMeNl HauOoJIblee 3HaUeHHUE
ETRmax B MtOHE U B CeHTAOpe, TOrja Kak y cTaHiuii BopoObeBsl Topsl U J3ep>KUHCKUN
ObLT HECKOJIBKO CHIDKEH. B MioHe y cranuuu J[3epKUHCKUI HaOII01aI 04eHb HU3KHE

sHaueHus ETRmax.
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Puc. 27. [TIlapamerpsl ¢uyopecreHIIMM B 3aBUCHMOCTH OT HHTEHCHUBHOCTH
JIEUCTBYIONIETO cBeTa (PMTOIUIAHKTOHA 10 cTaHIMAM peku MockBa. Cranmus TymmHO
— 1; cranuust BopoOreBbl ropsl — 2; cranuus [3epxunckuii — 3. JlaHHbIe NpUBEIEHBI IO

utoHI0 U ceHTs0pro 2016 rona.

Oo6pazoBanue HedoToxumuueckoro tymeHus (NPQ) Ha cBety oTpaxaer
CIIOCOOHOCTh ~ BOJIOpOC)Ie  3(PGEKTUBHO  TYIIUTh  BO30YXKICHHBIE  COCTOSIHUS
xJiopoduiia MPEeUMYIIECTBEHHO TEIUIOBOM TUCCHUMAlMed WM MHBIMH HyTsMu. Kak
IPAaBUJIO Y «HETOJIOAAIOIINX» BOJOPOCIEH MEXaHU3Mbl 3allUThl OT H30BITOYHOU
MHCOJISILIMM Pa3BUTHI XOPOLIO M MPHU BO3pacTaHUM CBETOBOM Harpy3ku napametp NPQ
COIMOCTaBUMO PAacCTeT ¢ MHTEHCHUBHOCTHIO cBeTa. Ha ctanmuu TymmHo NPQ mo asym

MCCALlaM TIOKa3aHbl BBICOKHMEC 3HAYCHHUSA IOTOIO IapaMETpa, 4TO CBHUACTCILCTBYCET O
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XOPOIIIUX MEXaHU3MaX 3alUThI OT UHCOMSIMKU. Torna kak, y craHiuii BopoObeBbl ropbl
u JI3epkuHCKUN HaOII0MaeM 0oJiee HU3KWE 3HAYCHHS YeM Yy CTAHIHH TYIIUHO, YTO
MOKa3bIBaCT XYJIIKME TOKa3aTelid CIOCOOHOCTH BOJOPOCIEH aJanTHPOBAThCA K

BBICOKOM HHCOJISIIIHNHA HpHBBI‘-IHOﬁ IJIs1 OTKPBITBIX X XOPOIIO OCBCITACMBIX PECUYHBIX BOM.

Onpedeﬂeﬂue yCI’I’lOIZ’-lZ/lSOCWlM ¢Mm0nﬂaHKm0Ha K €20 K UoHam pmymu 6 sasucumocmu

om ce30HAa

W3BecTHO, YTO MPUPOIHBIA (PUTOTIAHKTOH B 3aBUCHMOCTH OT CE€30HA U YCJIOBHM
MEHSAET CBOM BUIOBYIO M MPOCTPAHCTBEHHYIO CTPYKTYpPY B TEUEHHH BEr€TallMOHHOIO
nepuoaa. CienoBaTenbHO, MEHAETCA M YCTOMYMBOCTh (PUTOIJIAHKTOHHOI'O COOOIIECTBA
MOCKBBI-pEKH K HOHAM PTYTH B 3aBUCUMOCTH OT CE30Ha.

