3AITACAHHME U JTUCCUITALIUSA SHEPT'UU CBETA

PACTEHUSAMHU KAK B3ANMHO JOINOJIHAIOIIME

IMPOLECCHI, BOBJIEYHEHHBIE B ITIOJAEPKAHUE
KU3HHU PACTEHUA

Ynvpux Xeoep, Ommo Jlooeuz Janze' u Bnaoumup A. HIymlJIOBZ

IHHcmumym ouonozuueckux nayx um. IOnuyca gpon Caxca, Bropybypeckuil
Yuusepcumem, D-97082 Bropybype, I'epmanus;

Hnemumym ®ynoamenmanshoix npobnem Guonoeuuu, Poccutickasn Axademus
Hayx, Iywuno-na-Oke, Mockosckasi obnacmy, u iabopamopus 6uoguzuxu,
Hucmumym Xumuxo-gusuueckoii buonoeuu, Mockosckuii I'ocyoapcmeennviii

Yuueepcumem, Mockea 119992, Poccus

Pe3iome

B3anmocBsi3b Mexay (DOTOCHHTETHYECKHM 3allacaHueM M TETIOBOW
JHCCHIIALMEHl SHEPTUH CBETa PACCMOTPEHa Ha IpuMepe (pOTOCHHTE3UPYIOIINX
OPraHu3MOB, CIIOCOOHBIX BEIHOCHTH IOJIHOE 00€3BOKMBAaHHE Ha CHIIBHOM CBETY
6e3 cymecTBeHHBIX (DOTOOKHCINTENBHBIX HapyleHuit. Korna Bona craHoBHUTCS
JOCTYITHOW BBICOXIUMM MNOMKMJIOTMAPHYECKHM OpraHM3MaM, OHH BO30OHOBIIS-
10T ()OTOCHHTETHYECKOE OKHCIICHHE BOabl. M30BITOK cBeTa paccenBaercs B Te-
IIJIO MO MEXaHU3MY, 3aBUCAIIEMY OT INPOTOHUPOBAHUA TUIIAKOUIHBIX OEJIKOB U
MPUCYTCTBHS 36aKCAaHTHHA. B yCTOWYMBBIX K BBICHIXaHHIO MXaX M JIMIIAWHUKAX
NPH BBICBIXaHUHM aKTUBUPYETCS APYrod MEXaHW3M, KOTOPBI He TpeOyeT HH
NPOTOHUPOBAHUS, HU NPUCYTCTBHUS 3€aKCAHTHHA, XOTS 3€aKCaHTHH-3aBHCHMBIH
MEXaHU3M JUCCUIIAlIUM DHEPIruU OCTACTCA aKTHBHBIM, €CJIM BBICYHIMBAHUC
MIPOUCXOJNUT Ha CBETY. B ruapaTnpoBaHHBIX MXaX MHAYLHWPOBAHHBIA BBICHIXa-
HHEM MEXaHH3M MOXET HUCYe3aTh WJIH OCNabNIATHCS BO BPeMs MPOIODKHUTENb-
HOT'O BBIACPXHWBAHUA B TEMHOTE, HO AaKTUBUPOBATHCSA, KOTJa BBICBIXaHHUE TIPO-
HUCXOOUT Ha CBCTY. Tennosas AUCCUIIallg OHEPIrUU BBIPpAKACTCA B TYUICHUHN
MaKCUMaJbHOHN Win/u HhoHOBOU (pryopecueHun xiaopopunia. B pacteHusx, y
KOTOPBIX TyIIeHHe (DOHOBOW (uryopecleHINH JIMO0 He Habmromaercs, MO0
c1abo BBIPAKEHO, IUKIUYECKUH TPAHCIIOPT 3JIEKTPOHOB B PEAKI[MOHHOM IICH-
Tpe (POTOCHCTEMBI 1 HAHOCEKYHIHOE Pa3JieJICHUE 3apsiIOB MEXKAY OKUCICHHBIM
P680 u BoccTaHOBICHHBIM XJIOPO(UILIOM, TaK e Kak JOHHUPOBAHHUE DJIEKTPO-
HOB OT KapOTHHOMIOB Ha P680", TOHMKAeT ypOBHH CHJIBHOTO OKMCIHTENs
P680" 1 TakuM 06pa3oM BHOCHT BKJIaM B (hOTO3AIIHTY.
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BBenenue

ABTOTpO(HAas KU3Hb PACTCHUI OCHOBaHA Ha CIIOCOOHOCTH (POTOCHHTE-
THUYECKHX MUTMEHTOB IMOTJIONIATh CBET M MCIOJB30BATh €r0 SHEPrHIO JUIS dHI-
OPrOHUYECKUX PEaKLUH, TAKUX KaK OKHUCIICHHE BOJBI. DJIEKTPOHBI, OCBOOOX-
JTAFOIIHECs BO BpPEeMs BBIICICHUS KUCIOPOJIA, IEPEHOCATCS HA TaKHWe aKIEeNTO-
pHI 25ekTpoHoB, kKak CO;. [Toaromy okucnenusiit yriepox CO, BoccTaHABIH-
BaeTcs J0 caxapa. Caxapa cliy)KaT OCHOBHBIM TOITMBOM JUISl 9K33PTOHUYECKHX
peaKLuii, MoJAePKUBAIOIIMX JKM3Hb HE TOJIBKO PACTEHUH, HO TaKKe U reTepo-
TpoHBIX (OPM KU3HH, BKITFOYAs YeJIOBEKA.

OCHOBHBIM TpeOOBaHHEM IS MOAJEPKAHUS aBTOTPOMHOM KHU3HH pac-
TEHHH SBJISETCS JOCTYIHOCTH cBeTa, Boubl U CO, s porocuHTesza. OnHako B
TO BpeMs Kak IMOTJIOIIEHHE cBeTa (POTOCHMHTETHYECKUMH ITMIMEHTaMH IIPONop-
IIUOHAIEHO WHTEHCHBHOCTH CBeTa, I (DOTOCHHTE3a Takas 3aBUCHMOCTH HE
BBITIOJIHsAETCSA. [IpakTH4ecKy Bech MOTJIOIIEHHBIA CBET MCMOJb3yeTcs s (o-
TOCUHTETHYECKUX PEaKLHUH TOJBKO B CiIydyae OYeHb HU3KHUX WHTEHCHBHOCTEH
cBeTa. B MPOTHBOIMOIOKHOCTE 3TOMY pacTEeHHs] HEHM3MEHHO MOIYyYaloT H30BI-
TOYHOE KOJIMYECTBO CBETA, KOT/Ia HAXOMATCS Ha SIPKOM COJIHEYHOM CBETY.
B stom ciyuae nornonierre CO, CTaHOBUTCS TUMHUTHPYIOIICH CKOPOCTh (hoTO-
CHHTe3a cTajueld. B aToM ciyvae moriomeHHsii (POTOCHHTETUYECKUM arrapa-
TOM CBET MOXET aKTHBHPOBATh aTMOCQEpPHBIH KUCIOPOJ, KOTOPHIA B BUAE
cunrerHoro kucinopona ('O,) sBIIseTcs MO0 HECTEHHPHICCKAM OKHCITHTE-
JieM, 1100 B BHJIE OJJHOKPATHO BOCCTaHOBICHHOH (opmbl (O, ) IPUBOIUT K 00-
pa30BaHMIO AKTHBHBIX KHCIOPOJHBIX paaukanoB (Siefermann-Harms, 1987;
Owens, 1996; Asada, 1999). Bompoc o mpupome MeXaHHW3MOB, MPEJOTBpa-
MIAIOIIMX pa3pylieHne (OTOCHHTETUYECKOro alnmapaTa rMpaTipOBaHHbIX pac-
TEHWH M30BITOYHOM dHEepruei Bo30yXJCHUS 3a CUET HeCeln(pHIECKOTrO OKUC-
JeHus1, ObT M OCTaeTcs MpeIMETOM HHTEHCHBHBEIX HccienoBaHuit (Demmig—
Adams, 1990; Bjérkman n Demmig-Adams, 1995; Gilmore u Govindjee, 1999;
Niyogi, 1999; Li u ap., 2002; Aspinall-O'Dea u ap., 2002; Ruban u ap., 2002;
Ma u np., 2003; Wentworth u ap., 2003; Krause u Jahns, 2003 u npyrue).

B To BpeMs kak BBDKHBaHUE OONBIIMHCTBA BBICIIUX PACTCHUH 3aBHCHT
OT TOAJIEPKAHNS THAPATHPOBAHHOCTH, HEKOTOPOE KOJIMYECTBO CIEIIHATH3HPO-
BaHHBIX BHJIOB, Selaginella lepidophylla, mepeHocaT moiHOe BBICYIIMBaHHWE
(Gaff, 1997). To xe caMmoe OTHOCHUTCS K OOJIBIIOMY KOJIMUECTBY KPHIITOTaMHBIX
opraam3moB (Green u Lange, 1995; Alpert, 2000). MHoTrHe MXH, THIIAHHAKA U
a’poHIIbHBIE BOJAOPOCIH BBLIEPKHUBAIOT 00€3BOKHMBAHHUE B TCUCHUE JTUTEINb-
HBIX MEpUOA0B BpeMeHH. OHM He UMEIOT KopHei. st ux meraboiandyeckon ak-
TUBHOCTH JOCTATOYHO BJIard, KOTOPYIO OHU MOYyYaIOT U3 OKPYKAIOMICH CPE/IbI.
B mpupone Bpemst TuapaTHpOBaHUS IS STHX OPTaHU3MOB 4acTO OBIBAaeT Oorpa-
HUYEHO. B yMEepeHHBIX YCIIOBUSIX SNHUJIMTHBIE WM Ha3eMHbIC JIMIIAWHUKH THII-
paTupoBaHbl B TeueHue 35-65 % roaa, B 3aBUCMMOCTH OT BUJA JUIIAHHUKA U
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yCIOBUsL OOUTaHUs. Y MYyCTBIHHBIX JHIIAKHUKOB Bcero auib 10 % wam naxe
MEHBIIIE BPEMEHH HX JKU3HM BOJHBIA IMOTEHLHAN JOCTHTaeT JO0CTaTOYHOIO
YPOBHSI TSl OCYIIIECTBICHUS aKTHBHOTO (poTOCHHTe3a W/miu apixanus (Evans u
Lange, 2003). OcTanbHyI0 Y9acTh XM3HHW OHHM ITPOBOJSAT B BBICYIIEHHOM CO-
crostHuu. [Ipu THEBHOM OCBEILCHUHM OHM IOJIBEPIKEHBI BHICOKUM YPOBHSM OC-
BEIIICHHOCTH. B TakuX yCIIOBHSIX BEDKHBAHUE 3aBUCHT OT MEXaHU3MOB, o0ectie-
YUBAONINX TUCCHIIAIMIO TOTJIOMEHHOTO U3Iy4eHus. CrocoOHOCTh MOMKHIIO-
THIPUUYECKUX aBTOTPO(OB CHPABIATHCS C CHUIIBHOM OCBEIIEHHOCTBIO BHJOCIIE-
muduyna. MHOrMe NHIIAHHUKK HE CTOJb CHJIBHO TOBPEXIAIOTCS WHTEHCHB-
HBIM OCBEIIICHHEM B 00€3BOKEHHOM COCTOSTHHH II0 CPaBHEHHUIO C THAPUPOBAH-
HBIM cocTosiHEeM (Demmig-Adams u ap., 1990). YcroitunBocTh K 103¢ 001Ty-
YEeHHsI UMEET CHIIbHYIO a/IallTUBHYIO0 KOMIIOHEHTY W 3aBUCHT OT yCJIOBHH 0OH-
TaHUs ¥ Npeapaymux Bosneiictuil (Gauslaa u Solhaug, 2004). Jlumaitauku
W3 3aTCHEHHBIX MECTOOOWTAHWH TOBPEXMAIOTCS HA CHJIBHOM CBETY JIaXke B
obe3BoxkeHHOM coctostann (Gauslaa u Solhaug, 1999; Gauslaa u gp., 2001).

[Ipu QoTocuHTE3e NUIIL HECKOJBKO CIEIHATN3UPOBAHHBIX MOJICKYJT
xJoporiia y4acTBYIOT B TPAHCIIOPTE 3JICKTPOHOB OT BOIBI K (DH3HOIOTHYC-
CKHM akientopaM. Bo MHOTO pa3 Gonpliee KOTHYECTBO MOJIEKYI XJIOPOQHILIa,
Hapsily ¢ HEKOTOPBIMH KapOTHHOUAAMH, COOMPAIOT CONHEuHYI0 3Hepruto. [lo-
TJIOIICHHAs! SHEPrusi BO30Y)XIEHHOTO COCTOSHHMS MHIPHPYET W YIaBIWBACTCS
OTpPaHUYEHHBIM YHCIIOM XJIOPO(HIII-COAEpPKANX PEAKIHOHHBIX IICHTPOB
(PLY). Peakimonnbie nieHTpsl GotocucteMbl II (PCII), rae mporcxomuT oKuc-
JICHUE BOJIbI, COCTOAT U3 JBYX OenkoB, D1 u D2, u coxepxar 6 xnopopusuios,
nBa GeodeTrHa, TBa -KapOTHHA, [BA XHUHOHA W OJIMH WIIK JIBa TeMa IUTOXpOMa
b559 (puc. 1). DHIPProHUYECKOE OKHUCICHHE TUMepa XJIopo(uinia, Ha3bIBac-
Moro P680, mpuBOOHUT K MOSBICHUIO OKUCIUTENS C PEIOKC-TIOTECHIINAIOM, J10C-
TaTOYHBIM JUIS OKHMCJIEHHS BOJBI B HECKOJBKO CTaguid. BwicBoOOmMBIIMECS
ANIEKTPOHBI MMEPEHOCATCS CHAdala Ha OJWH M3 CBA3aHHBIX XWHOHOB PILI, mma-
croxuHOH (PQ), xoToprIii HazbBaeTcs Qa, 3aTeM Ha Qp M OTTyHa, Yepe3 He-
CKOJIBKO TOCTIEAYIONNX CTaJni, BKIIOYAs TaKXKe PEaKIMOHHBIA HEeHTpP ¢GoTo-
cucremsl 1 (OCI), — Ha Pusnonornueckuii akuentop anektponos CO,.

