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Enun momien BbpXy MOCIENHUTE OTKPUTHS, HAIPAaBEHU B HAYaloTo Ha 21-BU BEK B 00-
nacTtTa Ha (poTOCHHTE3aTa, MOKa3Ba KOJIKO Jlajieue € ChBPEMEHHATa HayKa OT ITBJIHOTO pa30ou-
paHe Ha Tporieca, TOCTaBAIl XUMHYHATA CHEPTUsl U aTMOC(hEpHUS KUCITOPOI, HEOOXOIUMHU 32
JKUBOTa Ha TutaHeraTta. J{ockopo oOLIonmpueTH IOTMHU 3a CBOMCTBaTa Ha (HOTOCHHTETHYHUS
amapar ce OTXBBPJISIT C OTKPUBAHETO Ha HOBU (haKTOPHU WM B3auMOOTHomIeHus. Hepsiako ce
OKa3Ba, Y€ MPOIECH, KOUTO Ca YCTAHOBCHH Upe3 M3CJICIBAHE HA M30JMPAHU MOJICITHU CHCTE-
MU, IPOTHYAT TI0 PA3IMYCH HAYWH B MHTAKTHHS OPTaHW3bM WM HSAMAT 3HaYMMa POJIs in vivo.
3aroBa € Ba)KHO Pa3BUTHETO Ha HENECTPYKTHBHHU METOAM 3a M3y4yaBaHe Ha (poTocuHTe3ara,
KOUTO HOCAT MH(opMaIys 3a paborata Ha POTOCUHTETUYHHUS anapar B HATUBHU yCIIOBUSL.

JlyMUHECIIEHTHUTE METOMIH, B T.4. HHIYKIUATA HAa (IyOpeCICHIUATA 1 3a0aBeHara (ury-
opectenius Ha @C2, umaT HEOOXOAUMUTE KavuecTBa, 3a Ja ObJaT M3MOI3BAHM 32 U3yvYaBaHE
Ha (poTocuHTe3ara in vivo. Te ca HeAECTPYKTHUBHHU, OCHOBABaT C€ Ha COOCTBEHOTO M3TbUBaHE
Ha XJIOpOUINTE U HE M3UCKBAT yrnorpedaTa Ha (IyOpeCleHTHU COHIU MM MapKepH, UMatr
BHCOKA YYBCTBUTEITHOCT U HH()DOPMATUBHOCT 10 OTHOIICHHE HA (JOTOCHHTCTUIHHUTE PEAKIIUU.
[Ib1HOIIEHHOTO TIpHJIaraHe Ha MOJ0OHM METOIU 00ade M3MCKBA CTaOMITHA TEOPHs, C KOATO Ja
MOraT Jla C€ MHTEPIPETUPAT MOTYUYCHUTE JaHHH.

Yact oT ceramrHuTe CXBAlllaHWs 33 MEXaHW3MUTE Ha JYMHHECIICHTHOTO HM3JbYBaHE Ha
(OTOCHHTE3UPAIIUTE OPTAHU3MH Ca TOJYyYEHU Bh3 OCHOBA Ha EKCIEPUMEHTH ¢ (poTOCHHTE-
TAYHO aKTHBHU XepOumuan. [I5pBUYHOTO MSCTO Ha JEUCTBUE HA (POTOCHHTETUIHHUTE XepOU-
UAu € Jo0pe M3BECTHO, 3aTOBAa TE€3W BEIECTBA Ca IIUPOKO M3IMOJI3BAHHM KaTo creuuGuyHu
naxubuTopu Ha ET, mpeau BCHYKO B M30JIMpaHU THIAKOMIHU MeMOpaHu. B TakuBa momenu
obade XapakTepUCTUKUTE HA (UIyOopeCIeHIMATa U 3a0aBeHara QIIyopeCICHIIHS JOCTa Ce pas-
JUYaBaT B CPaBHEHHUE C HATUBHUTE OOCKTH, KOUTO M3TbUYBAT MO-00raT M MH(POPMATHBEH CHT-
HaJI, HO MO-TPYAHO CE MOAaBaT Ha aHATUTUYHA 00paboTKa C XUMUYHU areHTH.

Ot nmpyra ctpaHa, (OTOCUHTETUYHUTE WHXUOUTOPH CHCTABAT €HA OT Hal-MacoBO MpH-
JaraHuTe B MPAKTHUKATa TPYNMH THPTOBCKH XEPOUIMAU. XepOUIIUANTE ca HEOTMEHHA YacT OT
CHBPEMEHHOTO 3eMeJIeNIie 1, TIOHE B 0003pUMO OBJCIIE, TSIXHATA YIIOTpeda IIe MPOIbIDKH. 3a
CMETKa Ha TOBA C€ THPCAT M pa3padOTBAT HOBU CHEAMHEHHS C MO-TOJIsIMA aKTUBHOCT, TTO3BO-
JSBAIIM TO-€(DEKTUBHO OTCTPAHSBAHE HA PE3UCTEHTHUTE OMOTUIIOBE U CHIICBPEMEHHO MHU-
HUMAJTHO XUMHUYHO HATOBapBaHE HA OKOJIHATA CpeJa.

B Tasm Hacoka MMa MSCTO Pa3BUTHETO HAa ObP3 M IOCTHIICH KOJMYECTBEH TECT 3a OIpe-

JeNIsIHE Ha XepOULUIHUS eQEKT in vivo, KOUTO OU HaMepuJl IPUI0KEHHUE KaKTO B U3y4YaBaHETO
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Ha MEXaHM3MUTE Ha (HOTOCHHTE3aTa 1 JIyMUHECICHINATA, TaKa 1 3a OIICHKA Ha XepOHuIuaHaTa
YyBCTBHUTEITHOCT HA PAa3IMYHHU PACTCHMS WIIM 3a MPOBEPKa Ha MHXMOMpalaTta aKTUBHOCT Ha
HOBU chequHeHus. OT ChIIECTBEHO 3HAYECHHUE € Jla Ce MO3HaBa B3aUMOACHCTBUETO HA KOHK-
pPETHUTE XepOMIMIN C PACTEHHETO MHUIICHA, KOETO 3aloYBa C MONTHIIAHE Ha XCpOUIIUIHNUTE
MOJIEKY/IH, TPAHCIIOPTHpaHE 10 (HOTOCHHTETUYHHTE THKAHU, CBBP3BAHE C THJIAKOMTHHUTE
MeMOpaHH U OCBhIIECTBABaHE Ha XepOunmaHus eekr. Kiracuueckure paanon30TONHN METOU
3a MpOCHeAsBaHe Ha MOTTBLIAHETO U TPAHCIOPTAa Ha XepOUIMIUTE OT LEJUTE PAacTEHHS ca
U3KITIOUUTENTHO TPYAOEMKH, CKBIIOCTPYBAIIM M YECTO HEAOCTHIHU. MHIyKIMOHHHUTE (iyo-
PECLIEHTHU METOAM U (DIIyOpeCeHTHUTE 00pa3y MOraT J1a ce OKa)kaT NEePCHEeKTHBHA aJlTepHa-
THBA.

B HacrosiiaTa pabora e aHaIM3UPaHO NIEHCTBUETO HA TPU XepOuIuaa, MHXuOupamu ¢o-
TOCHHTE3aTa — JIUYPOH, aTpasMH W AMHOCEO, KOUTO ca MPEICTaBUTEIM Ha JBE TIPyNH —
ypest/Tpra3uHOBH U ()EHOTHM XepOUIUIN, BEPXY XapaKTePUCTUKUTE Ha Obp3ara u 3a0aBeHaTa
¢myopecuennus Ha nucta ot rpax. CpaBHEHH ca TpU METOAA 3a BbBE)KAAHE HA areHTHUTE B
JMCTa WM LENIU PAaCTEHHS U € M3CIIeIBAHO BIMSHUETO Ha OKpBKaBallaTa cpela BbpXy XxepOou-

UIHAS e(DeKT.
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JIMTEPATYPEH NPErIEA

YCTPOUCTBO U ®YHKUMOHUPAHE HA ®OTOCUHTETUYHUA
ANAPAT NPU 3ENIEHUTE PACTEHUA

OpraHusaumMsa Ha TMJ1aKoMgHaTa Mem6paHa

YNTpacTpyKTypa Ha xJioponjacture

@DOTOCUHTETUYHUTE MPOLIECH TPU 3€JICHUTE PACTEHUS Ce M3BHPILUBAT B XJIOPOIUIACTHUTE,
KOUTO TIPE/ICTABIISIBAT CIICIUAIN3UPAHN KICTHYHN OpPTaHeN, OOMKHOBEHO OBAJIHH, C JHaMe-
Tp 5—10 um. XnopomiacTure NpUTEX)aBaT ABOWHA MeMOpaHHa OOBHMBKA, OrpaHHMYaBaIla
XUApOoQUIEH MaTPUKC — CTPOMa — U CHCTEMaTa OT BbTPEUIHH (POTOCHUHTETUYHU MEMOpaHU —
TWIAKOUIHU MeMOpaHu. Bbrpemnara memOpaHa Ha XJjoporlacTHaTa OOBHBKA OTTOBaps 3a
TPAHCIOPTAa HA META0OIHUTH, JIUIUAN W OCNTHIM M 32 CHHTE3 W MPOLECHHT Ha MEMOpaHHH
JUTIUIY, TATMEHTH 1 OenThid. CTpomara chabpika: komus Ha xjoporuiactHara JIHK (mmac-
toMm); PHK, puGo3omu u ensumu, ocurypssamu Oenthunusi cuHTe3 (Jagendorf, Michales,
1990); ensumute or uukbia Ha KamBun — beHcoH, B u"acTHOCT pubyno3obucdocdar-
KapOokcuinaza-okcurenasza (Siiss et al., 1993); en3umu, CBbp3aHH ChC CHHTE3 Ha JIHMIHIH,
nophupuH, TEPIICHOUIN U ApyTH cheauHeHus (Senge, 1993). YUecto ce HarpymBar ckopOeITHI
3bpHA W JIMINUJHU Kanky (IJIacTOrIOOYSM), BKIIIOYBAIIM KapOTEHOMIW M IUIACTOXMHOHU

(Lichtenthaler, 1968).

Tunakonam - rpaHa/iHt U CTPOMaAJTHUN

Beuuku nporiecu ot cBeTiMHHaTa (ha3a Ha (POTOCHHTE3aTa — YJIaBIHETO Ha CBETJIIMHHATA
€HEprus U NPEBPBLIAHETO M B EHEPrusl Ha MakpoepruiHu Bpb3ku (AT®P) u penyuupaiu ex-
BuBasieHTH (HAI®.H,), ca nokanuszupanu Bepxy TM. B pamkute Ha enuH XJIOPOIUIACT CE
dbopMmupa HEMpeKbCHATA MEMOpaHHA CUCTEMA, KOSTO 3aTBaps €AMHEH BBTpEIIEH 00eM — BbT-
peTuinakougHO pocTpancTBo uinu ayMmeH (Thorne, Duniec, 1983). TM o0pa3syBat nBe xapak-
TEpHU CTPYKTypH (Arntzen, 1978) — AUCKOBUIAHM TpaHAIHM THJIAKOMIU ¢ auaMersp 0,3—
0,6 pm, IUTBTHO MOAPECHHU €IUH HaJ IPYT B LMIMHAPUYHU MAKETH, HAPEUCHU TPaHH, U THJIa-
KOMJIM Ha CTpOMaTa, KOUTO CE€ CBBP3BAT CIMPAJIOBUAHO C TpaHamHuTe Triakouan (Mustardy,
Janossy, 1979; Staehelin, van der Staay, 1996), kakto e mokazano Ha ¢wur. 1. [To To3u HaumH ce

OCBIICCTBABA BPb3KAaTa MCKAY OTACIHUTC I'PAHU. HpI/I TaKaBa OpraHu3anusg ce 000co0sBar
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IBa THMA ydacThii Ha TM — KOHTaKTyBanwm (appressed), IPeNCTaBIsSBAIIN MECTaTa Ha TUTHT-
HO TIPWJICTISIHE HA TPaHAHUTE THJIAKOWIU, U HEKOHTAKTYBalM (non-appressed), BKIIOUBAIIN
CTpPOMAJHUTE TWIAKOMIU W mepudepHuTe ydacTbl Ha TpaHute (Andersson, Anderson,
1980). JlBara Tuma THJIAKOMIHU YYaCTBIM CE€ OTJIWYABAT MO CBOSI OMOXMMHUYEH CHCTaB M

cBorictBa (Albertsson, 1995).

®ur. 1. TpumaMepeH Mofen Ha rpaHa/Hu Tuaakouam. MoKasaH € Camo eIMH CTPOMAsIeH TUIaKomz, odopmsLL
Cnupana oKoJo ABeTe rpaHu. TbMHMUTE OTBOPM MOKa3BaT OCTaHa/IMTE Bb3MOMHM MECTa Ha CBbp3BaHe

CbC CTpOMasHM Tunakouau. (Garab, Mustardy, 1999)

TpuusmepHara crpykrypa Ha TM e uscnenBana 4pe3 eJIEeKTPOHHA MUKPOCKOIIUS Ha ce-
puu ot cpe3ose (Paolillo, 1970) u motBepaeHa upe3 ckanupamnia (Mustardy, Janossy, 1979) u
freeze-fracture enextponHa mukpockonus (Stachelin, van der Staay, 1996). Arvidsson u
Sundby (1999) cbcTaBAT KOMOIOTBEPEH MOJIEN, KOMTO MOXeE /1a MOKake MPUHLKIA Ha 00pasy-
BaHETO Ha IsyIaTa CUCTEMa OT T'paHM Ype3 HarbBaHE Ha eIHa HerpekbcHaTa MemOpana. Crio-
pen Mozena elleMeHTapHaTa eIUHHIIA Ha TPAHUTE Ce ChCTOM OT TPU THIIAKOWIHU JHCKa, 00pa-
3yBaHM OT JIBE CPENIYNOJIOKHU BI'bBaHMs Ha enHa MeMOpaHHa nBoika (¢wur. 2a). Takusa
TWJIAKOUH, MOJAPEAICHU TUIBTHO €IUH HaJ JAPYIL, CbCTaBAT rpaHute. Beeku crpomalnen Tuia-
KOUJ IPOABIDKABA B 1BA IPAHAIHU, KOETO CE€ BUXK/1a HA €JICKTPOHHOMUKPOCKOIICKH CHUMKH Ha

XJIOPOIUTACTH.

JiunuaeH CbCTaB Ha TMNAKoMAHaTa MeM6paHa

Jlunuaauar ceeraB Ha TM ce pa3nnyaBa 3HAYUTETHO OT OCTAaHAIUTE PACTHTEITHU MEMO-
panu. J/IBara OCHOBHH THTIA JIUTTUAN — MOHOTATAKTO3WIMANMITIIALIEPOT U JUTaTaKTO3HII M-
AIWINIHAICPOJT — Ca YHUKATHHU 33 TUJIAKOUIUTE HA KUCIOPOAOTACIAINTE (HOTOCHHTE3UPAIITH
opranm3mu (Gounaris, Barber, 1983; Webb, Green, 1991). Te cbcraBnsiBar cpeano 85% ot
munuaHara ¢asa (Stachelin, van der Staay, 1996). Ipyr nunua, koiTo ce cpema camo B TM

(10%) e cyndoxnHOBOZMIIHANMITIUIEPOTHT, HOCEII €AWH OTPULIATEIICH 3apsil B HEyTpaIHA
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cpena (Minoda et al., 2002). Jlunuaure uMar OTHOCUTETHA HAMMPEYHA aCUMETPHs, KaTo HEYyT-
paJIHUTE CE€ HAMHpPAT B MO-TOJISAMO KomudecTBO (60%) B cTpoMamHUS MOHOCIOH, a Cyln(oXH-

HOBO3WIJHAIMIIUIEPOIBT € TOYTH U3ISJIO0 JIOKATH3UpaH oTkbM JiymeHa (Sundby, Larsson,

1985).

d

-
?'s;ﬂ @.*

®C2 CCK2 umr. bf oC1 ATdr-aza
(mpumep) (Bumep)

®ur. 2. Tononorus Ha TMNakomaHata MembpaHa. a. Cxema Ha o6pa3yBaHETO Ha FpaHaiHW TUIAKOMAM Ype3 Ha-
rbBaHe Ha fBoMHa TM. BnsiBO - efleMeHTapHa eMHMUA MOoJlyYeHa Ypes ABe CPELLYNOJIOKHU BrbBaHMS.
BascHo - rpaHa, npeacTaBasBalla NakeT OT TpM TWIAKoMAa NoApeAeHn eanH Haa apyr. Mo Mozena Ha
Arvidsson u Sundby (1999). 6. PasnosioxkeHne Ha NeTTe OCHOBHM GENTbYHM Komnnekca no TM. B KoH-
TaKTyBalwmTe 06/1aCTM Ce HaMMpaT OTHOCMTE/IHO TJIOCKMTE OT CTpOMasiHaTa CTpaHa KOMMJIEKCH
®C2+CCK2, KonTo moraT Aa o6pasyBaTt ABYMEPHU KpUCTaU. MeXAYMONEKYIHUTE B3aMMOAEMCTBUA Ha
CCK2 Mexay ABa CbCeAHM TUIAKoMAA NOAABbPKAT CTPYyKTypata Ha rpaHute. ®C1 1 AT®O-a3HMAT KoMn-
JIEKC, KOMTO MMAT 3HauyMTeIHa YacCT U3JaZileHa KbM CTpOMaTa, ce JIokaamsupat B nepudepuata Ha rpa-
HWUTE M B CTPOMASIHUTE TUAAKOMAM. LIMUTOXPOMHMAT KOMMNJIEKC € paBHOMEPHO pa3npejeneH no uanaTta

memb6paHa. (Allen, Forsberg, 2001)

MrmeHTeH cbcTaB

doTocuHTE3aTa 3aouBa ¢ NONTBLIAHE HA CBETIIMHATA OT ()OTOUYBCTBUTEIHUTE NMUIMEH-
TU. IIpyn BCHMYKM €yKapHOTHH (OTOCHHTE3UpAIIM OPraHU3MHM M NPU CHHBO3EJIEHUTE BOAO-
paciu OCHOBHHUTE MHUIMEHTH ca XJopoduau. Ximopoduiure ca rpyna CbeAMHEHHUs ¢ o0mia

XUMHYHA CTPYKTYpa, IpEACTaBIABalld HUKINYCH TCTPAIIUPOJIOB IPBCTCH, XJIOPUH, C HCHTPA-
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neH marHesueB atoMm (Hansen, 1991). XnopuHbT ce paznuyaBa OT XeMa OIIIe 110 HAJTUIHETO Ha
HEeTH M30LUKINYEH NpbcTeH. KucnoponoTaensammre opraHu3sMH ChIbpiKaT B HAW-TOJIIMO KO-
JMYECTBO XJI. @, KOUTO ChIIO U3rpaxja peakuuoHHus neHTsp Ha ®C1 u ®C2. 3enenure pac-
TEHHSI ChIBPIKAT U XJI. b, KaT0 CHOTHOIIEHUETO @:b Bapupa OT 2 MPHU XJIOPOIUIACTH OT CEHKO-
JT00UB THUII 110 3,4 MpU XJIOPOILIACTH OT cBeToMto0uB Tum (Anderson, 1986). Xnopodunute B
pacTuTenHara KJeTKa ca HEKOBAJEHTHO CBBP3aHM ¢ OenThly Ha TM, IIaBHO B CBETJIOCHOU-
palnmTe aHTeHHU KomIuiekcu. OcHoBHaTa yacT oT XJ1. b ce Hamupa B CCK2. Baxna pons B ET
UTpasT U JIeMeTanu3upanuTe GopMu Ha XiI. — peoputnan. PeoYUTHH a € MbPBUYHHAT €JIeK-
tpoHeH akuenTop Ha ®C2 (Klimov, Krasnovskii, 1981).

AOGCOpPOLIMOHHUAT CIIEKThP Ha XJI. UMa [1Ba INIaBHU MAaKCUMyMa— €IMH B CHHATa 00JIacT
(uBuua Soret) U eMH B yepBeHaTa UM OnM3Kara nHppadepBeHa obmact (Q-usuua). Te cboT-
BETCTBAaT Ha EJIGKTPOHHH NpeXoAu OT Tuma n—n* B xyopuHOoBHs nukba (Hansen, 1991).
BrutouBaneTo Ha XJ1. B OENTHYHUTE KOMIUIEKCH CHITHO M3MEHSI TEXHUTE CIEKTPATHH CBOUCT-
Ba. BbB Bcuuku ciaydau ToBa BOAM 0 0AaTOXPOMHO M3MECTBaHE HAa Hal-IbITOBBIHOBHS MakK-
cumyM, nonskora 10 100 nm. CnocoGHOcTTa Ha XJ1. Aa Quryopecuupar 1 Ja NpeHacarT eHep-
rusiTa Ha Bb30yKJaHe 11e Obae 00Ch/IeHa B CIIEBALUTE YaCTH.

KaporeHonaure ca murMeHTH, HAMHUpAIIH CE€ Yy BCUYKH M3BECTHH (HOTOCHHTE3MPAIIU
OpraHW3MH, KaKTO ¥ B MHOTO HedoTocuHTe3upaniu opranuzmu (Frank et al., 2000). IToBeueto
NPEACTaBISIBAT YABJDKEHU MOJIEKYIH C MOJMHM30IPEHOBA BEpUTa, YHUTO CIIPETHATH JIBOMHHU
BPB3KH 00YCIaBAT JeJIOKaIM3UpaHa T-eJIeKTPOHHA cucTema. [lo-BaKHUTE NpeAcTaBUTENN Ha
KapOTCHOMIUTE B ChCTaBa Ha 3€JICHUTE PACTECHUS ca [B-KapOTEH, BHOJIAKCAHTHH, aHTEPaKCaH-
THUH, 36aKCAaHTHH, JIyTEHH U Jp.

Kaporenounute mMmar TBbpAE HeoOMUYaliHU crieKTpanHu cBoiicTBa (Bxk. Blankenship,
2002). IpexoabT Sp—S; € 3a0paHeH, a TAXHATa MHTEH3WBHA WBUIIA HA TIOTTBIAHE B 00JIacTTa
400-500 nm e B pe3ynarar Ha pexof 10 S,. Jle3akTuBarusiTa Ha Bb30yI€HOTO ChbCTOSTHUE NIPU
TOBa € Oe3U3TbYBATEIIHA.

KaporeHonute umar HIKOJIKO (yHKIUH BbB (DOTOCMHTETUUHUTE CUCTEMHU. Te yyacTBaT
KaTo CIIOMAaraTeJIHi MUTMEHTH B YJIaBsIHETO HA CBETIMHATA, PEIaBaiiki eHeprusiTa Ha aHTEH-
HUTE XJI0podriu. COCOOHOCTTA UM J]a TacAT TPUIUICTHH ChCTOSIHHS Ha XJI. 00yCIlIaBs TIXHAa-
Ta (POTO3aIUTHA POJIsl, ThI KaTO T€ HE MO3BOJISBAT B3aUMOJECHCTBUETO HA TPUILUIETUTE C KUC-
J0pox U 00pa3yBaHETO HA TOKCHYEH CHHIVIETEH Kuciopod. Hakpas, kapoTeHOMIuTe yyacTBaT
B peryjauusaTa Ha aHTCHHUS [IPEHOC Ha €Heprus upe3 KCaHTO(MMIOBUS IIUKBJI, pa3riiefaH Io-

JOTTy.
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BenTbyHM KOMNZIEKCU

He camo ¢otocunrernunute ¢pyHkuuu Ha TM, HO M TpaHajHATa M CTPYKTypa ce MOJ-
IbpXKAT OT HeHHUTE OenThIU. [Ipy BCUYKM 3€JICHW PACTEHUS T€ ca OpPraHU3UPAHH B TET OC-
HOBHU HAaJIMOJICKYJTHH TPaHCMEMOpaHHHM KOMIUIEKca: KOMIUIeKe Ha ¢orocuctema 2 (DC2),
BKItouBail kucinopomoraensmara cuctema (KOC), cBermnocwhbupam kommiaexkc Ha DC2
(CCK2), nutoxpomeHn koMmrmiekc bgf, horocuctema 1 (OPC1), u ATD-cuHTETa3eH KOMILIEKC.
TAXHOTO pa3MOJIOKEHUE B JIMMTUAHKS OWCIONW MMa abCONIOTHA aCHMETPHs TI0 OTHOIICHHUE Ha
JIBETE CTpaHW Ha MeMOpaHaTa ¥ OTHOCHTEIIHA jarepaiHa acumetpus (dur. 26). [sere dorto-
CHCTEMH ca NpocTpaHCTBeHO pasneneHu (Boardman, Anderson, 1964) — ®C2 3aeqHo cbe
CCK2 ce Hamupar npeiuMHO B KOHTAKTyBaluTe ooiactu Ha rpanute, a DC1 u ATD-a3Husr
KOMIUIEKC Ca TMPaKTUYECKH M3LI0 B HEKOHTakTyBamuTe obmactu (Andersson, Anderson,
1980; Albertsson, 1995; Stachelin, van der Staay, 1996). [IuToXpOMHHAT KOMIUIEKC C€ pasIl-
penens paBHomepHo B TM (Anderson, 1992). 3a ¢popmupaneTo u ctabuinu3upaHeTo Ha rpa-
HuTe ocHOBHA poist urpae CCK2 (Arntzen, 1978; Duniec et al., 1981). Cmsrta ce, ye MmemO-
paHHaTa CTPYKTypa C€ IBJDKM HE Ha JIMMUAJHUS KOMIIOHCHT, a Ha OCNTHK-OCITHhYHHUTE
B3aMMOJICHCTBUS MEXIY CBETIOCHOMpAIIN KOMIUIEKCH, PA3MOJI0KEHH Ha JIBE KOHTAKTYBallU
MeMOpaHHu MOBbpXHOCTU (Arvidsson, Sundby, 1999; Garab, Mustardy, 1999; Allen,
Forsberg, 2001). He camo maketupaHeTo B TpaHH, HO U (pOPMUpPAHETO HA caMusi OUCIION e
BB3MOXKHO enuHCTBeHO ¢ momomnra Ha CCK2 (Simidjiev et al., 2000; Lee, 2000). AnrepHaru-
BEH MOJIC] Ha Pa3MOJIOKCHUETO Ha KOMIUICKCHTE B TpaHUTE € mpemiokeH oT Ford m chaBT.
(2002), xouto m3onmupar ¢pakmuu, odorarern oraenHo Ha PC2 u CCK2, u MUKPOCKOIICKH
Habmonasat ®C2 u CCK2 B aBe otnennu paBHuHU. Criopen Tsax komruiekcute Ha OC2, Ha-
MUpAIH Ce B eMH MeMOpaHeH Oucioi, ce cBbp3Bar nmomexay cu upe3 CCK2 B cheenen Ouc-
JIOM.