B cepenune mas B Bozmax MOCKBBI-pEKM Ha BCEX TpEeX y4yacTKax HaOJIoJaiu
KOMIIJIEKC BECEHHEro LBETeHUsl (pUTOrmaHkToHa. OOHAPYKEHO, BBIPAKEHHOE OTINYUE
MEXAY TpeMsl CTaHUUSAMU MOCKBBI-pEKU TMOCIE J0OABIEHHE B MPOOBI HOHOB PTYTH IO
JIBYM OCHOBHbIM mapametrpam JIP-tectra (puc. 28). MoHBI pTYyTH 3HAUYUMO CHHKAIIU
KBAaHTOBBIM BBIXOJ YK€ IpU KOHLeHTpauu 1 MkM, a yxe npu 4,6-24 MkM BBI3BIBAIN
camwkenne Fy/Fy Ha 50% mocne 3 yacoB nHkyOaruu. CTOUT OTMETHTb, YTO KBAHTOBBIN
BBIXOJ] clabee cHUXKaeTcsi y guToriankToHa co cT. TymuHo u ¢t. BopoObeBhbI Tophl,
TOra Kak (UTOIJIAHKTOH cO CT. JI3epkuHCKuU o0nanan cinaboii OTHOCHTENbHOMN
YCTOMYMBOCTH K HWOHOM pTyTH. WHaekc mnpousBoautenbHoctn @PC2  sgBusiercs
KOMOMHUPOBAHHBIM MapamMeTpoM (ayopectueHuuu Xjaopoduiia. 3HaAYMMOE CHUKEHUE
JTAHHOTO TMapaMeTpa Mbl HaOIIOJaNM YK€ IpH KOHUEHTpauuu MoHOB pTyTH 0,1 MKM,
YTO BIIOJIHE COINOCTaBUMO C TOPOTOM YYBCTBHUTEIBHOCTH KYJBTYPbI BOAOPOCIIEH,
BBIPAILIEHHBIX JIA0OPAaTOPHBIX ycloBUsAX. CHIKEHHE MHJIEKCa MPOU3BOJIUTEILHOCTH Ha
50% wabmomu B mpenenax KoumeHtpanuu pryta 0,1-0,9 MxM. Pazmuuus B
YCTOMYMBOCTU K TOKCUKAHTY MEXAY CTaHIMUSIMHU (PUTOIUIAHKTOHA YBEJIMYUIIach, Kak U B
cllydae C KBAHTOBBIM BBIXOJAOM B Ci1a00 3arps3HEHHOM YYacTKe CT. J[3ep>KHHCKUI
napameTpsl Guryopecteniun (Fv/Fy 1 Plags) criibHee HHTHOMPOBATUCH HEKEIH Ha CT.

TymmHo, Torma Kak (UTOIUIAHKTOH CT. BopoObeBbl Topbl MOKa3bIBajl CpEIHUE
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IIOKa3aTcInu YCTOIZHHBOCTH K TOKCHUKAHTY. TeMm caMbIM pasiiniuuAa MCXKIY Hp06aMI/I BOJBI
B3JATBIMU Ha PA3HbLIX CTAHIHAX CTAJINU 0omee OYCBU/IHBIMHU IIPU UCIIOJIB30BAaHHUH MHICKCA

MPOU3BOIUTENIHLHOCTH Plags.

A FV/F M b F\‘[F M

IIpomeHT OT KOHTpOJIA, %

T i 0% T 2.3
0.01 0.1 1 10 100 0,01 0.1 1 10 100

Konnentpanus Hg2*, MKMoab/1 KonneaTpanusa Hg**, MKMO0.JIb/11

0%

IIponeHT OT KOHTpO.Is, %
[
o
00

—0— Tymuno - ¢ —BopodbeBs! roper ** X+ [J3ep:KHHCKHH
Puc. 28. MakcumainbHbIli KBaHTOBBIN BeIx0J (ayopectiennuu (Fyv/Fyv) (A, B) n unaekc
npouszBoauTesbHOCTH DC2 (Plags) (B, I') durommankTona MOCKBBI-pPEKH B BECEHHEE
(A, B) u netnee (b, I') Bpems nocie 3 yacoB MHKyOalluy B MPUCYTCTBUU MOHOB PTYTH.
KpuBble npeacTaBieHbl B BUIC CHIKEHUS GuryopectieHTHbIX mapaMmeTpoB (Fv/Fu, Plass)
OTHOCUTEJIBHO KOHTpOJs B mporeHTax. CrtaHuuu oTOopa mpo0 Uis MCCIEIOBaHUSA:
Tymmuo (crutonmHast muHusA), BopoObeBbl TOphl (IITpUXOoBas JUHUSA) U J[3epKUHCKUI

(MyHKTUpHAS JINHUSA).