Korma Boma mocTymmHa B KadecTBE JOHOpPA 3JICKTPOHOB, €€ OKHUCICHUE
BOCCTAaHABJIMBAET OKHCIEHHEIH TEPBUYHBINA JOHOp JMeKTpoHOB, P680", KoTO-
pBIii 0Opasyercs B pe3yibrare pasaencHus 3apsnoB B PL[ @CII. Oto npenot-
BpallaeT Hecnenu(pHUYECKUe OKHUCIUTEIbHBIC MOOOYHBIC PEaKIHH C Y4acTHEM
P680", KOTOpEIE MOTYT Pa3pyIINTh KOMIIOHEHTHI (POTOCHHTETHYECKOTO alliapa-
ta. Eciim moruionienHas sHeprus He nepeHocutces Ha PLI, HeoOXoaumbl ambTep-
HATUBHBIC ITyTH MEPEeHOCa SHEPTUH JUTS MPEJOTBPALIEHUS TOBPEXICHUS (OTO-
CHUHTeTHYecKoro ammapara. [Ipu oTcyTcTBuM 3()()EKTUBHON TEIUIOBOW ITUCCH-
manuy BO30YXKIEHHE CBETOCOOHMPAIOIINX MOJIEKYN XJIOPO(ILIa MPUBOIUT K
YCHJIEHHOMY 00pa30BaHHIO JOJITOKHBYIIUX TPUILIETHBIX COCTOSIHUI MUI'MEHT-
HOM Marpuupl. Ecnn nerokcukanust TpumietoB kapotuHouaamu (Siefermann-
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Harms, 1987) He cripaBiisieTcsi ¢ HAKOTUIEHWEM TPUILJIETHBIX COCTOSIHUMN, BO3HU-
KaeT CHJIbHEHIIINH OKUCIIUTENh — CHHTJICTHBIA KACIOPOI;

3Chl* + 20, — 'Chl + '0,*.
HGCHGHI/IQ)I/I‘{CCKOC OKHUCJICHHUC HpI/I y‘{aCTI/II/I 102* MOXKET HpI/IBO):[I/ITb B KOHIIC
KOHLOB K FI/I6CJ‘II/I KJICTKH.
stroma

CP43 D2 D CP47

lumen

"
2H20 02+4H

Puc. 1. Cxema crpoenust kommekca OCII ¢ xmopoduii-cBA3bIBalOMNME OeTIKaMy
CP43 u CP47, D1 u D2 6enkamu PLI, Marauii-copepkammM OeTKOM KOMIUIEKCa OKHC-
nenust Bonsl U Oenkom MSP (Vermaas, 1993; pacnonoxenue OenkoB no Kamiya u
Shen, 2003). Cornacuo obwmenpuHsaToil Touke 3penus ¢eopurun (Pheo) siBisiercs
MEPBUYHBIM aKIEITOPOM 3JIEKTPOHOB, HO HEJ]ABHHE JaHHBIE CBUIETENILCTBYIOT O TOM,
YTO 3Ty POJIb BRIIOIHSET XJIopoduiul, crexyromuii 3a P680 (Shuvalov n Heber, 2003)

OdeBUAHO, YTO MPOOIEMa U30BITOYHOTO BO3OYKICHUS CTAHOBHUTCS €IIIe
Oonee ocTpoif, korga (GpOTOCHHTE3NPYIOMIKNE OPraHU3MBI TEPSIIOT Boay. B aToit
CTaThe MBI TOJIBKO KPAaTKO KOCHEMCsI 3allacaHusl COJIHCYHOW SHEPrHH B (OTO-
CHHTE3e, HO YJAEIMM HEMOCPEJCTBEHHOS BHUMAHHE MpoOJIieMaM KOHTPOIHPO-
BaHHON ITUCCHIIAIIMMA SHEPTHH B TEIUIO W OOE3BOKMBAHUIO (POTOCHHTE3UPYIO-
IIMX OPraHU3MOB KaK OCHOBHOMY CcTIOCO0Y (POTO3aIUTHI PACTEHHUH.
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®ayopecueHIUs XJOPOPUIIAa KAK HHCTPYMEHT JJId pacdyeTra (pOTOCHHTe-
THYECKOI0 TPAHCIIOPTA JIEKTPOHOB H OLECHKH 3 (PEeKTHBHOCTH TENJIOBOM
AUCCHNIAIIMM HEPruu KaKk myTH cOpoca u30bITKa IHEPruM BO30YKIeHUS

OHeprusi cBeTa, MOMIOLICHHOTO (POTOCHHTETHYECKUM amnapaToM, Mo-
JKeT JINOO MCIIONB30BaThes I (POTOXMMHUYECKOTO pasieneHus 3apsinos B PLI,
100 MOXeT OBITh BBICBEUCHA B BHIIE (DIIyOpPECIECHIINH, WIIA MOXKET OBITH 0e30-
MIaCHO paccesHa B BUAE Teruia. [Ipy HU3KUX OCBEIIEHHOCTSX MPaKTHUECKH BCe
KBaHTBI CBETa MCIOJIB3YIOTCS IS POTOXMMHUYECKOTO paszesieHus 3apsanos. W3-
IydeHne (GIyopecleHIMH NPAaKTHUYECKH OTCYTCTBYeT. [loTepu Ha TEruIoByIO
JVCCHUMAIIMIO SHEPIHU OTCYTCTBYIOT, IIOKAa HE aKTHBHUPOBAHBI COOTBETCTBYIO-
e MEXaHU3MBI IUCCUITAU. XOTS MaKCUMAIIbHBIA YPOBEHb (IIyOpeceHIIH
XJIOpodHIIa COCTaBIIsIeT HEMHOTHM Oosblie 3 % OT MOTJIOIEHHOTO CBETa, HH-
TEHCUBHOCTB (UTyOpECIEHINN MOKET JaTh BaKHYIO HH(OPMAIMIO HE TOJIBKO O
(OTOCHHTETHYECKOM TPAHCIIOPTE SJIEKTPOHOB, HO TaKKe M O AWCCHUITALUN
sHepruu B (oTocuHTeTHUeckoM anmapate (Bradbury u Baker, 1981; Schreiber
u 1p., 1986; Krause u Weis, 1991). Heobxogumoe ob6opynoBanue, KOTOpoe ce-
TOZIHS MTPOM3BOAUTCS HECKONBKUMH (PHPMaMH, JAeT BO3MOXKHOCTH HCIIOJIB30-
BaTh MOJYJMPOBaHHYIO (pIyOpecleHINI0, HeUyBCTBUTENIBHYIO K HAMHOTO 00-
Jlee MHTEHCHBHOW (DIyopecleHIMH, BBI3BAaHHOW JEHCTBYIOIIMM CBETOM, JIS
WCCIIEIOBAaHMS HE TOJBKO PENOKC-COCTOSHHSA (POTOCHHTETHUYECKOTO armapara,
HO M paccerBaHMs M30BITOYHON SHEPIHHU, HE MCIOJIb30BAHHOHN B (DOTOCHHTE3E
(Schreiber u mp., 1988; Schreiber u Bilger, 1993; Krause u Jahns, 2003).

IIpu oueHb HM3KOW MHTEHCHMBHOCTHU OCBEUIEHMs MpakTuyecku Bce PLI,
CHOCOOHBIE K TPEeoOpa3oBaHUIO CBETOBOW 3HEPIMH B SHEPTHIO Pa3/elICHHBIX
3apsAn0B, OTKPHITEL. MoaynupoBanHas (GiyopectieHius, nanydaemas OCII, to-
r7a JOCTUraeT MUHUMAJIbHOTO 3HAUEHUs, IOCKOJIBKY CKOPOCTh MCHOIb30BAHUS
SHEPruy B POTOXMMUYECKHX PEAKLUSX BBIIIE, YeM CKOPOCTh (IIyOpECLCHIINH 1
TETJIOBOW JWCCHUIMANMHU. VICHONb30BaHUE SHEPTHUM UIS Pas3leNeHus 3apsaioB
JIOCTUTaeT MaKCHMaJIbHOTO 3HadeHus. [lepen ocBelneHneM Takue BaskHBIE Tie-
PEHOCYHKH 3JIEKTPOHOB JUIsl (POTOCHHTETHUECKOTO TPAHCIIOPTa 3JIEKTPOHOB Kak
Qa B PLI ®CII, He okucnensl. KopoTkas cuiibHas BCHBILIKA, JUISALIASACS MPH-
Omm3uTensHO | ¢, BpeMEHHO 3aKphiBaeT Bce peakinuonHbie eHTpsl OCII, nmpu-
BOJUT K MaKCUMaJIbHOW MOJIYJIMPOBAaHHOW (IIyOpecUEeHIMH, TOTOMY YTO aK-
LENTOPHI JICKTPOHOB TEIEPh BOCCTAHOBJIECHBI U 0OJIbIIE HE CITIOCOOHBI MPUHH-
Matb eKTpoHbl. PoToxMMHYecKoe pasaeneHue Mexay P* m Qa Goxee HeBO3-
MOHO. TeroBas AUCCHUIIALIUS SHEPTHUH ellle He aKTHBHUpoBaHa. Brixox ¢uryo-
pecueHIMK yBesnuuuBaercs. PasHuna mexny makcumanbHod (Fm) m muHH-
ManbHOU miH (oHOBOM (Fo) dimyopecuenmnueli, neneHHass Ha MaKCUMAaJIbHYIO
¢myopectiennumio, T.e. (Fm—Fo)/Fm = AF/Fm, sBnsercs mokazaTeneM MaKCH-
MaJIbHOW KBaHTOBOH 3¢ ¢extuBHOCTH pasaeneHus 3apiaoB B OCII (Genty u
ap., 1989), nockonbky mpu KOMHaTHBIX Temneparypax (iayopecuenuus OCI
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HEe3HauuTeNIbHa. Y OOJNBIIOro YMciia TEMHOAJANTHPOBAHHBIX BBICIIMX pacTe-
HUH, He mnoaBepkeHHBIX cTpeccy, AF/Fm cocraBnsier nmpubmmsurensno 0.8
(Bjorkman u Demmig, 1987), 9to cBHOeTenbcTByeT 00 OOLIeH TEHICHIIMU
MHOTHX PAaCTEHHH HMCIHOJIB30BATh CBETOBYIO DHEPIUIO HCKIIOYUTENBHO Ha (o-
TOCHHTE3 NPH HU3KUX MHTEHCUBHOCTSIX CBETA.

[Tockonbky mpH BBICOKMX MHTEHCHBHOCTAX cBeTa uyacTb PLl OCII 3a-
KphbITa, 3HaueHUs AF/Fm omyckarotes Hike 0.8 Bo BpeMs ctartmoHapHOTO (o-
TOCHHTE3a, OTpakasi HU3KYI0 KBaHTOBYIO 3((EKTUBHOCT PA3ACICHUS 3apAI0B
B OCII B ycnoBusix (JOTOCMHTETHUECKHUX MTOTOKOB. J1JIsl OnpeniesieHnsi CKOPOCTH
noTtoka 31ekTpoHoB uepe3 DCII no gaHHBIM M3Mepenus QayopecHeHn Heoo-
XOIMMO YMHOXHTh KBAaHTOBYIO 3(p(h)eKTHBHOCTD pa3feieHust 3apsA0B Ha KOJH-
4ecTBO KBaHTOB, noriomeHHbIx @CII. OgHako mpy 3TOM HEOOXOIUMO ClenaTh
nomnpasky Ha norjomiesue ceeta He Toibko DCII, Ho n DCI. [ns pacuera ac-
CUMWJISILIMM YTJIEpOia 4acTO MpPEJIoJaratoT, 4TO IOJIOBUHA KBAaHTOB, MOTJIO-
MICHHBIX B JcTe, ucnons3yercs B OCII, a agpyras momosuHa — B OCIL. D10 He
BCer/ia MPUBOJMT K XOPOLIEMY COOTBETCTBHIO MEX/Yy PACCUUTAHHBIMU U H3Me-
peHHBIMH cKopocTsiMu oTocuHTe3a (Lange u np., 2001; Lange, 2003a). Eciun
CYIIECTBYET OCHOBaHHWE IMPEAINoJaraTh CyIIECTBEHHOE PACXOXJCHHE, MpsMoe
n3Mepenue BocctaHoBIeHUST CO; MOXKET OBITH MCHOIB30BAHO ISl KaTHOPOBKH
JIAHHBIX (ITyOpECUEHLINH, HO HEOOXOIMMO DKCIIEPUMEHTAIBHO HCKIFOYHUTH I10-
TOK 3JIEKTPOHOB NPH (POTONBIXaHNH U aJbTEPHATUBHBIEC MyTH TPAHCIIOPTA 3JIEK-
tpoHOB (Heber at al., 1995).