3HaYeHHETO Ha JIaATepajHOTO pasjeisHe Ha (OTOCMHTETUYHUTE KOMIIOHEHTH HE € 100pe
uzsacHeHo. Cunra ce, 4ye 1Mo TO3M HAYMH Ce peryaupa paborara Ha ABeTe POTOCHUCTEMHU, KOUTO
ca TOCJIEJIOBATEIIHO CBbP3aHM B €IHA EJICKTPUYECKa Bepura. 3a Jia ce MOCTUTHE ONTHMAallHA
MIPOU3BOJUTEITHOCT € HE0OX0aUMO OallaHCUPAHO IMO/IaBaHE HA CBETIMHHA CHEPTUS KbM TAX
(Anderson, Andersson, 1988; Trissl, Wilhelm, 1993). Ot nmpyra crpana, popmupaHeTo Ha
TpaHd HE € HeoOXOAUMO YCJIOBHE 3a HOPMAIHOTO (YHKIIMOHHMpaHe Ha (OTOCHHTETUYHATA
enekrpoHTpancroptHa Bepura (Allen et al., 1988). Jlpyra xumore3a cBbp3Ba TpaHaHATA

CTPYKTypa Ha XJIOPOIUIACTUTE C LIMKbJa Ha penapauus Ha OC2 (Melis, 1991).
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CTpyKTypa Ha cBeT/IoCbOMpalma KOMMNIeKe 2

CCK2 6u MOrsa Ja ce pasmiekaa Kato yacT oT koMmruiekca Ha PC2 uiam Kato OTACNICH
MUTMEHT-0eNThYeH KOMIUIEKC, MOpaan CIOCOOHOCTTa My Ja Murpupa HezaBucumo ot DC2.
CCK2 e koMIIIEKCHT, HAMHpAI] C€ B Hal-rosiMo kosndecTBo B TM U cBbp3Ba 1oBEYE OT IO-
noBuHara xyopodun (Kiihlbrandt, 1994; Miller, 1994; Grossman et al., 1995). Ctpykrypara
My e paspenieHa 1o 3.4 A c enexrponna kpucranorpadus (Kiihlbrandt et al., 1994). CCK2
KpUCTAIM3Mpa U Ce pas3TBaps B JaeTepreHTH karo OentbueH Tpumep (Butler, Kiihlbrandt,
1988). Ilpeanonara ce, ye in vivo 6enrpiure Ha CCK2 cpiio acoruupar B Tpumepu (Lyon,
Miller, 1985). Tpu cBbp3BaImy XJI0po(WiI MOTUNENTHAA, UMAITH 95% XOMOJIOXKHH MOCIIEIO0-
BaTEJIHOCTH MOMEXy cH, u3rpaxaar cyoenqununure Ha CCK2. Te ca npomykTu Ha sapeHUTE
reau [hebl, lheb2 wu [heb3, ¢ monexynHu macu, chorBeTHO, 28 kDa, 27 kDa u 25 kDa
(Grossman et al., 1995). Beska cybenununa GopMupa Tpu TpaHCMEMOpPaHHH O-CIIHAPATU U
CBBP3Ba MOHE 12 XJIOPOPWIHN MOJIEKYJIH — 7 XJ1. @ ¥ 5 XJ1. b, 1Be MOJIEKyJIl KapoTeHoua (J1y-
TEWH), HEOKCAHTHH W, BeposTHO, BuomakcaHTuH (Peter, Thornber, 1991; Hankamer et al.,
1997). KapoteHouaure, 0OCBeH Beue crioMeHarara (pyHKIIMOHAHA POJIsl, UMAT U CTPYKTypHA —
cTabum3upar TpeTuyHara cTpykrypa Ha cyoenununara (Plumley, Schmidt, 1987; Paulsen et
al., 1990). Nzomupannte CCK2 BUHATM ChIbpKAT U HAKOIKO JTUITHIHA MOJICKYITH, CPE KOUTO
JTUTaNaKTO3WIIIUAIIINIepon U pocharuaunmunepon. Te ca HEOOXOAMMHU 3a U3TPaKIaHE-

TO Ha TPUMEPUTE U TsAxHaTa Kpuctanuzanus (Nussberger et al., 1993).

dotocuctema 2

dotocucreMa 2 e eIuH OT Hail-roneMuTe OeNThYHM KOMIUIEKCH B MIPUPOAATA U, MOPAIH
cBOsITa yHHMKaiHa (yHKuWsA, equH oT Hai-uscnensanute (Critchley, 1996; Hankamer et al.,

1997, Barber, Kiihlbrandt, 1999; Diner, Rappaport, 2002).

BroxmmuuyeH cbctas

XOJOKOMIUIEKCHT €€ ChCTOU OT Hal-Majko 25 OTIAEITHH MOJHUMENTHAA, CBhP3BaIld BCUY-
KH KO(aKTopH, HeOOX0MUMH 3a (OTOXUMHUYHO OKHCIICHHE Ha BOJaTa W peaylMpaHe Ha Ijiac-
TOXHMHOH, ¢ 0011a MojekyinHa maca oT okoio 1000 kDa (3aeqno cbe CCK2). IloBeuero 6enTh-
I ca KOJUPAHU B XJIOPOILIAcTa M CHOpPE] ChOTBETHUTE MM T'eHH ca o3HaueHu PsbA-Z. B
cheraBa Ha @C2 BAM3aT U AAPCHOKOJAMPAHUTE OCNITHIIM HA CBETIIOCHOMpAIIHS KOMILICKC —
Lhcb1-6.

B cwpuero Ha ®C2 crou peakuumoHnuaT ueHTbp (PL), checraBen ot GenThiure D1

(PsbA, 32 kDa) u D2 (PsbD, 34 kDa). M3onupanute PI] chc 3amazena ¢GoTOXUMHUYHA aKTHB-
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HOCT ChIBPKAT OIlle CyOequHUIUTE o U 3 HAa HUTOXpOoM b-559, o3HaueHu choTBeTHO PSbE
PsbF u ¢ monekynuu macu 9 u 4 kDa, xakto u enun 6entbk ¢ maca 4,8 kDa — Psbl (Nanba,
Satoh, 1987; Satoh, 1996). Peakimonnusr neHTsp 3aeqHo ¢ oentoiure CP47 u CP43 (GykBu-
te CP o3nauaBar chlorophyll protein, a uudpure moka3zpar MoJEKyJHATa Maca), TPOAYKTH Ha
reaute psbB u psbC, 6entpuute Ha Kucioponoraensmara cuctema PsbO (33 kDa), PsbP (23
kDa) u PsbQ (17 kDa) u peauna manku cydequaunu (mox 10 kDa), cbecraBar T.Hap. cbpue-
BHHEeH KoMIuieke Ha OC2. M3onupannuTte CbpLeBUHHN KOMIUIEKCH ChbabpkaT 40—60 Moneky-
au xJ1. a 1 okono 10 B-kapoTeH um umar cnocoOHocTTa Aa okucisBar Boxara (Ikeuchi et al.,
1985; Ghanotakis, Yocum, 1986; Satoh, 1996). benreuure CP29 (Lhcb4), CP26 (Lhcb5) u
CP24 (Lhcb6) usrpaxkaar BbTpeninara ((poxycupaiia) aHTeHa, ype3 KosATo (PyHKIIMOHATHO
ce cBbp3Ba chpLeBUHHUAT KoMIuieke cbe CCK2. Te ce pasnnuasat ot 6entbuute Ha CCK2 no

TOBA, Y€ HE ChIBPXKAT XJ. b U He ce cBbp3Bar B TpuMepu (Grossman et al., 1995).

U3yyaBaHe cTpyKTypaTa Ha ®C2

[IbpBOHAYATHUTE MIPETONOKEHHS 32 IPOCTpaHCTBeHaTa opranu3zanus Ha @C2 ca ocHo-
BaHM Ha CXOJICTBOTO B ITbpBUYHATA CTPYKTypa Ha OenTbuute D1 1 D2 ¢ L u M cybeaununmre
Ha PII Ha yepBenute HecepHu dotocurTesupamu 6akrepun (Michel, Deisenhofer, 1988). 13-
BECTHA € aToMHara cTpykrypa Ha PL] Ha Rhodopseudomonas viridis (Deisenhofer et al., 1995)
u Rhodobacter sphaeroides (Ermler et al., 1994). C oruntane Ha XOMOJOXHHUTE OONACTH U
KOMIIOTBPHO MHHHMH3HMPAaHE Ha CEHEpPrusira ca Ch3JaJieHH CTPYKTypHH Moxenu Ha DC2
(Trebst, 1986; Ruffle et al., 1992; Svensson et al., 1996; Xiong et al., 1996). Ananu3upaiiku
enexTpoxpoMuu audepernuanau crnekrpu, Mulkidjanian u cwaBt. (1996) nmpennarar momen
Ha pa3noioxeHnero Ha nurMeHTute B PL] Ha ®C2. Te oTXBBPIAT HAJTUYKUETO HA ,,CTICIIHATTHA
JIBOMKA“ OT €KCUTOHHO CIIPErHaTH MOJEKY/IM XJI. @ KaTo €IMHULA, cberaBsania P680, kakro e
npu Pl Ha mypmypHUTE GaKTEpHH.

ExcriepuMeHTaHo mofy4eHH TaHHM 3a cTpykrypara Ha @C2 ca myOnuKyBaHU OT peanIia
ABTOPCKU TPYTH, U3CIEABAIN U30JIUPAHU KOMIUIEKCH Ui cyOkomIuieken Ha DC2 ypes enekt-
POHHA M KPUOEIEKTPOHHA MHUKpOcKomus. [Ipunarar ce nBa mouxona — aHAJAM3 HA eTUHUYHU
yactunu (Boekema et al., 1995; Hankamer et al., 1997; Boekema et al., 1999; Kuhl et al.,
1999; Tsiotis et al., 1999; Nield et al., 2000) u eqexkTponna kpuctajgorpadgus (Dekker et al.,
1990; Holzenburg et al., 1993; Marr et al., 1996; Tsiotis et al., 1996; Morris et al., 1997;
Stoylova et al., 1998; Hankamer et al., 1999; Stoylova et al., 2000; Ford et al., 2002). Haii-
no0pe paspelieHara CTpyKTypa, MoJlydeHa ¢ eJIeKTPOHHA KpHucTanorpadus, € Ha 4acT OT Chp-

[IEBUHHMS KOMIUIEKC, BKiItouBamia D1, D2, nuroxpom bh-559 u CP47 (xommnexc PII-CP47) —
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mspBoHavyanHo 10 8 A (Rhee et al., 1998), a monactosmiem u 10 6 A (Rhee, 2001). Teopetuy-
HU MOJIENIH, BKJIIOYBAIIM ChOPAHUTE CTPYKTYpHHU NaHHH, ChCTaBAT Xiong u cbhabT. (1998) u
Barber u Kiihlbrandt (1999).

[IbpBaTa peHTreHoBa CTPYKTypa ¢ Kpucrajorpadcko paspemienue 3,8 A Ha HartuBeH
komruiekc Ha DC2 ot Synechococcus elongatus, ciocoOeH 1a OTAENs KUCIOPO, OerIe Mmory-
YyeHa HacKopo oT Zouni u cbabT. (2001). Benpeku ve npu Ta3u pazaenurenHa CIocOOHOCT He
Ce pa3rpaHNyYaBaT CTPAHUYHHUTE OCTATHIM Ha MOJHUIENITUIHUTE BEPUTH, TOYHO Ca YCTAHOBEHU
BCUYKH O-CIIHPAJIA U P-CTPYKTYPH, KAKTO U PA3MOJIOKEHUETO Ha XJIOPODMIHUTE MOJICKYIIH.
[TotBbpreHO € cTpykTypHOTO cxoncTBo Mexay PL Ha ®@C2 Ha KHCIOpOIOTAENALIUTE Opra-

Hu3mu u Pl Ha mypnypaute 6akrepun, kakto u ¢ OCI.

CbBpeMeHeH Mogen Ha opraHusauymaTa Ha OC2

Kommnekest Ha ®C2, cbp3an cbec CCK2, m3nusa n3pbH noBbpxHOcTTa HA TM ¢ 10 A
KbM cTpomara u 55 A kbM nymena. Mem6pannara yacT e ¢ ae6enuna 40 A. MuTepecHo e, ue
cTpoMajHara noBbpxHocT e nmoutu miocka (Nield et al., 2000), ciocoOcTBaiiku MEXIyMoIIe-
KyJHUTE B3aUMOJEHCTBUS U 00pa3yBaHETO Ha rpaHute. M3omupaHure KOMIUIEKCH ca JUMEP-
HU, BEPOSTHO TaKOBa € U HaTUBHOTO cbcrosiHue Ha DC2 (Santini et al., 1994; Morris et al.,
1997; Barber, 1998). benrsiute Ha peakuuoHHusi ueHTbp, D1 u D2, umar no ner tpauc-
MeMOpaHHU o-Crupany, o3HaueHH A—E u nBe manku nepudepHu cBbp3Bany cnupain — CD
Ha JyMeHayHata ctpaHa, u DE Ha ctpomainnara. D1 u D2 ca pa3noioxeHu CHMETPUYHO €A1H
cupsiMO ApyT, oGOpMSIIKH XapakTepHa S-o0pa3Ha crpykrypa (¢wur. 3). B oOpasyBanus peak-
IIUOHEH LEHTHP CE€ ChABbPKAT 3 IBOMKH XJI. @, 2 MojekyIn @D a, 2 MOJIEKyIu KapOTEHOU/I, 2
MOJIEKYJIH TIACTOXUHOH — Qa 1 Qp (mpu n3onupane ce ryou Qg), 1 aToMm HEXEMOBO kens30, 1
O6uxapOoHareH iioH. Enna nBoiika xinopodunnu monexynu, Pp; u Py, paznonoxenu napanen-
HO e/lHa CIpsMO Apyra (KakTo npu 6axrepuannus PI[) Ha pascrosnue 10 A, nepnenaukynsp-
HO Ha MeMOpaHara, BeposTHO npezacTanisiBa P680. [Topaau roassMoTo pa3cTostHUE MEXIY THAX,
HE CE OCBHIINECTBSIBA EKCUTOHHO CIpSATaHe U T€ MOTaT Ja Ce Pa3riiexkaaT Karo OTAETHH MOJie-
KyllM, Taka de KaTHOHBT P680°" ce obpasyBa Ha enHata oT TaX, BeposTHO Pp; (Diner,
Rappaport, 2002). B 6nuzoct 1o D2 6enrpka ce pasmonarar ABeTe cyOeIuHHIM, o U 3, HA 1U-
TOXpoM D-559, KOUTO € MpencTaBeH B €IMHUYHO Komue. 3a TO3U OENTBHK ce Mpearosnara, ue
npenmna3sa PC2 ot poroyBpexnane (Stewart, Brudvig, 1998).

PeakunonnusaT uentsp D1-D2 e 0O0KkpbkeH OT ABETE€ CTpaHU OT aHTEHATa Ha Cbplie-
BUHHHUSA KoMmIIeke — Oentwriute CP47 u CP43, kakto e mpeamnonoxkeHo or Barber u chaBr.

(1999), xato CP47 e mo-3mpaBo cBbp3aH ¢ PI[ (Ghanotakis, Yocum, 1990). /IBara monumern-
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TH/a UMart 1o 6 TpancMeMOpaHHH o-cnupanu (Bricker, 1990). OGemucTi BbHITHH OpHMKH
CBBP3BAT crnupanuTe oT JymeHanHara crpana. CP47 u CP43 cBbp3Bar, ChOoTBETHO, 14 1 12
MOJICKYJTH XJI. @ M 10 2—3 MoJekynau B-kapoTeH. TsxHaTa OCHOBHA pOJIA € B MPEIaBaHETO Ha
eHeprusitTa Ha Bp30yXk/aaHe oT cBeTochOupammusa komieke kM PLI. Hapen ¢ ToBa ce mpen-
1oJIara, 4e y4yacTBaT B M3rpakJaHETo Ha Kucjaopoaotaeasimara cucrema (KOC) na nonop-
Hara ctpana Ha @C2 (Green, Durnford, 1996; Barber et al., 2000) upe3 BEHITHHUTE JIyMEHAII-

HU OpUMKH.
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- Cytb-558
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y ‘ )
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®ur. 3. CrtpyKtypa Ha ®C2 ot Synechococcus sphaeroides ¢ 03HauYeHUA Ha 6ENTBYHUTE CyOeAMHMUM U KOodaK-
Topute. BnsBo - rnejaHo oTKbM JiyMEHA, BAACHO - r1efaHO HanmpeYyHO Ha TU/IaKouaHaTa membpaHa
("yMeHanHata 4act Hagosay). C enumnca ca orpagerdn D1 u D2 6entbumte, a C KpbroBe - aHTeHaTa Ha

CbpueBUHHMA KoMnneKc, CP47 1 CP43. Cxemarta e B3eTa oT Zouni et al. (2001).

B 3enenute pactenus u Bogopaciu KOC ce cwetou ot Tpute nepudepru 6entpka PsbO—
Q, moabpKaIM KIbCTEP OT YETUPU MAHTAHOBH aTOMa, XJIOPHU M KaJllIUeBU WOHU U €UH OU-
kapOoHateH HoH. [lomunentuabT ¢ MonekynHa wmaca 33 kDa PsbO, napeueH Mn-
crabunusupam (Murata, Miyao, 1985), ce oTkpuBa ChIIIO B CHHBO3EJICHHUTE BOJOPACIIH, HO
ocraHanute aBa OenTbka ca 3ameHeHd (Shen, Inoue, 1993). MaHraHOBUST KIIBCTEP € HIICH-
tudumpan HenmocpeacTBeHo A0 D1 Gentbka, KOWTO MpeaocTaBs TUPO3WHOBUS JUTAHI Yz
(Tyry61) — enexrponen qouop Ha P680.

[TepudepHo Ha CHPIICBUHHUS KOMILUIEKC MPHU 3€JICHUTE PACTCHHS C€ HAMHUPAT OCNTHIUTE
Ha BbTpemHaTa antena, CP29, CP26 u CP24. Te umar roisiMa cTeneH Ha XOMOJIOKHOCT C
OenThUUTE HAa BBHHIIHWTE AHTEHHH KOMIUIEKCH M BEPOSATHO MMAT CXOAHA CTPYKTypa C TpHU

TpaHCMEMOpaHHU CIHMpaJii, HO HE CE OTKPUBAT arperupaHu B TPUMEPH.
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dotocuctema 1, umtoxpom bef 1 ATO-cnMHTETa3a

[IpoctpancTBenara crpykrypa Ha @CI1, u3onupana OT CHHBO3EJIIEHU BOJOPACIH, € OIpe-
JeneHa upe3 peHtreHosa kpucranorpagpus (Fromme, 1996; Schubert et al., 1997; Jordan et
al., 2001). OcrananuTe ABa OEATHYHU KOMILJICKCA UMAT aHAIO3U B MHUTOXOHPUATTHUTE MEMO-
paHu, YMHUTO CTPYKTYypU Ca M3BECTHH. Taka IUTOXPOMHUSAT KOMIUICKC bgf € aHAJIOTMUYEH Ha
KOMIUIeKca bc; B MeMmOpanuTe Ha mypnypHu Oaktepun (Berry et al., 2000) 1 MuTOXOHIpUH
(Xia et al., 1997), a AT®-cunreraznusar komruiekec CFy-CF; uma cxoncTBo ¢ MUTOXOHIpHA-
Hata AT®-cunrerasa Fo-F;. Kpucranorpadcku e onpenenena crpykrypara Ha KaTaJIUTHYHATA
Hmanka™ F; (Abrahams et al., 1994), a Hackopo ¥ Ha ToJIsIMa 9acT OT MeMOpaHHUS KaHaT Fj

(Stock et al., 1999).

TpaHcdhopMauua Ha eHeprusaTa B TUJIAKOMAHUTE MeMbBpaHU

B cBemnnHara dasza Ha ¢orocunTezata TM mpeBpbILAT €HEpPrusiTta Ha CBETIMHHUTE
KBaHTH B XxuMu4Ha 1oj ¢popmara Ha AT® u HAJID.H,. Ceetnunara ce ynaBs OT IUTMEHTHTE
Ha aHTEHHHUTE KOMIUIEKCH Ha JBeTe (poTocucTeMu U Te (MMIMEHTHUTE) MTPEMUHABAT BbB Bb30Yy-
JIeHO cbeTosiHME. EHeprusita Ha Bb30yI€eHOTO ChbCTOSIHUE C€ IIPEAaBa Ha peaKMOHHMSI LIEHTHD,
KBJETO ce ochliecTBABa (oToXMMHUYHA peakius. Enekrponure, nuzdbutu or PLI, nmpemunaBar
Ipe3 MOpeAuIia OT IPEHOCUTENN C HapacTBalll OKHCIUTEIHO-PEAYKIIMOHEH OTEHIUA, U3T-
pakIauiy eleKTpOHTpaHCHOpTHATa Bepura. Crnopen T.Hap. Z-cXema Ha €JeKTPOHHUS TpaHC-
nopt (Hill, Bendall, 1960), untoctpupana Ha ¢ur. 4 mo-m0y, IbTAT Ha €ICKTPOHUTE BKIIOYBA
nocyenosaresiHo PC2, nuroxpoMuus komuieke 1 @C1. KpaliHuAT akentop 3a €JIeKTpOHU €
HAJZI®, xoiito ce u3nomn3Ba 3a peaykuus Ha CO, B ThbMHUHHATA (a3za. XUMUYHA CHEPTUs 3a
to3u npouec goctasi AT®. Cnopen xunorezara Ha Mutuen, npu ET eneprusita ce cbxpans-
Ba 1oz ¢opmara Ha TpaHCMEMOpPAHEH eJIEKTPOXUMHUYEH NIPOTOHEH TPAJUEHT, KOMTO CIIyKH 32

cuates Ha ATO.

A6cop6umA Ha CBeT/IMHATA M MUIpaUMs Ha eHepruaTa Ha Bb36yxKaaHe

Bewnuku xnopoduncbabpikaimu GOTOCHHTE3UpAIH OPTaHU3MH ITPUTEKABAT CBETIOCHOU-
paliy aHTeHHU CUCTEMHM, KOWUTO YJIaBsT CBETIMHHUTE KBAHTH U MPEHACAT TAXHATA €HEPrus
KbM peakiuonHu 1eHTpose (Green, Parson, 2001). Teopusra, ¢ KosTO OM MOT'BI /1a ce 00sICHU
MEXaHU3MBT Ha TaKoBa MpeHacsiHe, € ch3aaaeHa oT Thomas Forster (1965).

ObLOPCTEPOBUAT MEXAHU3BM 32 MHUTpallysl Ha €Heprusita Ha Bb3Oy)KJaHE, HApU4aH OIe
UHOYKMUBHO-PE30HAHCeH, TIPEICTaBIsABa Oe3U3TbYBaTeNIeH MPEHOC MEXy MUTMEHTH, Pa3Io-

JIO’KCHU Ha PAa3CTOSIHHUC OO0 HAKOJIKO HAHOMCETpA, IIPHU KOCTO HAMA MPUIIOKPHUBAHC HA MOJICKYJI-
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HUTE OpOUTaI U 0OMEH Ha eeKTpoHU. EdekTuBHOCTTA HA MPEHOCA 3aBUCH OT Pa3CTOSHUETO
(1/R®), uHTerpana Ha MPUIIOKPHBAHE HA CIIEKTHPA HA W3ThUYBAHE HA JOHOPHATA MOJEKYIA W
a0COpOLIMOHHMSI CTIEKTHP HA aKIENTOPHATa MOJEKya (YCIOBHE 3a PE30HAHC), U OTHOCHUTEI-
HaTa OpHUEHTalUsd Ha [UIIOJIHUTE MOMEHTHM Ha Tmpexoma Ha nBere Mosekynau (Cantor,
Schimmel, 1980; van Grondelle, Amesz, 1986). Murpamusita Ha eHeprus Mo O0e3u3IbYBaATE-
JICH MEXaHHU3bM € €IMH OT KOHKYPEHTHHUTE IIBTHIIA 32 PeNlaKkcalus Ha Bb30yIeHOTO ChCTOSHUE
U CIIEZIOBAaTEIIHO HaMallsiBa HETOBOTO BpEMeE Ha >KUBOT.