B nmernee Bpems (mronp) HaOmrogancs craj (OTOCHHTETHYECKON aKTHBHOCTH H

Ouomacchl Bogopociel (CHUKeHne KaHToBoro Beixoja 110 0,4-0,5, nanpotus 0,7 B Mae).
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OTO B CBOK OYEpEIb OKA3aJO BIMSIHHME HA YCTOMYMBOCTH (PUTOINIAHKTOHA K HOHAM
prytu (puc. 28). KBaHTOBBIN BBIXOJ CYIIECTBEHHO CHHIKAJCS YK€ MPHU KOHIIEHTPALUU
0,1 mMxM tokcukanTta. CHmwkenue mnapamerpa (Fv/Fv) Ha 50% nHaOmromanace mnpu
koHueHtpauu pryta 0,15-0,28 MM, 49TO C€OIOCTaBUMO € YyBCTBHUTEIBHOCTBIO
MHJEKCAa TPOU3BOAUTENBHOCTH B BeceHHee BpeMs. Ha 50% cHuxeHue HHIeKca
npousBoauTensHocTH okas3biBaiau 0.06-0.09 MxM moHOB pTyTH, uTO OOJIEE YEM B 2 pasa
BBIIIIE KBAHTOBOT'O BBIXO/A.

OTmedeHo, YTO pa3iavuus MEXAYy CTAaHUMAMHU OBUIM MaJI0 3HAUYMUTEIbHBI, IMPU
BO3/JCICTBUM JOJTOr0 TOJIOAAHHUS WM K€ CMEHBl CTPYKTYphl (DUTOIIAHKTOHA
(OTOCHHTETUYECKAS] AKTUBHOCTh 3HAYUTENIbHO CHUKAETCS W BIIOJIHE BO3MOXXHO, YTO Y
ocnabaeHHOro (PUTOIUIAHKTOHA MOCKBBI-PEKM B 3HAYUTENIBHON Mepe MOBBIIAIACh
YYBCTBUTEIBHOCTh K HOHaM pPTyTH. B ToXe BpemMs OTCYTCTBOBAJIM pa3jiuuusl B
YyBCTBUTEIBHOCTU (PUTOIUIAHKTOHA MEXKIY CTAHLUSAMU PEKU B JIETHEE BpeMs IpHU
MHKYOAalluM C MOHaMHU PTYTH.

Onenka mapamerpoB  (duyopecuenumu Fy/Fm  u Plags  mpupoaHoro
(GUTOMIAHKTOHA TpPU  BO3JECHCTBUM HMOHOB PTYTH I[IOKa3aja, YTO HHJIEKC
npousBoauTebHOCTH PC2 (Plags) siBNsieTcsa 0osiee UyBCTBUTEIBLHBIM APaMETPOM, YEM
MaKCUMaJbHBIA KBAHTOBBIM BbIXOA (rmyopecuenuuu (puc. 28). Otmmuust Plags ot
KOHTPOJISI MPOSBIISJIMCH MPU CaMOM HU3KOW HMCHBITYEMOW KOHIIEHTPALIMM TOKCUKAHTA.
OUTOMJIAHKTOHA C pPa3HbIX YYaCTKOB PEKH TMPOSIBISI Pa3HYyl0 YCTOMYHMBOCTH K
BO3JCHUCTBUI0 HOHOB PTYTH TOJBKO B BECEHHUM Imepuon. JleroM yCcTOMYMBOCTH
dbuTOTUTAHKTOHA ObUTa HIJKE IO CPaBHEHUIO C BECHOW 0€3 BBIPAKEHHBIX pa3Inuuil
Mexay cTaHiussMU. Ce30HHOE M3MEHEHHE YCTOWYMBOCTU MOXET OBbITh O0OYCIOBIIEHO

N3MCHCHHCM BHUJOBOI'O COCTaBa (bI/ITOHJIaHKTOHa.
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3AK/IIOYEHUE