Korma sHeprus cBeta He MOXeT OBITH UCIIOJIB30BaHA Ha pa3/ieIeHHe 3a-
psnoB B PI] (1.e. xorna Bce PLI 3akpbITHI), a AUCCUMUPYET MO AIBTEPHATHUBHBIM
MyTSM, MOIYJHMpOBaHHas (IyOpECHEHIHMS OITyCKaeTCsi HUXKE CBOEr0 MaKCH-
ManbHOrO ypoBHA. Fm monmkaercs no Fm’. Kaxercs, uro 3T0 siBIsieTcst mpo-
CTBIM CIIEICTBHEM KOHKYPEHLMH MEXIy (yopecleHIeld U TEeIIOBOH AnucCu-
nanue SHepruM, Korna (OTOXMMHYECKash KOHBEpCHs OOJIbIe HE BO3MOXKHA
(Kitajima u Butler, 1975). OnHako, TOCKOIBKY BBIXOH (HITyOpPECIEHIIMA HUKO-
rra He mpeBblmaeT 2—3% Aake MPH BBICOKMX MHTEHCHBHOCTSIX OCBEILCHHS,
OBUTO BBICKa3aHO MPEIIIONOKEHNE U OBUIO SKCIIEPUMEHTAILHO TIOKa3aHo, YTO B
PLI mpoucxomut apyroi TMn (hOTOXMMHYECKHX MpPEBpPAIlCHHUH, KOHKYPHPYIO-
MU ¢ TEIIOBOW AUccHIaniel SHepruu. TeM He MeHee MOHIKEHUE YPOBHS
¢yopeclieHIMN BCe XK€ SBIISETCS JTOCTOBEPHBIM IOKa3aTeNeM YBETHYEHHS
ypoBHA TemuoBoi auccunmanuu sHepruu. Ecmu Fo = ke/(ketkptks) u Fm =
k¢/(ketky) (rme ke kp m kp — KOHCTaHTBI cKOpocTelt (uryopecteHInH, POTOXH-
MHYECKUX PEaKINid W TEIUIOBOH JMCCHUIANN SHEPTHUH ), KBAHTOBBIN BBIXOZ (O-
Toxumuueckux npoueccos, @ = kp/(kitkp+ky), mponopunonanen (Fm-Fo)/Fm.
Eciu cylecTByeT JOMOJHUTENbHBIA ypoBeHb Mexay P* u P'Qa” (P'T ), ne
CHIIFHO OTJIHYAIOIIUICS 10 cBOOOAHOI sHeprun ot P* (Hebompmoe AE), To k¢
cranoButcs Mesbie B exp(-AE/kT) pa3, mockonbKy KoHIeHTparus P* meHbIe,
ueM KoHIeHTpanus P'T" Ha Takyro ke Benmuuny. JIpyrue KOHCTaHTHI TAaKHE Ke,
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HO oHH Tenepb cBs3anbl ¢ P'T". Eciu AE = 0.1 3B, To npyu KOMHATHO# Temrepa-
type (kT = 0.025 3B) kBaHTOBBIIT BBIXOJ (DIyOpECUEHIIMN HE MOXKET HAaMHOTO
npeBbiliaTh 2% Jaxe B ciyyae «akpbIThix» PLI. B KOHE4YHOM cuere MOKHO
MOJYYUTh KOJIMYECTBEHHOE BEIpAKEHHE IS HE(POTOXHMHUYECKOTO TYIICHHUS
dutyopeciieHIIMU, KOTOpoe paccuuTbiBaetces o Gpopmysie NPQ = (Fm/Fm'—1).

Perynsiumst auccunanyy HEPrHH MOXKET OBITh OTCIIE)KEeHa Mo oOpaTH-
MOCTH HM3MEHCHHH (PITyOpECICHIINH, HEe CBA3aHHON C pEIOKC-M3MCHEHISIMHA B
(OTOCHHTETHYECKOM ammapare. ITH IPOCThIe 3aBUCHMOCTH COCTAaBIISIOT OCHO-
By OOJBIIMHCTBA pabOT 1O aHAJIM3Y COCTOSHUS (POTOCHMHTETHUYECKOTO arrapara
MIPH Pa3HBIX YCIOBHAX OKPYXKAFOIICH Cpelbl, BKIIOYast H3MCHEHHS B HHTCHCHB-
HOCTH OCBEIIEHHOCTH, TeMIeparype, noctymaoctd CO; 1 BOAHI U Jp.

Hcnoab3oBanue cBeTa B (POTOCHMHTE3E

Ha puc. 2 nokaszaHa 3aBHCHMOCTh MEXIy THOTJIOIIEHHEM cBeTa (oTo-
CHUHTETHYECKHMMHU TTHIMEHTaMH OT (DOTOCHHTETHYECKOI'0 OKHUCIICHHS BOJIBI IS
pa3MUYHBIX TPYHN pacTeHWd. IIpy JMMUTHPYIONIMX MHTEHCHBHOCTSX CBETa
MPaKTHYECKH BCE TIOTIIOIICHHBIE KBAHTHI CBETa MCIOIB3YIOTCSA HA (DOTOCHHTES.
B pesynbrare HagambHBIN HAKIOH KPUBOM 3aBHCUMOCTH CKOPOCTH (POTOCHHTE-
3a OT IUIOTHOCTH INMOTOKa (POTOHOB (T.€. MHTEHCUBHOCTH CBETa) HMPAKTHYECKH
WICHTUYEH Y MHOTHX Pa3NIMdHBIX pacTeHui. [Ipy yBenMueHNN HHTEHCHBHOCTH
ceeta mudp¢ys3us CO, U3 Bo3ayxa yepe3 YCThHUHBIN Oapbep B JIUCThIX K (OTO-
CHHTETHUYECKOMY ammapary HauyMHaeT JMMUTHPOBATh OKHCIEHHWE BoAbl. Ilpm
9TOM (POTOCHHTE3 JINMHUTHPYETCs Kak cBeToM, Tak U CO,. Ha comHeuHoM cBety
CO; sBAETCS OCHOBHBIM JIMMUTHPYIOINM (POTOCHHTE3 (haKTOPOM BO MHOTHX
ClTy4asix, Jake KOrja yCThHUIA MHUPOKO OTKPHITEL. CBET B 3TOM CIydae MpHCYT-
cTByeT B M30bITKe. Eciin, HanpuMep, MakcuManbHasi o0IIas acCUMUIISLMS yT-
Jepojia y cenbckoxo3sicTBeHHbIX C3 pacteHuit coctaBiseT 30 MKMONb m2c!
MIPH IDIOTHOCTH MOTOKa (hoToHOB 1800 MKMOIB M~ ¢! Ha conHeuHOM CBETY, TO
Ha aCCUMIIALMIO YTepoa MCIOIb3yeTcsl MpUOIM3UTeNnbHO Tonbko 30 % mo-
TJIOIIEHHOH cBeToBOM 3Hepruu. Ocranbubie 70 % OJKHBI OBITH pacCesiHbl B
BUze Temuia. B aToM pacyere yduThIBaeTCS HE TOJBKO CTENEHB ITOTJIOMICHUS
CBETa B JIUCTBSIX, HO W DHEPTETHUECKHE MOTPEOHOCTH (POTONBIXAHUS, KOTOPOE
COTIPOBOXKAAET aCCUMIIIALMIO yriaepoaa B C3 pactenusix. OueBuaHoO, uTo 60mnee
HU3Kasl aCCUMUIIALUS YIIIEPO/ia Ha COJIHEYHOM CBETY, II0 CPAaBHEHMIO C PAcCUH-
TaHHOW JUIA ATOTO TPHMeEPA, YBEIWIUBACT JOJIO SHEPTHUH MOTJIOMIEHHOTO CBE-
Ta, KOTOpas AOJKHA OBITH paccesHa B BUJE TEIIa.

Bo MHoOrmx ciyyasx ¥ y MHOTUX (DOTOCHHTE3UPYIOUIMX OPraHU3MOB
CO; He sBIIsETCS NUHCTBEHHBIM JIMMUTHPYIOIMM (POTOCHHTE3 (haKTOpOM Ha
CHIIBHOM CBETy. | eHeTHUYecKne M alaliTUBHbIEC (HaKTOPHI, MUTAHHE PACTEHUS U
pas3iuuHbIe CTpeccoBbie (haKTOPhI, 0COOEHHO BOJHBIH CTPECC, BCE OHU CIBHIa-
10T 3aBUCHMOCTb MEX/y OKHCIEHHEM BOJBI M (DOTOCHHTE30M, MOKA3aHHYIO Ha
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puc. 2, x 6oee HU3KUM ypoBHsIM Hacblenus: (Green u Lange, 1995). Benen-
CTBHE 3TOr0 OOJIbIIEE KOJIMYECTBO CBETA SIBISETCS W30OBITOUHBIM. Y JIETHUIPH-
POBaHHBIX MONKHJIOTHAPHYECKUX aBTOPTO(OB, 0OIATAIOMIMX OYECHb HHU3KHM
KBAHTOBBIM BBIXOJJOM cbnyopecueHan, IMMOYTH BCs MOTJIOIICHHAA JHECPIUA CBE-
Ta JOJIDKHaA OBITh npeo6pa3OBaHa B TCILIO, ‘{TO6I>I NpeaoOTBPATUTh BBLI3BAHHOC
CBETOM OKHCIIMTEJIIFHOE MOBpEXIeHHE. JDT0 TpeOyeT 3PPeKTUBHEIX MEXaHU3-
MOB TEIUIOBOW AWCCUNAUWK SHepruu. TOHKas peryysiuus 3THX MEXaHH3MOB
o0ecreynBaeT JOMHHUPOBaHHE (POTOCHHTETHYECKOIO MpeoOpa3oBaHHUs IHEp-
T'MU HaJ| TEIUIOBOH JMCCHUIALMEl SHEPTUH NPH HU3KOM MOTOKE ()OTOHOB M JI0C-
TYHMHOCTH BOJBIL.
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Photosynthetic photon flux density [jmol-m2-57']
Puc. 2. 3aBucumMocTh cyMMapHOTO (POTOCHHTE3a OT (POTOCHHTETHYECKOW TUIOTHOCTH
MoTOKa ()OTOHOB IMPH ONTHMAJIBHBIX TEMIEpATypax M OKPYKAIOMIUX KOHIIEHTPAIHIX
CO, s pacteHuid u3 pasHbiX (QyHKUUOHANbHBIX rpymm: C4 pacteHus u Oonblias
rpynna C3 pacteHui, BKIIOYAIONas CBETOIIOOUBBIE PACTEHUs, IEPEBbsl U TEHETIO0H-
Bele pactenus (Larcher, 2003)

Bruoxumuueckuii Mmexanusm (orocuHresa cioxeH. Korna ase mMoneky-
JIbI BOJIBI OKUCIISIFOTCS] BHYTPH 3aMKHYTOM THIAKOUIHONH MEMOPaHHOM CHCTEMBI
XJIOPOIJIACTOB, OJIHA MOJIEKYJIa KHCIIOPO/Aa BBIACISIETCS U3 XJIOPOIIACTOB, a
4eThlpe MPOTOHA OCTAIOTCsS BHYTpH THiakouaoB (puc. 3). Korzma ueTsipe ocBo-
OOAMBIIMXCS 3JEKTPOHA ABHKYTCS IO 3HEPreTHYECKOMY T'PaJHMCHTY B JJIEK-
TPOH-TPAHCIIOPTHOM L€ B MeMOpaHe, JOMOJHUTEIbHbIE BOCEMb MPOTOHOB
3aKa4YMBAIOTCSl BHYTPb THJIAKOHMJA. JTOT MEPEHOC MPOTOHOB IMPOHMCXOIUT BO
BpeMsl peakiuil [UTOXPOMHOrO b/f-koMiuiekca Pucke meHTpa ¥ JOMOJTHUTEb-
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HBII TIEpeHOC MTPOTOHOB, B TaKk Ha3biBaeMoM Q-1ukie. OHAKO BOCCTaHOBIICHHE
onuoit Mmonekynsl CO, B nukie KaneBuHa TpeOyeT HE TOJIBKO YETBIPE JIIEKTPO-
Ha, HO ele U Tpu MoJekysbl AT®. Dupsprounyeckuit cuate3 AT® npoucxo-
JUT 32 CYET SHEPrHH TPAaHCTHIAKOWAHOTO NMPOTOHHOTO TPAJNEHTa, KOTOPBIHA
MPE/ICTaBIICH Pa3HOCTHIO KOHLIEHTPALMH IPOTOHOB BHYTPU M CHApPYXKH THJIAKO-
UHON MeMOpaHbl (POTOCHHTETHUECKOTO armapara. [IocKonbKy crexumerpuye-
ckoe otHomeHne H+/AT® pasHo wetsipem (Rumberg u np., 1990; Kobayashi u
ap., 1995; Haraux u de Kouchkovsky, 1998) wiu Hemuoro 6osbiie (Joliot u
Joliot, 2002), He Gosiee Tpex monekyn AT® moxkeT ObITH CHHTE3UPOBAaHO BO
BpEMs BBIXOJa U3 TWIIAKOUAOB 12 mpoToHOB. [103TOMY BXOJ M BBIXOJ TPOTOHOB
W3 TUJIAKOWAOB BO BPEMs aCCHMHIISIIUY yTJIEpoJa B OCHOBHOM cOallaHCHpOBa-
HBl. BenencTBue 3Toro OTHOCHTENBHO HEOONBIION IPaJeHT MPOTOHOB MOXKET
obecrieunts norpedHoctH B AT® mnst accumummsiun yriepona. OdeHs cxon-
HBIE OTHOLICHHS BBIMONHAOTCA At notpedHocTelt B AT® B horonsixanum.
OTO MMeeT BaXKHBIE CIIEACTBHS JJISI COOTHOIICHHUS MEXAY (POTOCHHTETUIECKUM
npeoOpa3oBaHWEM SHEPTHU U TETUIOBOH JUCCHITIANEH SHEPIHH.