Korato murMeHTH ¢ eIHaKBH €IEKTPOHHU HUBA Ca PA3IOJIIOKEHU MHOTO ONM30 €IWH J0
apyT (< 1 nm), Te B3auMoJeiCTBAT MOMEXAY CU MO MEXaHU3bM, HAPEUEH EKCUMOHHO Chps-
eane (van Armerongen et al., 2000). IIpu ToBa MeXIy TIX MOXE Ja C€ OCBIICCTBABA OBp3a
M30€HEpreTHYHa MUTpalus Ha Bb3OynHaTa eHeprus. TpsOBa aa ce orOenexu, ye HAMA (yH-
JAMEHTAJTHU Pa3JIMKU BbB QU3NYHHSI MEXaHU3bM HA €KCUTOHHUS W UHIYKTHBHO-PE30HAHCHUS
npenoc (Knox, Gulen, 1993).

[Ipernen Ha KMHETUYHHUTE MOZENIM Ha €HEPreTUYHHs MPEHOC B CBETIOCHOMpAIIUTE aH-
TEHHU KOMIUIEKCH M CIPSTaHETO C PEaKlMOHHMS LEHThp € HampaBeH oT van Grondelle u cb-
aBT. (1994). 3a dortocunTesupamure 6akrepuu, kakto u 3a @C1 e Be3IpUET MO, CIIOPEe.T
KOWTO JIMMUTHpAIL €Tall B IIPOLIEca HA YJIaBIHE HAa €HEPrusTa € MPEHOChT MEXAYy aHTeHaTa U
PII. Kunetukara Ha ®C2 ce uHTEepnpeTnpa 0OMKHOBEHO Bh3 OCHOBA MoJIeja Ha oOpaTtumara
paaukanoBa J1Boika, pa3BuT oT Schatz u craBT. (1988). Criopen Hero Bb30yKIaHUSATA MOTatr
MHOTOKPATHO Jia TOCTUTHAT PEaKIMOHHHS IEHTHP U JIa C€ OCBHIISCTBU IIBPBUYHO Pa3/ICIsTHE
Ha 3apsna. Peaknusara e oOparuma U npu peKOMOMHAIS Bh30YKIAHETO MOXKE J]a C€ BbpHE B
aHTeHata. MoerbT moctaBs (HOTOXMMUYHATA PEAKIUs, a HE CIpsraHeTo Ha aHTeHarta ¢ Pl
KaTo ckopocrtoornpenes eran 3a OC2.

Ta3u KoHIENIHs B TIOCIEAHO BpeMe ce Mpepas3iekaa B CBETIMHATA HA HOBOOTKpUTATA
KpuctaigHa crpykrypa Ha @C2 (Zouni et al., 2001). Vasil’ev u cpasr. (2001) mocousar aBa
x1., C12 u C30, cBbp3anu cbc, choTBETHO, CP43 1 CP47, karo NUrMEHTHUTE, OCHIIECTBIBAILN
enekTpoHHus npeHoc kKbM PLI. Pasctosnuero mexnay tsax u PL] o6aue Ou TpsabBano ga obyc-
JaBsi OTHOCUTENHO HHCKa ckopocT Ha murpamus (100 ps). CiemoBarenHO JTUMHUTHPAIIUSAT
cranuit mpu @C2 moxe Ou e mpeHoCchT Mexay anTeHara u PLI, kakto e mpu ®C1 u poTocun-

Te3upaIuTe OaKTepuu, a He pas3nesHeTo Ha 3apsiaa B P11,
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®ur. 4. JIMHeeH eNeKTPOHEH TPaHCNOPT B TW/IaKonaHaTa MmembpaHa 1 dotodocdopmnnpaHe. OsHaveHua: MX -
NAacToxXuHOH, ®d - dheodpuTuH, ML, - nhactoumanmH, Of - pepeaokcn, GHP - pepenokcmH: HAAD ok-

cmpopejyKkTtasa.

EnekTpoHeH TpaHcnopT

OcHoBHa poist BBB QoTocuHTe3ara uMa JuHeHHuAT ET (¢ur. 4), KolWTO BKITIOYBA TIOCITE-
JIOBaTEJIHO ABETE (POTOCUCTEMH U OCUTYpsiBa pacTeHHeTo ¢ AT® u penynupaiiy eKBUBAJICHTH
3a puxcanusara Ha CO;.

IIspeuuynara ¢goroxumuyna peaknus Ha PC2 npencrasiasBa OTIaBaHE Ha €IEKTPOH
oT xJopo¢nina Ha peakunoHHUS eHTHp P680 Ha mbpBHuHUS aknentop ¢peoputns, I (Klimov,
Krasnovskii, 1981), npu koeto ce momyuasa P680'T . PeakuusaTa ce 0ChIIECTBABA 32 HIKOIKO
ps (Greenfield et al., 1997; Whitmarsh, Govindjee, 1999). CrabunHo pa3znensHe Ha 3apsna
CTaBa INpH TNOCJEIBAIIO OT/AAaBaHE Ha EJNEKTPOHA Ha IbPBUYHHMS XWHOHOB akmentop Qa
(200 ps). Karuon-pamukanst P680" mpuema eneKTpoH OT BTOPUYHHMS JOHOP Yz (CBBp3aH C
KOC) B pamkute Ha 200 ns. 3apaBo cBbp3aHusaT ¢ D2 6enthka Qa GyHKIIMOHUpPA KaTO €IHOE-
JIEKTPOHEH MPEHOCHUTEN, TOKAaTO CIEeIBAIIUAT XMHOHOB akuenTop Qp ce peayuupa IByKpaTHO
oT Qa. B mpoueca Ha penykuus Ha Qp € BB3MO)KHO Y4aCTHETO Ha HEXEMOB JKEJIE3€H KaTHOH,
KakTo M Ha OukapOoHateH aHnoH (van Rensen et al., 1999). AntepHarnBHO, HEXEMOBOTO JKe-
JI5130 GF MOIVIO J1a MMa caMo cTpykrypHa pois (Blankenship, 2002). Qg cBbp3Ba 1Ba IpOTO-
Ha OT CTpoMara, peBpbILANKU ce B XMHOJ, U Harmycka Qp-y4dacTbka Ha D1.

Penymupanusar 11X ce aBmwxku cBobonHo B nunuaHata Gaza Ha TM, npeHacsiiku enexT-

porute Mexny PC2 U UTOXPOMHUS KOMIUIEKC bef. LINTOXPOMHHUSAT KOMILJIEKC MMa JIBE CIie-
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nuduaan Mecta 3a cebp3Bane ¢ [IX — Q, ot cTpanara Ha mymeHa u Q; B OIM30CT 0 CTpoMa-
ta. Cnopen xumnote3ara 3a y4yactue Ha [1X B Q-1HMKbBI, caliThT Q, OKUCISABA pemyIpaHUs
[1X, xaTo eqUHUAT EJIEKTPOH Ce MpeHacs Mpe3 jkene30cepHus 0enThbk Ha Pucke, a qpyrusT ce
BpbIa upe3 Q; orHoBo Ha [IX (Hauska et al., 1996). [Iporonute ce 0cBOOOXKIaBaT OT IIUTO-
XpoM bg B mymeHa. Ako Q-UKBIBT € BamuiaeH 3a [IX, To 3a aBa enekTpoHa MPEHECEHH OT
@®C2 Ha TUTOXPOMHUS KOMILIEKC, IIIe Ce TPAHCIOPTUPAT ABa MPOTOHA OT CTpOMaTa B TyMEHa.
TakoBa chOTHOIIEHHE 00aue He BUHATU MOXKE J1a ce ycTaHoBH B xjoporactu (Hope, 1993).
®otoxumuyHaTa peakuus Ha ®C1 npencraBisBa penyKius Ha Ao (XJI. a) OT peakuu-
ounus 1neHTwp, P700, ¢ xapakrepuctrano Bpeme 2 ps (Chitnis, 2001). B ciensammure 25 ps
€JICKTPOHBT IIPEeMUHABA Ha BTOpUYHMS akienTop A (puroxuaon) u 3a 200 ns Ha Fx — equn
or Tpure xapaktepHu 3a OCI1 xene3ocepHu KinbcTepa or tuna 4Fe—4S, Hamupany ce Mexay
oentpuute PsaA u PsaB. Ocrananute nBa kisctepa ca Fa u Fg — cBpp3anu ¢ PsaC (Golbeck,
1992; Hiyama, 1997). Bepositausar bt Ha enekrponute ¢ Fx—F,—Fg (Golbeck, 1999). ®C1
penyumpa xenezocepuus neHTbp (2Fe—2S) Ha 6enthbka depenoxcun (Schoepp et al., 1999).
O®naBoen3umsbT Pepenokcun:HAID okcunopenykraza (PHP) mpenacs nBa enextpoHa ot de-

PEIOKCHH Ha KpailHUs aKLenTop B eeKTpoHTpaHcnoptHara Bepura, HAI® (Knaff, 1996).

OKucneHune Ha BogaTta

CriocoOHOCTTa Ha KHCIOPOIOTACIISAIIUTE OPraHu3MHU Ja (POTOIU3UPAT BOJATA, OTACIISTHKI
MOJIEKYJIEH KUCIIOpPOJ, MOJAbPKA )KMBOTA Ha BCUUKH aepoOHM opraHu3mMu Ha 3emsta (Broda,
Peschek, 1979). OkucnenneTo Ha Bojata € Hail-BUCOKOCHEPTreTHYHATA PEAKIIHS, H3BbPIIBAHA
OT JKUBHUTE OpPraHW3MH, BB3MOXHA TIOPAAM W3KIIOYUTEITHO BHCOKHS OKHCIHTEIHO-
PEAYKLUHMOHEH MOTEHIMAJl Ha KaTHOH-paauKaia P6380" (+1,2 V npu pH 7). 3a otnensnero Ha
MOJIEKyJia KHCTIOPO] Ca HEOOXOMUMU JIBE MOJICKYJIU BOJIa M YETUPH TOCIEI0BaTeTHU (HOTOXHU-
mugaE peakiuu Ha PI] Ha ®C2. ToBa e qemMoHCTpHpaHO B ekcriepuMeHTuTe Ha Pierre Joliot,
MIPU KOUTO OOTHUBAHETO HA XJIOPOIUIACTH C KPATKH CBETJIMHHU MUMITYJICH BOIH JIO TEPUOINAY-
HO OTJEJIsTHE Ha KUCIopos npe3 yetupu ummysca (Joliot et al., 1969; Joliot, Kok, 1975). 3a na
o0sicau Te3u ocitanuu, Kok mpennmara cxematudeH Mozes, B KOWTO KHUCIOPOAOTASIAIIATA
cUCTeMa MPEMUHABA MOCIEA0BATEIHO MPE3 CEPHs OT MET ChCTOSHUSI, O3HAYEHU OT Sy 10 S,
KaTo BCSKO CJEABAINO € mo-okucieHno ot npeaumrHoro (Kok et al., 1970). C Bceku cBeTIHMHEH
UMITyJIC CUCTeMara MpeMUHaBa B CIEABAIOTO S-ChCTOsiHUE. Bpbinanero S4— Sy cTaBa coH-
TaHHO 0e3 ydJacTue Ha cBeTIHHA, Karo ce otaens O,. CrcTosHUATA S; M S; penakcupar Ha
TBMHO 710 S;. Taka, cnex TbMHUHHA aganTanus KOC ce Hamupa B CbCTOSIHUS Sg M1 S| B CHOT-

HouieHue 1:3.
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ChIIMHCKUAT MEXaHM3bM Ha OKHCIEHHETO Ha BoJaTa M XMMHUYHATa MpHpojda Ha S-
CHCTOSIHHSITA Ca HEM3SCHEHU JI0 THEC, BBIIPEKHU Y€ ca MPEJCTaBIHU MHOTO XUIIOTETUYHH MO-
nemu (Witt, 1996; Tommos, Babcock, 1998; Haumann, Junge, 1999). 3a na ce ycranoBu xu-
MHU3MBT Ha PEAKIMHUTE € HY)KHO TOYHO MMO3HaBaHe aroMHara cTpykrypa Ha KOC. B ckopomHa
nyonukanus Carrel u cpaBt. (2002) 00001I€eHO HHTEPIPETUPAT HATUIHUTE CTICKTPOCKOIICKH U
Kpuctanorpadcku JaHHH 3a cTpykrypata u ¢ynkiusta Ha KOC. Hanuunure xumore3u 3a
XUMHUYHUS MEXaHU3bM Ha OoTOoIM3aTa ca QTUCKyTUpaHU B nperiena Ha Renger (2001).

OtnaBHa ce mpearnonara, ue¢ S-ChCTOSHHITA OTTOBapST HAa Pa3IUYHU CTEIIEHU Ha OKHCIIe-
HHE Ha TETPaMaHTaHOBHS KIIbCTEp, ycTaHOBeH B chcTaBa Ha KOC (Debus, 1992; Bricker,
Ghanotakis, 1996). Upe3 EIIP u peHTreHoBa CIEKTPOCKONHUsS € IOKa3aHO, Y€ TPEXOAMTE
So—S: u S;—S, npeacrasnsBar okucnenue Ha Manrana (Yachandra et al., 1993; Britt, 1996).
XuMHYHaTa MPUPOJa Ha OKHUCIISIBALMS €KBUBAJICHT B S3 3acera e Hepokasana (Hundelt et al.,
1997; Haumann, Junge, 1999). Karo Bp3MokeH kanauaat e mocoueH xuctuauH (Boussac et
al., 1990). B gerBbpTaTa peakmus MOJOKUTEITHHUAT 3apsj C€ ChXpaHsIBa HA TUPO3UHOBUS OC-
TaTbK Tyrie oT D1 Genrpka Ha PL Ha ®C2, o3HauaBaH Yz. B enekrpoHTpaHcnopTHaTa Bepu-
ra Yz e BropuueH goHop Ha @C2, HO € TOCTYTUPAHO U MPSKOTO MY y4acTHE B OTHEMaHETO Ha
npotoHu ot Boaara (Britt, 1996; Hoganson, Babcock, 1997). Toa ¢ oTpa3eHO B XUMHYHUS
MeXaHu3bM, TpenoxkeH or Tommos u Babcock (1998). Ciopen mo-HOBH JaHHU, TTOYYCHH
ot marepuain ¢ uHtaktHa KOC, TakaBa (yHKLUS Ha TUpO3UHA € MajKo BeposTHa (Ahlbrink et
al., 1998; Haumann et al., 1999; Renger, 2001).

[TpoTuBOpeUre CHIIECTBYBA U 1O BHIIPOCA B KOU MPEXOIU MEKIY S-ChCTOSHHS C€ OTJIe-
JSAT MPOTOHHUTE OT BojaTa. [Ibiro Bpeme ce Bb3MpHEMa, Y€ MPOTOHU C€ OCBOOOXKAaBaT MO
cxemara 1:0:1:2 3amousaiiku ot Sy (Fowler, 1977; Bowes, Crofts, 1981). Oka3pa ce obaue, ye
Ta3W cXeMa MOXKE CHJTHO Jia C€ U3MEHS B 3aBUCHMOCT OT pH M OOKpBKEHHETO Ha KaTaluTHY-
Hus ueHtsp Ha KOC (Rappaport, Lavergne, 1991; Haumann, Junge, 1996).

B zakmouenue me orbenexum, ye KOC ce Bp3npueMa Kato CymnepMoseKyia, ChCTaBeHa
ChC CIenuanHata (yHKIHUs Ja OKUCISABA BOJaTa, U 3a pa30MpaHeTO M HE € OCTAaThYHO J1a Ce
U3ydaBaT caMO CBOWCTBaTa Ha KO(haKTOpUTE, Pa3mICKIANKN allOCH3MMa KaTo WHEPTHA MaTpHU-
na. KOC e ,,chIIHOCT, YUUTO UHTETPATTHH CBOMCTBA HE MOTaT J1a ObJ1aT pa30opaHu, ako caMo Ce
crOepar HeitHuTe otaenan yactu (Renger, 2001). Cbc chlus ycnex ToBa TBBPACHUE MOXKE

Ja CC KaXKE 3a LCJIM: arlapar Ha (I)OTOCI/IHTC?»aTa.
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CTPEC U AJANTALMUSA

[TonoOpsiBaHETO HAa MPOAYKTUBHOCTTA HAa PACTEHUATA U TSAXHATa aJlalTUBHOCT KbM €KO-
JIOTUYHHUTC q)aKTOpI/I — a6I/IOTI/ILIHI/I, 6I/IOTI/I‘-IHI/I N aHTpOHOFeHHI/I — IMOBUIIIAaBAHECTO Ha yc-
TOWYUBOCTTA KbM HEOJATONPHUATHU YCIOBUS M 3aMBPCUTEIIM Ha OKOJHATa Cpeja, ca LEeuTe,
KOUTO O0YCJIaBAT OTPOMEH MHTEPEC KbM M3Y4aBaHETO HA PACTHTEIHUS CTPEC MPe3 MOCIICTHH-
Te neceTwieTrs. M3cnenoBarecKusIT HapeabK B Ta3u 00JIACT € OTPa3eH B peauiia 0030pHH
nyomukamuu (Lichtenthaler, 1996; Bohnert, Sheveleva, 1998; Lichtenthaler, 1998; Smirnoff,
1998) u monorpadumu (McKersie, Leshem, 1994; Larcher, 1995), kakto u B KHUTUTE TIOJ] pe-

nakmusaTa Ha H. Lichtenthaler (1996) u M. Pessarakli (1999).

AeduHUuMA 3a pacTuTeneH cTpec

OOmra KOHLENIMA 3a CTpeca MpH KUBUTE OpraHu3zMu e passura ot Selye (1936), mo-
KbCHO amantupana u 3a pacterus (Lichtenthaler, 1998). Criopen Hest cTpechT mpencTaBisBa
crennduuHa peaknusi KpM omnpexaenen aredt. Levitt (1980) nedbunupa ctpeca xaro ,,BCEKH
¢axTop Ha cpenara, KOMTO € MOTEHIIMAIHO HeOIAaronpusaTeH 3a )kuBUTe opranusmu’. IlonoOHa
nepuaunus e u3nomsana oT Osmond u ceast. (1987) — ,,06moTHyeH win abuoTHueH (akTop,
KOWTO HapyIllaBa HOPMAITHOTO (PyHKIIMOHUpPAHE Ha PACTECHHUATA W TaKa HaAMaJIsiBa TEXHUS pac-
TEX U PENPOAYKIHS .

Larcher (1987; 1995) onucsa cTpeca KaTto ChbCTOSHUE, IIPH KOETO MPOMSHATA B YCIOBUS-
Ta BOJAHM JI0 IIbPBOHAYAIHO JCCTAOMIM3MpAaHE HA PACTUTEITHHUTE (PyHKIMH, MOCIEIBAHO OT
HOpPMAaJIM3UpPaHE U YBEIMYaBaHE HA YCTOWYMBOCTTA. AKO NMPOMSHATa HAJIXBBPIS BH3MOKHOC-
TUTE 32 aJaNTalys, pe3yaTaTbT MOXe J1a ObJie TpaitHO yBpeXJaHe WM CMBPT. Ta3u Teopus ce
BB3nprema u oT Lichtenthaler (1998), koiTo pa3nuuaBa aBa BHIA CTpEC B 3aBHCHUMOCT OT
KpaifHusi oTroBop. Eycmpec € akTuBHpall, ci1ald cTpec, HeoOXOAUM 3a pPa3BUTHETO HA pacTe-
HHUETO, JOKATO Oucmpec € CUJICH CTPeC, KOMTO MMa OTPUIATEITHO BB3ICHCTBUE M NMPUYHHSIBA
YBPEXKIaHUSL.

Lichtenthaler (1998) o3nauaBa yetupu ¢dazu B pa3BUTHETO Ha CTPECOBUSI OTTOBOD: Cue-
HAIHA peakyus — HapyllaBaHe HA ONTUMAIHOTO ()YHKIMOHHMPAHE HAa PACTEHUETO; Crmaoull Ha
ycmouuusocm — TMPOIECUTE CE alalTUPAT KbM YCIOBUATA Ha CTPEC; U3Mmowaeane — XpOHUY-
HO YBpEXKJaHe WIM CMBPT, aKO 03aTa Ha/IBUIIAaBa KalalUTeTa 3a aJanTalus; 6b3CMaH06A6a-

He — CJIC TIpEMaxBaHC Ha CTpECOpa.
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TepMogMHaMMUYHa KOHLeNuUMsA 3a cTpeca

Pazrmexxnaliku JKMBUTE OpraHM3MU KaTo OTBOPEHHM TEPMOIWHAMHYHHU CHCTEMH, Reto
Strasser moaxoXxaa KbM CTpeca OT IVIeIHa TOUKAa Ha TEOpUsATAa Ha HEpaBHOBECHATa TEPMOAM-
Hamuka (Strasser, 1988; Tsimilli-Michael et al., 1996; Kriiger et al., 1997). Strasser moguepra-
Ba OTHOCHTEITHHSI XapakTep Ha cTpeca, KOMTO ce AeuHHpa Karo ,,BCIKO OTKIIOHCHHE OT ChC-
TOSIHUE, YCJIOBHO BB3IPUETO KaTO HECTpecoBO“. CHCTOSTHUETO HAa HECTPEC € TAaKOBa, MpHU
KOETO cucTemara (pyHKIIMOHUpPA ONTUMAIHO, T.€. C& HaMUpa ,,B XapMOHUS C OKOJIHATa cpena‘
(Strasser, 1988). Ot TepMonIMHAMUYHA [TIEHA TOYKA TOBA € CTAIIMOHAPHO CHhCTOSIHHE, B KOETO,
criopen mpaBuiaoTo Ha [IpHTrOXWH, MPOMYKIUATA HA SHTPOIHUS (TUCUIIATUBHATA (DYHKIUS) €
MUHUMaNHA. Bedko M3MeHeHne Ha HIKOM OT MapaMeTpHUTe Ha OKOJIHATa Cpela M3BEXKJa CHC-
TeMara OT ONTHMAJHOTO CTAIlMOHAPHO CHCTOSHUE U CTOMHOCTTA HA JTUCUTNIATUBHATA (PyHKIUS
ce yBelIMuaBa — CUCTEMaTa € B ChbCTOSIHUE Ha cTpec. BeneacTBue Ha cTpeca Bb3HUKBAT CUJIH,
KOWTO M3MEHST CHCTEMara Taka, 4€ Ts Ja JOCTUTHE HOBO CTAllMOHAPHO ChCTOSTHUE, CHOTBETC-
TBaIIO Ha HOBUTe ycnoBus. Criopes Strasser CTpechT ce pa3miekia KaTo cyOOnmumManHocm, a
aJlanTanusaTa IpeacTaBIsBa TEPMOAUHAMUYHA HEOOXOIUMOCT.

3a (oTocuHTE3UpAIIUTE OPTaHU3MHU, YUATO (YHKIHS € MPEBPbhIIAHE HA CHEepPrus, KOH-
HEMNIUATa 3a cTpeca GOpMaHO Ce U3pa3siBa Mo CIACAHUS HAYUH:

n=/U,K, B),
KbJIETO: 1| € IPOU3BOJUTEIIHOCTTA HA CUCTEMATA, J € eHepreTuuHuAT BxoJ, K oTpassiBa cTpyk-
Typara/koH(popMaIusaTa Ha cCUCTeMaTa, B e mapaMeTsp, ONUCBAIIl TOBSICHUETO HAa CUCTEMATa,

Harfp. HUBOTO Ha PEIYLIMPAHOCT HA €JIEKTPOHHUTE IPEHOCUTEIIH.

»
»

A J

®ur. 5. M306pa3nBaHe Ha CbCTOAHMETO Ha cucTemata C Tpuaormata J-K-B. Kpusute nokassat dyHKUMM
B = f (J) 3a ABe CTPYKTYpPHM cbCTOAHMA, Ki 1 K,. 3a BCAKO CbCTOAHUE DYHKUMATA MMA ONTMMYM, O3Ha-
YyeH c 6a510 Kpbrye. MpomMaHaTa B yci0BMATa Ha cpefata Ji—J; n3Bexaa cuctemara ot onTMmyma. B
pe3ysiTaT HacTbnBaT Npomexu B CTpyKTypata Ki—Kj;, Kouto 06ycnaBAT HoBa PyHKUMA HA CbCTOAHUETO
C ONTUMYM NpU HOBUTE ycnoBuA. OBPaTHUAT NbT HA CMCTeMaTa A0 CbCTOAHMETO, aAanTMPaHo KbM Jq, €

pa3nunyeH (Tsimilli-Michael et al., 1996).
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B e ¢ynkmus enunctBeno Ha J u K, Taka de, ako ce 3Hae 3aBucumoctta B = f(J, K), To-
raBa B moxe na ornagHe oT m3pasa 3a npousBoautenHoctTa. Ot apyra crpana, ako K e moc-
TOSIHHA, T.€. CUCTeMara He MPEeThPIIsiBa CTPYKTYPHU MPOMeHH, ToraBa B = f'(J), a mpousBoau-
TETHOCTTA 3aBUCH caMo oT B, 1 = f(B). Taka 3a ganeno cbcrostare K, mpon3BoaUTETHOCTTA
Ha CHUCTEMaTa Ce OIMpeesisi OT HUBOTO HA EHEPreTUYHUS BXO/.

CwpriiacHO Ta3u (HOpMYIHMpPOBKa, aKO CUCTEMara ceé HaMHpa B ONTHMAIHO (CTallMOHAPHO)
CBCTOSIHUE, TO CTPyKTypara Ha cuctemara K oOycnaBs TtakaBa ¢ynkius B = f(J), ue mpous-
BOJIUTEIIHOCTTA Ha CHCTEMaTa € MakCHUMallHa MpH najeHute ycioBus J. OOpaTHO, BCSIKO W3-
MeHeHue Ha J mpu ganeHoro K mie moBexe 10 HamalieHa Mpou3BOAUTENHOCT M. CTpechT
MIpPE/ICTABIIABA U3MEHEHHE Ha J U HapylllaBaHE Ha yCIOBUETO 3a ONTUMYM. AKO C€ IPOMEHH J,
TO ce npomens u B. Cuctemara He MOXe J]a KOHTpOJUpa TE€3U JiBa MapaMeThbpa, HO MOXE Jia
pearmpa ¢ mpoMsiHa B CTpyKTypara (koHpopmarmsaTa) — K. B pesynrar me ce TOCTUTHE TaKo-
Ba K, ue gynkuusara B na uma ontuMyMm mpu HOBUTE YCIIOBHS J, KaKTO € WIIOCTPUPAHO Ha

dur. 5.