@DOTOCUHTE3 ABISIETCSI OJHUM M3 BaXXHEHIIMX OMOXMMHUYECKHX MPOLIECCOB, OT
KOTOPOTO HAIpsIMYIO 3aBUCUT COCTOsIHUE Bceil Ouocdepbl. CTpeMUTENbHOE pa3BUTHE
IPOMBIIUICHHOCTH TNPHUBEJNO K TMONAJAHUI0 PA3JIHYHBIX 3arpsA3HSIONIMX BEIIECTB,
KOTOpBbIE HETaTUBHO BJIUSIOT HAa COCTOSIHUE OKPYXKAIOWIEH Cpelabl U OTIACIBHBIX €€
KOMITOHEHTOB. Ha 3ToM (hoHe Hambomee akTyaIbHBIMHA SIBJISIFOTCS 3a/1a4H IO pa3paboTKe
OBICTPBIX METOJOB OMOMOHUTOPUHITA COCTOSIHHS OKpYy»Karomiei cpenpl. OmaHUM U3
OBICTPO PA3BUBAIONIMXCS METOJOB JAMArHOCTUKH (DPU3UOJIOTMUYECKOTO COCTOSHHUS
(OTOCHHTE3UPYIOLIUX OPTraHU3MOB SIBJISIETCS METOJl PETUCTpal  (QIIyopecueHIun
xJopopuiiia, Onaromaps KOTOPOMY CTajO BO3MOXKHO CIEAUTh 3a IPOTEKaHHEM
OTJIEIbHBIX (DOTOCUHTETHYECKUX PEAKIIM Ha HATUBHBIX OOBEKTAX.

B nanHO#l paboTe ¢ MNOMOIIBIO YHHUKAJIBHOTO MOAXOJa — OJHOBPEMEHHOMN
peructpauuu 3-X pasIMyHbBIX CUTHAJIOB: OBICTPON M 3aMeUIEHHOM (iiyopecueHIuH, a
TAaKXK€ OTpPaXEHHUs CBeTa TNpu JUIMHE BOJHBI 820 HM, yAaloCh BBISIBUTH
NOCJIEI0BATEIbHOCTh BO3JECUCTBUA METWIPTYTH U (EHOJIa Ha CBETOBBIE PEAKIUU
¢dotocunreza. IlokazaHo, YTO NepBUYHAS «MHILEHb» BO3JECUCTBUS TOKCHUKAHTa Ha
(OTOCUHTETUYECKHI —amnmapaT 3aBUCUT OT MPUPOABI TOKCHMKAaHTa M OT €ro
KOHUEHTpauu. [lepBUYHbBIN CalT BO3AEHUCTBUA MOHOB METWIPTYTH JIOKAJIW30BaH Ha
akuentopHod cropoHe @C2. Torma kak (EHON CHWXAI NPEUMYLIECTBEHHO
AIIEKTPUYECKYI0O KOMIIOHEHTY (Ay) 3JIEKTpPOXMMHUYECKOrO IpaJueHTa Ha MeMOpaHe
TUJAKOUJA. YBEIUYEHHE KOHLEHTpalUMu W BPEMEHM BO3JEHCTBHS BIHJIO Ha
aKTUBHOCTb ~ KHUCJIOPOJ  BBIJEJSIOIIETO KOMIUIEKCA W CKOPOCTH  OKHCIICHHUS
peakimonHoro uenrpa OCl1.

AnpoOupoBaHue MOAX0Ja perucTpauuu (IyopecUEeHTHBIX MMapaMeTpoB Ha
OpUpOHOM (UTOMNIAHKTOHE MOCKBBI-pEKH TOKa3allo, 4YTO (HOTOCHHTETHYECKAs
aKTUBHOCTH (PUTOIUIAHKTOHA IO BCEMY pyciy Oblia HeoauHakoBoil. Hanbosee Bricokue
3HAUEHUA AKTUBHOCTU (OTOXMMHUYECKUX TMPOIECCOB OBbUIM  OOHApYXEHbl Yy
(GUTOMIAHKTOHA Ha YCIIOBHO YHCTOM y4YacTKe peKd (Ha BXOZE B TOpoA), TOTAa Kak Ha

cnabo 3arpsA3HEHHBIX ydacTKax (CepeMHa PeKW M Ha BBIXOJIE M3 TOpoja) aKTUBHOCTH
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ObUTa CHW)KEHAa. OKCIEPUMEHTHl 10 WHKYOAIuu MPUPOAHOTO (UTOIJIAHKTOHA B
MPUCYTCTBHUE PTYTH BBISIBUJIN PA3JIMUUS B YCTOMUYUBOCTH K TOKCHUYECKOMY BO3/ICHCTBHIO
y (QUTOIUIAHKTOHA C pa3HBIX YYacTKOB, a TaKXke O0Jee BBICOKYIO YCTOWYHUBOCTH
BECCHHETO (UTOIUIAHKTOHA IO CPAaBHEHUIO ¢ JieTHUM. Hambonee dUyBCTBHUTEIIbHBIC
napameTpbl WHAYKIUU (HIyOpEeCIeHITMN XJIopodmiia — WHACKC MPOU3BOAUTEILHOCTH
®C2 (Plags) 1 KBaHTOBBIA BBIXOJ| DJIEKTPOHHOTO TPaHCIOPTa ((Pgo), KOTOPHIE MOXKHO
PEKOMEHJIOBaTh TIPH TPOBEICHWN OWOTECTHPOBAHWS W MOHHUTOPHHTAa aKTHBHOCTH