PoJsib 3eakcaHTHHA B TeIUIOBOM AMCCHIIALMU JHEPIrMU Y OBOJHEHHbIX pac-
TEeHUH

XoTs yKe IaBHO W3BECTHO, YTO KOHIIEHTPALHUs KCAaHTO(QHUIUIA 3€aKCaHTH-
Ha B (DOTOCHHTETHUECKUX MeMOpaHaX BBICIINX PACTCHHH OOpaTUMO YBEIHYH-
BAaeTCsl HA CBETY 3a CUET CHIDKEHHUS ypOBHs BHOJIOKcaHTHHA (Yamamoto u 1p.,
1962; Sapozhnikov u np., 1966; Hager, 1969), ponb 3eakcaHTHHa B TETUIOBOH
nmuccnanyn Opiia otMedeHa bap6apoit lemmur n3 BropuOyprcekoro YHUBepCH-
teTa Tonbko B 1987 (Demmig-Adams, 1990). K HacTosiieMy BpeMeHH HaKOII-
JICHO BHYIIUTEIBHOE KOJIMYECTBO JaHHBIX O HE TOJIBKO IIMPOKOM PacipocTpa-
HEHUH 3€aKCaHTHUH-3aBHCHUMOI TEIJIOBOW AMCCHUIIAMY SHEPTUH B 3€JICHBIX pac-
TEHHUSIX, HO W 0 MexaHm3Mmax 3toro mporecca (Gilmore m Govindjee, 1999;
Niyogi, 1999; Heber u ap., 2000; Li u ap., 2002; Aspinall-O'Dea u ap., 2002;
Ruban u np., 2002; Ma u ap., 2003; Wentworth u ap., 2003 u apyrue). O606-
Im1asi TOJyYeHHBIE PE3yJbTaThl, CIEAYET OTMETHTD, YTO CHEHUATM3UPOBAHHBIN
6enox B antenne OCII, npoxykr rena PsbS, n3menser cBoro koHpopmammio
npu npoToHUpoBaHUU. IIpoToOHMpOBaHHBIN OeNoK CIOcOOEH 00pPa30BBIBATH
KOMIUIEKC C 3€aKCAaHTHHOM, KOTOPBIH BBICTYNaeT B KadecTBe 3((PEKTHBHOTO
TYLIUTENS 3HEPTUU BO30YKICHUS. DTOT KOMIUIEKC KOHKYPHPYET C OTKPBITBIMHU
PEaKIMOHHBIMU LIEHTPAaMH 3a 3aXBaT 3HEPruH Bo30yxaeHus. ToHKas perys-
s obecrieuynBaeT NPHOPUTET ACCUMWIISILMK HaJ TEIUIOBOH JHcCHMaiueit
SHeprud. B To Bpemst Kak JMHEHHBIH CBETO3aBUCHMBIN TPAHCIIOPT 3JIEKTPOHOB
ot Bogel Ha CO,, Kak MOKa3aHO Ha pHC. 3, COMPOBOXKIAETCS cOAaTaHCHUPOBAH-
HBIM MIEPEHOCOM TPOTOHOB BHYTPb 3aMKHYTOW (POTOCHHTETHYECKOH MeMOpaH-
HOM CHCTEMBI M BBIOPOCOM IIPOTOHOB, HEOOXOAMMBIM JUTS TOJIEPXKaHUs HeoO-
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xogumoro miag accummsaiun CO, cunte3a AT®, momoaHUTEIBHOE MOIKUCIIE-
HHE THJIAKOWIOB HEOOXOIUMO /Il MPOTOHHpoBaHus PsbS-Oenka. D10 craHo-
BUTCS BO3MOXHBIM OJaromaps aJIbTEPHATHBHBIM IIyTSM CBETO3aBHCHMOTO
TPAHCIOPTa 3JIEKTPOHOB, COMPSIKEHHOTO C MEPEHOCOM IPOTOHOB. B peaxiim
Mennepa Bosla OKUCIISETCS] U KHCIOPOA BBIAENAETCS Tak ke, KaKk MpU acCUMH-
JSIOUY YTIIEpoJia, HO BBIACIMBIINECS 3JIEKTPOHBI CITy>KaT AJISl BOCCTAHOBIICHUS
kuciopona, a He CO, (Mehler, 1951). IlockomeKky cyMMapHBI Ta3000MeH OT-
CYTCTBYET, PEaKIHI0 TaKKe Ha3bIBAIOT IICEBJOLUKIMYECKHUM TPAHCIOPTOM
3JIEKTPOHOB, YTOOBI OTIMYMTH €€ OT LMKIMYECKOTO TPAHCIOPTa 3JIEKTPOHOB
Bokpyr @CI (Arnon, 1977). Kak npu nceBIOUUKINYECKOM, TaK U MPH HUKIH-
YECKOM TPAHCIIOPTE BJICKTPOHOB JOMOJHHUTENBHBIE TPOTOHBI 3aKauYMBAIOTCS
BHYTPh THJIaKouJa. Pa3HOBHIHOCTH peakuuu Meinsepa BKIIFOYAeT OKHUCIEHUE
ackopbaTta M BOCCTaHOBJEHHE acKopOaT-paiuKana M H3BECTHA KakK BOJHO-
BoaHBIH MK (Asada, 1999).

(HCHO) + H,0

Puc. 3. HakomieHnne npoTOHOB BO BpeMsl OKHMCIIEHHS BOABI BHYTPU 3aMKHYTBIX THJIa-
KongHBIX MeMOpaH (TM), TpaHCIIOPT MPOTOHOB BHYTPh THIAKOMIOB BO BpeMs JIMHEH-
HOTO TPAHCIOPTA JIEKTPOHOB M BBIXOJ IMPOTOHOB BO BpeMs cuHTe3a AT, Heobxoam-
Mblid s BoccTanoBieHus: CO, no (HCHO). ETC, snekTpoH-TpaHciopTHas 1iemnb; AS,
AT® cuntaza; CC, uuKi yriepoaa; OCTajJbHble pa3bsCHEHUs IPUBEAEHBI B TEKCTE

DTU peakiyu BCTYMarOT B JeicTBHe, Korna Hemoctatok CO, HauWHaeT
OrpaHMYMBaTh CKOPOCTh BoccTaHOBiIeHHs yriepoaa (Heber, 2003). Hanpuwmep,
GoJIbIIOE PACXOXKICHHE B CKOPOCTH JIMHEWHOTO TPAHCIIOPTa 3JIEKTPOHOB, pac-
CYUTAHHOTO TO (DIyOPECHEHINH W M3MEPEHHOTO II0 aCCHMWIALMK YIJIEpOosa,
BO3HMKAET y JMUIAHHHUKOB, KOT/Ia HACBIIIEHHE PACTEHHs BOJON OrpaHUYMBAET
ckopoctb muddysun CO; x dorocunreTnyeckomy ammapary (Lange, 2003a).
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AJIbTepHATHBHBIA TPAaHCIOPT BJIEKTPOHOB YCHJIMBAET MOAKHCICHHE BHYTPEH-
Hel cpenbl THIakona0B. CoepkaHue MPOTOHOB CTAHOBUTCS JI0CTATOYHBIM IS
npoToHHpoBaHus PsbS-Oemka. Tarxke W3BECTHO, YTO HU3KHHA ypoBeHb pH
BHYTPH THJIAKOHMJIAa MPUBOAMT K JEIMOKCUAAIMN KCAHTO(PHIIIA BUOJIOKCAHTHHA
1o 3eakcantuHa (Hager, 1969, Pfiindel u Dilley, 1993). 3eakcanTnH Hakamiu-
BAeTCsl 3a CUET YMEHBIICHHs KOHIIEHTpAalWH BHOJIOKCaHTHHA. Hammune 3eak-
CaHTHWHA W TIPOTOHHpoBaHHE PsbS-Oenmka cozmaer ycioBus ais oOpa3oBaHUS
LEHTPOB AMCCHUIALMU SHEPTHH, KOTOPbIE OTBOASAT SHEPTHUIO BO30YXKIEHHS OT
PLI ®CII. Takum oOpa3oM, KOTIa CBET NMPHUCYTCTBYET B U3OBITKE W aCCHMMIISI-
U OrpaHUYMBaeTcst 10ocTynHOCThi0 CO,, MOHMKEHNE BHYTPHUTHIAKOMIHOTO
pH mpenotBpamaer upesmepHoe Bo30yxaenue PL OCII.

Tem He MeHee HECKOJIBKO BOIPOCOB BCE €I OCTAIOTCA OTKPBITBIMH.
CyTh Bcerja 3akiiodeHa B JAeTalsX. Y BBICIIMX pacTeHWH Oblna oTMedeHa
CHITbHAsl KOPPEISIIUS MEXIY YPOBHSMH 3€aKCaHTHHA M HE()OTOXMMHUYECKOTO
Tymenuss ¢ayopecueHun  NPQ (T.e. TEmIOBOH JHWCCHIIAIMK DHEPTUH)
(Bjorkman u Demmig-Adams, 1995). MakcuManbHble OTHOIIEHHS 3€aKCaHTH-
Ha K xyopodumny pocturanu 0.1 Ha comHeyHoM cBeTy. OIHAaKO, OTHOLICHHUE
PsbS-6enka x xiaopodmmury HamHOTO MeHbIe. OHO Oimke K oTHomeHuio PL]
OCII k xnopoduy, koropoe 6nuzko k 0.002.

IIpu nmocrossuHoM pH BHYyTpH Tunaxkouna, NPQ nuneitHo Bo3pacTaer ¢
YBEJIMYCHUEM KOHIICHTpanun 3eakcaHTiHa (Bjorkman and Demmig-Adams,
1995). C mpyroi#t cTOpOHBI, IPH 3aJaHHON KOHIEHTpAaIMK 3eakcaHTHHa, NPQ
YBEIMUMBACTCA C YBEIMYEHHEM IPOTOHHPOBAHMS, YTO MpearoiaraeT mpomnop-
LMOHAIBHOCTh 3€aKCAHTHH-3aBUCHMON JTUCCHUIIAIIMKM SHEPTUH ITPOMU3BEICHHIO
(H") Ha KoHIeHTpaIHIo 3eakcaHTHHA. [10CKOIBKY KoHIeHTpamus PsbS-6enka B
TUJIaKOMIaX HE MOXET OBITh BBICOKOHM, 3TO CBHIETEIHCTBYET 00 OUCHB CIIOXK-
HOM 3aBHCHMOCTH MEXAY NMPOTOHHPOBAHHUEM M CBS3bIBAHHEM 3C€aKCAHTHHA C
5TUM OenkoM. JleHCTBUTENBbHO, OBIIIO MOKa3aHo, YTO KOOIEPAaTHBHOCTD AEHCT-
BUSL TIPOTOHOB YINPABISIET TEIUIOBOW MAWMCCHNALMEH 3HEPIHHM B JHCTHAX
(Schoénknecht u ap., 1995).

HepmaBro 0b110 MOKa3aHo, 4to CO,, pK koTOpOro cocraBnser 6.31 u ko-
TOPBIH BBICTYIIAET B KA4ECTBE CJIA00T0 MPOTOHUPYIOIIET0 areHTa P BHICOKUX
KOHIIEHTPAIUAX, CITIOCOOEH CTUMYJIMPOBATh HehoToXuMIUecKkoe Tymierne NPQ
y MXOB NPH YCJIOBHH, YTO NMPHUCYTCTBYET HEKOTOPOE KOJIMYECTBO 3€aKCaHTHHA
(Bukhov u np., 2001a). OT0 — yIUBHTENBHBIH pe3yibTaT, HOTOMY YTO IPOTO-
HUpoBanne amuHOKUCIOT E122 u E226 B PsbS-6enke (Li u ap., 2002) momxHO
MIPOMCXOIUTh P HAMHOTO Ooiee HU3KOM 3HaueHUH pH, dem moxer obecre-
yuth CO,. NPQ ycunuBaercs, v kBaHTOBast 3pQeKTHBHOCTb pa3eeHus 3apsi-
noB B PL| ©CII ymensiraeTcs npu yBenumdennn kKoHueHTparu CO; (Bukhov u
Ip., 2001a). Ocsemenue OEHCTBYIOIINM CBETOM HEOOS3aTENBHO. Y JalieHHe
CO; caumaer NPQ u yBennumBaeT KBaHTOBYIO 3((EKTHBHOCTb pasieseHUs
3apanoB B PL| ®CII. [lutnorpenton, MHIuOUTOp 0Opa3oBaHUsS 3eaKCaHTHHA
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(Yamamoto u Kamite 1972), unru6upyer NPQ, BoizBanHoe CO,. Bee 310 ro-
BOPUT O TOM, YTO HPOTOHMPOBAHUE KOHTPONHUPYET AMCCUMALUIO SHEPTHU.
[TpucyTcTBHE 3eaKCaHTHHA CYLIECTBEHHO, HO HAJIMYHUS HECKOJIBKHUX MOJIEKYI
Ha PLI ®CII nocraTouno amst 3¢hekTHBHON KOHKYPEHIIUH ¢ OTKpHIThIMU PI] 3a
sHepruto Bo30yxenus (Bukhov u np., 2001a).