B/IMAHUE HA CBET/IMHATA BbPXY OOTOCUHTE3ATA

CeernuHara OBWXK (POTOCHMHTE3aTa, HO BBIIPEKH TOBA PACTCHUATA C€ HYXKAAAT OT 3alllu-
Ta Cpelly CBETIMHA. B ecrecTBeHa cpela KOIMYECTBOTO CBETIMHA, MAJalla BbPXY XJIOPOII-
JaCTHTE, BapHpa C HAKOJIKO MOpPSIbKAa BbB BPEMEBH Mamald OT CEKyHAW A0 CE30HH. IBBbpne
YeCcTO IMaJjaliaTa CBeTIMHA Ha/IBUIIaBa YyBCTBUTEIHO KaraureTa Ha (POTOCHHTETUYHHS ara-
par 3a HEHHOTO ycBOsiBaHe. ToBa MOTEHIMATIHO Ch3/AaBa YCIOBHS 332 (POTOOKHCIUTETHO YB-
pexxnane. B pesynrar HamansBa eekTHBHOCTTA Ha (poTOCHHTE3aTa, a B KPalfHU CITydau MOXe
Jla ce JOCTHUTHE J0 3aTMBaHE Ha LeNusl OpraHu3bM. PacTeHusTa ca pa3Buiin MHOTOOpOWHH Ha-
YHMHY 32 aJalTHPaHe KbM CBETIIMHHHUTE yCJIOBUS, KaKTO 32 €()EKTHBHO YJIaBSHE HA CBETIMHA-
Ta, Taka W 3a 3alllMTa OT M3IMIIHaTa eHeprus. doro3amuTara € OOMMPHO 3aCTHIICHA B JIUTE-
parypara (Niyogi, 1999). Tyk me ObAar nperiejaHd OCHOBHUTE MEXaHU3MH, UMAIIH MPSIKO

oruourenue kM OC2.

BanaHcupaHe Ha eHepreTUYHUA NOTOK KbM ABeTe (hOTOCUCTEMMU

JlBeTe (OTOCHUCTEMM Ca CBbP3aHU IOCIEIOBATENHO BbB (DOTOCMHTETHYHATA E€IEKTPOH-
TpaHCIOpPTHA Bepura. ToBa O3Ha4yaBa, 4ye €JIEKTPOHUTE TPsiOBa Ja MpeMHUHABAT Mpe3 TAX C
€/IHaKBa CKOPOCT, a 3a TOBAa € HEOOXOAUMO OalaHCHPAHO I10/1aBaHE Ha CBETJIMHHM KBAaHTH OT

afgTeHuTe. CBETIIMHHUTE YCIIOBUSA B €CTECTBCHATA Cp€aa C€ MCHAT C BPEMETO KAaKTO 110 MHTCH-
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3UTET, TaKa M MO CHEKTPaJIeH ChCTaB. 3a Jla C€ ONTUMU3UPA (POTOCHHCTETUYHATa €(EeKTHB-
HOCT, ChILIECTBYBa MEXaHU3bM, IO KOMTO ce pasmpezens eHeprusara Mexzy aBere (poTocucre-
MU, KOUTO UMaT pa3IMyeH CIIEKThp Ha Bb30yKIAaHe.

Crpl1iecTBYBaHETO Ha JBE CBETJIMHHHU CHCTOSIHUS HA (POTOCHMHTETUYHMS arapar U Mpexo-
JIUTE MEXKIy TAX Ca OTKPUTHU MPEau moBede oT TpuaeceT rogunu (Bonaventura, Myers, 1969;
Murata, 1969). SIBnenuero ce u3passiBa B CIETHOTO — ako (POTOCHHTE3MpaIa npobda ce ocBe-
TsIBa ChC CBETIMHA, akTuBHpama npeaumMao OC1 (ceemauna 1), GOTOCUHTETUYHUAT anapat
ce aJanThpa Taka, 4e 4acT OT eHeprusTa ce npepasmnpenenst kbM @C2. IIpouecsT ce Hapuua
npexoo 6 cvcmosinue 1. OOpatHo, ceemauna 2, KoATO ce montbina npeaumuo ot ®C2, mpe-
JIM3BUKBA MPEXOJ] B CbCcmosAnue 2, IPU KOUTO eHeprudara ce npepasnpenens kbM OCI.

Hecerunerue no-kbcHO Bennet (1977; 3a npernen Bx. 1991) BHuKBa 32 IpbB BT B MO-
JEKYJISIPHUTE OCHOBH HA TE3W MPEXOIH, OTKpUBAHKU (ocopuiupaHeTo Ha OENTHIMUTE Ha
TM. Bbrpeku ye TOYHUAT MEXAaHU3BM BCE OILl€ HE € HAITbJIHO M3SICHEH, B IIOCIEAHO BpEME €
nocturHar 3HauntesieH Hanpeabk (Allen, Forsberg, 2001; Wollman, 2001; Haldrup et al.,
2001). M3BecTHO €, ye CUTHAIBT 3a MPEXOJ MEXIY CBETIMHHUTE CBCTOSIHUSA € pPEmayLu-
panoctra Ha [IX. Korato ®C2 pabotu ¢ mo-roisiMma CKOpOCT, TJIACTOXMHOHOBHSAT IIyJl C€ pe-
IyLUpa ¥ ce akTHBHpAa MEMOPaHHOCBBbp3aHa MPOTENHKHWHA3a, KOATO (hochopuiimpa OEATHIUTE
Ha CCK2 (Carlberg et al., 1999; Rintaméki, 1997; Rintaméki, 2000). O6paTHO, OKUCICHHUSAT
I1X mnaxtuBupa nporennkuHazara 1 CCK2 ce nedocopunupar or gocdarasa, kosiTo He ce
BJIUSI€ OT OKUCIIMTEIIHO-PEeLyKIHOHHOTO HUBO Ha [IX. Hackopo € yTouHeHo, 4e akTUBUPAHETO
Ha KMHa3aTa He CTaBa JUPEKTHO OT peayuupanus I1X, a npu cBbp3BaHETO My KbM ydacThbKa
Q, Ha muTOXpomMHUs KoMmIuieke (Zito et al., 1999). Wollman (2001) npenjara XumnoreTudeH
MeXaHM3bM Ha TO3M IPOIEC, B KOWTO ce MouyepTaBa posisita Ha 6enTbka Ha Pucke.

®ochopumupanuar CCK2 pucoruupa ot @C2, Harmycka TpaHUTE U, BEPOSTHO, CE CBHP3-
Ba ¢ ®CI. [lanaute Ha Lunde u cpaBt. (2000) mokassar, ue @C1 nma akTHBHA QYHKIHS B pe-
ryJanusaTa Ha eHepreTuuHus OanaHc, Thil kato cybeaunHuuara H e HeoOXoauMma 3a mpexon B
coerosiaue 2. Cnopen mocnennute monenu (Allen, Forsberg, 2001; Haldrup et al., 2001)
CCK2 nu¢yHampa cBOOOTHO MEXIY /1Ba CIICU(PHYHN y4acTbKa 3a CBbP3BAHE — CUHUAT HA
®C2 B rpanute, a apyrust Ha @C1 B cTpomanHuTe THiIakouau. @ochopuirpaHeTo Ha KOMII-
JeKca MPEeJU3BUKBA CTPYKTYPHHU IIPOMEHH, KOMTO BEPOATHO MPOMEHAT apMHUTETA MY KbM Te-
31 y4yacTbpld. B cberosinue 2 gpochopunupanure CCK2 umar no-ronsm agpunurer koM OCI,

a nedocdopmupanure B cheTosinue 1 ce cbpasar ¢ GC2.
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KcaHTodHnnoB UMKBA

KcanTounoBuAT MUKBI MIPEIOCTaBs MEXaHU3bM 3a ObP30 M €PEKTUBHO pa3ceiBaHe Ha
U3NUIIHATA CBETJIMHHA CHEpPrus, 3allUTaBaikl TO0 TO3M HAYUH XJOPOIUIACTUTE OT
dorookucnutenHo yspexnaane (Demmig-Adams, 1990; Demmig-Adams, Adams, III, 1996).
Kucenara peakuusi Ha TWIAKOWIHHS JyMEH TMPEIU3BUKBA EH3UMHO TIPEBpBIIaHE Ha
BHOJIAKCAHTUH B 3€aKCAHTUH C MEXJAMHHO oOpa3zyBaHe Ha aHTepakcaHTuMH. KoHBepcusita Ha
BHOJIAKCAHTHHA CE€ KaTaJIU3HMpa OT €H3MMa BUOJAKCAaHTHH]ICCTIOKCH 1a3a, KOMTO € SAPEHOKOAU-
pan Oentbk ¢ MojekynHa mMaca 43 kDa, nokanusupan B iaymena (Bugos, Yamamoto, 1996).
BuonakcantuHaeenokcnaasara ce akruupa npu Hucko pH (Eskling et al., 1997) u ce cBbp3-
Ba ¢ TM (Hager, Holocher, 1994), kpnero peaynupa enoKCUIHATE BPH3KU Ha BUOJIAKCAHTHHA,
U3I0JI3BaiKu acKOpOMHOBA KHCeNrnHa KaTo Kocyocrpar (Bratt et al., 1995).

OOparHara peakius ce KaTalu3upa oT IpyT €H3UM, 3eakcanTuHenokcuaasa. Toi e DAJI-
ChIbpIKAaIa KHCIOPOA3aBIUCHMa OKCUTEHAa3a, KOSATO M3MOJI3Ba penylupan (HepeIoKCuH, 3a aa
EMOKCUINpPA 3€aKCaHTUH U aHTepakcanTuH (Bouvier et al., 1996). 3a enokcumaszara ce npen-
rojara, 4e c€ HaMHpa B CTpoOMaTa U € MOCTOSHHO aKTHBHA. Taka, KOJMYeCTBOTO 3€aKCAaHTUH
ce ompeeNisi OT aKTUBHOCTTA Ha JIEeTIOKCHa3aTa, KOsSTO C€ MOIYIUpa OT pEeakluaTa Ha TyMe-
Ha. [Ipn Hacumanm GoToCcHHTE3aTa CBETIIMHH JIyMEHBT C€ MOJKUCEISIBA, aKTHBHOCTTA Ha Jie-
€MoKCcH1a3aTa MHOTOKPaTHO HaJBUIIaBa Ta3M Ha ernokcuaasara u B TM Obp30 ce akymynupa
3€aKCaHTHH.

Paznmuyan MexaHW3MH ca MPEASIOKEHH, 3a 1a ¢e 00SCHU POJsITa HAa 3€aKCAaHTHHA B pa3-
CeiBaHETO HA M3JIMITBKA OT eHeprus. ENWHUAT OT TAX mpearnonara AMPEKTHO TaceHe Ha Bb3-
Oynennrte cberostHus Ha Xa. (Frank et al., 2000). Criopesn apyrata OCHOBHA XHIIOTE3a KCAHTO-
bunute neirictBar kato anocrepuyHu perynaropu (Horton et al., 2000), wamynupamm
CTPYKTYpPHU MPOMEHHU B aHTEHHUTE Komruiekcu Ha PC2, BcreacTBHE HA KOUTO CE yBEIMYaBa
mucunanusTa Ha eHeprus. Ruban wu cwaBT. (1997) ca mnokazamu Bpb3KaTa MEXIy
KOJIMYECTBOTO 3eakcaHTWH M arperamusita Ha CCK2, cbmbrcTBaHa ¢ HaMalieH JOOMB Ha
xnopoduminHara dyopecteHius. Bee ome ce nebarupa ganu B MHAyIHUpaHaTa JTACUTIAINAS Ha
EHEeprusi y4acTtBa nepuepHHsIT CBETIOCHOUpAI KOMIUIEKC, U OENTBHIUTE OT BbTPEIIHATA
antena Ha @C2 (Elrad et al., 2002; Govindjee, 2002).

Crnopen Apyrd TNpennojoKeHUs] 3€aKCAHTUHBT 3allliTaBa MEMOpPAaHHUTE JHUIMHIA OT

okucnuteneH crpec (Eskling et al., 1997; Havaux, Niyogi, 1999).
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doTonHxnb6MpaHe Ha PC2

[Ipy BCHMYKM KHUCIOPOJNOTACSIIM OPraHU3MH MPOIBDKUTEIHOTO H3JIaraHe Ha CHJIHA
CBETJIMHA BOJAM 10 HeoOpaTumo nHakTuBHpaHe Ha OC2. Bucokocnenuaniu3upal MUKbI Bb3C-
TaHOBsIBa (DOTOYBpPEACHUTE KOMIUIEKCH, KOUTO OTHOBO C€ BKIIOUBAT BBB (hoTOCHUHTE3aTa (Aro
et al., 1993; Melis, 1999; Yamamoto, 2001). Taka ¢oToOMHXHMOUpPAHETO CE CUNUTA HE 33 HEXKE-
JaTesieH JeCTPyKTUBEH IMPOILIEC, a 3a INIaBeH KOMIIOHEHT OT (poTo3aluTara, €To 3alio CaMUsiT
TEPMUH ,,MHXUOUpaHe ce M3Moji3Ba He chBceM ymecTHO (Reto Strasser, mMuHa KOMyHHKa-
rust). Hait-o61mo nuksnsT ce cbherou B cneanoto (Melis, 1999): dortoyspexnane Ha D1 Gen-
ThKa; YacTHYHO pasmajgaHe Ha PC2; oTBekTaHEe HA CHPIICBUHHMS KOMIUIEKC KbM CTPOMATA;
nerpananus Ha D1 Oenthka; cuHTe3 Ha HOB D1 OenThk u nHKOpHopupane B TM; criio0siBaHe
Ha XOJIOKOMILIEKca U akTuBHpane Ha ET.

BcnenctBue Ha MHOTOOPOITHY M3CieIBaHuUs, TPABEHU PEIUMHO in Vitro, ca yCTaHOBEHU
nBa MexaHu3Ma 3a orounakTuBaius Ha @C2 — OT aKIEenTopHaTa M OT JOHOPHATa CTpaHa Ha
DC2 (Aro et al., 1993; Zer et al., 1994). ®oronHxuOMpPaHETO OT aKIENTOpHATa CTpaHa €
CBBP3aHO C HapYIICH MPEHOC Ha eNeKTpoHU Mexay Qa u Qp ¥ ABOMHA peayKius Ha Qa, KOW-
TO TUCOLIMHpPA OT KOMIUIEKca. B pesynrar ce yBennuaBa BEpPOSTHOCTTA 32 PEKOMOMHAIIMS Ha
3apsana Mexay @D u P680°, mpu KoATo MoXe a ce TeHepupa TPHUILIETHO ChCTOsHHE Ha PI]
(Vass et al., 1992). B peaxims Ha TpumieteH P680" ¢ MoneKyaeH KHCIopos ce 06pa3yBa CHH-
IJIETeH KUCIOpo/, criocodeH Aa yBpenu D1 Genthka (Zer et al., 1994).

AnTepHaTHUBHO, NpH (HOTOMHXHOUpPAHE OT JOHOpHATA CTpaHa ce cuuTa, ye D1 OenThKbT
ce yBpesxaa oT P680" — maii-cunuuar okmciuTen BB (otocunTesara (Jegerschold, Styring,
1996). BpemeTo Ha xuBoT Ha P680" 3HAUMTETHO Ce yBenMuaBa NP HHTEH3HBHO OCBETSBAHE
na TM BenencrBre Ha ocBoGoxknaBare Ha Ca’’ (Krieger, Weis, 1996) i MHAaKTHBHpaHe Ha
KOC (Dau, 1994).

Bce ore He € g0Ka3aHO KOU OT JBaTa MEXaHW3Ma Ce pealn3upa B HATUBHU yCIOBUs. 13-
BECTHO MPOTUBOPEYHE TOPaXKJIa OTKPUTHETO, Y€ CKOPOCTTa Ha (DOTOYBPEXKIAHETO € IMPABO-
MPOMOPIMOHANIHA HA MHTEH3UTETa Ha CBETJIMHATA B rojisiM cBeTiuHeH auana3zoH (Tyystjarvi,
Aro, 1996). TakaBa 3aBUCUMOCT TpeArnonara, 4e npu Bceku GoToH, moreiaHatr or OC2, cb-
[IECTBYBa OIpeeNieHa BEPOSTHOCT 3a (POTOYBpEkKIAaHEe, HE3aBHCHUMO OT CKOPOCTTa Ha (HOTO-
CUHTCTHYHUTE PEAKIH. B MOTBBbpKICHNE HA Ta3W WHTEPIIPETAIHS € HAOII0MaBaHaTa PEIIHII-
POYHOCT MEXIy CBETIMHHUS MHTCH3UTET W BpeMeTo Ha ekcriozunms (Park et al., 1995), T.e.
¢dboTorMHAKTUBALIMATA 3aBUCH OT Oposi morbiaHatu ¢oTtoHH (mo3ata). Anderson u cbhanT. (1998)

3aKJII0YaBaT, Y€ CaMO €IMH MEeXaHH3bM OTroBaps 3a (ortomnxubupanero Ha ®C2 in vivo u
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Mpearnoiarar, 4¢ TOH € CBbp3aH C OKHCIHMTEIHO yBpekaaHe Ha D1 OenTpka OT KaTHOH-
panukana P680". 3a cwkaleHye U TO3M MOJIEN He 3a/0BOJIABA HAITBJIHO BCHUKH eKCIIEPHMEH-
tanau gaHHd. Criopen Melis (1999) BeposiTHOCTTa 32 (DOTOMHAKTUBHPAHE € MO-TOJIsIMA, KOTa-
TO I'BPBUYHUAT XUHOHOB akuenTop Qa € B peaylupaHo ChCTOsiHUE. ToraBa CBETIMHHATA 3a-
BUCUMOCT Ha (DOTOMHAKTHUBUPAHETO OTpa3sBa BCHIIHOCT HapacTBaHETO Ha Jena Ha Qa ¢
yBEJIMYaBaHE HA UHTEH3UTETA.

B 3akmiouenue me orOenexuM, 4e (HOTOCHHTE3aTa MPUTEkKaBa MHOTO Bb3MOXKHOCTHU 3a
3allUTa OT CBETIMHEH CTPEC U alanTalys KbM HENPECTAHHO IPOMEHSILIUTE CE CBETJIMHHU YyC-
JIOBMSI HA ecTecTBEeHaTa cpena. U TpuTe crioMeHaTu MexaHu3Ma (pasnpesesisiHe Ha eHeprusara
MeXay (OTOCHCTEMHUTE, NUCUIAIMS HA W3JIMIIHATA €HEpPrus 4ype3 KCAaHTO(QMIOBUS LHKBI,
doronnaktuBanus Ha ®C2) ca 00EKT Ha UHTEH3UBHO U3CIIEBAHE B MOCIEAHUTE TOIWHU, HO

BBIIPCKU MMOCTUTHATOTO JOCETA, TAXHOTO II'BJIHO pa36HpaHe € JaJjicd OT 3aBbPIICHO.

AEWUCTBUE HA TEMMNEPATYPATA BbPXY ®OTOCHMHTE3ATA

TemmneparypaTta € OCHOBEH €KOJIOTHYEH (DAKTOp, ompeaensi reorpadckoTo pasmnpeaene-
HHUE Ha pacTeHHATa. Pa3nmuuHuTE pacTUTEIHM BUIOBE Ca aAANTHPAHU KbM ONpENEIEeH TeMIIe-
paTypeH AMamna3oH, KOMTO Moxe J1a ObJie OT MOYTH MHUHYCOBHM TEMIIEPATYpH B MOJISIPHUS U
TUTAHWHCKHST KJIMMaTudeH mosc 10 Hax S50°C mpu HAKOM MyCTUHHH CcyKyneHtu (Berry,
Bjorkman, 1980). B ymepeHuTe mmpuHA CE30HHUTE TEMIIEPAaTypHU MPOMEHH OCHOBHO OTIpe-
JeNAT 100uBa Ha KyJITypHUTE PACTEHMSL.

N3BecTHO €, ye (hoTOCHHTE3aTa € CHJIHO YyBCTBUTEIIHA KbM TeMIepaTypaTa U MpeacTaB-
JsIBa paHEH MHJMKATOp 3a Bb3HUKBAHETO Ha TeMIepaTypeH cTpec U yBpexaanus (Alexandrov,
1964; Yordanov et al., 1986; Larcher, 1994). TemneparypHara 3aBUCUMOCT Ha ()OTOCHHTE3aTa
3a JIaJIcH WHAMBH] C€ XapaKTepPH3Upa C OMTUMYM, MPH KOUTO (POTOCHHTETUYHATA €(PEKTHB-
HOCT € MakcuMaiHa. Hskomko rpasyca nmox wiM Haj ONTHMAaIHAaTa TeMIIepaTrypa MOrar CHIIHO
Jla HaMaJaT ckopocTTa Ha (orocunresara (Carpentier, 1999). IIpomenutre oOMKHOBEHO ca
O0bp3000parumu B obnactra 10-35°C, HO M3BBH TE3U TEMIIEpaTypd HACTBIBAT HEOOpATHMHU
nopaxenus (Berry, Bjorkman, 1980).

TemneparypHara 3aBUCHMOCT Ha (POTOCHHTE3aTa € HE CaMO F'€HETUYHO 00YyCJIOBEHa, HO B
rojisiMa CTEIEH ce OIpeJieNs OT YCIOBHUATA Ha PACTeX Ha MHAMBUAA. TemmepaTrypHHUST ONTH-
MyM Ha pacTeHHs OT eAuH Bu Moxe Aa Bapupa (10 10°C u moBeye) B 3aBUCUMOCT OT Ha-
mopckara BucounmHa (Fryer, Ledig, 1972; Slatyer, Morrow, 1977), cezona (Oechel, 1976;
Strain et al., 1976; Mooney et al., 1978) wim o Bpeme Ha aenst (Alexandrov, 1977; Kappen,
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1981; Srivastava, Strasser, 1996). AximumanusaTa Ha HOTOCHHTE3aTa KbM HUCKH WJIM BHCOKH
TEMIEPaTypH, CHI'BTCTBAHA C yBEJIWYEHA TEPMOTOJIEPATHOCT, U3UCKBA OT HSKOJIKO 4aca J0
usikonko aau (Larcher, 1994; Bukhov, Mohanty, 1999) u o06xBara mopeauiia ot Iporecu Kato
peopraam3anusi Ha TM (Yordanov, 1992; Carpentier, 1999), narpynBane Ha ocmonutu (Iba,
2002; Sakamoto, Murata, 2002), cuaTte3 Ha HOBU OenTbhiu (Sachs, Ho, 1986; Yordanov et al.,
1989; Iba, 2002). OcBeH Te3U OTHOCUTEIHO MPOIBDKUTEIIHN aKIUMAIIMOHHU TPOIIECH € Jie-
MOHCTpupaHa criocoOHocTTa Ha @C2 fa ce amanTHpa KbM MOBHILIEHA TEMIIEPATypa B PAMKUTE

Ha MUHYTH (Srivastava, Strasser, 1995; Srivastava, Strasser, 1996).

JlercTBMe Ha BUCOKM TeMnepaTypu

Bucokara Temmneparypa WHAyIIMpa 3HAYMTEIIHH NMPOMEHH B ChCTaBa HAa MEMOpaHHHUTE
JMIUAIA U OCNTHIM U CTPYKTypara Ha TM, B pe3yaTar Ha KOETO CHJIHO C€ TOBIHsABAT (PyHK-
muuTe Ha ¢orocuctemure u GorocuHTe3ara karo 1o (Berry, Bjorkman, 1980; Bukhov,
Mohanty, 1999; Carpentier, 1999; Georgieva, 1999). ima enHo3HaYHU JT0Ka3aTEJICTBA 33 TOBA,
4ye MHXUOMpPaHEeTO Ha (POTOCHUHTE3aTa Ce Jb/DKH Ha HAPYIICHHUS BbB (DOTOCHHTETUYHHS arapar
B xuioporutactute (Bjorkman et al., 1976; Armond et al., 1978; Bauer, 1979) , a ne e pe3ynrar
OT Jpyru (U3MOJIOTMYHHM pPEaKIMM, Hampumep 3arBapsiHe Ha ycrtuuara (Berry, Bjorkman,
1980). ®oTtocucrema 2 ce pasmiexaa KaTo Hal-4yBCTBUTEIHOTO MSICTO KbM TOIUIMHEH CTpEC,
nokaro @C1, MUTOXPOMHUAT KOMIUIEKC U €H3UMUTE OT LIMKbJIa Ha KanBuH — beHcoH ca cpas-
HuTenHo ycroiuuBu (Quinn, Williams, 1985; McCain et al., 1989; Havaux et al., 1991;

Mamedov et al., 1993).