CBETOBBIX peakuuii porocuHTe3a (GUTOIITAHKTOHA B IPUPOJIHBIX YCIOBUSIX.
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BbBIBO/JbI
Tokcuyeckuii 3¢h(HEKT HOHOB METWIPTYTH Ha CBETOBBIC PEAKIMH 3€JICHBIX
Bojgopocieir Scenedesmus quadricauda u Chlamydomonas moewusii mposBiisiics
HayuHas c koHueHTpauuu 0,1 MxM. Habnroganoch CHHKEHHE OTHOCHUTEIBHOM
CKOPOCTH HEUUKIN4YecKoro 3iekrpoHHoro tpaHcnopra (ETR), n Hapymienus Ha
akuentopHod cropoHe DPC2 — CHWXKAIOTCA KBAHTOBBIM BBIXOJ 3JIEKTPOHHOIO
Tpancnopta B @C2 (¢g,), uHAekc npouzBoauTeabHOCTH PC2 (Plags) u sHEepruzanus
MeMmOpanbl TwiIakouaoB (Ay u ApH). Ilpu 0Oosiee BBICOKMX KOHIICHTPAITUSAX
TOKCHKaHTa HapyIIEHUS 3aTParuBalOT KUCIOPOA-BBIICISIONIYI0 CHCTEMY H
akentopuyro cropony @Cl. CkopocTe pocTa BOAOPOCIEN CHUXKACTCS YK€ IpHU
koHueHTpauu 0,1 MKM HOHOB METHIIPTYTH.
B npucyrctBun enona y Bogopociu S. quadricauda cHmkamachk JIEKTpHUYECKast
KoMITOHeHTa (Ay) sHepruzanuu GOTOCUHTETUYECKUX MEMOpaH, YTO MPOSBIISIIOCH B
CHI)KCHUM TapaMeTpa WHIYKIUU 3aMejjieHHou ¢ayopeciieHimu npu 10-50 mc
(11/Dy). Ilpu Oosiee BBICOKMX KOHIICHTpAIMSIX (EeHONa HApyIICHUS 3aTpardBalivd
aK1enTopHyo cropony ®C2 (Peo, Yo).
VY Bomopocmu Chlamydomonas reinhardii BeisiBIIEHBI TOCTOBEpHBIC pa3nYMs B
napamerpax iyopecteHuu mramma gukoro tuna CC-124 u MyTaHTHOTO ITaMmMma
CC-124y-1, y KOTOPOTO OTCYTCTBYET XJIOPODUILI 6.
Ce30HHasi TMHAMHKa MapaMeTpoB (PIIyOPECLEHIIMH — MAaKCUMaJIbHOIO KBAaHTOBOTO
Beixoga (Fy/Fm) w  munumansHOM — Quiyopecuenimu  (Fo)  ¢uTomiankToHna
pasiinyanach Ha yyacTkax pekdu MOCKBa, pacIioiOKEHHBIX MPHU BXOJAE PEKH B UEPTY
ropojia, B CepeAHe ropoja M Ha BBIXOJA€ U3 ropoga. I(HPeKTUBHOCTb CBETOBBIX
peakuuii (Qgo, Plass, ©po) ¢oTtocunTesa B PC2 Obuta BHINIE y BECEHHETO
(UTOTUIAHKTOHA 110 CPABHEHUIO C JIETHUM.
. YCcTOMYMBOCTh (PUTOMIIAHKTOHA peKr MOCKBBI K BO3JICHCTBHIO HOHOB PTYTH Oblia
BBIIIIC B BECEHHUI TMEPUOJ] B CPABHEHUU ¢ JieTUM. HaubombIyt0 49yBCTBUTEIHHOCTD
K BO3/CHCTBUIO MOHOB PTYTH Ha BOAOPOCIH MOKa3ajd mapameTp (IyopecleHINH

xsopoduiuta uHaeKe npou3BoauTeIbHOCTH DC2 (Plags).
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CIIUCOK COKPAIIIEHUH U YCJIOBHBI OBO3HAUYEHUN