CxonHble pe3ysbTaThl OBUIM TIOJNydEeHBI HE TOJNBKO Ha MXaX, HO M Ha
JIWIIAHHAKAX, Yy KOTOPBIX (POTOOMOHTAMM SIBISIFOTCS 3€JIEHBIE BOIOPOCIIH.
VY numaitHukoB ¢ (HOTOOMOHTAMM M3 CHHE3ENIEHBIX BOJOpOCiel He Habiona-
Jock obparumoro ysenuueHust NPQ npu 100aBiIeHUH BHICOKMX KOHIEHTPALUH
CO;. Takue NAUmAHUKKA HE OOJNIAHAIOT 3€aKCAaHTHHOBBIM IUKIOM (Demmig-
Adams u ap., 1990).

BakHO OTMETHTB, YTO JIUCTBS, KOTOpbIE 00JaJaloT 3€aKCAaHTHHOBBIM
LIMKJIOM, OYEHb MEJUIEHHO pearupyroT Ha Beicokue KoHueHtpanun CO, yBenu-
gyeaneM NPQ wmm cHmxeHneM 3(dekTUBHOCTH pas3menceHus 3apianoB B PI]
OCII mpu OTCYTCTBHM OCBEIICHHS NEHCTBYIOIIMM CBETOM. B IpPOTHBOIOIOXK-
HOCTB 3TOMY OTBETHI MX0B Rhytidiadelphus na CO, ObUTH OBICTPBIMH U PE3KMMH
(Bukhov u np., 2001b). Ha puc. 4 cpaBHUBaeTCs CTENEHb 0OPATHMOTO TOJaBIIC-
HUS pa3neneHus 3apsanoB mox BiausaneM CO, y mxa Rhytidiadelphus n nactpeB

T 1 1 T T 4 T b |

AF/Fm

] . L " 1 n 1 L 1 }

0 10 20 30 40 50 60
o
CO, (%)
Puc. 4. 3aBucumocts BpemeHHoro paszaenenus 3apsnoB B PL[ ®CII (u3mepenHoe
kak AF/Fm) Bo Bpems 1-c Bembimek cBeta ot koHueHTparmu CO, B BO3ayXe y Tuapa-
TMpOBaHHLIX Rhytidiadelphus squarrosus (®) u mictbeB mmnuHata (“ ). JeiicTByio-

M CBET HE BKJIIOYAIM BO BPEMsl OIbITA, HO 3¢aKCaHTHUH mpucyTcTBoBai. (Bukhov
u jp., 2001b)

mmnrHaTa npu OTCYTCTBUU HCﬁCTByIOHIGFO CB€Ta. O‘IGBI/I,HHO, YTO peryrsinusa
3¢aKCaHTHH-3aBUCHMOM JAUCCHUIIAIIMM SHEPrurM noCcpeaAcTBaM IMPOTOHUPOBAHUSA
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pasnudaeTcsi y MXOB (a TaKkKe JUIIaiHUKOB, TaHHBIE HE TIPUBEICHBI) U BBICIIIMX
pacTeHui (JIHCThS INMUHATA). Takke W3BECTHO, YTO MAKCUMAJbHBIC CKOPOCTH
(doTocHHTE3a PAa3TMYHBI B PA3HBIX IPyMIax (GOTOCHHTE3UPYIOUINX OPraHU3MOB
(Green u Lange, 1995; Lange, 2003 b; Larcher, 2003). MakcumanbHBIE CKOPO-
ctu pazzaenenus 3apsanos B P ®CII, cyas no ortHouienuto AF/Fm, takxe o1-
JUYaTCs. Y MXOB M JIMIIAHHUKOB OHM TMOYTH BCETAa HIXKE, YEM Y BBICIIMX
pacrtenwmii (Jensen, 2002). O4ueBuaHO, 9TO OaNaHC MEXKIY 3allaCaHUEM U JIHUCCH-
Manueil SHEPTUH CIBUHYT B CTOPOHY JIUCCUTIAIIMHA Y MHOTHX TTOWKHIJIOTUIPHYE-
CKHX aBTOTPO(OB, B TO BpeMs KakK y BBICIIMX PACTCHHI 3amacaHue SHEPrUu
JTIOMUHHUPYET HaJ TUCCHUTAIMEH dHepruu. TakuM oOpa3oM, co3maeTrcs BIeUYaT-
JICHWE, YTO YyBCTBUTEIBHOCTh K M30OBITOYHOMY CBETY BHIIIE Y MXOB W JIMIIA¥-
HUKOB 110 CPAaBHEHHIO C BBICHIMMH pacTeHUsIMU. boiee TOHKas perymsius Tem-
JIOBOHM JMICCHUTIAIIN SHEPTHH O0CCIICYMBACT 3alIUTy OT OKHCIHTEIBHOTO pa3-
PYUICHHUS B 3THUX OpraHU3Max.

NunynupoBaHHasi BhICHIXaHMEM TeIUIOBasl JUCCHUNIALUS Heprum y ¢orto-
CHHTE3UPYIOIIUX ABTOTPO(OB

Ha puc. 5 nokazana QayopecueHnus xiaopoduia YCTOMYUBBIX K BbI-
CBIXaHUIO MXOB Hypnum cupressiforme u Rhytidium rugosum nepen u mocie
WX TUApATAlUy Karuieil Bonsl. Hypnum coOUpand B THAPATHPOBAHHOM COCTOSI-
HUH B JOXIJIMBYIO TIOTOAY B 3aTEHEHHBIX MecTaX. PacTeHHs MEIJIEHHO BBICY-
nMBajy Jinbo Ha conuile (puc. SA), mubo B Temuote (puc. SB). Rhytidium co-
Oupasii B CyXOM COCTOSIHUHM B OCBelIeHHBIX MecTax (puc. SC). UacTe 3k3emii-
JISIPOB 3TOT'0 MXa TUAPATHPOBAIH U BBICPKUBAIIN B 3TOM COCTOSIHUH B TCUCHHE
IIByX ITHEW mpu ciaboM cBeTe mepej] MEIJICHHBIM BBICYIIMBaHHEM B TEMHOTE
(puc. 5D). BeinepxuBanue pacTeHuil Ha caboM CBETY WIIM B TEMHOTE Tepen
BeIcymMBaHueM (puc. 5B u D) Obuto cmenaHo i Toro, 4ToObl 00eCnednTh
STIOKCHAALNIO 3eakcaHTHHA B BuonakcaHTWH (Demmig-Adams, 1990). Bruto
MOKa3aHo, YTO 3TO IPEBPALEHUE JIETKO MPOUCXOIHUT B THAPATUPOBAHHBIX MXaX
(Bukhov u ap., 2001a). MoaynupoBaHHast ¢iyopecueHus xiopoduiia Oblna
BEI3BaHA OCBEUICHWEM MOIYINPOBAHHBIM W3MEPUTEIHFHBIM CBETOM OYCHBb HHU3-
kot maTencuBrocTH (0.1 MmO M~ ¢ wmw 0.005 % coTHEUHOro cBeTa). DTOT
CBET ObICTPO yBeIM4YMBaN (UIyOpECHEHLHNIO XJIOPO(DHUILIa BBICYIIEHHBIX MXOB
110 ypoBHS Fo, KOTOpBIH, KaKk M3BECTHO, OTPAXKaeT YPOBEHb (IIyOpECLEHLNH B
COCTOSIHUH C TIPEUMYIIECTBEHHO OKHCICHHOH 3JICKTPOH-TPAHCIIOPTHOHN LEIBbIO
Yy THAPATHPOBAHHBIX (POTOCHHTE3UPYIONIMX OpraHU3MOB. ITO OBICTpOE BO3pac-
TaHue (ayopecieHiun Obl10 MeHbIe Ha puc. SA u C, yem Ha puc. SB u D.
DTO CBUACTEIBECTBYET O TOM, 4TO (IyopecUeHIHs XJIopodmiia CHUIIBHEE Ty-
IIMTCS y BBICYIICHHBIX HA COJIHIIC MXOB, IO CPAaBHEHHIO C MXaMH, BBICYIICH-
HBIMH B TEMHOTE.

207



2. Pezcynsyus (pomobuonocuseckux npoyeccos
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Puc. 5. MonynupoBaHHas (iyopecieHnus Xiaopohuiia B 00e3BOKEHHBIX MXax Hyp-
num cupressiforme (A,B) wu Rhytidium rugosum (C,D) mnepenx wu mocie
ruapatupoBanus. (A) u (C) Mxu BeicylieHsl Ha coiHie; (B) u (D) Mmxu 6butn coOpaHbl
B THJIPaTUPOBAHHOM COCTOSIHMHM, JMOO I'MAPATHUPOBAHBI 3a ABA JIHA 0 NEpPeAMEUICH-
HBIM BBICYIIMBaHHEM B TeMHOTe. OueHb cna0blii MOAYIMPOBAHHBIN U3MEPUTENbHBIN
CBET BKJIIOYAJIM M BHIKIFOYAJIN IJIs 3aIHCH (IIyOpECLeHLINH, IOKa3aHHON Ha PHUCYHKE.
CunbHble 1-¢ BCMbIIKK cBeTa (0TOK oToHoB 13000 MKMOMB M~ ¢') BKIIOUANH KaX-
neie 200 ¢ kak nepen, Tak U mocie ruapatupoBanus. B onbitax (A), (C) u (D) Benbim-
K{ He BBI3BIBAIIM BO3pacTaHusi (GJIyopecleHMH 10 MOMeHTa ruapaTupoBanus. ITosic-
HEHHS B TEKCTE

[Mocne HavabHOTO OBICTPOTO BO3pACTaHMS (PIYOPECHEHIINN 10 YPOBHS
Fo mocnenyromee MemIeHHOE BO3pacTaHHE HAOIIOJATOCh TONBKO B JKCIIEPH-
MEHTE, MPENICTAaBICHHOM Ha puc. 5B, Ho He Ha puc. SA, C u D. J/IBe kopoTkue
BCIIBIIIKK O4€Hb CHIILHOTO JeficTBytoero ceeta (13 000 mxmoinb m2c' re. B
MATH Pa3 MPEBHIMIAONINE HHTEHCUBHOCTh COTHEYHOT'O CBETA) JUTMTEIBHOCTHIO |
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C NMPHUBOJIWIIM K BO3PAcTaHHIO (NTyOpecLeHIMH 10 YPOBHs Fm Tosibko Ha puc.
5B, HO He Ha puc. 5A, C u D y BBICYHIIEHHBIX MXOB. IHTEHCHBHOCTb 3THX
BCTIBIIIEK OblIa JOCTAaTOYHA JUT BO30YXKIAECHUS BCEX MOJIEKYT Xjopoduia He-
CKOJIBKO a3, BKJItoYast MoseKynsl xjaopodmmia PLI. Tem He MeHEee oHM TTPUBO-
JWIIH K pa3lielICHUIO 3apsilioB, MPOSBISIONIEMYCsl B BHJIE OTKIMKOB (iryopec-
LEHINH, TOJIBKO B ONbITe ¢ Hypnum, NpencTaBIeHHOM Ha puc. 5B, u ¢ nerun-
PUPOBaHHBIMH JINCTBSIMH TaKUX BBICIINX PACTEHWH, KaK IIMHWHAT (TaHHBIC HE
MOKa3aHbl). DTO CBUIETEIBCTBYET HE TOJIBKO O HAJTMYUU (HYHKIIMOHAIBLHON MH-
rpauuu 3Heprum ot ceerocobmparomux nmurmenToB K PL @CII naxe B 06e3Bo0-
JKEHHOM COCTOSTHMHM, HO TaKXe M O paszereHun 3apsnoB B PLL u moroke anek-
TPOHOB K XMHOHOBOMY akmentopy Qa PLI. Tem He MeHee ckiaabIBaeTCs BIe-
YaTJIeHHe, YTO TaKoe pasJieieHue 3apsIoB He HaOMoqaeTcs Y BBICYIICHHBIX Ha
cosHie mxax (puc. SA u C) v y BeICYIIEHHOTO B TeMHOTe Rhytidium (puc. SD).

I'mpparanms mytem moOaBiieHHs Kaluld BOABI PE3KO M3MEHsIa (iryo-
pecueHTHbIe 0TBeTH. Hebompmioe ObIcTpoe HavadbHOE MOHMKEHHE (hayopec-
LEHLHH, MT0-BUIMMOMY, OTPENEINSeTCs] N3MEHEHHEM ONTHYECKUX CBOWCTB 00b-
eKTa, HO Ooyiee MeIUIEHHbIE W3MEHEHHS HMEIOT (YHKIMOHAIBHYIO OCHOBY.
I'mpparanus MemieHHO yBenmuuBana Fo-ypoBeHb (uiyopecleHIMH BO BCEX
ciyyasix. O4EeBUIHO YTO BBICYIIMBAHUE TYLIMJIO (UIyOPECLEHLNIO U TYIICHHUE
00paTUMO CHUMAJIOCh NPW TWAparanuu. MHAyuupoBaHHas BCIBIIIKAMH CBETa
(iryopecieHIMs B TaHHOM CITy4dae CBHIETEIBCTBYET O Pa3[eNCHUH 3apsioB B
PIT ®CII u mepexoaHOM BOCCTAHOBJICHHH OKHCIEHHOTO0 Q4 BO BCEX JKCIIEpH-
MeHTax. OIHAKO CTENCeHb pa3/ieiCHUs 3apsaoB, kak BuaHo u3 AF/Fm, Obuta
MEHBIIIE B BBICYLIEHHBIX Ha COJIHIIE MXaX, YeM B MXaX, BBICYIICHHBIX B TEMHO-
te (AF/Fm = 0.33 u 0.15 Ha puc. SA u C coorBerctBeHHO u 0.58 u 0.45 Ha
puc. 5B u D cooTBeTCTBEHHO, BCKOpE IIOCNE THAPATHPOBaHUS). Taxxke Bpe-
MeHHOe TylleHne Fo mocne ocBenieHus CHIBHBIME BCIBIIIKAMU CBETa HaOIIO-
Janock Toybko Ha puc. SA u C, Ho He Ha puc. 5B u D. Takoe Tymenue Fo no-
CJle OCBEIIEHWS TUIHWYHO AJsS Clydas 3€aKCAaHTHH-3aBUCHMOHM IHMCCHIALNHU
sHepruu. OHO OTCYTCTBYET Ha puc. 5B 1 D, moToMy 4TO MeIIeHHOE BBICYIIIH-
BaHHME TMIPAaTHPOBAHHBIX MXOB B TEMHOTE IMPUBOJIWIO K NMPeoOpa3oBaHUIO 3e-
akcaHTHHa B BUojdakcaHTHH (Bukhov m ap., 2001a). Kak cnencreue, 3eakcan-
THH-3aBHCHUMas INCCUTIALIUS SHEPTHH OTCYTCTBOBAJIA.