MpoMeHU B TUIAKOUZHUTE MEMOBPaHU

Tunakonnnutre MeMOpaHH 3aryOBaT rpaHaiHaTa CH CTPYKTYpa, KOraTo ca M3JIOKEHH Ha
temneparypu Hag 35°C (Sundby et al., 1986; Velitchkova et al., 1989). Raison u chaBr. (1982)
ca IoKasajy, 4e ¢ MOBUIlIaBaHe Ha Temneparypara 10 45°C ps3ko HapacTBa (QUIyUAUTETHT Ha
MeMOpaHara. [Ipu mo-BHCOKHM TeMIlepaTypu ce pa3mnaja JUMUIHUAT OUCION U ce oOpasyBar
munenapHu ctpykrypu (Gounaris et al.,, 1984). TorummHHOTO yBpexJaHe Ha MeMOpaHUTE €
CBBP3aHO C yBEJIMYCHO MPEKUCHO OKHUCIeHHWe Ha Tuiakoumnute nunuau (Mishra, Singhal,
1992). BucokoremnepaTypHOTO TPETHpPAHE yBEIHYaBa €IeKTpOoPOopeTUIHaATa MOABUKHOCT HA
n3zonupanu xyuoporiactu (Goltsev et al., 1987; Georgieva et al., 1989), pazkpuBaiiku npome-
HHU B TMIOBBPXHOCTHHMS €JIEKTpUYeH 3apsq Ha TM, KakTo e mpenanonoxkeHo oT Babu u chaBrT.
(1992). Vounara mpomyckmuBoCT Ha Mem6paHara ce ypemuuasa (Mukohata et al., 1973;

Havaux et al., 1996; Bukhov et al., 1999).
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TonnuHHUAT cTpec He € cBbp3aH ¢ (Ha30BU MpEeXoAH Ha JUMUAHATa (a3a WM 3HAYUMU
XUMUYHA M3MEHEHHsI KaTo OKHUCIICGHHWE Ha HeHacuTeHuTe macTHu kucenuHu (Carpentier,
1999). HaGmronaBaHo € yBeNIMYEHO HUBO Ha cBOOomHWTE MacTHU KucenwHu (McCarty,
Jagendorf, 1965; Santarius, 1980). [Tpu no-npoABIKUTENHO TPETUPAHE CE YBEIUYABA ChIbP-
YKAHUETO Ha JUTaNaKTO3WIAUALMINIUIEPON ¢ HACUTEHN MAaCTHOKUCEIMHHU ocTaTblu (Siss,
Yordanov, 1986; Yordanov, 1992). ToBa ce pa3miexkaa KaTo 3aluTHA peaklus, Thid KaTo JU-
TaJIaKTO3WIINAMITITUIEPOIBT CTAOUIN3UPa TUIUAHNS OUCIION.

C yBenmuyaBaHe Ha TeMIIepaTypaTa Haj ONTHMAalHATA B W30JMPAHM WHTAKTHHU XJIOPOI-
JacTH HaMaJlsBa TPOTOHHUSAT TPAJMEHT, OTYETCH IO TaceHEeTo Ha (yopecieHnusTa Ha 9-
aMuHOakpuauH, U Hax 45°C toit HanmbiaHO m3ue3Ba (Bilger, Schreiber, 1990). [Tono6Hu pesyi-
TaTH ce MOJyd4aBaT MPH PErUCTPUpAHE Ha EIEKTPOXPOMHOTO OTMECTBaHE Ha abcopOuusra
npu 515 nm (Yordanov, Weis, 1984; Havaux et al., 1996).

TormonHyIMpaHUTE MPOMEHU B CTPYKTypaTa M CBOKWCTBATa HAa TUJIAKOUIHATA MEeMOpaHa
BOJIAT 70 HapymiaBaHe (YHKIIMUTE Ha OCNTHYHUTE KOMIUIEKCH U MHXHOMpaHe Ha (POTOCHHTE-

TUYHUTEC PCAKIHUU.

NMHxn6mpaHe Ha PoTocmucTema 2

Ot pannurte pa®otu Ha Yamashita u Butler (1968) e u3zBectHo, ye KaTaau3upaHOTO OT
@®C2 okucieHre Ha BoJlaTa € 0COOCHO YyBCTBUTENIHA PEAKLUS KbM JACHCTBUETO HA TOIIMHA U
YBpPEXKIAHETO ¥ € MbpBUYHA MpuunHa 3a naxuOupanero Ha ET (Bukhov, Mohanty, 1999). Jlo-
0aBSHETO Ha M3KYCTBEHH €JIEKTPOHHU JIOHOPH KbM TpeTHpaHu TM BB3CTaHOBSIBA JIMHEHHUS
eJICKTpOHEH npeHoc (Sabat et al., 1986). HakTuBanusTa Ha KUCIOPOAOTACIISINIATA CHCTEMA €
CBIIBTCTBAHA C OTACIISTHE HA J1Ba oT MaHraHoButTe aromu (Nash et al., 1985). Enami u chaBT.
(1994) mocrassat non chMHEHHE 3arybara Ha Mn karo mpuunHa 3a nHXuOUpaneto Ha KOC.
ABTOpUTE IpEIoarar, 4ye To ce IbJKU Ha aucouuanus Ha 33 kDa Mn-craOunusupai 6esn-
TBK.

Brorpeku ue aknentopHata ctpana Ha @C2 ce cuuta 3a TepmocTtabunna, Bukhov u Mo-
hanty (1993) ca peructpupanu u3BecTHa ThMHHHHA peayKuus Ha Qa cien HarpsiBane. TbM-
HUHHO peayuupane Ha Qa ycTaHOBsiBaT U Yamane u c¢baBT. (2000), HO aBTOpUTE HE IO CBbP3-
Bar ¢ u3MeHeHust BbB ®C2, a ¢ TeMneparypHO akKTUBHPAHE HAa €H3UMEH IThT 3a PEAYLIMPAHE Ha
[TX. OxkucauTenHO-peayKIMOHHUIT OTEHIMAN Ha ABoMKaTa Qa/Qa HapacTBa mpu TeMIiiepa-
TypHO Tpetupane Ha TM, BcrieacTBue Ha koeto ce HapymaBa ET mexny Qa u Qg (1999).
BB3MoxkHO € mocodeHnTe eheKTH 1a ce AbDKaT Ha KOH(OPMAIMOHHN NMPOMEHH B ChPIIECBUH-

HUSl KOMIUIeKC. TakuBa AeWCTBUTEIHO ca IEMOHCTPUPAHU 4Upe3 MH(ppauyepBeHa CIEKTPOCKO-
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nust ot De Las Rivas u Barber (1997). CxBamaneto, ue aknentopHara ctpana Ha @C2 ce mo-
nuduIMpa oT MOBUIIEHA TeMIepaTypa 0e HaCKOpO MOAKPENEHO U OT eKCIIEPUMEHTHTE Ha Vani
U cbaBT. (2001), KoMTO XapaKTepu3npaTr U3MEHEHUATA B YyBCTBUTEITHOCTTA KbM HUHXHOUTOPU
Y U3KyCTBEHH €JIEKTPOHHU aKLEITOPH.

JHopu ymepeno Bucoku temrepatypu (30—40°C) morar na npean3BUKaT AUCOLUAIINS HA
ceernochoOupamusa komieke (CCK2) ot cepreBunHus xomriuieke Ha @C2 (Armond et al.,
1978; Armond et al., 1980). C ToBa siBlIeHHE € CBbP3aHO PETHMCTPUPAHOTO 3a HPBHB MBT OT
Schreiber u Berry (1977) TonnmounaynupaHo HapacTBaHe Ha HadaiHara ¢uyopecuenuus (F,).
Huconmarusita Ha CCK2 BeposATHO ChBNaAa ¢ pas3laJaHeTo HAa TPAHUTE U MPEBPHIIAHETO Ha
peakuonHu 1eHTpoBe ot tuna ®C2a BpB ®C2P, HadbmogaBano ot Sundby u cbaBt. (1986).
YBenuuaBane konuuectBoTo Ha OC2P ¢ HapacTBaHe Ha TeMmIepaTypara ce MOTBbpPKAaBa U OT
Pastenes u Horton (1996) u Bukhov u Carpentier (2000). Hapen ¢ ToBa, ciopen Takeuchi u
Thornber (1994) numepnara cTpykrypa Ha @C2 npemMuHaBa B MOHOMEpHA, & TPUMEPHUTE ar-
peratu Ha CCK2 ce pa3nagar 10 JUMEpPHH.

TonmnmounaynupanuTe MpoMeHU B rojeMuHara Ha aHTeHara Ha ®C2 BomaT A0 mpepas-
MpeaeNsiHe Ha ylIOBeHara eHeprus Mexay asete dorocuctemu (Weis, 1985). JlelictBuero Ha
MOBUILIEHUTE TEMIIEpATypu € MOJ0OHO Ha MPEXOA OT ChCTOSHUE | B ChCTOSHUE 2, KBIETO
eHeprusita ce mnpernaBa npeauMHo KbM DPC1 (Sundby, Andersson, 1985; Havaux, 1988;

Bukhov et al., 1998).

BansaHue Bbpxy dotocuctema 1

®C1 e mo-ycroitunBa KM TOTUIMHEH cTpec oT ®C2 u, B naxudupamu 3a GC2 ycnosus,
€ crmoco0OHa Ja Karauu3upa pPeayKIus Ha METWJIBHOJIOTeH OT AUXJIOPPEHOTHMHIOPEHOT
(Thomas et al., 1986), nmuknmuen ET (Havaux et al., 1991; Bukhov et al., 1996) wiu enexrpo-
HEH MOTOK OT €HJoTeHHM cTpoManuu noHopu (Havaux, 1996). Ilpu narpsBane Ha TM Hapg
40°C Ivanov u Velitchkova (1990) peructpupar crumynupane Ha (OTOUHIyIIUpaHATa PEIyK-
st Ha P700, xoeTo aBTOpUTE CBHP3BAT C yBEIMYEHO €(DEKTUBHO CEUEHUE HA MOTITBIIAHE Ha
anTenara Ha OCl.

TorumaHO yBpexxnane Ha m3onupann OCI1, m3passaBamo ce B 3aryda Ha (GOTOXUMHYHA

aKkTUBHOCT, ce Habmonasa Hax 60°C (Bukhov, Karapetyan, 1978).

JlencTBue Ha HUCKM TeMnepaTypu

Karo exonoruueH (aktop HUCKUTE TEMIIEpaTypy MUMaT HE MO-MaJIKo 3HAYCHHE 3a pacTe-

HUATA OT BHUCOKHUTC, HO HUCKOTCMIICpATYPHHU YBPCKIAHUA CC IMPOABABAT CPABHUTCIIHO I10-
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0aBHO M 4€CTO KPaTKOTPAHOTO CTYyJJOBO Bb3/€HICTBHE HAMA BPEIHU MOCIEAMNIIN 32 paCTEHUE-
to (Berry, Bjorkman, 1980). Edexktute Ha mpoabKUTENHO MOJIaraHe Ha HUCKU TEMIIEpaTy-
pH BbpXy (poTOCHHTE3aTa U MEXaHU3MHUTE HA AKJIMMAIMA ca IIMPOKO 3aCTHIIEHU B JIMTEPATY-
para, ocobeno B mocnenno Bpeme (Hughes, Dunn, 1996; Martindale, Leegood, 1997; Kratsch,
Wise, 2000; Browse, Xin, 2001; Allen, Ort, 2001; Palva et al., 2002; Stitt, Hurry, 2002), O
TSIXHOTO MOJAPOOHO pa3miexIaHe U3I13a U3BbH o0cera Ha HacTosara padora.

JIUPEeKTHOTO Bb3J€HCTBHE HAa HUCKH TEMIIEPaTypHU BBPXY (OTOCHHTETHYHMS amapar e
CBbP3aHO IABHO ¢ U3MEHEHMs B cBoiicTBaTa Ha TM. OT KpUTHYHO 3HAYEHHUE € JAJIH CE MPOo-
BOKMpa (pa30B Mpexo] Ha MEMOpAaHHUTE JIMIIUIU U JaTepaliHo (a3oBo paznensiHe (Maenpai et
al., 1988), npu K0eTO MPEBLPHANMSIT CE€ B T'eJI JIMIHKJI C€ OTACNS OT TeYHOKpHCcTaHaTa (a3a. B
TOBa ChCTOSIHME MeMOpaHara cTraBa mo-npomnyckiusa 3a onu (Block et al., 1976), ¢ koeto ce
cBbp3Ba HaOmonaBaHoTo oT Avron u Fork (1977) Obp30 pasceiiBane Ha TpaHCMeMOpaHHHUS
NPOTOHEH TPAJMEHT MpH HHUCKa Temmeparypa. Da3oBUAT Mpexo] HAa MEMOpaHWTE CHIIHO Ou
U3MEHMJI U JIMNUA-0eNThYHUTE B3aUMOAEUCTBUS. ENeKTpPOHHOMUKPOCKOIICKA CHUMKH ca I10-
Ka3zaJl M3MECTBaHe Ha OENThLUUTE OT BIBBPACHUTE y4acThbIM Ha MeMmOpaHata (Armond,
Staehelin, 1979). [Ipu Temnepatypu Ha (azoBus npexon B Anacystis Murata u cpasr. (1975)
ca YCTaHOBWJIM ps3Ka MPOMSIHA B aKTHBAIIMOHHUTE €HEPTHU Ha EJIEKTPOHTPAHCIIOPTHUTE pe-
aKIUH.

ITpu BuCIIM pacTeHUsl B HATUBHU YCJIOBHS C€ CMTa, Y€ CTYIOBUAT CTPEC HE MPEIU3BUK-
Ba (pasoBu mpexomu B smmuaute (Yordanov, 1992). HezaBucumo ot ToBa ce HaOmromaBatr
JPacTHYHU TPOMEHH BBB (YHKIMUTE Ha (POTOCHHTETHYHHS amapar: nHxuOupane ma KOC
(Havaux, Lannoye, 1984; Shen et al., 1990) cbc 3ary6a na Mn (Kaniuga et al., 1978), o6pa3y-
BaHe Ha cBoOoaHu MacTHU kucennHu (Kaniuga, Michalski, 1978), pasnpsarane Ha ¢otodoc-
dopunupaneTo U cragane Ha nporoHHus rpaaueHT (Yordanov, 1992), 3a0aBsiHe Ha peoKuc-
nennero Ha Qn (Havaux, 1987).

B®B Bcuuky cilydau pa3BUTHETO Ha yBPEXIaHUsS BbB (DOTOCUHTETHYHMS amapar BCIIec-
TBUE HA HUCKOTEMIIEPATYPEH CTPEC 3aBUCH M3KIIIOUUTENIHO OT MHTEH3UTETa Ha CBETIIMHATA I10
BpeMe Ha TpeTHpaHe. JlOKaTo Ha THMHO PACTCHHSATA MOTaT Ja U3Abp)KaT MPOABIKUTEITHO
BpEeMe TIPU OKOJIOHYJIEBH TEMIIEpaTypH, TO BUCOKHTE CBETIMHHU WHTCH3UTETH KOMOMHUPAaHU
C HUCKa Temreparypa 0bp30 MPeU3BUKBAT MHXUOMpPaHe Ha ()OTOCUHTE3aTa U ca MPEANOCTaB-

Ka 3a TpailHU yBpexXJIaHHUs.
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XEPBMUMAM, AEMCTBALLY HA ®OTOCUCTEMA 2

Han 60% ot xepOuruante, BbBeACHU npe3 mocienuute 40 TONUHU BB3IACHCTBAT BHPXY
¢yukuusaTa Ha xmoporwtactute (Wakabayashi, Boger, 2002). Maxubutopute Ha (poTocHHTE-
3aTa ChCTABAT IOBEYE OT MOJIOBHHATA OT BCUYKHM THPrOBCKH XepOUuuau mpe3 70-Te roauHH.
Benukn GoTocuHTETHYHM XepOUIMIU ChC CTOMAHCKO 3HAueHHE OJOKHUpaT eJeKTPOHHMS
tpancnopt npu PC2 (Oettmeier, 1992). Uzkimouenue npaBu eqUHCTBEHO MAapaKBaT, KOHUTO OT-
KJIoHsBa enekTponu oT OCI.

B cenckocronaHckara npakTHKa ChIIECTBYBA TEHICHLMS 3a HaMalsBaHe ynorpe0ara Ha
TO3M TUI XEPOUIMIU 32 CMETKA HAa HOBU CHEIUHEHUS C MO-I00pU €KOTOKCUKOJIOTHYHU Kayec-
TBa (Bbger, Sandmann, 2000). Beripeku ToBa TIXHOTO MPUIIOKEHHUE B U3CIIEIOBATEIICKUTE JIa-
Ooparopun Kato crienn(pUIHM WHXUOWTOPH HA EJEKTPOHHUS TPAHCHOPT IIE MPOABIDKU J1a
JIONIpUHACS 3a pa30upaHeTo Ha (OTOCHMHTETHUYHMS mpouec. B TakuBa m3cnenBaHus HaMupaT
MSCTO U (PEHOJIHUTE XEePOUIMIM, KOUTO, MaKap M KJIACU(PHUIHUPAHU KaTO Pa3NpsAraliy areHTH,

ChHIIIO ce cBbp3Bar cneunduyno ¢ D1 6enTbka u OIOKUPAT €IEKTPOHHUS TPAHCTIOPT.
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®ur. 6. XMMMYHM CTPYKTYpK Ha xepouupuanTe Ha ®C2 anypoH (KapbamuieH Tvn), aTpasmMH (CUMETpUYEH TpUa-

3UH) 1M AMHOCe6 (3aMecTeH deHon).

MexaHu3bM Ha AencTeue

Wessels u van der Veen (1956) mbpBU mOKa3BaT, 4ye JUypPOHBT MHXHOMpA peakiusTa Ha
Xun B uzonupanu xjoporuiactd. Radosevich (1977) otkpusa, ye TM, nzonupanu OT pe3uc-
TEHTHU ILJICBEJI, OCTaBaT HEUYBCTBUTEIIHU KbM aTPa3HMH M 3aKI0UaBa, Y€ YCTOHYUBOCTTA CE

JTBJDKU Ha U3MEHEHHE B MSICTOTO Ha JeiicTBue Ha xepOunmnaa B TM. Ctumynupanero Ha (iy-
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opecteHmusaTa ot 1uypoH Duysens u Sweers (1963) otnaBar Ha HHXHOUpPAHE PEOKUCIISIBAHETO
Ha Qa . CpaBHsBalikM MIIOIITA HAJl MHAYKIIMOHHATA KpUBa Ha (IIyOpeCICHIIUATA Ha TPETUpa-
HU 1 HeTpeTtupanu npodu Forbush u Kok (1968) uzuucnssar, ue quyponsT 6mokupa ET He-
nocpenctBeHo cien Qa. ToBa € MOTBBPJACHO W B M3CIICABAHUS C €AMHUYHN HACHIIAIIN CBET-
KaBUILIM, IMOKa3ajy, Y€ 3a MBJIHO peaylUpaHe Ha MHXUOMpPAHU PEaKIUMOHHU ILIEHTPOBE €
nocTaTbueH eauH enekTpoH (Pfister, Arntzen, 1979).

Hsikonko aBTOpckH rpymnu MOCOYBAT, 4e XepOUIIMAHOTO JEHCTBUE CE BIMSIE OT HATUYUETO
Ha TPUIICHH WIX JpyTu Meku nentuaa3nu areHTH (Regitz, Ohad, 1976; Pfister, Arntzen, 1979;
Tischer, Strotmann, 1979). Toa ¢ cBHUIETENCTBO, Y€ MPEKHCBAHETO HA CICKTPOHHHS MOTOK
CTaBa clie]] CBbP3BaHe Ha XepOuIMaa ¢ y4acTbK OT O0enThk Ha TM. UaenTudunupanero Ha
CBBbp3BaIllKs OENTHK CTaBa BH3MOXKHO C M3MOJI3BaHETO Ha (POTOAKTUBHU MPOU3BOAHU Ha Xep-
OWIUINTE, KOUTO MPHU OONBYBAHE C YJITPABUOJETOBA CBETIIMHA CE€ CBHP3BAaT KOBAJCHTHO C
OenTbka. Taka € ycTaHOBEHO, Y€ BCUYKU KapOaMMIHU U TPUA3MHOBU MHXUOUTOPH, HAIP. a3U-
nomonypoH (Nelson et al., 1973) u asunoarpasun (Pfister et al., 1981), ce cBbp3Bar ¢ eauH u
cbly 0enThk ¢ MonekynHa Maca 32 kDa — D1 Gentbka Ha @C2. 3a pa3nuka oT T4X, (EeHOIHU
UHXUOUTOPH, KaTo a3uJoAnHOCED, Mapkupar 6enTbk ¢ MosiekynHa Maca 41 kDa (Oettmeier et
al., 1980). Cpp3BaHeTO Ha PATMOAKTHBHO Oeisi3aHM (PEHOTHHM XEpOUIMIN KbM H30JIMPAHU
PEaKIMOHHM IIEHTPOBE, ChABPIKAIIM camo xeTepoaumepa D1/D2 u mutoxpom b-559 nokassa,
4ye W Te3H BelecTBa O1okupar crims yyacTok (Giardi et al., 1988).

Jlo Haganoro Ha 80-Te TONMHU C€ CMsITa, Y€ HHXUOUPAHETO € alIOCTEPUIHO U CHIIECTBY-
BaT Pa3JIMYHM yYacTbLH 3a KapOaMHIHU, TPHA3MHOBU U (PEHOIHU XEPOUIHIH (TIPETIeaHO OT
van Rensen, 1982; Renger, 1986). Tischer u Strotmann (Tischer, Strotmann, 1977), a mo-
KbCHO U Apyru rpymu (Oettmeier, Masson, 1980; Haworth, Steinback, 1987; Oettmeier et al.,
1987; Giardi et al., 1988), neMoHCTpUpaT KOHKYPEHTHO CBBP3BaHE MEXJLy MHOTO XepOULIUIH.
KonkypenTHocT Mexay nuypoH u Qp e mpeanonoxkena ot Velthuys (1981). Vermaas u cbhaBrT.
(1983) 3abems3Bat, ye apUHUTETHT KbM aTpa3vH PSA3KO HaMmajsiBa, Korato KbM Qp-caiita e
CBBP3aH a3UI0XHUHOH.

Cera e BceoO110 BB3NPUETO, Y€ XepOUIuanTe, mogo0HN Ha TUYPOH U aTpa3uH, OJIOKUpaT
ET mexny Qa u Qp Karo u3MecTBaT KOHKYPEHTHO IUIACTOXMHOHA OT Qp-ydacThka Ha Di.
XepOuLuauTe U MIaCTOXUHOHBT CE€ CBP3BaT KbM HEUJACHTUYHH, HO IPUIIOKPUBAILIU CE ydac-
THIM, JOKanu3upanu B oomr gomeH (Pfister, Arntzen, 1979; Trebst, Draber, 1979). Apunure-
THT KbM XEpOUIIUJA 3aBUCU OT ChCTOSHHUETO Ha Qp — TOW € BHCOK, Korato Qp € OKHUCIICH U
c1abo CBBbpP3aH KbM y4acTbKa, U HUCHK, KOraTo Qp € B MOIYpeaylUPaHO ChCTOSHUE H 3/IPaBO

CBBp3aH KbM y4acTbka (Lavergne, 1982).
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Knacudpukaumsa Ha xepouungmte Ha OC2

Bb3 ocHOBa Ha XMMHUYHATa CH CTPYKTypa U CBOMCTBa XepOunuaute, naxuodupamm OC2
ca pasJIelieHd Ha JBE ceMelcTBa — ypes/TpuasnHoBu U (enonnu xepournuan (Trebst, Draber,
1979). KM bpBOTO CEMENHCTBO MPUHAAJIECKAT: TPUA3UHHU, YPEU, TPUA3UHOHH, OMCKapbaMaTH,
[IMaHOAKPUJIATH, IUPOHH, XPOMOHH, ITUKIOXEKCAHIUOHHU, XUAPOKCUXUHOI-N-OKCUIH, OCH30-
XUHOHHM U Ha)TOXMHOHU. KBM BTOpPOTO ce OTHACAT: HUTPO(EHONH, a3aQ)eHAaHTPEHH, XUIAPOK-
CUNIUPUIUHHU, KETOHUTPUIU. B XUMUYHO OTHOIICHUE YpEes/TPUA3MHOBUTE XEPOULIUIU TIpe-
JIOCTaBAT KapOOHMIIHA TpyTia 3a CBbpP3BaHE ¢ OeNThKa, a peHomHuTe XUapoKcuiaHa (¢pur. 6).

Hsxou paznuumst B CBoMcTBaTa Ha JBETE CEMEWCTBAa XepOULIUIU ca cienHurte. Tumakou-
oy, Tpetupanu ¢ Tris W TPUICHH, ca TMO-MaJKO YYyBCTBUTEIHM KbM XEpOULUIU OT
ypest/Tpua3vHOB THI, IOKaTO CBbP3BAHETO Ha (eHOTHM XepOuiuau He ce nosnussa (Trebst et
al., 1985). Ilpu doroadgunuTeTHO OensA3aHe C a3UA0- AHATIO3HM HA Ypes/TPHA3HHOBU XepOUIH-
o ce Mapkupa npeaumao D1, mokaro ¢eHomHuTe aHamo3u Mapkupar kakro D1, Taka u 6en-
ThK ¢ MosiekyinHa Maca 41 kDa (Oettmeier, Masson, 1980). ®enomHuTe XepOULIUIN CE CBBP3-
BaT ¢ XepOUIMAHUS YIaCThK YyBCTBUTEIHO 1MO-0aBHO — ¢ 1-2 MuHyTH 3akbcHeHHE (Durner et
al., 1986) u npebuBaBar mo-awJr0 B yyacthka (Vermaas et al., 1984). Myrantu, npu KOUTO
Seryes € 3aMEHEH (C TIIMIMH/aJIaHWH) ca TOJIEPAaHTHH KbM XEPOUIIUAN OT ypes/TpHa3HHOB THII,
HO Ca YYBCTBUTEIHHM WM CBPBHXUYBCTBUTECIHH KbM (eHomHu xepOunmmu (Bowyer et al.,

1991; Trebst, 1996; Oettmeier, 1999).