[IX — m1acToXuHOH

[II1® — nepBuuHBIE MpoLecchl (POTOCUHTE3A

PI[ — peakiimoHHBIN LIEHTP

CCK — cBeTocoOuparonuii KOMILIEKC

@®C — poTtocucrema

®OAP — QpoTocuHTETHYECKN aKTUBHAS PaIUALIHS

OCA — poToCHHTETHYECKHM anmapaT

OTILI — aneKTpOH-TpaHCIIOPTHAS LIETIb

Fo — uaTeHcuBHOCTH (uiyopecuieHnu Xjopodusuia, npu koropom Bce PI[ OC2
HaXOJISITCS B «OTKPBITOMY» COCTOSIHUU

Fm — uHTEHCHBHOCTD (hiryopecteHuu xiopoduinia, mpu kotopom Bee PL OC2
HaXOJSTCS B «3aKPBITOM» COCTOSIHUH

Fv — BenmnuuHa nepeMeHHou ¢uryopecuennuu, pasHas Fy-Fo

P680 — peakuuonnsiii ieHtp OC2

P700 — peakunonnsiit ieaTp OC1

PQ — mys miacTOXMHOHOB

QA — MepBUYHBIN CTAOUITEHBIN XUHOHHBIN akienTop B ®C2

Qg — BTOpHYHBIN XMHOHHBIN akienTop B ®C2

Z — BTOPUYHBIN JOHOD d7ekTpoHa B DC2
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ITPUJIOKEHMUE 1

Tabmuma. 6. Criucok pacuera hopmyn napameTpoB diyopectienimu JIP-tecta ¢ ux

onucanuem (Strasser et al., 2010; onbues u ap., 2014).

H3zmepaemvie napamempuot hiyopecuenyuu

CDJ'IyopCCIleHHI/IH, n3jrydacMasi B MOMCHT

i BPEMEHU t, C MOMEHTA BKJIIOYEHUS OCBELICHUS
. MuHuMaNbHbIN curHan (GayopecleHInH,

° 3aperucTpupoBaHHbIil 1ipu 20 MKC uinu 50 MKC
F100mke NutencuBHocTh Quryopecuenunu npu 100 mxe
F300mxe NutencuBHocTh Quryopecuenunu npu 300 Mxe
- NuTeHcuBHOCTD (DITyOopecieHIIny P 2 MC BO

’ BpeMs (asbl J
- HNuTencuBHOCTH (piryopecuenuuu mnpu 30 Mc BO

| BpeMs (Dazsr |

MakcumanbHasi (pIyopeclieHIIHs BO BpEMs
FP :FM
¢dazwl P
. Bpewms (Mmc), HeoOXxoaumMoe 11l TOCTHKCHUS
FM

MakcumanbHoOu (iyopecuenunu FM

Awm (umu Area)

[Imomanp HaJ MHIYKIIMOHHOW KPUBOM

bayopecueniuu (OJIP)

Botuucnaemoie napamempul ghiyopecuenyuu

FV=F|\/|-FO

MakcumanbHas nepeMeHHasi GIyopecLeHIINs

VJ=(FJ — FO)/FV

OtHocutenbHas ammuintyaa O-J ¢asbl.
OTpaxkaeT KoJn4uecTBO 3akpbIThiX PI] mo
OTHOUIEHUIO K 00memy uuciy PL, koTopbie

MOTYT OBITh 3aKPBITHI

V|:(F| - FJ)/FV

OtHocutenbHas ammutyaa J-1 ¢assi.