Kuneruxu tymenus Fo ¢nyopecuennmu va puc. SA u C mocne UHTEH-
CHBHBIX MMITYJICOB CBETa MOKa3bIBAIOT OYE€Hb TMOKYIO PEryJSLHI0 3eaKcaH-
THUH-3aBHCUMOI JHCCHUTALMA SHEpruu. Bo BpeMs KOpOTKMX BCHBIIICK CBETa
PsbS-6emokx mpoToHHpyeETCs 3a CYET CONMPSIKEHHOTO € TPAaHCIIOPTOM 3JIEKTPO-
HOB TPaHCIIOPTa MMPOTOHOB. DTO YCUIMBAET JUCCHUIIALNIO SHEPTUH U MTOHMWXKAET
(iryopecuieHIIMI0, KOrja 3¢aKCaHTUH IPUCYTCTBYET, XOTs JNEHCTBYIOLIMH CBET
OTCYTCTBOBAJI MTOCJIE TIPEKPAIICHHUs BCOBIIEK cBeTa. [locnenytomee MeaIeHHOe
JenpoToHrpoBaHue PsbS-Oenka B TeMHOTE BOCCTaHABIUBAET (hIIyOPECLECHIIHIO
1o ypoBHs Fo.
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Bri3Bannas BBICYIIMBAHUEM JUCCUTIAIUA DHEPIUU, KaK BUAHO U3 CUJIb-
Horo cHmkeHHs: Fo- 1 Fm-ypoBHe# ¢ryopecueHnny, IMpoKo pacupocTpaHeHa
cpean MOMKuIoTHApHIecKuX (oToaBTOTpodoB. OHA HAOIIONAETCS HE TOJIBKO y
MXOB, HO H Y JMIIAHHUKOB. B TO BpeMs Kak y MHOTHX JTUIIAITHUKOB CHMONOH-
TaMHM CIIyXKaT 3eJIEHbIe BOJIOPOCIH, HEKOTOPhIE JINIIAHHUKN B KadecTBe (HoTo-
OMOHTOB coziepKaT CHHE-3eJIeHbIe BOZOPOCU. TOIBKO JIMIIAHHUKY, CBSI3aHHbBIC
C 3eJIEHBIMH BOJOPOCIISIMH, O0JaJaloT 3eaKCaHTWHOBBIM mukioM (Demmig-
Adams u ap., 1990). Tem He MeHee 00a TUMNA JTUIIAHHUKOB MPOSBISAIOT CHIIb-
HOe TyleHue (GIyopecleHINH, BI3BaHHOE BhIcyMBanueM. Ha puc. 6 cpaBHu-
BAeTCsl MOJYJIMpOBaHHast (UIyopecueHIns XJIOpo(pHuUIa BEICYILIEHHOTO JIMIIan-
HHKa ¢ 3eJIeHBIMH BoJopocisiMu Hypogymnia physodes n MUIaiiHUKa ¢ [[HaHO-
Gaxtepusimu Peltigera neckeri 1o Hadana W 1mocie ruapatupoBanus. B oboux
CJTy4yasiX CHUJIBHBIE BCIIBIIIKW CBETa HE BBI3BIBANIN ()IIyOPECLEHTHBIX OTBETOB B
CiTydae BBICYIICHHBIX JIMIIaHHUKOB. B 000MX ciydasx rHapaTupoBaHUE CHIIBHO
yBenuunBaio (ayopecueniuio. O0paTumMble U3MEHEHUsT (DIyOpECHEeHIINH, BbI-
3BaHHOW MMITyJIbCaMH CBETa, CBHUJETEILCTBYIOT O OBICTPOM HpeoOpa3oBaHUU
nHeaktuBHbIX PL] ®CII B ¢ynxumonansusie PLI. HemocpencrtBenno mocie
BCHBIIIEK CBeTa (UIyOPECIEHINS OITyCKaeTcs HMXKe YPOBHS Fo ToiIbpKO B OmbI-
Te ¢ Hypogymnia, Ioka3aHHOM Ha puc. 6A, HO He B ombITe ¢ Peltigera (puc. 6B).
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Puc. 6. MoaynupoBanHasi (ayopecueHis Xaopodunia 00e3BOKEHHOTO XJIOPOIIH-
waitnuka Hypogymnia physodes (A) 1 00e3BOXKEHHOTO LHaHOJNMIIAHHUKA Peltigera
neckeri (B) no n nocne ruapatupoanus. CHiibHbIE 1-C UMITYJIbCBI CBETA JaBalIM KaX-
nbie 200 ¢ Kak 70, TaK W MOCJe HApaTHPOBaHHs Karied Bojabl. ClieqyeT OTMETHTb,
4TO (hIIyOpECLeHTHBIE OTBETHI HA BCIBILIKKA CBETA OTCYTCTBOBAJIHM, KO/ JIMIIAWHUKA
HaXOJUIKCh B CyXOM COCTOSIHUU. CM. MOSICHEHHUS B TEKCTE
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Kak obcyxmanock Bblllle, BPEMEHHOE HHAYLMPOBAHHOE BCIIBIIIKAMHU
Tymenne Fo TUMMYHO 1yisi ciydast aKTHBHOTO 3€aKCAaHTHH-3aBHCHMOTO ITyTH
JMICCHUTIAN 3Hepruu. L{naHomWIIaiiHUKN HEe MMEIOT 3€aKCAaHTHHOBOTO IHKIIA.
CornacHo bunrepy u coaBropam (1989), yacTh BBI3BAaHHOTO BBICYITMBAHHUEM
TyLIeHUs B LMaHoiuLIaiHKuKe Peltigera rufescens o0yciioBneHa (GyHKIMOHATb-
HBIM oTcoenuHeHneM ¢ukoommrcom u OCII, B To Bpems Kak y XJIOpOIHIIan-
HuKa Ramalina cHmkeHa murparus sHeprun Bo30OyKIEHUS OT cBeTocoOmparo-
miero kommiekca k PL @CII.

VY BBICHIMX PAacTeHWH BbI3BaHHAs BBHICYIIMBAHWUEM TEIUIOBAs JWCCHIIA-
LU SHEPIUX BhIpakeHa ciabo. Kornma BeIcymmBany JIMCThS LMINWHATA, TOIBKO
Fm-ypoBeHb (uryopecieHIMH CyIIECTBEHHO CHHMXKAJCsA, HO HE yPOBEHb (hiryo-
pecuenuuu Fo.

B3aumoneiicTBue ABYX MyTeil TeNJIOBOH JUCCUTIAIIUM SJHEPTHH

Jnst MHOTMX HOMKHWIOTHAPHUYECKHMX aBTOTPO(OB B CYXOM COCTOSIHHH
KOHAEHCHPOBAHHON XOJIOAHBIMHA HOYaMH POCHI JOCTAaTOYHO VIS THUAPATALMN U
BOCCTAHOBJICHHSI METa0OJINYECKON aKTHBHOCTH. [la’ke paBHOBecHe JTHITAHHIKOB
U BO3/lyXa C TOBBIIIEHHON BO BpeMs HOYHOTO MOXOJIOJAHUS OTHOCHUTENBbHOU
BIIQ)KHOCTBIO 4acTO 0OECIeUrBaeT JOCTATOUHYIO OBOJHEHHOCTD ISl BOCCTAHOB-
nenust Mmetabommdeckux mporeccoB (Lange, 2003b). [locne Bocxoma comHma
THAPATHPOBAHHBIE OPraHU3MBI MTPOSIBISIOT KOPOTKUIT MK (POTOCHHTETHYECKOTO
nornouieHust CO; — 10 TOrO MOMEHTA, KaK MOCTENEHHOE BBICYIIMBAHHUE U yBeE-
JMYMBAOLIAsICSl MHTCHCUBHOCTD CBETA HE CABMHYT OalaHC OT MCXOJHO Mpeobia-
JTAFOIIETO 3alacaHus PHEPIHH B CTOPOHY AWCCHNanuy Hepruu. Iloka rumpara-
LUs1 TOCTaTOuHA ISl MTOAJep KaHUs TpaHCIopTa 31eKTpoHOB k CO, 1 anbTepHa-
THUBHBIX ITyTeH TPaHCIIOpPTa 3JIEKTPOHOB, MOAKUCICHHE BHYTPHTHIAKOWIHOTO
MPOCTPAHCTBA MOXKET CIIOCOOCTBOBATh HAKOIICHHWIO 3€aKCAHTHHA M IPOTOHUT-
poBanuio PsbS-Genka u TakuM 00pa3oM aKTHBHPOBATh 3€aKCAaHTHH-3aBUCHMYIO
Jquccunanuio 3Hepruu. OOpa3oBaBIIMECS LEHTPH! AUCCHUMNALMU 3HEPrHH, IO-
BHUIIMMOMY, HE TOJIBKO BBIAEPKHBAIOT MOCTEIIEHHOE BHICYIINBaHUE, HO U COXpa-
HSIOT ()YHKIMOHATBHYIO aKTUBHOCTH B MOJHOCTBIO 00€3BOXKEHHOM COCTOSHHH.
Jloka3zarenbcTBa 3TOro MOTyT OBITH TIOJTy4YeHBI U3 clieKTpa (uryopecueHun, IpH-
BE/ICHHOM Ha PHC. 7, KOTOPBIH OBUT TIOJIydeH Ha TeX K€ BBICYIICHHBIX MXax, pe-
3yIbTaThl MCCIEJOBAHUS KOTOPBIX TPEACTaBIeHbl Ha puc. 5. PryopecueHnnio
BO30y)X#anu cBeTOM C JTHHOM BOdHBI 440 HM. Y BBICYIIEHHOTO Ha COJHIIE
Hypnum wmaxcumym ¢iyopecueHuun Haobmrogaincs okosno 720 HM (HMKHHA
CIIEKTp Ha puc. 7A), B TO BpeMs Kak y BBICYIIEHHOTO B TeMHOTe Hypnum Mak-
CHMYM CBEUYCHHS TPUXOIMIICS Ha 685 HM M HaOMI0JaIOCh BBIPAXEHHOE TUIEHO Y
720 uM (BepxHMH crieKTp Ha puc. 7A). CxoaHble HAOMIOEHU ObUIH TOTYYEHBI
Ha Mxe Rhytidium (puc. 7B). B aToM ciydae BBICYIIEHHBIH Ha COJTHIIE MOX MMET
IIBa THKa ()IyOPECIeHIINHA CPAaBHUMOW BBICOTHI, OJWH MpH 685 HM W Ipyroi —
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CABHHYTHIN B NAJIBHIOI KPAaCHYIO 00J1acTh (HI)KHUH CHEKTpP). Y BBICYLIEHHOTO B
TEMHOTE MXa JIOMHHHPOBAJ MHK NpH 685 HM, HO GoJiee BBIPAXKEHHOE IIIEY0 K
JlaTbHEH KPacHOW 00JacTH CBUAETENBCTBOBAIO O MPUCYTCTBHH ILIEHTPOB, H3ITY-
qaroumx mpu 720 HM (BEpXHHUH cHeKTp Ha puc. 7B).

U3 criexTpa, MpeACTaBICHHOTO Ha PUC. 7, BUIHO, YTO (IIyOpeCLCHLUS
npu 685 HM NPEUMYIECTBEHHO TYIIUTCA Y BBICYIIEHHBIX HA COIHIIE MXOB, CO-
JiepKalux 3eakcaHTHH. Korga BBICYIIEHHBIE B TEMHOTE MXH IIE€Pe]] BBICYIIH-
BaHHEeM 00pabaThIBad TaKUM 00Pa30M, YTOOBI HCKIIIOUNTh HAKOIUICHHUE 3€aK-
caHTHHa, QuyopecueHIys Mpu 685 HM Obula cuibHee, 4eM (IIyOopecLeHIUs
npu 720 HM. TeM He MeHee LEHTpPbI, U3JIyYaloLIUE CBET C JAJUHOW BOJIHBI
720 HM, TaKKe MPUCYTCTBOBAIN Y MXOB, BBICYIIEHHBIX B TEMHOTE.