MoneKynHuH BBaMMOAeﬁCTBMﬂ B XGP6MLIM,D,HOTO MACTO

[IbpBOHAaUaMHUAT Mojen 3a HarbBaHe Ha D1 OenTbka, GopMmupane Ha XepOUIHIHUSL
yYacThbK M OPHEHTAIMs Ha XepOUIIUANTE B HETO € cheTaBeH oT Trebst (1986; 1987). B Hsakon-
KO TIO-CKOPOIIHHU MOJiela € HalpaBeH ONUT 3a MOAPOOHO ONHcaHue TomojiorusTa Ha Qp-
ydacThKa, HO T€ ca Ch3AaJeHu 0e3 Ja € Hallu4yHa KpucTainHa cTpykrypa Ha DPC2, upe3 morne-
KyJTHO MOJIeJIMpaHe Bb3 OCHOBA CTpyKTypaTta Ha PL] Ha mypmypHM OakTepuu W JaHHH 3a pe-
sucteHTHU MyTaHTH (Bowyer et al., 1990; Tietjen et al., 1990; Xiong et al., 1996).

ChriacHO Te€3u MOJEIN XepOUIMIHOTO MACTO ce popmupa Mexay cnupanure D u E Ha
D1 Gentbka. Beuuku mo3Hatu MyTaluu, pe3yATHPAIIN B XepOUIIUIHA YCTOMYHUBOCT ca JIOKa-
mu3upann Mexay Pher; u Leuyss (Oettmeier, 1999). CrnenoBarenHO B U3TPaKIAHETO HA Xep-
OMIIMIHOTO MSICTO y4acTBa CEKBEHIHS OT IMOHE 65 aMHMHOKUCETMHHM OCTaThKa. Qp ce CBbp3Ba
B MSCTOTO C JIB€ BOJIOPOIHU BpB3KH — enHaTta ¢ Hisyjs, a npyrara ¢ mentuiHa rpymna mnpu

Seraeas (Trebst, 1986). KbM Tazu menTuaHa Bpb3Ka ce OPHEHTHUPAT XePOULIUIU C KapOOHUIHA
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WM eKBHBAJCHTHA rpymna (ypew, TpuasuHH, TPHUAa3HMHOHHW). DEHOIHNTE ChEIUHEHHS HAMAT
TIOZIXOISIII] 3aMECTHTEI 32 TaKaBa BOJOPOIHA BPB3Ka, a ce cBbp3Bar ¢ Hisyjs.

OTHacsSHETO Ha ypes/TPHAa3HHOBUTE XEPOUIMIN KbM Seryes, a Ha (eHonmHuTe KbM Hisyis
0O0SICHSIBA 3aI]0 MyTaHTH ChC 3aMEHEH Selz4 Ca PE3UCTCHTHU KbM YPEU/TPHUA3HHU, HO Ca YyB-
CTBHUTEITHH KbM (EHONHM XepOuimau. B moxkpena Ha Ta3u XWIoTe3a € W PErHCTPUPAHOTO
BiusiHMe Ha ¢eHonute BbpXy EIIP curnama ma mexemooto >kemsi3o (Itoh et al., 1986), Twit
kato Hisy s e nurann 3a sxene3Hus atoM. 3a0aBeHOTO MHXMOMpaHe Ha THJIAKOMJIHU MeMOpaHu
OT ,,XUCTUIUHOB® TuNl cheauHeHus (Durner et al., 1986) ce o0scHsIBa ¢ HEOOXOIUMOCTTA OT
KOH(OPMAIIMOHHN M3MEHEHUs, 3a JIa JOCTUTHE XepOWIMIHATA MOJIEKYNa 10 PA3IOJIOKCHHUS

HaBBTpE B ,, k002" Hisy;s.

CneuyndUyHO U HecneundHYHO CBbpP3BaHe

CrpIecTByBaT MHOXKECTBO JIJaHHU 332 HAMYMETO HA BTOPH YYacThK, pasiudeH oT Qg-
ydacTbKa, 3a cBbp3BaHe Ha xepouruan Ha PC2. Tischer u Strottman (1977) ca otkpuiu, 4e
HSIKOM XepOMIMAN ce CBhp3BaT ¢ TM KakToO crnenu(puvHO, T.e. C BUCOK adUHUTET, Taka U
Hecnenupuuno. Camo crenuUIHOTO CBBp3BaHe Kopenupa ¢ maxubOupane Ha ET. [TomoOHO
MOBE/ICHUE C HAJMYMETO Ha TIOBEYEe OT €Ha KOHCTAHTAa Ha CBbP3BAaHE € JIOKIAJBAHO OT
penuna aBropu (Trebst, 1979; Oettmeier, Masson, 1980; Laasch et al., 1981; Carpentier et al.,
1985; Jursinic et al., 1991; Drechsler, Neumann, 1992).

KpuBuTe Ha CBbp3BaHE Ha HIKOM XEPOWIIMIM MMAT JBY(Da3eH xapakTep, KOETO COYH 3a
CBHINECTBYBAHETO HA BTOPO XepOUIUAHO MsicTO BbB PC2. 3a nuypoH TaKOBa MSICTO € JIOKAIIU-
3upaHo Ha AoHopHaTa ctpana Ha @C2 (Delrieu, 1981; Pfister, Schreiber, 1984). Hsu u cbabr.
(1986) ca moxkazanu, ye ¥Ma JBa y4acThbKa 3a JUYpPOH — HA JOHOpHATa M Ha aKIENTOpHATa
ctpana Ha ®C2, HO ABaTa HE MOTAT J1a 3aIbPKaT Xepoumua eqHoBpeMeHHo. [Ipenmonara ce,
4ye B MHTAKTHUTE THJIAKOWH, MPEICTABISABAIIN 3aTBOPEHU BE3WKYJIM JTUYPOHBT CE CBBpP3Ba
IBPBO ¢ pexynupariara crpana Ha @C2, koeTo He T03BOJSABA MO-HATATHITHO CBHP3BaHE C J0-
HOpHATa CTpaHa.

Vasil’ev u Venediktov (Vasil'ev et al., 1988; Vasil'ev, Venediktov, 1993) ca peructpupanu
edekTa Ha IUYypOHA BHPXY JOHOpHara ctpaHa Ha ®C2 mo HamalsBaHEe Ha CEKYHIHUS KOMIIO-
HEeHT Ha 3a0aBeHara (pryopecleHIus, KOHTO Bb3HMKBA NPU PEKOMOWHAINA HA ChCTOSHHETO
S>Q4 , B KOHIICHTpAIUH Ha auypoHa Hag 10! M. Jursinic u cpasr. (1991) ca ycraHoBHIM Ha-
JUYUEe Ha JIBA YYacThKa 3a CBBbpP3BaHE 3a arpa3uH B TWJIAKOWIHH MEMOpaHH OT Tpax.

ATpa3uHbT BbB BTOPHUS y4acThK YaCTUYHO MHXUOMpA pekoMOmHanusATa Ha S;Qa U € hleH-
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tudumupan Bepxy D2. Drechsler u Newmann (1992) moTBbpkaaBaT HUIMYHAETO HA IBE MECTa
3a JIMypOH, HO HE M 32 aTpa3uH.

Edextu Bbpxy nonopHara crpana Ha @C2 ca HaOmomaBaHu ChIIO U C (PeHOTHH XepOu-
muan upe3 ¢uyopecnennus, 3abaBeHa ¢uyopecuenius uinu EINP (Pfister, Schreiber, 1984;
Rutherford et al., 1984). [IpeamnonoxeHo € ydacTueTo Ha 00pa3yBaHU KapOTEHOWJIHH PaJHKa-

nu (Mathis, Rutherford, 1984).

A6cop6umnsa U TpaHC/IOKauMa Ha xepbuumante

WuTakTHUTE pacTeHus abcopOupar xepOuIuay mpes Jucrara Uil npe3 kopexnure. Jlucr-
HO MPHUJIOKEHUTE XepOUIUAM TPsIOBa Ja MPEeMHUHAT Mpe3 HAKOJIKO OapuepH ¢ pa3InieH ChCTaB
Ipeau J1a JOCTUTHAT CBOSITA MUILEHA — TWIAKOUIHUTE MeMOpaHU. ToBa ca KyTUKYJIHUTE CIIO-
eBe (unoduiieH BOChK U XUIpOo(dUIeH KyTHH), KIeThbUuHATa CTeHa M Iia3maneMata (Ashton,
Crafts, 1981). Equn BaxkeH BXOAAII[ BT, 0COOEHO 32 BOJOPA3TBOPUMUTE CHEAMHEHUS, € TIPe3
ycrunara (Currier, Dybing, 1959). [IponnkBaneTo Ha XepOUIMIN Tpe3 JTUCTATa 3aBUCH OT pe-
JMIIa yCJIOBUs Ha BBHIIHATA Cpella — TeMIleparypa, CBETIMHA, BIAXHOCT, pH, Haindue Ha
cbpdakrantu (Thompson et al., 1970; Smith, Nalewaja, 1972).

[TornpuianeTo Ha XepOMLUUIM MPe3 KOPEHUTE U TPAHCIOKAIMATA UM KbM (POTOCHHTE3U-
pamuTe ThKaHU U OPTaHU MOJKE J1a BKIIFOYBA TPH ITBTHINA, B 3aBUCUMOCT OT XUMUYHUTE U (U~
3WYHUTE CBOWCTBA HA XEPOMLIUAHUTE MOJIEKYJIHU: aloIuIacT (KJIEThYHH CTEHU U KCUJIEM), CUM-
wiact (uuTorasma u (rioem) u anoriact-cumracTt (Ashton, Crafts, 1981). CkopoctTa Ha
abcopOuMs M TpaHCIOKALUS HA aloIUIACTHO TPAHCIOPTHPAHUTE XEPOUIMIM € MPOIOPLIHO-
HaJTHa Ha ckopoctTa Ha Tpancrupanus (Lund-Hoie, 1969; Vostral et al., 1970). Kapbamunau-
T€ W TPUA3HMHOBUTE XEPOHMIMIN aKTHBHO ce abCcopOMpaT OT KOPEHUTE M TPAHCIOPTUPAT IO
anorutactHara cuctema (Bayer, Yamaguchi, 1965; Lund-Hoie, 1969; Moyer et al., 1972;
Hilton et al., 1976; Radosevich, 1977). 3a paznuka oT T4x, peHONMHUTE XepOUIIUAN HE MOraT
na ce Tpancnoprupar noope (Bandal, Casida, 1972). Te ca KOHTaKTHH XepOUIIUIN, KOUTO YB-
pexnar memOpanute (Morrod, 1976), Taka 4e neiicTBueTo UM OBP30 paspyllaBa OpraHHTE,
OTrOBOPHM 3@ TPAHCIOPT KAaKTO IO AaNoIJIACTHUS, Taka M MO cuMIulacTHUA IbT (Ashton,
Crafts, 1981).

EdexruBHOCTTa Ha abCOPOIHST HA XepOUIIUANTE TIPE3 KOPEHUTE U TPAHCTIOPTUPAHETO UM
KBbM JIMCTHUTE THKAaHH 3aBHCH U OT Bb3pPAcTTa Ha PACTEHUTA — MJIAIUTE PACTEHUS, IPH KOUTO
(U3MOIOrMYHUTE NPOLIECH MPOTHYAT C MO-TOJsIMAa CKOPOCT, HATpylBaT IOBede XepOuuuau

(Knuteson et al., 2002).
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BavaHue Ha TemnepaTyparta BbpXy XxepomumaHma edekt

N3BecTHO e, ye (u3moIOrMYHaTa TOKCHYHOCT Ha XepOuIuauTe Ha (poTocumHTE3ara ce
BIIMsAE OT TemneparypHurte ycioBus (Ashton, Crafts, 1981), Ho MexaHU3MBT Ha B3aUMOJAEHCT-
BHUE Ha TE3H JIBa CTPECOBU (haKTOpa HE € JoOpe U3yUCH.

Buman, Gealy un Fuerst (1992a; 1992b) u3cnenBar akTUBHOCTTa Ha TPHUA3WHOHOBUTE
XepOuuIM MeTpuOy3uH U eTHIIMETPUOY3UH BbPXY JBa BUAA TUieBenH (Bromus tectorum, Ae-
gilops cylindrica)  moka3Bart, 4e TS ce TOBHILIABa ¢ Temmeparypara. M aBara xepOunuaa Ha-
MaJIsIBaT CKOPOCTTa Ha (POTOCHHTE3aTa U TPAHCIHUpALUATA B MO-rojsiMa creneH mpu 30°C, oT-
koskoto mipu 10 wm 20°C (Gealy, Buman, 1989). KonnenTpanusara Ha MOJTyHHXHOUPaHE Ha
kuciopoaHoro otaessine npu 10°C e okono 5 mbTH Mo-BUCOKA, OTKOIKOTO Tipu 30°C. TloBu-
[IeHaTa aKTUBHOCT Ha XepOUIUANTE aBTOPUTE OTKPUBAT KAKTO B MHTAKTHH JIMCTA, Taka U B
U30JIUPAHH MTPOTOIUIACTH U THJIAKOUIHU MeMOpaHHu.

[IppBOTO TIpENONOKEHHE 33 yBETUYEHHUS €(PEeKT Ha XepOWIUINTE TPU TOBUIICHUTE
TEMIEPATYpPH € CBHP3aHO C KOH(POPMALIMOHHHU U3MEHEHUs B Qp-y4acThKa, BOJIEUIN 0 YBEIH-
yaBaHe Ha apuHHUTETa KbM Xepounmaa. ToBa ob6aue npoTuBOpedr ¢ uscineaBanusTa Ha Tischer
u Strotmann (1979) ¢ paguoakTuBHO Oensi3aHU XepOUIIUIN, KOUTO TIOKa3Bat, ye ahUHUTETHT €
HAMAJICH IPY TOBMIICHWUTE TeMIeparypu. Pesynratute Ha Buman m cwasr. (1992b) ¢ '“C-
Oensi3aHu METPUOY3UH U eTHIMETPUOY3HH CHILIO MOCOYBAT U3BECTHO HaMalIsIBAHE B KOHCTAH-
TaTa Ha cBbp3BaHe Ha xepounuaute npu 30°C. [TogoOHO M3MeHeHne Ha apuHUTETa HA TUY-
POH KbM CBBP3BAIMs yYacThIM € NOKa3aHO BB Phaseolus vulgaris (Wiest, 1986) u Hackopo
B Oryza sativa (Vani et al., 2001). [Ipu yBenmuaBaHe Ha Temmeparypara ao 35, 40 u 45°C
aUHUTETHT HAa CBHP3BAHE HA JIMYpPOHA MMOCTEIIEHHO HaMasiBa. [IpeanonoxkeHo e, ye ToBa ce

JABJI’KH Ha ITOCTCIICHHO KOH(l)OpMaHI/IOHHO N3MCHCHHEC Ha CBbP3BAIlHA YUaCTBK.

JIYMUHECLEHTHW CBOUCTBA HA ®OTOCUHTE3UPALLMTE
OPIrAHA3MU

dnyopecueHumus

OnyopecleHIUATa Ha XJIOpoduIIa € IBIeHUE, KOETO OT HIKOJIKO JECeTHIIETUS C€ U303~
Ba KaTo OCHOBHO CPEJICTBO 3a u3cieaBaHe Ha orocuHTe3ata. Cpes HEeMaJIKoTO pa3HooOpasue
(IIyopecleHTHH TEXHUKH, eHa OT Hal-pa3snpOoCTpaHEHHUTE MPEACTaBIsIBA PErHCTpaLus Ha

uHaykusaTa Ha gayopecrenuusta (Lichtenthaler, Rinderle, 1988; Krause, Weis, 1991). To3u
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MIOJIXOJ] € HEJACCTPYKTHBECH, ObP3, M3UCKBAa CPABHHUTEIHO JOCTBITHA araparypa, MMa BHCOKa
YYBCTBUTEITHOCT U MHPOpMATHBHOCT. [locneqnuTe ABe CBOICTBA Ha (IIyOPECIEHTHHUSI CUTHAI
TO TPaBST KOJIKOTO IIEHEH 3a M3CIIeA0BaTelNs, TOJIKOBA TPYJACH 3a MHTEpIpeTupane. Bonpeku
4ye ca m3MuHAIM 70 TOMWHU OT OTKPUBAHETO Ha (hIyOpeCIECHTHATA WHAYKIIHS, TEOPHUS OIIHC-
Ballla HaIBJIHO TOBa siBiieHKe Hama. Jlopu Holzwarth (1993) mpoBokupa ¢ Beiipoca ,,Bpeme 1u
€ Jla U3XBBPIIUTE BalllUsl anapaT 3a MHIYKIHS Ha xjaopoduiHata ¢uryopecueHims? . Pa3oupa
ce, OTTOBOPBT, NajieH B cneaBamute nperieau (Govindjee, 1995; Lazar, 1999; Strasser et al.,

2000; Schreiber et al., 2000), e KaTETOPUYIHO OTPHIIATENICH.

BuoM3MYHM OCHOBM HA (hIyOPECLLEHTHOTO M3/TbYBaHE OT XJIOpOn-

JacTtuTte

dnyopeclieHIUATa € eUH OT KOHKYPSHTHUTE IMHTHUINA 32 JIe3aKTHBAIUS Ha Bh30yICHUTE
CHhCTOSIHHSI HA IIMTMEHTHUTE MOJICKY)IH. KBaHTOBHAT 10OMB Ha (PIyopecleHIusATa, (Of, 3aBUCH
OT CKOPOCTHUTE KOHCTAHTH Ha BCUYKHU Bb3MOXKHU J1€3aKTUBALIMOHHU IIPOLIECHU:

kp kg +ky + ke + e + kg [Q1]

(3 (D

KBJETO kt, kq, kp, ki, kic, kq ca CKODOCTHUTE KOHCTAHTH Ha, CHOTBETHO, (DIIyOpecHEeHINs, TOI-
JMHHA JIe3aKTHBAIMS, (POTOXUMHUS, MUTPALHs Ha Bb30YKIaHETO KbM JIpyTra MOJICKYJa, HHTEP-
KOMOMHAI[MOHHA KOHBEPCHS U TaceHE OT MoJjIeKyJia racuren Q.

KBaHTOBUST 10OMB € CBBpP3aH C BPEMETO Ha KHBOT HA (DIyOpPECIEHTHOTO M3IbUBAHE, T,
KOETO € PEIHUIpPOoYHaTa CTOWHOCT Ha CyMara OT BCHYKU CKOPOCTHH KOHCTAHTH, Ype3 OTHOIIIC-

HUETO

¢f = /T, (2)
KbJIETO To = 1/kf € paguallmOHHO BpeMe Ha >KMBOT WJIM BPEMETO Ha JKHMBOT, ako (pryopeciieH-
USTA € CIUHCTBEHUSAT ITBT 32 JIC3aKTHUBAIIMS Ha Bh30Y)KIaHETO.

HNHuTen3uTeTsT Ha (iryopecrieHusTa, F, me 0b/1e mponopiuoHaaeH Ha (GIyopecieHTHUS

700WB ¥ MHTEH3UTETA Ha MOT'bJIHATATA CBETIINHA:
F=1,0¢ 3)
PastBopu Ha xnmopodun a ¢ayopecuupar ¢ no6us 20-35% u Bpeme Ha xxuBoT 620 ns,

JoKaTo (pryopeciieHnuaTa Ha Xjiopoduinre B TuiakouaHata MemOpana e 2—8%, ¢ BpeMeHa

ot ps 10 1-2 ns (Bxk. Lazar, 1999).
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[Ipu craiina Temmeparypa ¢uiyopecleHIHITa c€ H3Tb4YBa NMPEAUMHO OT aHTEHaTa Ha
@®C2. Cuurta ce, ye OCHOBHATA YacT OT CBETEHETO ce (opMuUpa B aHTEHATa Ha ChPICBUHHUS
koMmruiekc — oentoiure CP43 u CP47 (Govindjee, 1995). Yuactueto na @C1 e okono 20% ot
obmrara emucust (Roelofs et al., 1992; Trissl et al., 1993), Ho Moxe 12 ce yBeTUYH MIPH HUCKU
TEMIEPATYpPH WK IPU perucTpanus Ha GuyopecueHIHsITa ¢ Mo-rojisiMa IbJKUHA Ha BhJIHATA.

Crnopen xumortesara, MbpBOHauagHO mpeniaoxkeHa oT Duysens u Sweers (Duysens,
Sweers, 1963) u passura ot Butler (Bx. 1978), dpnyopecueHuusta € MUHUMAaIHA, KOraTo Mbp-
BUYHUAT XMHOHOB akientop Qa e okucieH. TakuBa peakIMOHHU LIEHTPOBE C€ Hapuyar ,,0m-
sopenu’‘. Korato Qu e penyuupas (,,3ameopen PLI), dnyopecuennusta € makcumanHa. Pas-
JUKaTa B MHTEH3UTETa Ha €MHUCHUSTa OT OTBOpeHM M 3arBopeHu Pll ce Hapuya sapuabuirna
@nyopecyenyus. dnyopecuenuusara Ha OC1 He 3aBUCH OT OKUCIHTETHO-PEILyKIIMOHHOTO
cberosiHue Ha PLI niM enekTpoHHHUTE akIENTOpu M HE y4acTBa BbB BapuaOuiHata (yopec-
nenmms. ToBa ce oGsCHSBA ¢ OTHOCHTENHATa cradmiHocT Ha P700°, nokaro P680" 6bp30 mo-
JydaBa eneKTpoH oT Yz. B 3arBopenure PI] Ha ®C1 crabmmamat P700" ymnaBs Bb30ymHaTa
EHEeprusi U s MpeBpbhlla B TOIJIMHA, Taka ue duyopecieHnusTa ocraBa Hucka (Nuijs et al.,
1986). Franck u cpaBr. (2002) u3uucnsasar aena Ha ¢uryopecueHnuara or ®C1, cpaBHABalku
CHEKThPa Ha M3IIbUBAaHE Ha (IIyopecIeHIusATa OT 3aTBOpeHH u oTBopeHr PL] — cmopen Tsax
npu 722 nm npunocsT Ha PCI1 B 0610TO cBeTene ot orBopenu PII e 40%.

Bapuabunnara dyopecuieHIusi ce onucBa cbC CIIOMEHATHsI Beye MOJeN Ha oOparumara
paaukanoBa nBoiika (Schatz et al., 1988; van Grondelle et al., 1994), ciopen koiito, OT enHa
cTpaHa, Bb30y/JICHUTE HHMBA ca TMHAMUYHO ypaBHOBECEHU Mexay aHTeHara u P680, a ot apy-
ra, ChIIECTBYBa (4aCTHYHO) paBHOBecne Mexay P680*I n P680'T . Cropen mppBoHaYaHaTA
xunoresa, npeanonoxkena ot Klimov u Krasnovskii (1981), Bapuabunnara diayopecuieHus e
pesysITaT OT M3IbuUBaTEeNHA peKoMOMHaIMA Ha ABoiikata P680'T B 3arsopenu PII. Cropen
Shatz u craBr. (1988), motBepaeHO 1 ot npyru aBropu (Schlodder, Brettel, 1988; Gibasiewicz
et al., 2001), korato QA e penyiupas, pa3IeissHETO Ha 3apsja € CUIHO OTPaHUYEHO, BEPOSTHO
Mopaay eIEeKTPOCTAaTUYHO OTOIbCcKBaHe. ToraBa ydyacTHETO Ha PEKOMOHMHAIMATA BbB BapHa-
OwmnHaTa (QruyopecieHnus e 0b/1e MajKo.

Vredenberg (2000) npennara HOB MOJIEII, pa3rpaHUYaBall Tpu cberossHus Ha PL] — oTBo-
peHo (OD u Qu oxucneHu), nomyzarBopeHo (oxuciaeH OD u pexyuupan Qp) U 3aTBOPEHO

(penyuupanu OO u Qy).
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UHAYKuMa Ha dayopecueHumuaTa

Axo aganTupaHa Ha ThMHO (DOTOCHHTE3Mpama npoda ce OCBETH C HEeNpeKbhCHATa CBET-
JWHA, HelHara (IyopecleHIusl MbpPBOHAYAIHO ObP30 HapacTBa, a MOCJIC HaMaysiBa M CIIC
€IMH WJIM HSAKOJIKO MPEXOJHH MaKCMMyMa JOCTUTa CTallMOHApHA CTOMHOCT. ToBa siBIEeHUE ce
Hapu4a uHOyKyusi Ha ryopecyenyusma W € onucaHo 3a npbB mbT oT Kautsky m Hirsch
(1931). HapacTtBaneTo Ha ¢uryopecleHIusITa 10 MaKCUMyMa ce€ OTOeIsI3Ba KaTto Owvp3a ghasa, a
NOCTICNIBAIIIUTE TIPOMEHH — 6asHa ¢asza. I'padukara Ha U3MEPEHUST UHTEH3UTET Ha (iyopec-
[EHIMATA KaTo (PYHKIHMS OT BPEMETO OT HauajoTO HAa OCBETSBAHETO NPEICTAaBIsABA UHOYKYU-
onna kpusa (UK) Ha gmyopecuenuusta. To3n BUI U3 TbYBaHE MMO-HATATHK B TEKCTA IIE CE 03-
HauaBa Kato Owpsa ¢nyopecyenyus (bD), 3a na ce paznuuara ot 3a0aBeHara GIIyopeCICHIIHS
(3D). Xapakrepuust xox Ha K Ha b® e n3o6pazen Ha ur. 7, karo 0ocoOEHUTE MeCTa B KpH-
Bara ca otOens3anu ¢ Oyksu crnopen obmonpuerata OIDPSMT nomenknarypa (Govindjee,
1995) — nagano (O), undnexcus (I), muk (P), kBasucranmoHnapHo chcTosiHUE (S), BTOPUYEH

MakcumyM (M) u repmunanto cberosiaue (T).

fluorescence intensity [rel. units]
)

0 100 200 300
time [s]

®dur. 7. MHAYKUMOHHM KPWMBKM Ha 6bp3aTa (hiyopecueHUms, perMcTpMpaHi B TbMHMHHO aZanTtuMpaHu JiMcTa ot
rpax npu HUCKa AeficTBalla cBeTamHa (40 pmol.m™2.s7"). OT6ensasaHM ca xapaKTEpUCTUUHMTE TOUKM O,
P, S, M, T (kpuBa a, otMecTeHa Ha 50 s ot Hayanoto) u O, P, S;, My, S, My, T (KpuBa b). Penpogyuu-

paHa oT (Lazar, 1999).