Otpaxaet criocoOHocTs @C1 U ee akuenTopos
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okucnath PQH; (mmactoxuHon)

VOJ=VJ=(Ft — FO)/(FJ — Fo)

OtHocuTenbHAs NepeMeHHas (hayopecieHnus,

HOpPMHpOBaHHas K amruutyze ¢assl O-J

Vok=Vk=(Ft — Fo)/(Fs00mx — Fo)

OTtHocHTeNbHAs IepeMEHHast (PIIyopecleHIINs,

HOpMHUpPOBaHHas kK aMmruintyae $assr O-K

Mo=4x(F300mxec — Fsomxe)/Fv

Havanbubiii Hakii0H ¢a3sl O-J pocta
bayopecteHu. OTpaxkaeT CKOPOCTh

3akpeiBadus PI| ®C2

SM:(AM)/FV

HopmupoBanHas mioia/ib HaJ MTHAYKIIMOHHON
kpuBoi dayopecueniuu OJIP. Orpaxaer
€MKOCTb IyJia 3JIEKTPOHHBIX aKIIENTOPOB JI0

ITIOJIHOI'O BOCCTAHOBJICHU QA

ABS/RC=Mox(1/V;)x(1/¢po)

[ToTok sHEpruu, NOriIoMAeMbId OJJHUM

akTUBHBIM PI]

TRo/RC=Mox(1/Vy)

[ToTok ’HEprUuu BO30YKAEHNUS, yIIaBINBACMOM

OJHUM aKTUBHBIM PL]

Dlo/RC=ABS/RC — TRo/RC

OOr11ee KOJTMYECTBO SHEPTUH, PaCCEHBAEMON

onuuM PI{ B Buje Temna

Pro= TRQ/ABS:FvlFM

MaxkcumanbHbI KBAHTOBBIM BBIXOI IEPBUYHOU

(hOTOXMMUYECKON peaKuu

@eo= ETo/ABS= @poxyo

KBanToBas 3¢ (hekTUBHOCTH MepeHoca

AIEKTPOHOB OT Qa~

YYo= ETO/ TRoz(l — VJ)

BeposiTHOCT TpaHCIOPTA IEKTPOHOB 3a

npeaensl Qa

dro= REo/ ETo = (1 - V))/(1— V)

BeposaTHOCTh penyKInu KpaiHUX aKLENTOPOB

OC1

PRo= Ppo X PEo X ORo= REo/ABS=
Ppox(1 - V1)

KBaHTOBBIN BBIX0/1 BOCCTAHOBJIEHHSI KPAUHUX

akrentopoB ®C1

¢po=1 — @po=(Fo — Fm)

KBanrtoBas 3¢ (peKTUBHOCTH paccenBaHUs
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9HCPIruu B BUAC TCILJIA

Plags=(RC/ABS)x [Toxazarensb QyHKIIMOHAIBHON aKTUBHOCTH

(9pro/ (1 — @ro))*(wol/ (1 — yo) ®C2, unaexc npousBoauTeabHocTH OC2

I/IHILGKC IMPOU3BOAUTCIIbHOCTH — ITIOKA3aTCJIb

Pltota=Plags*( Oro/(1 — dro)) byHknroHansHOH akTUBHOCTH PC2, ®C1 u

IOCIIU IICPCHOCA JJICKTPOHOB MCKAY HUMMU.
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IMPUJIO)KEHUE 2

A DIo/RC Fo F; —o— TyImuHo
ETORC  asowf g T[T Debetsen o
TRORC N\ Fy £
ABSRC  / X F,
PI total ‘ "“x[ vV 7
| |
‘ 1
Bl =1 -~V
(pDo FM/F o
oo W % BB
P, I~ L M,
Area
Vo N S,
b
DIo/RC Fo Fy —o— Tymuno
F — A
TRo/RC B ~( By P
ABS/RC ¥,
PItotal -“(‘“ v“"xv AV4 5
| |
\
PIABS “L‘ ‘;‘ VI
(pDo FM/F o
Pro Fo/Fy
Px, Fn 7\ M,
Area
Yo N &,

Puc. 29. TlpencraBnens mapamerpsl JIP-Tecta dmayopectenmu xaopoduiuia
¢dbuToruTaHKTOHAa MOCKBBI-pEKH, 3HAYCHHUS TMapamMeTpoB (IIYyOPECICHIIMH CTAHIUH
Tymmnao nipunatel 3a 100%. Jlanusie momxyuensl 2017 roay B Mae (A) u B utone (b).

CumBosiaMu 0003HAYCHBI CpPEeIHUE 3HAUYCHUS HE MeHee yeM 10 TOBTOpHOCTEH.