Fluorescence

L 3 i
on ft off on !
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Puc. 7. Criextps! ¢uryopecueHInu 00e3BOKEHHOTO MXa Hypnum cupressiforme (A) u
Rhytidium rugosum (B). Hmwxnue cnektpsl Ha (A) u (B) moiydeHsl Ha BBICYIIEHHBIX
Ha COJIHLE O0E3BOXKEHHBIX MXaxX, BEPXHHE CIEKTPBI IOJYyYeHbl Ha 00E3BOXKEHHBIX
MXaXx, KOTOpbIe ObLIM MMAPATHPOBAHBI M MEIJICHHO BBICYLIEHBI B TeMHOTe. CM. mosic-
HEHHUS B TEKCTE

B COBOKYNHOCTH C JAHHBIMH, IPEICTABIEHHBIMUA HA PUC. 5, CIIEKTpalb-
HBle JaHHbIe (pUC. 7) CBUAETENLCTBYIOT O TOM, YTO 3€aKCaHTHH-3aBUCHMas Te-
TUIOBasi IUCCHUMALNS SHEPTUH aKTHBHPOBAHA MPU COOJIOJCHHH COOTBETCTBYIO-
JR11%D.¢ yCJ'[OBI/Iﬁ HE TOJIBKO B T'MAPATHUPOBAHHBIX HOﬁKHHOTHHpH‘IeCKVIX Opranus-
Max, 06J'Iaﬂ,af0[lll/lx 3CAKCAHTUHOBLIM IUKJIOM, HO TAaKXX€ MW IIOCJIC BbICYIIUBA-
Hust. CoueTaHue 3TOr0 MEXaHW3Ma C JTUCCHITAIMOHHBIM MEXaHW3MOM, BBI3BaH-
HBIM BBICYLIMBaHUEM, O00ECIICUMBACT 3aLIUTY O00C3BOKEHHBIX MOMKWIOTHAPH-
YEeCKHUX aBTOTPO(OB.
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DoTo3aIMTHBIA TpaHCOPT 3J1eKTPoHOB B PI[ @CII B oTCyTCTBHE BOABI

B To Bpems kak ombIThl, pencTaBieHHble Ha puc. SA, C u D u puc. 6,
CBHJIETENLCTBYIOT 00 OTCYTCTBUU pazzaeneHus 3apsaaos B PL dCII obe3BoxeH-
HBIX MXOB U JIMIIAllHUKOB, Ha puc. 5B noka3aHo, YTO MpU ONpPEAETEHHbIX yC-
JIOBHSAX OKPYKAIOIICH cpeqsl Kak pa3/ieieHUue 3apsiioB, TaK U TPAHCIIOPT 3JICK-
TpOHOB K Qa AaKTHBHBI JaXX€ B CYXHX IOHKHIOTHAPHYECKUX OpPraHW3Max.
OuyeHb CXOMHBIE C TPEACTaBIEHHBIMU MJisi 00€3BOXKEHHOro Mxa Hypnum
(puc. 5B) nannble ObIIM TOJy4YeHBI Ha BeIcOXWIeM Mxe Rhytidiadelphus
squarrosus W BBICYIICHHBIX JIUCThSIX IIMAHATA W IPYTUX BBICIIUX PACTCHHHA
(KoTOpele HE TEpPEKHWBAIOT PETHAPUPOBAHMSA) WM BalsiX MalOpPOTHUKA
Polypodium vulgare (koTopble yCTOHYMBBI K 00e3BOkuBaHHi0). [Ipemsapu-
TeJNbHAs TEMHOBAs aJaNTalys Iepell BHICYIINBAHHEM W BBICYIIUBAHHUE B TEM-
HOTe OBUTH HEOOXOAUMBI IJIsl TOTO, YTOOBI HAOIOAANIOCh pa3ielieHHe 3apsiIOB U
BOCCTaHOBJIeHHE Q4 MPHU OYEHBb CIa0OM OCBEIICHHH, T.K. MHaue Q4 OcTaeTcs B
TEMHOTE B BOCCTAaHOBJIEHHOM COCTOSIHUM WJIM PEOKHUCISETCS OYEHb MEIJIEHHO.
OH MOXET [UIUTENFHO TOMJEPKUBATECS B MOJHOCTHIO BOCCTAHOBJICHHOM CO-
CTOSIHUH TIPH OCBEIEHUH CBETOM HU3KOW WHTCHCHBHOCTH. B 3TOM citydae apy-
rue ¢poropeakmy OCII MOXXKHO OTIMUYUTH OT TPAHCIIOPTA IEKTPOHOB K Qa TIpH
MOMOIIM crieKTpanbHoro ananu3a (Shuvalov u Heber, 2003). CBeTo3aBrcumoe
BhIBeTaHue bleaching B obmactu 500 HM mokazano, uto B-kaporuH (Car), BXo-
st B coctaB PL ©CII, pOTOOKUCITSIICS ¢ HU3KIM KBAaHTOBBIM BBEIXOJIOM HE
TOJIBKO Yy BBICOXINIMX JIMCTHEB IIMUHATA (PUC. 8), HO TaK)Ke W B BBICYIIEHHBIX
XJIOpoIIacTax WLIMMHATa M CyOXJIOpOIUIacTHBIX uacTuiax. OkuciieHue ObUIO
MOYTH MPOTIOPLIHUOHATEHO WHTCHCUBHOCTH CBETA, BIUIOTH [0 WHTEHCHUBHOCTEH,
OMM3KUX K cOMHEYHOMY cBeTy. OO 3TOM ke CBHAETEIbCTBYET W 0Opa3oBaHHE
NoJIOCHl moromeHust B ooaactu okoio 1000 HM. B To Bpems kak B-kapoTuH
Haxoaujcs B (POTOOKHUCIICHHOM COCTOSTHMH, KHHETHUYECKH CXOJIHOe 0o0pa3oBa-
Hue nosnoc npu 450 u 810 uM u BeiuBeTaHue npu 436 U 680 HM CBUIETENLCT-
BYIOT O HAaKOIUICHMH BOCCTAHOBJICHHOTO XJopo¢mmia. DPPeKTs MpocKoka
(cuta), Gonee CUIBHO MPOSBIIAIONINECS HA CHHEM CBETY I10 CPaBHEHHIO C 3elle-
HOW 00JaCThIO CHEKTpa, 3aTPYIHSIOT KOJIHYCCTBEHHBIH aHAIM3 B3aUMOCBS3U
BOCCTAaHOBJICHUS XJOPOHUILUIA C OKACICHHEM KapOTHHA B CYXHX JHUCTBAX. Og-
HAaKO CHEKTPHI, OITy4YeHHBIE Ha CyOXJIOPOIUIACTHRIX YaCTHIAX, AAlOT OTHOIIe-
mue Chl/Car’, 6mmskoe K 1. IIpu mopnepxanuu Qa B BOCCTAaHOBIEHHOM CO-
CTOSIHUM HUKAKUX MPU3HAKOB (POTOHAKOIIICHUSI BOCCTAHOBJICHHOTO (peohUTHHA
He ObuT0 oy4eHo. Breimseranue B 061acti 540 HM CBUAETENECTBOBAJIO O TOM,
4yTo (poToHaKomIeHne Pheo  mpoucxoaut JMIb MOCie MOAaBIEHHs MepeHoca
AJIEKTPOHOB Ha QA MyTEM MPEIBAPUTEIBHON TEILIOBOM 00PaOOTKHU JIUCTHEB B
IUIPaTHPOBAHHOM cocTosiHUK pu 60° C 1o Havana BeICyIMBanus. Kpome To-
ro, He OBUTO OOHAPYIKEHO PEIOKC-3aBUCHUMBIX MU3MEHEHUH abcopOmmu B obiac-
TH 559 HM, YTO CBHJIETENBCTBOBAJIO OT TOM, 4YTO HUTOXpoMm b559 B PL[ ®CII
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ocTaBajICs B OKMCICHHOM COCTOSIHHM, B TO BpeMsi Kak HaOIIoJanuch oopaTu-
MBbI€ OKHCIIHMTEILHO-BOCCTAHOBUTEIIBHBIE PEaKIWU C ydacTHEeM [-KapoTHHA U
xnopodusia. [Tpu Beikmodennn ceeta Car' okucnsncs 1 Chl™ okucsics ¢ no-
myBpemeHamu 10 | ¢ (Shuvalov u Heber, 2003).

Absorption
Increase
T

Decrease
T

400 450 500 550

Puc. 8. Pa3HOCTHBII CHEKTp CBET-TEMHOTA CyXOro JIUCTAa IINUHATa. M3-3a CUIBHOTO
a¢deKxTa mPOCKOKa, OCOOCHHO BHIPAXKEHHOTO B TONYy0Oi 00acTH CHEKTpa, TMOJIO0XKH-
TesbHas 1oJsioca nornomeHus npu 450 HM ObUIa CHIIBHO MOJABJIEHA TI0 CPABHEHHUIO C
BbIIIBETAaHUEM I0JI0CHl KapoTuHa npu 500 HM. Brinseranue npu 500 HM yMeHbIIANo
noryiomenne Ha AA =3 x 107

OTH naHHbIE OBIIM MHTEPHPETHPOBAHBI KaK CBUIETEIHCTBO TOTO, YTO
MEPBUYHBIM aKIenTopoM 3ekTpoHoB B PI @ CII sBistercst xiaopodut, mpu-
MbIkatomii k P680, a He ¢eodeTnH, KOTOPHIH 10 HEINaBHErO0 BPEMEHH pac-
CMaTpHUBAJICSl KaK MEpBUYHBIA AaKIENTOp 3JIEKTPOHOB Y BBICIIUX PAaCTEHUH
(Shuvalov u Heber, 2003). B cyxux nuctbsx pasnenenue 3apsnos B OCII npu-
BOJIMIIO K HayaJbHOMY 0Opa30BaHHIO paanKanbHOH mapel P680 Chl'. Kak pe-
KoMOMHaIus K cocTostHnio P680ChI, Tak n oxucnenne Car npu yuactun P680"
TIOHMIKAET CTAIMOHAPHYIO KOHIIEHTPAIHNIO CHIILHOTO okuciuTens P680". IMocie
cTaauu okucienus Car mpoucxoauT BoccTanopienne Car' npu yuactun Chl,
gro 3aBepmaet UK 31ekTpoHa B PL] @CII. ITockonbky ObicTpast pekoMOMHa-
LUl pafiKalbHOW Mapbl M LUKIMYECKHH TpaHCopT 31ekTpoHoB B PL[ OCII
TIOHMIKAIOT KOHIeHTpanuio P680, 06a mpolecca BHOCAT BKJIaj B (HOTO3ANIUTY
B YCJIOBHSAX, KOT/Ia APYTHE MEXaHU3MBI, HAITPpUMEp, BEI3BaHHAS BHICYIIIMBAHHEM
3€aKCaHTHH-3aBUCHMAs AUCCHUITIALUSA SHEPIHH, HEJOCTATOYHO () (EKTUBHBI IS
npenoTBpaieHus pasaeneHus 3apsao B PLI. OHu moMoraroT npeaoTBpaTUTh
Hecrienuduueckoe okuciaenne kommnoneHToB OCII mon meticTreM P680".

CnexTpsl MpoNycKaHWsA O4Y€Hb CXOJHBI CO CIEKTPOM, MOKa3aHHBIM Ha
pHC. 8 I CyXHX JHCTHEB LIMHHATA, OBUIM TAaKKE MOJyYeHBl Ha MOWKMUIOTHI-
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puueckoM manopotHuke Polypodium vulgare (Shuvalov u Heber, 2003) u Ha
00e3BOKEHHOM MXxe Rhytidiadelphus squarrosus, HO TOJIBKO B Te€X ciydasx, KO-
r7la MOX OBIII MEIJICHHO BBICYLIEH B TeMHOTe. M3-3a cumbHOTO 3ddexra mpo-
CKOKa CIIEKTPHI JJIs MATIOPOTHUKOB M MXOB MMEJH XOpOIIee pa3perieHne TONb-
ko B o0xactu 500 HM. [TombITKM 3aperHCTpUPOBATh CHEKTPhI OT BBICYIICHHBIX
Ha COJIHIIE MXOB HE YBEHUYAIIUCh YCIIEXOM, IIOTOMY YTO pa3elieHuE 3apsloB B
PL] 6puTO TIOJABIIEHO BCIENCTBHE CHIBHOMN AWCCHUITAIIAN SHEPTHH, BHI3BAHHON
BBICYIIMBaHHEM (cM. Takxke puc. SA u C).

[ockonbKy NUIIAHUKK HE MPOIYCKAIOT CBET, HHpOpManus 00 ux ¢o-
TOPEAKLHSIX MOXKET OBITh ITOJydeHa TOJIBKO 1O OTPaKEHWIO cBeTa. B cBs3m ¢
CHIIbHBIM BBI3BaHHBIM BBICYIIMBAaHWEM TYIIEHHEM Ul aHain3a ObUIO HEOOXO-
JIMIMO TPUMEHSTh O4eHb BBICOKHE IUIOTHOCTH MOTOKa (OTOHOB. B 3T0# curya-
MK HaOII0JaTIoCh CBETO3aBUCHMOE 00pa3oBaHKe Monockl okoio 810 M. Tem-
HOBAsl peslakcalysl 3TOH MOJIOCHl HMena HecKoIbko ¢a3. [Tockombky B 3T0MH 00-
JIACTH TIOTJIOMIAIOT KaK XJIOPO(HIUI-KATHOHBI, TaK U XJIOPOPHIUI-aHHOHBI, He-
BO3MOXHO JIOCTOBEPHO OIMpPEIETUTh IPUPOAY ITOrO IpoLecca.