HauyanHa u MakcMManHa gayopecueHums

B crotBercTBHE ¢ xunore3zara Ha Duysens u Sweers (1963) napactBaneTo Ha (yopec-
neHnuaTa B Obp3ara ¢aza Ha MK orpaszssa poromnmyuupanoro 3arapsine Ha PLI, xouto ca
Oounu oTBopeHu Ha ThMHO. Hawannara duyopecuennus, F,, e usnpuBane ot orsopenu PLI.
3a F, ce cunta, ye e cieCTBUE OT EKCUTOHHOTO PaBHOBECHE B aHTEHATa. 3a KBAaHTOBHS 100UB

Ha (uryopecuennusara B F, Moxe 1a ce 3anumie
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ke +kp + kg

®ro (4)

KBJIETO k4 BKJTFOUBA BCUUKH MIPOLIECH HAa O€3U3TbUBaTEIHA JC3aKTHBAIIHS.

[To mpuHIIMI ce AoIycKa, 4ye He BCUYKU XJIOpomim ca PyHKIIMOHAIHO CBBbp3aHu ¢ PI]
(Lavorel, Etienne, 1977). Bsamoxno e F, ga BkitouBa yopecueHusTa oT Te3 TUTMEHTH.
Enna vact ot cBerenero B F, ¢ 3a cmetrka Ha DC1 (Trissl et al., 1993; Franck et al., 2002).
N3mepeHoTo HavatHO HUBO Ha (piyopecieHIusaTa Ou MOTIIO Ja ce MOBUIIH, ako Hskou PIL] ca
O 3aTBOPEHU MPEAH OCBETSIBAHETO. TakaBa ThbMHMHHA peAyKuus Ha Qa MMa 0COOEHO 3Ha-
YyeHue npu BUCOKH TeMreparypu (Yamane et al., 2000).

Oiryopecuennuara B MakcuMmyMma (P) ce orGenssBa ¢ F,. Axo Bb30yxaamiaTa CBETJIMHA €
C HaCHUILAI UHTEH3UTeT, Torasa Fy, = F;, oTroBaps Ha uryopecleHIuATa 0T U3LsI0 3aTBOPEHU
PII. Paznukara F, = F,,—F, ce Hapnua makcumanna Bapuabunna ¢ayopectennus. Kitajama &
Butler (1975) ca noka3anu, ye MaKCUMAJIHUAT KBAHTOB J1OOMB Ha (JOTOXMMHYHATA peaKlus Ha
@®C2 moxe na ce uzpasu ¢ orHoutenueto F,/Fp,. EdexkruBHara koHcTaHTa Ha (POTOXUMHUYHATA
peakuus k, pu 3aTBopeHu PLI e 0. ToraBa kBaHTOBUAT 100MB Ha GuryopecueHuusaTa B Fr, e

ke

= 5
kf+kd ()

(PFm

Ot npyra cTpaHa, KBaHTOBUAT JOOMB Ha ¢oTroxuMuyHata peakius Ha OC2 B HavyanHUA

MOMCHT OT OCBCTABAHC €:

kP _1_(PF0 :1_£

Pro = ki +hky+ke  Qm F.,

F,
- (6)

Tosa orHOmeHue e cuitHO KoHcepBaTuBHO (Bjorkman, Demmig, 1987) u e Haii-uecTo us-
MOJI3BAHUSAT (MIIyOPECIICHTEeH TapaMeThp 3a OlleHKa Ha oTocuHTe3ara. TpsoBa na ce orbdene-
KM, 9e uMa 1o6pa ceBMecTumocT Mexnay F,/Fn u orHomenuero F,/F,, n3mepeno npu oTHO-

CUTENHO HUCKU cBeTuHHN uHTeH3utetu (Ogren, 1988).

bbp3a ¢asa Ha UK npu HUCKA gencTBala CBeT/IMHA

XonwT Ha MK Ha B® ot O g0 P ce onpenenst KakTo OT €KCHEPUMEHTATHUTE YCIOBUS —
WHTCH3UTET Ha JieicTBammara (Bp30yK/alia) CBETIANHA U YCIOBUS Ha MpeIBapUTeHATa aar-
Talus, Taka U OT BBTPEIIHU (DakTopu Karo: koomepaTuBHOCT Ha PC2; XeTepOreHHOCT Ha
®C2; ronemuna Ha myaa ot [IX U CKOpOCT Ha peoKucHsaBaHETO My; akTUBHOCT Ha PCl u

ThMHUHHHTE peakiuu; aktTuBHOCT Ha KOC (Krause, Weis, 1991).
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Qs-Hepedyuyupauwu yeHmpose

HapactBanero na b® B O-I dazara orpassBa penykuusata Ha Qa ot PL] na ®C2, npu xo-
UTO € HapyUIeH MPEHOCHT KbM QQp, KaKTO € MPEAINoIokKeHo 3a npbB IbT oT Melis (1985) u
notBbpAcHO oT npyru (Chylla, Whitmarsh, 1989; Cao, Govindjee, 1990). ToBa obaue ¢ Ba-
JUIHO CaMo B YCTIOBHSI Ha HHCKA JEWCTBAIA CBETIMHA, KOTaTo OKUCIsIBaHeTo HAa Qs OT Qp B
,HopmanHute* PL[ npeBumasa ckopoctra Ha penyuupane Ha Qa. OT OTHOCUTENHATa BUCOYH-
Ha Ha maroTo | gemsT Ha Qp-HepeayLupaluTe EHTPOBE € OlleHeH Ha nmpudmu3uTenHo 30%
(Melis, 1985; Cao, Govindjee, 1990). To3u meTon Moxe Ou € HETOYEH, 3amoTo B F; ompene-

neHo yyactue uma u Qa ot Qp-penyuupamure HeHTpoBe, kakTo € nokaszan Hsu (Hsu, 1993).

Pazmep Ha akuenmopHus nyn

Kommiementapnara o Hax UK Ha B® e mponopiimonanna Ha Opost eeKTPOHH, KOUTO
MoraT Jia preMar akLEeNTOPUTEe MKy JIBeTe (POTOCUCTEMH 10 IBIIHOTO 3aTBapsiHe Ha PI] Ha
®C2. PasmepsT Ha [IX myna ce u3umciisgBa OT OTHOIICHUETO Ha IUIOLITA HaJ KpUBaTa U3Me-
peHa B KOHTPOJHHU XJIOPOILIACTH KBbM Ta3W B XJIOPOIUIACTH, TpeTupaHu ¢ amypoH (Malkin,

Kok, 1966).

XemepozeHHocm ®C2a/B

B nmpuchscTBHE Ha AMYpPOH H3MEHEHHETO Ha KOMIUIEMEHTapHaTa IO Haj (IyopecIeHT-
HaTa KpHMBa BB BPEMETO M3pa3siBa BpeMeBaTa 3aBUCHUMOCT Ha Opos pemyrupanu Qa (Melis,
Duysens, 1979; Trissl et al., 1993). Melis u Homann (Melis, Homann, 1976) ca otkpunu
IBy(a3HOCT B XO/1a Ha KOMIUIEMEHTapHaTa IO M ca HapeKIu JBeTe Gas3u o U 3, oTaaBaiku
T'Ml ChOTBETHO Ha J1Ba Trra OC2, pa3nuyaBaiiy ce 1o CBOATa aHTEHA. 3HAYUTEITHO M0-0aBHATa
penykius Ha Qa B B dazara ce ormaBa Ha mo-mankara anteHa Ha @C2[3 B cpaBHeHne ¢ PC2a
(Melis, Duysens, 1979). Cwmsara ce, ue @C2o ca nokanuzupanu B rpanure, a ®C2P B cTpo-
MaJIHUTE TUiIakouau. [IbpBHUTE MOKa3BaT CUTMOMJAIIHO HAapacTBaHEe Ha (pIyopecleHuusTa, a
BTOPHUTE — EKCIIOHCHITHAIIHO. EKCIIOHEHITMAIHOTO HapacTBaHe Ha (yopecueniusata ot ©C2[3
ce IpueMa KaTo MoKa3arell, 4ye Te3U KOMIUIEKCH ca €HEpreTUYHO U30JIUpaHHU, T.€. IPU TAX Hl-
Ma Bb3MOXXHOCT BB30YKIAHETO Jla ce IMpeaaje OT 3aTBOPEH Ha cbheeieH oTBopeH PLI (koome-
PaTUBHOCT).

B npouenypara, usnonssana or Melis 1 Homann, cbiiecTByBa Bb3MOXKHOCT 3@ IpELIKa
Mopajgyd HETOYHO OMNpENEeNssHe Ha KpailHaTa CTOMHOCT Ha F,, M mbjiHara KOMIUIEMEHTapHa
o (Sinclair, Spence, 1988). [lono6pena maremaruyecka mpouenypa e npeaioxeHa ot Hsu

u cpaBT. (Hsu et al., 1989). Te3u aBropu pasrpanuyasar Tpu ¢asu — o, B, u y. Lazar u cpasr.
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(2001) pa3paboTrBat MeTox 3a orieHKa Ha Tpute Buaa ®C2 upe3 mapasiesieH perpeCHOHEeH aHa-

3 Ha UK pPEerucTprupaHu nNpu pa3jinicH CBECTIIMHCH HHTCH3UTCT.

Bbp3a ¢aza Ha MK npu cunHa gemcreala cBeT/IMHA

M3non3BaHeTo Ha MHOTO CWJICH MHTEH3UTET Ha JeicTBallaTa CBETIIMHA 3@ PErUCTpaLus
Ha MK Ha B® mno3BoisiBa na ce pasrpaHuyar JiBeé MEXJIMHHM HMBa B Obp3ara ¢aza O-P
(Schreiber, Neubauer, 1987; Neubauer, Schreiber, 1987), orbenszanu karo [, u I,. Ilpeanoo-
XKeHO e, ue HapacTBaHeTo O—I; choTBeTcTBa Ha oroxumuunara (aza Ha MK, nzcrmeasana ot
Delosme (1967), kosito oTpassBa penyiupaneTo Ha Qa. OT npyra ctpana npexoasT [1—Di—Ir—
P e Hapeuen TepmainHa ¢a3za, T KaTo 3aBUCH OT TeMmIleparypara Ha nuaMepsaneTo (Neubauer,
Schreiber, 1987). Peructpanusara na UK ¢ ¢pmyopumersp PEA (Hansatech Instruments, Benu-
KOOpUTaHus), TMO3BOJISBAI 3amucBaHe Ha (iyopecieHnusATa npe3 10 pus, € BbBEACHO OT
Strasser u Govindjee (1992). /IBete HUBa ce pa3nuyaBar SICHO B JJOTAPUTMUYCH BPEMEBHU Ma-
mab u ca oroenszanu ¢ Oyksure J u 1. Ilo-kbcHO € ycTaHOBEHO, ye J u | ca ekBUBaJIeHTHH Ha
I, u I, (Strasser et al., 1995). Homenknarypara Ha Strasser 3a o3HauaBaHe Ha Obp3ara (asza Ha
UK, peructpupana npu cuiHa Bb30yxaama ceeminia — OJ(D)IP — me O6pae usnon3Bana B

HacTosIara pabora.

®omoxumuyHa ¢asa

Strasser u cwaBr. (1995) npeanonarar, ve O—J ¢azara e cepp3ana ¢ peaynupane Ha Qa.
ToBa ce moTBbpxkIaBa OT MaTeMatnuHute Mozaenu Ha MK u oT HapacTBaHeTo Ha J B IPUCHCT-
Bue Ha auypoH (Stirbet, Strasser, 1995; Ruth, 1996; Lazar et al., 1997; Lazar et al., 1998;
Stirbet et al., 1998). [Toka3aHo e cbhII0, Y€ C HAMAJIIBAaHE HA CBETIMHHUS HHTCH3UTET BPEMETO
Ha osiBa Ha J ce yBenu4asa, Taka 4e NUKbT J € ekBuBanieHTeH Ha | B MK, usmepenu npu Huc-
ka cBeTninHA (Strasser et al., 1995; Tomek et al., 2001). BcbimHOCT HOBOTO CTHIANO, KOETO CE

nossssa B OJIP kpusure € I, a e J.

TepmanHa ¢asza

Hsama obGmonpueTto BMXAaHe 3a mporecute, oOyciassan tepmanHara (asza (J-I-P) na
UK. B HuBoto | e mpenmnonoxeHo, ue ce akymynupar cberosnus Qa Qp , mokato ¢azara [-P
ce IBDKM Ha 3arBapsme Ha 11X u akymymupane Ha Qa Qp” (Strasser, Govindjee, 1992).
Hpyra xunore3a e, ue B | u P HuBara ce penymupar nsa Buna [IX myn — choTBeTHO OBp3 U

OaseH (Strasser et al., 1995; Barthelemy et al., 1997).
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Ot apyra ctpana, cnopen; Schreiber u cpaBt. (2000), meaHO 3arBapsiHe Ha P (pemyum-
paHe Ha Qa) cTaBa omle B HUBOTO J, HO (IyopecleHIusATa € Mo-HUCKa MOopaJnd HEU3BECTHH
3acera npouecu Ha He()OTOXMMUYHO TaceHe. YCTaHOBeHO e, ye okucienusT 11X racu 15-20%
ot dyopecuenmusta (Vernotte et al., 1979), koeto orroBaps Ha npexona [-P. Karo mokasa-
TeNCTBO, ue [-P nmpexonsT € cBbp3an ¢ racene ot [IX ce mpuema ¢akThT, e cieq nHXHOupaHe
C IMYpOH, KOMTO He M03BoJIsiBa penyuupanero Ha I1X, makcumanHara ¢ayopecueHuus 10CTH-
ra nMpuOIM3UTENHO CTOMHOCTTA Ha | B KoHTponHuTe mpodu. Yaakoubd u cpvaBt. (2002) ycra-
HOBSIBAT, Y€ U3KYCTBEHOTO yBelIMuaBaHe pazmepa Ha [1X myna AOmbIHUTEIHO HaMassiBa Mak-
cuMaiHara (IyopecleHIusi B MpUChCTBUE HAa aAuypoH. Ilpu ToBa TepmanHara dasza ma UK
CHOpe]] aBTOPUTE € M0-UyBCTBUTEJIHA KbM HE(POTOXUMHUYHO raceHe oT okucieH [1X, orkomnko-
TO (POTOXMMHUYHATA.

Schreiber u Neubauer (1990) nabmionaBar kopenauus B HapacTBaHeTo I1—I, u enexrpox-
POMHOTO M3MecTBaHe MpH 515 nm, oTpa3sBaiio TpaHCMEMOpaHHUS MOTEHIMAI. ABTOPHUTE
JIOIIyCKaT BIUSHUE HA JIOKAJIHU C€JIEKTPUYHU I0JIETa, TCHEPUPAHU IIPHU PA3ACISHETO Ha 3aps-
mute B PLI, BbpXy cBoiicTBaTa Ha MbpBUYHATA paJuKanoBa ABoiika. Vredenberg u Bulychev
(2002) cpu10 M3THKBAT BB3MOXKHOCTTA 34 ,,()OTOENIEKTPOXUMHUYEH KOHTPOI Ha IIbPBUYHHUTE
peakuu B PLI. Taxnara xunoresa e, ue npexonsbT |I-P ce apmku Ha mpoMeHH B TpaHCMEeMO-
paHHUS eJeKTPUYEH MOoTeHIHAaN, 00ycioBeHn oT akTuBHOCTTa HAa DC1. Pospisil & Dau (2002)
nemoHcTpupart, ue B TM ¢azara J-I ce moarucka ciesn npemMaxpaHe Ha TpPaHCMEMOpPaHHUS 110-
TEHIIMAJ C BaTMHOMHIMH, fokaro O—-J u [-P He ca uyBcTBuTenHu. Criopen aBropute POTOMH-
OYLUHUPAHUAT TpaHCMEMOpaHEH €JNEKTPUUEH MOTEHIHUal CTUMYIHpa (IIyopecleHLUATa BbB
(azara J-I xaro yckopsiBa u3puBaTeHaTa PEKOMOMHALIMS HA IbPBUYHATA PAUKAIOBA IBOM-

xa P680'T .

BbaBHa da3a Ha UK - raceHe Ha ¢yopecueHumATa

Cnen makcumyma P QuryopecrieHnusATa HamalisiBa, HOHSAKOra C €IMH WM II0BeYe BTOPHY-
HM TMKa, O YCTAHOBSIBAaHE Ha cTanMoHapHa cToiHOCT (T), KoATO mpu HOpMaiIHU (puU3HOIIO-
THYHH yCJIoBUs € Onu3ka 1o HavanHara (F,). Xogst Ha B® B Tasu ¢aza na MK ce konTponupa
OT MHOXXECTBO €IHOBPEMEHHO IPOTHYAIIM IMPOLIECH, 3aTOBA € TPYAHO Jla CE MHTEpIpeTHpa
m3sio. B oOmy cMuChI BCSKO HaMaisiBaHe Ha (MIyOpeCLEHLMATa OT MaKCHMajHaTa M
ctoriHocT (Krause, Weis, 1991; Lazar, 1999) ce o3nauaBa karo eacene. J|Ba pazauyHu TUMA
racene ompenensat nobuBa Ha b®. OtBapsinero Ha PLI crnexn axruBupane na ®CI1, ATO-

CUHTETa3aTa W ThMHHUHHATa (pa3a Ha (hoTocHMHTE3aTa ce Hapudya (OTOXMMHYHO TaceHe, (p.
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Bcenukn MexaHU3ME, KOUTO HE ¢a CBBP3aHU C OKUCIUTEITHO-PEAYKIIMOHHOTO ChCTOSTHUE Ha Qa
NPEACTaBISIBAT HEPOTOXUMHUYHO TFaceHE, np.

Kunerukara Ha penakcaiysi Ha HE(OTOXUMHYHOTO TaceHe CJe]l Mepuo]] Ha HeTPEKhCHA-
TO OCBETSIBaHE, KAKTO M M3MEHEHUETO Ha FaCeHETO IO/ Bh3ACHCTBHE HA HIKOW HHXHOWTOPH,
paskpuBaT Hai-majko Tpu otaenHu komroHeHTa (Horton, Hague, 1988). Haii-6bp30 pemak-
CHPAIIUAT KOMIIOHEHT U ChIIEBPEMEHHO OTTOBOPEH 3a IMO-TOJIsIMaTa YacT OT OOIIOTO TaceHe €
qe WIK €HEPro3aBUCHMO TaceHe. /[pyr KOMIIOHEHT, KOMTO peakcupa 3a HAKOJIKO MHHYTH, ©
CBBbp3aH C Tpexoja Ha (OTOCUHTETHYHHUS amapar B ChCTOSHUE 2 W ce O3Ha4yaBa (r. Haii-
OaBHUAT KOMIIOHEHT, KOWTO BOJM JI0 3HAYMTEIHO HaMaJjsiBaHe Ha oTHOIeHueTo F\/Fp,, e cBbp-
3aH ¢ (poTOMHXMOMpPaHEe Ha PEAKIIMOHHHUTE IICHTPOBE M CHOTBETHO € HAPEYEH (.

HanmeHoBaHMETO HA (g MMOKa3Ba, Y€ TO CIlIC/IBA CHEPTU3aLMATA HA TUJIAKOMIHATA MEMO-
paHa, T.e. popmupanero Ha ApH. ['aceHe Moke Ja ce MHAYIMpa ¥ HA THbMHO OT MPOTOHEH
rpaaueHT, TeHepupan upe3 xuaponu3a Ha AT® (Gilmore, Yamamoto, 1992). 3a oGsicHenue
BpBb3Kara Ha ApH c¢ racenero Ha (ryopecueHIusITa ca 00CHKIaHH MEXaHU3MH, CBbP3aHH C
JIOHOpHATa WJIM akKlenTopHaTa crpaHa Ha PLI wiu ¢ mpoMeHM B aHTEHHHUTE KOMIUICKCH (BK.
Kramer, Crofts, 1996). B mocineqHo Bpeme g ce oThaBa, MOHE B MO-TONsSIMaTa CH 4acT, Ha
MMUTMEHTUTE 3€aKCAHTHH M aHTCPAKCAaHTUH OT kcaHTowmioBus ukwa (Muller et al., 2001).
KonmnyecTBOTO CHHTE3MpaH 3€aKCAaHTUH B KCAHTO(HIIOBHS LUKBJI € CTPOTO CBBP3aHO C (g
(Demmig-Adams, 1990). Muxubupanero Ha BHOJAKCAaHTHH/IEEIIOKCHIa3aTa C AUTHOTPEUTON
ce ChIIpoBOXKIa ¢ HamansBaHe Ha g (Horton et al., 1994). B myTtantu Ha Arabidopsis, kouto
HSAMAT JYTeWH W 3€aKCAaHTHH, HE ce HaOIroIaBa HUKaKBO eHepro3aBucuMo raceHe (Niyogi et

al., 2001).

3a6aBeHa dayopecueHums

3abaBenara ¢uryopecueHuus (3d) e 3aTUXBaIIO U3TbYBAHE HA CBETIMHA B YepBeHaTa 00-
JacT Ha CIEKThpa OT MPEIBAPUTEITHO OCBETEHU PACTEHUS, BOJOPACITH MU (POTOCUHTE3UPALIH
OakTepun, KOETO MPOABIKABA CIIE/ MPUKITIOYBAHE HA TIXHOTO OCBETSIBaHE. SIBICHUETO € OTK-
puto ot Strehler u Arnold (1951), kouTo ChIIO ca MOCOYNIU BPh3KaTa My C IpoliecuTe Ha ¢o-
TocuHTe3ara. Te ca moctynupanu, ye 3d e XeMHIIyMUHECIIEHIUs Ha XJopoduia, T.e. pe3yi-
TaT OT OOpbBIAaHE HA MbPBUYHUTE peakuu Ha GpoTocuHTE3aTa. B MHOrOOpOHN M3CIeIBaHUS
e JokazaHo, ye 3P orpaszsBa (pyHKIMOHHpAHETO Ha (OTOCHHTE3aTa W CE BIUSAE OT PEIHIa
cTpecoBu (DakTOpH, KaTo HEpSAKO € mo-uyBcTBHTENHA OT b® (Bk. Kramer, Crofts, 1996).
Bbrpeku ToBa, CbBPEMEHHOTO MMO3HAHUE 32 TO3M CUTHAN € OTPaHMYCHO M M30CTaBa B CpaBHE-

Hue ¢ b®. OTyactu TOBa c€ ABJIKU TOYHO HA BUCOKATa YYyBCTBUTEIHOCT Ha 3P KbM LissaTa
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CBBKYIHOCT peaknuy Ha (OTOCHHTE3aTa, KOETO 51 MPAaBU M3KIIOYUTEITHO CIOXKHA (PyHKIHUS OT
MHOTro npoMeHynBY. ChIo MPUUYNHA 32 Mo-cnabara nonynspHocT Ha 3® B cpaBHeHue ¢ bO e,
ye peructpupaneTo Ha 3d e TeXHUYECKH MO-CIoKHO 3a u3nbiHeHue (Lavorel et al., 1986).
[To-Hamony mie pe3roMHUpaMe CETallHUTE BB3MIEAH 3a MexaHm3ma Ha 3D, Bpb3KaTa M C
peakuuuTe Ha (orocuHTe3ara u (hakTopuTe, OT KOMTO ce Biuse. [Ipum HanmucBaHETO Ha TO3M
paszen ca usnonsBanu nperienute Ha Jursinic (1986), I'aeBckuit 1 Moprys (1993), Radeno-
vi¢ 1 cbaBT. (1994) u Kramer u Crofts (1996), kakro u moHorpadusita Ha BecenoBckuii u Be-
cenosa (1990). OcHoBononaranmre u3cieaBaHus B U3ydyaBaHeTo Ha 3P ca mpemienaHu mo-

pano ot Lavorel (1975), Malkin (1977), Amesz u van Gorkom (1978).

MexaHu3bM Ha 30

Msacmo Ha usnvysaHe Ha 3O

3® ce u3nbpuBa (MPEeAUMMHO) OT MOJIEKYJIHUTE HA XJ1. @ B anTeHuTe Ha OC2, 3a KOeTo CBU-
JeTencTBar cieqHuTe oTKkputus. 3@ He ce peructpupa WiIM € MHOTO ciaba B MyTaHTH Ha
Scenedesmus (Bertsch. et al., 1967) nmu rpax (Matorin et al., 1974) 6e3 ¢dyHKIIMOHMpaIa
®C2. B meMOpannu vactunu, oborarean ¢ @C2, 3® e ¢ nBa mopsiAbka Mo-UHTEH3UBHA, OT-
koikoTo oT oborareHu ¢ MC1 yactunm (Itoh, Murata, 1973). CnexTbpbT Ha Bb30yXkIaHE Ha
3® chBHaga cbC CHEKThpa Ha AeiicTBue Ha GoTtocunresara (JIuteusn, Lllysanos, 1966). Cnek-
Tpute Ha m3nbuBane Ha 30 u bO B pacTeHusTa ca npaktuuecku eanaksu (Arnold, Davidson,
1954; Lavorel, 1969). [Toka3aHo e, ue B 3€JICHH U Y€PBEHU BOJOPACIHU B CIIEKThpPa HAa U3JTbY-
BaHE HSMa MBUIM HA CHIPOBOXKAAIIUTE TUTMEHTH XJ1. b u Pukodbununu (Kosanes, KpacHoBc-
kui, 1980).