O0pa3oBaHue MOJIOCH HAOIOJAIOCh TakXkKe OKOIo 8§75 HM. DTa moioca
YBEIMYMBAIACH MTPONOPIIMOHAIEHO WHTEHCHBHOCTH CBETA, aHATOTHYHO OKHC-
JICHUIO KapOTHHA B CyXuX JHCThiX mmuHara (Shuvalov n Heber, 2003). ITpu
875 HM, oKHCIIeHHE KapoTHHa nMeso kosebarenbHyto nouocy (Tracewell u ap.,
2001). [TomyBpeMst TEMHOBO#! peltaKcaIliiii 3TOU MOJIOCH cOCTaBIIO OT 500 Mc
1o 1 c. IlockombKy 3TO COOTBETCTBOBAJIO CKOPOCTAM BOCCTaHOBICHHUS (HOTO-
OKHCJICHHOTO KapoTHMHa B CYXOM IIMHMHATe, YBEIWYEHHE IMOTJIOMEHHUs MpH
875 HM, BO3MOXKHO, CBSI3aHO C Car’. Eciu 510 CIIPaBeJIMBO, LIUKINYECKUH MO-
TOK 31eKTpoHOB B PL] ®CII, xoTopHIii HabIrO#aICA B CYXUX JHCTHAX MITMHATA,
Takxke (QYHKIHOHHUPYET B OOE3BOXKEHHBIX JIMIMIAWHUKAX U MXax. OTO MOXKET
BHOCHTH BKJIaJl B (DOTO3AIIUTY, XOTS B 3HAYMTEILHO MEHBIIEH CTENEeHH, YeM
BBI3BaHHAsI BBICYIIMBAHHEM TEIIOBAsl TUCCHUIIALINS SHEPTUH, KOTOPasi BMECTE C
3€aKCaHTHH-3aBUCHMOW [JUCCHIMAIMEH 3HEPTHH SBISETCA JIOMHHHUPYIOMINM
(axkTopoM peryisuuu HOTO3aUTHl Y MOWKUIIOTHIPHUUECKUX aBTOTPO(OB.

3akjI09uTeIbHbIE 3aMeYaHUs

B Teuenue mepBoro AECSATUIIETHS COBPEMEHHBIX HCCIeNOBaHHUH (oTo-
CUHTE3a OCHOBHOW YMOp JeNajicsi Ha BBIICHEHHWE NPUHUUMNHANBHBIX IyTel
TpaHCIIOPTa 3IEKTPOHOB M BoccTaHOBIEHUSI CO, M Opyrux (pU3HOIOTHUECKUX
aKLENTOPOB 3JeKTpoHOB. [lo31Hee, 3HaUNTENbHOE BHUMaHKE OBUTO HamlpaBie-
HO Ha MEXaHHU3MBI PEryJSIUU 3TUX MyTel. B eHTp uHTepecoB Bceraa nomnaaa-
JIM BOTIPOCHI MCIOJIb30BaHUS SJHEPIHU CBETa B OMOCHHTETHYECKUX LENAX, XOTS
JIOCTATOYHO PaHO OBIIIO YCTAHOBIIEHO, YTO CBET MOXKET TAKXKe MOBPEXIATh (o-
TOCUHTETHYECKUH anmapaT. Bece 6e3 MCKIIOUeHHs] MyTaHTBhI, JIMIIEHHBIE Kapo-
TUHOMJIOB, HE CIIOCOOHBI ITEPEHOCHTH OCBELICHUE B COJEpPIKAIIEH KHUCIOPO aT-
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Mocdepe. M3BecTHO Takxke, YTO areHThl, MPEIsSTCTBYIONINE OMOCHHTE3Y Kapo-
TUHOMJIOB, SIBISIOTCS 3()(EKTHBHBIMU repOUIMAaMu. XOTS 3TO MOAYEPKUBACT
POJb KAPOTHHOUIOB B OOECIIEYCHUH 3AIIUTHl OT CBETOCCHCUOMIN3UPOBAHHOTO
OKHCIICHHS, CYIIECTBOBaHUE (PU3MOIIOTHIECKUX MEXaHU3MOB, CIIOCOOHBIX pe-
T'YJIMPOBATh HE TOJIBLKO (POTOCHHTES, HO TAKXKE M TEIJIOBYIO JErpajalunio CBETo-
BOM SHEPTHHU, OCTABAJIOCH HE3aMEUCHHBIM JI0 TEX TOP, TTOKa (hIyopeceHIHs He
cTajla MIMPOKO MCIIONB30BaThCA B MCCIENOBaHMAX (oTocHHTe3a. Torma craio
OUYEBUIHBIM, YTO MEJJICHHBIE W3MEHEHHS (IyopecleHIun Xiopoduiuia He
TOJIBKO CBSI3aHBI C (POTOXMMHYECKHM HCIOJIB30BAHUEM CBETa, HO TaKXKe CO-
Jepxar MH(GOPMAIHIO O 0 CHX ITOp HEM3BECTHBIX MEXaHHM3MaX, BOBIICUCHHBIX
B 3amMTy (OTOCHHTETHYECKOTO ammapara OT TOBPEXKICHHUS paanKaTaMu
(Krause u Weis, 1991; Krause u Jahns, 2003). Ha puc. 9 npencraBieHbl TOTOKA
SHEPruy BO30Y)KIECHUS B THIPATHPOBAHHBIX U 00€3BOXEHHBIX MOWKUIOTHIPHU-
geckux (POTOCHMHTETHUYECKMX opraHm3Max. Korna Boja IMpUCYTCTBYET B AOCTa-
TOYHOM KOJIMYECTBE U MOTOK (POTOHOB MaJl, SHEPTHs CBETA, IOTJIOIICHHAs CBe-
Tocobuparomieit murmeHTHOM cuctemort MCII, 3axBaTbiBaeTcss B OCHOBHOM PI]
OCII, Tie TpOUCXOANT pa3lelieHue 3aps0B, HMHHIUUPYIOIIee 3armacaHue SHep-
rud B (opMe pa3/ieleHHBIX 3apsaaoB. Boma okuchseTcs, U BBIEIIETCS KUCIIO-
poxn (puc. 2). 3eakCaHTHH-3aBUCUMAasl TEIUIOBasi TUCCHUMAINUS SHEPTUU aKTUBU-
pyercst B antenHe OCII Tosbko mpu Oosiee BEICOKHX IUIOTHOCTSIX MOTOKa (GoTo-
HOB B CBSI3H C MPOTOHUpPOBaHUEM PsbS-0enka. DTo IpOUCXOANT, KOT/Aa alnbTep-
HATHBHBIE MTPOIECCHI TPAHCIIOPTA IEKTPOHOB MOHWKAOT pH BHYTpH THIAKOH-
Jia, Aenas BO3MOXKHOHM NpoToHUpoBaHHWe Oenka. Tak peryiaupyercsi TermoBas
muccrnanys SHeprud. OJHAKO CYIIECTBCHHBIM YCIOBUEM SIBIISICTCS MPUCYTCT-
Bue 3eakcantuHa (Bukhov u np., 2001a). ®opmupoBaHue KOMIIIEKCa MEKIY
MPOTOHHPOBAHHBIM PsbS-0enkoM M 3eakCaHTHHOM CIBHTaeT IOTJIONICHHE 3e-
aKCaHTHHA B CTOPOHY Ooiiee JUIMHHBIX JUIMH BOJH (Aspinall-O'Dea u np.,
2002). Kakum 006pa3oM 3T0 MPUBOANT K (POPMHUPOBAHUIO JHCCUIIATUBHBIX ICH-
TPOB, CIOCOOHBIX 3()()eKTHBHO KOHKYpHpoBaTh ¢ OTKpHITEIMH PI[ ®CII 3a
9HEPTHUI0 BO30YXaeHus (puc. 4), Bce elle MPeACTONT BBISICHUTD.

[otepst Boabl BO BpeMsi 00E3BOXKMBAHUS TMOWKMIOTHIPUIECKUX aBTO-
Tpo(OB aKTUBUPYET APYroil MEXaHW3M TEIUIOBOW NWUCCHIIAIH JHEPTHU. ITO
MIPOSIBIISIETCS] B CHIIBHOM CHWXKEHHHU (DITyopecleHIInU XJI0poPHIIIa, XOpoIo 00-
paTUMOM MpH ruApupoBanuu (puc. 5 u 6). Huuero He u3BECTHO O MOJIEKYJISIP-
HBIX JCTANAX BBI3BAHHOTO BBICYIIMBAHHEM MeXaHWU3Ma. MOXKHO BBICKa3aTh
MIPEIONOKEHNE, YTO MOTEeps BOIBI BO BpeMsi 00€3BOKMBaHUS TNPHBOAWUT K
koH(popManmoHHbIM n3MeHeHusM Oenka PCII, koTopble MpeBpaliaroT €ro B
JIMCCUNATUBHBIA 1eHTp. B pesynbrare storo ¢yHkumonupyromme PL OCII
MpeBpamaTcs B HeQYHKIHOHUpYoNe. Takoe CHIBHOE BIHWSHHE Ha (YHK-
nuonuposanue PLl oOycimoBneHo TeM, 9TO (yHKIMOHAIBHBIE U3MEHEHHUS TIPO-
HCXOJAT, ckopee Bcero, BOmu3u PII wnu naxe B mpenenax camoro PLI. Ognako
HeNb3s MCKIII0YaTh PACHOIOXKEHUE AMCCUIIATUBHOIO LEHTpa B aHTeHHe. Ha-
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OJr0/1aeMble Y MXOB CE30HHBIC Pa3/UyUs B BBI3BAHHOW BBICYLIMBAHHUEM TEILIO-
BOM [QUCCHUNALIMM DHEPTUHM CBUIETENBCTBYIOT O TOM, YTO CYLIECTBYIOT MeXa-
HHU3MBI PEryJsinun GOPMHPOBAHUS TUCCUIIATHBHBIX LICHTPOB.
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Puc. 9. Cxema nuccunanuy Hepriuu Bo30yKIEHUS Y NOHKHIOTHAPHYECKHX aBTOTPO-
¢doB. Jlokammzamms murmentoB B PL| mpuBenena B cootBerctBnu ¢ Kamiya m Shen
(2003). D1 u D2 otHOCsATCS K O6enkam PLI.

Jlo Tex mop, moka OpraHu3Mbl HAXOAATCS B TUAPATHPOBAHHOM COCTOSTHHU, OC-
HOBHOHM MEXaHHM3M JWCCHUIALMH U30bITOYHON CBETOBOM SHEPIHH CBA3aH C MPOTOHUPO-
BaHueM PsbS Genka B antenne @CII. DtoT MexaHn3M TpeOyeT NPUCYTCTBHS 3eaKCaH-
TUHA. JJOMUHHPYIONMI MEXaHN3M CIBUTA€TCsI B CTOPOHY BBI3BAHHOTO 00€3BOKUBAHU-
€M MEXaHU3Ma TeIIOBOH JUCCHMAIMU SHEPIHH B T€X OpraHH3Max, KOTOpPBIE MPOSBIIS-
0T CWIBHOE TylIeHHe (NIyOpecLeHIMH BO BpeMs BBICBIXaHMS. Malylo poib Wrpaer
pexom6unauus P680" u Chl” B P680ChI u nukanuecKuil HepeHoc S1eKTPOHOB BHYTPH
PLI. O MoOXeT Urpath BaXXKHYIO pOJb Y TeX MOWKMIOTHIPUIECKUX aBTOTPO(OB, KOTO-
pBle He 00JIaIal0T XOPOIIO Pa3BUTHIMH MEXaHM3MaMH BBI3BAHHOTO 00€3BOKMBAHHUEM
TymIeHUs (IIyopecleHInH

B 3akmroueHne OTMETHM, YTO PeKOMOWHANHNS 3apsIOB M IHUKIHYECKUI
MOTOK 3JICKTPOHOB B (pyHKIMOHHUPYIOHX PLl MOXET, mMyTeM MOHMKCHUS CTa-
LMOHAPHBIX KOHLEHTPALUNA CUIBHOTO OKUCIIUATENS P680", cHMKATh OMACHOCTD
HeCTIeU(pUYECKUX OKUCIUTENBHBIX PEakIuil B 00€3BOXKCHHBIX (DOTOCHHTETH-
YECKUX OpPraHrM3Max. JTH peaklMu MOMeYeHbl MYyHKTHPHBIMU CTpENIKaMH Ha
puc. 9. Ilpu npuOIMKEHUH TUIOTHOCTH MOTOKA (POTOHOB K COJTHEYHOMY CBETY,
XOPOILIO TPOSIBIICTCS OKHUCICHUE (-KapoTHHA B pAacTaHHSX IINMAHATA, MOWKH-
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Joruapudeckoro nanopotauka Polypodium vulgare (Shuvalov u Heber, 2003)
u i Mxa Rhytidiadelphus squarrosus (HeolryOMMKOBaHHBIC TaHHBIC), KOTJa
NOCTICIHUI OpraHU3M HaXOAWICS B (OTOUYBCTBUTENEHOM COCTOSHUH. OHO He
Ha0M01a10¢h Y (OTOYCTOWYMBBIX MXOB U JIMIIAHHUKOB, Y KOTOPBIX BbI3BAHHAS
BBICYLIIMBAaHHEM JIMCCUTIALIUS SHEPTUH OblIa JOCTATOYHO CUIIBHOM (pHc. 5 u 6),
4TOOBI MaCKHPOBaTh peakiuu PLI mpH MIOTHOCTSAX MOTOKA (POTOHOB, COOTBET-
CTBYIOIINX COJHEYHOMY CBETY.
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