Ot ka3aHOTO cTaBa SICHO, ue KakTo b®, Taka u 3P ce u3IbuBa MPHU EIEKTPOHEH MPEXOL
OT Hal-HUCKOTO CHHIJIETHO BB30Y/I€HO Ha OCHOBHOTO HHMBO Ha XJ. @, HaMupall ce O6Ju30 10
PII ma ®C2. 3aroBa nBara BuAa (OTOTYMHHECICHIIMS MMAT €IHAKBU CIEKTPAIHU XapaKTe-
puctuku. Ho b® 3aruxBa 3a HAKOJIKO NS ciie/l CIMpaHe Ha OCBETSABAHETO, JokaTto 3P Moxke aa
ce HabmonaBa ¢ yacoe. b® ce n3mpuBa U cies pa3pymaBaHe Ha POTOCHHTETUYHUS amapar u
OT Pa3TBOPH Ha XJ., Aokato 3a 3d e HeoOXoAMMa UHTErpupaHa U (yHKIIMOHUpaIlla Kackajaa oT
enekTpoHHH npeHocutenu. b® u 3d ce pa3nuuaBaT Mo MeXaHW3Ma Ha Bb30YX/IaHE HA U3NbY-

BalllMTC ITMTMCHTU.
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PekombuHayuoHHa meopus 3a 3@

3anppikaHeTo Ha u3nbuBaHeTO Hpu 3d mpomsxoxkaa OT NPEMHUHABAHETO HA IMBbPBUYHO
Bb30yJICHOTO CHCTOSTHUE HAa IMUTMEHTUTE B METACTAOMIIHO CHCTOSHUE, KOETO MMa IO-Majka
€Heprus U Mo-roiasiMo Bpeme Ha kuBoT. Cera He OyAM CbMHEHHME TEOPUSTA, Y€ B IbPBUYHUTE
peakiuu Ha (POTOCHHTE3aTa Ce MOJIydyaBaT OKUCIEHU U PeayLUpaHu NpoayKTu, a 3P e pesyi-

TaT OT TAXHATa peKOM6I/IHaI_II/I$IZ
P680° Qs — P680* Qs — P680 Qa + hviza,

BbB Beska peaknus Ha GporocunTeTnyHust ET ce ryOu yacT oT 3amaceHara eHeprusi, Koe-
TO OCHUTYpPSIBa BUCOKa CKOPOCT Ha PEaKIMUTE B MPaBa MOCOKA U CTa0MIM3AIMS Ha pa3/eeHU-
Te 3apsiau. Bernpeku ToBa, HA BCEKU €Tal ChIIECTBYBA BEPOSITHOCT 3a MPOTUYAHE HA OOpaTHa-
Ta peaxiys. ENeKTpoHNTE MOTaT 1a ce BEPHAT HAa OKHCIEHUs mhpBHdeH noHOp (P680") upes
TYHEJUpaHe, KOETO BOAM AUPEKTHO J0 OCHOBHOTO CBhCTOSTHHE Ha MoJieKynaTa. PekomOuHanu-
ATa MOXKE J]a POTEYE U M0 aKTUBAI[MIOHEH MEXaHU3bM ¢ 00pa3yBaHe Ha CHHIVIETHO Bb30YyICHO
cheTostHue. EHEepruiiHUsT AeQUIMT MPU TOBA CE 3aIlbJIBa OT TOIUIMHHATA €HEPrHUs Ha cpefara.
JlenbT Ha U3IBYBaTEIHATa PEKOMOMHAIIMS € MAJIbK B CpaBHEHHE C O€3M3IbUBATEIIHUS MEXa-
Hu3bM (de Grooth, van Gorkom, 1981). [le3akTuBanusara Ha BTOpUYHO BB30YJEHOTO CHCTOS-
Hue P680* ce ompenenst OT ChOTHOIIEHUETO HA CHIIUTE CKOPOCTHU KOHCTAaHTH, KOMTO OMpe-
nensat noousa Ha b (Bxk. ypaBHeHue 1). MexaHU3MBT U €HEpreTUKaTa Ha PEeKOMOMHALUATA,
Bojema 1o u3nbuBane Ha 3P B PL] Ha ¢oTrocuHTe3Mpaniy OakTepuu ca pasrieaHu IeTaTHO
ot Turz6 u cpasrt. (1998; 2000).

Karo ce uma npenBu n3inoxeHoTo, 3a HUHTeH3uTeTa Ha 3D, L, MOXe Aa ce 3amulie

L=1,.9ck .[P680°QA "], (7)

KBJETO [, € UHTCH3UTETHT Ha MOT'bJIHATATA CBETIIMHA, (O — KBAHTOBUAT JOOMB Ha (pmyopec-
LEHIMATA, K — CKOPOCTHATA KOHCTAHTA HA M3IbUBATE/THATA PEKOMOMHALIHS.

VYpaBuenue (7) mokaspa, uye (hakTOpH, KOUTO BIUSAT BbPXY J0OMBa Ha (IIyOpPECUCHIINATA,

1Ie ce oTpasAr no cwiust HauuH U Ha 3P (Lavorel, 1975).

KuHeTM4yHU KoMnoHeHTHU Ha 3D

Cnen u3kiIrouBaHe Ha JAeicTBamiara ceeminHa, 3@ crmana BbB BPEMETO, ONMMUCBAWKH CIIOXK-
HAa MHOTOKOMIIOHEHTHA (DYHKIIMSI C XapaKTePUCTHUYHU BPEMEHA Ha OTJCITHUTE KOMIIOHEHTH,
HaMHUpaIy c€ BbB BCHYKU BPEMEBH MallladM — OT HAHOCEKYHAHM 0 MUHYTH M yacoBe. Kune-
TUKaTa Ha 3atuxBaHe Ha 3® oTpa3siBa MOCIENOBATEIHUTE €TallU B €JIEKTPOHTPAHCIOPTHATA

Bepura. Enekrponnurte moxe na ce BbpHaT 0T Qa, Qp ¥ T.H. [lonoxuTenHuTe 3apsaau ChIlo MO-
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raT Ja ce HaMmupaT Ha pa3JIM4Hu MecTa B JoHOpHara ctpaHa Ha ®C2. Tosa onpenens HAIUYH-
€TO Ha MHOXXECTBO CBhCTOSIHMS, OTTOBOPHM 32 U3Ib4YBaHETO Ha 3D M HaIMYMETO HA MHOTO
KOMIIOHCHTHU B KMHCTHUKATAa HA 3aTUXBAHC C paBJII/I‘-IHI/I aMHHI/ITy,[[I/I 148 XapaKTepI/ICTI/I‘IHI/I BpeMe-
HA.

B nanen momeHT nHTEH3UTETHT Ha 3P ce onpeaens oT konudectBoTo PLI, Hamupamm ce
B CBHCTOSIHUS, CIIOCOOHM Ja mpou3BeAar pekomOuHanus. Kunertukara Ha 3@ crneaBa KUHETH-

KaTa Ha U34C3BaHC (I[eSaKTI/IBaI_II/IH) Ha TC3HU CbCTOAHMUA:

dc;
= = —k,‘C,‘ 8
2 (8)
WIM B MHTETPAJICH BHT
c;(t) = coe ™k, 9)

KBJIETO ¢; € KOHIICHTpAIUIATa Ha i-TOTO ChCTOSTHUE, a k; € CyMaTa OT CKOPOCTHUTE KOHCTaHTH
Ha ET oT ToBa chCTOSTHUE B MpaBa U B 00paTHA MOCOKA.
ToraBa obmata kuHetnka Ha 3 Moxe Ja ce MPEeACcTaBH KaTo cyMmMa OT EKCIIOHEHTH

(Lavorel, 1975):

t

L= Le ™, (10)

KbACTO Ll' € aMILIMTyJaTa Ha CbOTBCTHHUA KHMHCTHUYCH KOMIIOHCHT, a T; € XapaKTCPUCTHYHOTO

BpEMeE.

KuHemuka Ha 3® 8 MunucekyHOHama obsacm

B naii-ronsma gact ot padotute cbe 3P ce pasmiexkaa u3IbYBaHETO, H3MEPEHO B UHTEP-
BaJI OT HSKOJIKO MUJIUCEKYH/H Clie Kpasi Ha ocBeTsBaHeTo. [Ipueto e, ue 3d B Tazu obnact e
pesynTar oT pekoMOHHAIMs Ha cheTosHuATa P680' Q4 (Itoh, Murata, 1974) mwiu Z P680Qs~
(van Gorkom, Donze, 1973).

MunucekyHaHaTa KHHETHKA Ha 3aTuxBaHe Ha 3P ce peructpupa c nomoiira Ha Gocdo-
pockon (Lavorel et al., 1986). BecenoBckuii u Becenosa (1990) o6o61maBar neicTBueTo Ha
EJICKTPOHHH JIOHOPH U aKLENTOPH BbpPXy Obp3aTa M OaBHATA YACT HAa KPUBHUTE HA 3aTUXBAHE B
o0IacTTa OT eHa J0 HAKOJIKO JAeceTKH MUiaucekyHanu. 3 B OaBHUS ydacThK BKJIIOYBA U CBE-
TEHEe, WHIYLHUPaHO HEe CcaMO B IMOCJIEIHUS LMKbBJ Ha OCBETSABaHE, KOETO HE € YCISUIO J1a
3aTUXHE HAMBJIHO B MPEAXOAHHUTE Mepuoau. AKuentopu, kouto yckopsisat ET, ctumynupar
Obp3usi KOMIIOHEHT W TOHIKaBaT OaBHUs, aokato mHXxuOuTopu Ha ET mexny Qa u Qg
(InypoH) HamansBaT Obp3us M yBeIUYaBaT OaBHUS KOMIIOHEHT Ha KHUHETHUKaTa.

Nuxubupanero Ha qoHOpHaATa cTpaHa Ha ®C2 uma MPOTUBOIIONIOKHO JACHCTBUE BBPXY JABETE
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HaTa ctpaHa Ha @C2 uma MPOTUBOMOJIOXKHO NIEWCTBHE BHPXY JABeTE (pa3u Ha 3aTHMXBAHETO.
[TpennonoxeHo e, ue ObP3UAT KOMIOHEHT C€ OIpeies MPEANMHO OT CKOPOCTHUTE KOHCTAHTH
Ha TIPAaBUTE PEAKIUU, a OABHUAT — OT OOpaTHHUTE peakiMi. baBHUTE KOMIOHEHTH OTpa3sBaT
CBII0 PEKOMOMHANIMATA HA 3apsAANTE MEXIY XHHOHOBUTE AKIENTOPH U S CHCTOSHUSATA Ha
KOC (Joliot et al., 1971).

["aeBckuii u Mopryn (1993) oTnensiT MUKpOCEKYHACH KOMIIOHEHT B KMHETHKAaTa Ha 3a-
tuxBaHe Ha 3® ¢ xapakrepuctuyHo Bpeme 160 s 1 MunMcekyHaeH, ¢ Bpeme 1-6 ms. Amiun-
TyJara Ha MUKPOCEKYH/IHHMSI KOMIIOHEHT HapacTBa B YCJIOBUS, Ch3aBallld MMOBUIIIEHA KOHIIECH-
Tparms Ha P680°, manpumep mnpu mHucko pH (Haveman, Lavorel, 1975), mopaau koeto e
TIPETION0XKEHO, Y€ TOM € CBBp3aH ¢ pexoMOuHamus Ha P680 Q. . BpemeTo Ha skMBOT Ha OBp-
3Hs1 KOMIIOHEHT Ce€ 3arla3Ba MOCTOSHHO BbB (DM3UOJIOTMYHU YCIOBHS, HE3aBUCUMO OT CKOPOCT-
Ta Ha peaklUuTe B JOHOPHATA WIK akuenTopHata crpana Ha OC2. 3abens3aHo e, 4e To € Io-
TOJISIMO B MUHTAKTHH JIUCTA, OTKOJIKOTO B U30JIMPAHU XJIOPOIUIACTH.

MuicekyHIHUST KOMIOHEHT, cniopen ['aeBckuidi 1 MopryH, oTpa3sBa KMHETHKaTa Ha
OKHCJIEHHE Ha TbpBUYHUSA XMHOH OT I1X. Yckopenuero Ha ET wie Boau 10 HamaisiBaHe Ha He-
TOBOTO XapaKTEPUCTHYHO BPEME 3a CMETKAa Ha YBEJIMYaBaHE JIeja Ha MpaBara peakius B U3-

YC3BAHCTO HAa CHCTOAHHATA — NPCANICCTBCHUIIUM HA 30.

Avnzoxusyuu KomnoHeHmu Ha 3@

Karo mocrosiHHa chCTaBKa B KMHETHKATA HA 3aTUXBaHE B MIJIMCEKYHJIHATa 00JacT ydJac-
TBaT JBJITOXKUBYIUTE KOMIIOHEHTH Ha 3®, KOUTO Morat Aa ce Habmomasar 6e3 gpocopockor
B PaMKUTE Ha CEKyHAM U MUHYTH. EMHCHOHHUAT criekTbp Ha 3d B Ta3u 00JacCT € CHIIUAT,
kakto Ha munucekyHaHata 3@ (Gerhardt, Krause, 1984), Taka 4e M3nb4UBaHETO € CHIIO OT
@®C2. [Ipu ronnmuuna nHaktuBanus Ha KOC unu yBpexnanero u ¢ Tris wim XuIpOKCHIaMUH,
ta3u (aza Ha 3D mzye3Ba. 3aToBa ce Mpeamnoiara, 4ye 3a TeHEPUPAHETO Ha JABJITOKHUBYIIUTE
KOMITOHEHTH OTTOBAPSAT IMOJIOKUTEIHU 3apsii, HATPYMaHu 1o Bpeme Ha ocBeTsBaHeTo B KOC
— cweTosiHus Sy u S3 (Joliot et al., 1971).

B uzonupanu xmnopomactu npu ctaitna temneparypa Rutherford u Inoe (1984) orkpusat
JIBa KOMIIOHEHTA B CEKyH/HATa KWHETHKA Ha 3aTWXBaHe Ha 3D ¢ XapaKTepUCTUYHH BpEMEHa,
ChOTBETHO, 1,5 n 25 s. Cnen npexbeBane Ha ET ¢ quypoH BTOpUAT M34e3Ba, a aMIUIATY/1aTa
Ha IbpBUS HapacTBa. HampaBeH e W3BOABT, e 3aTHXBaHETO Ha 3d ¢ XapaKTepUCTUYHO BpeMe
1,5 s chOoTBEeTCTBA Ha peKOMOMHANNS Ha 3apsiia MexIy Sx(S3) u Qa , a 25-CEKyHIHUAT KOM-
TOHEHT oTpassiBa pekomburanms ¢ Qg . Ha ToMHO Qg (3a pasinka ot Qp””) e craGuieH, 3a-

II0TO HE MOXE Ja CE€ PECOKUCIIN OT IIJIACTOXWMHOHOBUA ITYII.
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ITokazano e (Vasil'ev et al., 1988; Vasil'ev, Venediktov, 1993), ue Tpetupanero Ha TM c
TUYPOH cTUMYyNHpa cekyHaHara 3d ¢ T = 2 s, HO MpU MO-BUCOKU KOHIICHTPAIIUU (1074 M) u
TO3U KOMIOHEHT u34e3Ba. [Ipennonara ce, ue nnxubupaHero Ha cexkyHaHara 3D e pesynTar

OT CBbp3BaHe Ha JUYPOHa C JJ0HOpHaTa cTpaHa Ha OC2.

3aBncMocCT Ha 3 oT MeMOpaHHMA NOoTEeHUMan

Crumynupaneto Ha 30 0OT TpaHCMEMOpPaHHUS €JIEKTPOXMMUYEH MOTEHIHAT € HEOCIHOo-
puUMO 1o0Ka3aHo. JleMoHcTpHupaH € cTuMyaupail epext oT Audy3uoHeH MOTEHIHAN, Ch3aleH
uype3 nqobapsiHe Ha conu B cycnieH3us oT TM (Barber, Kraan, 1970; l'oneuies, 1979; Venediktov
et al., 1980), horoxumuuHo renepupan noreHuuan (Junge, Jackson, 1982) wnu BpHIIHO NpH-
J0xKeHo enekTpuaHo noie (Arnold, Azzi, 1971; de Grooth, van Gorkom, 1981).

BnusiareTo Ha eHeprusanusTa Ha MeMOpaHara Bpxy 3P Moxe aa ce 00sICHH B CBETIIHU-
HaTa Ha peKoMOMHaNMOHHATa Teopus 3a mMexanm3ma Ha 3D (Wraight, Crofts, 1971; Evans,
Crofts, 1973). Cnopen npeanokeHus: MEXaHU3bM TPAaHCMEMOPAHHUST €JIEKTPOXUMUYEH Ipa-
JMEHT HaMallsiBa EHeprusATa Ha aKTHUBALMOHHATa Oapuepa Ha W3IbUBaTEIHATA PEKOMOMHAIIHS.
Toii KaTo peKOMOWHUPAIINTE CHCTOSIHUSA ca B OOJIIIMAHOBO PaBHOBECHE C AKTUBUPAHUS MEXK-
JMHEH MPOJYKT, HAMaJIsIBAHETO HAa €HEpPrusATa Ha aKTHBALUs 1€ JOBEIE 10 €KCIIOHEHIIUAIHO
HapacTBaHE Ha CKOPOCTTa Ha oOpaTHaTa peakius. Taka, MeXIy eHepruszauusara Ha MemOpa-

Hata 1 3P ce ouakBa excrioHeHIa Ha 3aBucuMocT (Evans, Crofts, 1973):

_ Eq~ApH* _ Eq~F Ay+2,3.RT ApH
L~e ' ~e¢ kT , (11)

KbAETO E, € akTUBallMOHHATa eHeprusi, Ay e eNeKTpUYHUAT noteHuman, R, k u T ca, cboTBeT-
HO, YHHBEpCaJIHaTa ra30Ba KOHCTaHTa, KOHCTaHTaTa Ha bonman u abconmoTHaTa Temiepary-
pa.

OOWKHOBEHO ce Mpuema, 4e MOTeHIHanbT cTumynupa 3d, yckopsiBaiiku oOpaTHaTa pe-
aKI¥sl, HO € Bb3MOXKEH U JIPYT ITbT — YBEJIMYaBaHE HA BEPOSITHOCTTAa PEKOMOMHALIMATA /1a TIPO-
Teue No u3nbuBareneH MexanuzbM. De Grooth u Van Gorkom (1981) cpaBHsiBaT HapacTBaHe-
To Ha 3P cren eIWHUYEH eNIEKTPUYEH MMIYJIC ChC CKOPOCTTa Ha pekoMOMHauus Ha Qa ,
ordyereHa o u3MeHeHueTo Ha b® u Ha abcopbumsara mpu 320 nm. MuTensurersT Ha 3D u
CKOPOCTHATa KOHCTAHTa Ha PEKOMOMHAIMATA HapacTBaT ¢ HAKOJIKO MOPsAIbKA Cle]] puilaraHe
Ha MMITyJca, HO KOE(QUIMEHTHT Ha MPONOPLUOHATHOCT MEXIY TAX OCTaBa €AMH U ChII B
NPUCHCTBUE U OTCHCTBHUE HA €JIEKTPUYHO MoJie. ABTOPUTE 3aKII0YaBart, 4Ye TpaHCMEMOpaHHH-
AT TOTEHIMAII BIIUSIE CaMO BBPXY CKOPOCTTa Ha PEeKOMOMHANuUsATa, O€3 J]a yBelIn4aBa BEpOsT-

HOCTTA TA Ja JOBeJIE 10 u3nbpuBane Ha 3D.
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UHAYKUMOHHM KpuBU Ha 3P

docdopockornckoTo uzMepBane Ha 3D mo3BoisiBa Ja ce mpocaenstT GOTONHIYITUPAHUTE
BPEMEBU ITPOMEHH B M3IILYBAHETO TPH Mpexoja Ha (POTOCUHTSTHYHUS anapar OT ThMHUHHO B
CBETJIMHHO CHCTOSIHUE, O3HaueHM Kato MHAyKiusa Ha 3P (Malkin, 1977). UaaykinmoHHUTE
kpuBH (1K) Ha 3® ce cuurar 3a 1o0bp uHAuKaTop 3a kanauurera Ha ET, TpancmemOpanHus
MpOTOHEH TpaaneHT u unterpurera Ha TM (Havaux, Lannoye, 1983; Fork et al., 1985; Bilger,
Schreiber, 1990).

®opmara Ha MK 3aBucu oT THMa u3ciaeaBaH marepuai, GU3HOJIOTHIHOTO ChCTOSHUE Ha
npobara, ckopoctTa Ha (hotocunTesara (Knmumos, 1988; Hartel et al., 1993; Srivastava et al.,
1999). Ot npyra ctpana MK morat na umMar pa3inyHu XapaKTEPUCTHKH B 3aBUCUMOCT OT KOH-
KPETHUTE YCIIOBUS Ha W3MEpPBAaHETO — TEMIlepaTrypara IO BpeMe Ha perucTparus
(Becenosckuii, Becemosa, 1990; Markovi¢ et al., 1999); Bpemero Ha npeaBapuTenHa ThM-
HuHHa afantanus (BecemoBckuii, Becenosa, 1990; Radenovic et al., 1994); unren3utera Ha
neiictBamara ceemivHa (Moprys, [omkukos, 1990). 3HaueHne uMa U BpEMEBHST MHTEpPBA
MEXTy CBETIMHHUTE UMITYJICH, B KOITO ce peructpupa 3® (Itoh, Murata, 1974; Malkin et al.,
1994; Zaharieva, Goltsev, 2003). 3a ckxkaneHre MOCIEIHNUTE 1Ba (GaKTOpa MPABIT TPYAHO Ch-
noctaBsiHeTo Mexay UK, monydenu B pa3nuyau 1aboparopuu, mopaay KOeTo JIMICBA U 00111a
HOMEHKJIaTypa Ha HaOII0IaBaHUTE MAKCUMYMH.

Hsixou aBropu o3HagaBar MmakcumyMmute Ha 3® karo 3aemar HomeHKIarypara Ha UK Ha
b® -1, D, P, S (Itoh, Murata, 1973; MopryH, [Jomkukos, 1990; 'aesckuii, Moprys, 1993).
Hpyru HOMepupaT mocienoBaTeIHO Makcumymute — M, M,, M3 (Becenosckuii, Becenosa,
1990); L;, Ly, L3 (Satoh, Katoh, 1983); wnu 6ykseno — A, B, C, D (Radenovi¢ et al., 1994;
Markovi¢ et al., 2001). Goltsev u Yordanov (1997) o3nauaBat koHBeKCHUTE (hazu (MaKCUMY-
Mmu) ¢ Iy, I, I3, ..., a konkaBHUTE (MUHUMYMH) ¢ Dy, D,, D3, ... AHasnorus mexmy OTIeTHUTE
HOMEHKJIaTypH TpsiOBa Ja ce MpaBU BHUMATEIHO, 3aII0TO BPEeMEHATa Ha MaKCUMyMHUTE HE ca
noctosiHHY 1 HeBUHAry B MK ce mposBsBaT e1THOBPEMEHHO BCUYKH MAKCUMYMH.

[Tpomenute Ha 3d Mo BpeMe Ha MHAYKIUATA C€ KOHTPOIUPAT OT JBa (aKkTopa — OTBOpE-
HoctTa Ha PL] Ha ®C2 u TpancmemOpannus norernuan (Malkin et al., 1994). Bnusauero Ha
nbpBUS pakTOp o0aue € CI0XKHO MOpaIu TOBA, Y€ U OTBOpeHHTe, U 3arBopenute PI[ morar na
uznpuBat 3@. [Ipueto e ye, Obp3UTe KOMIOHEHTH B KMHETUKATa Ha 3aTUXBaHE Ca MPOIMOPIIU-
OHAJIHU Ha KOHIIEHTpanusTa Ha oTBOpeHuTe PL] B ChOTBETHHUS MOMEHT OT MHAYKIIHSTA, a 3aT-
Bopenute PLI mmar npunoc B 6aBauTe KoMrioHeHTH Ha 3D (Mar et al., 1975; Becenosckuid,

Becenoga, 1990; Malkin et al., 1994).
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bwvp3a ¢paza Ha MK

Oo6uknoBeno UK nHa 3® ce pa3zgensat Ha nBe (a3u — Obp3a, BKIrouBama nbpute 200 ms
(T"aeBckuit, MopryH, 1993) no nskonko cexynau (BecenoBckuii, Becenosa, 1990) u 6aBHa —
OT CEeKyHJIM 10 MUHYTH. B HauanoTo Ha uHAYKIMOHHUA niepuon 3P ps3Ko HapacTBa 0 Mbp-
BUs MakcuMyM B Obp3ara daza — I, L;, M. B To3u Mmakcumym npeobiaiaBa MUKPOCEKYHIHU-
AT KOMIIOHEHT Ha 3P, HO yuyacTue uma 1 MumucekyHaHuat (I'aesckuii, Moprys, 1993). Ami-
JUTyAaTa My ce moBumiaBa mpu 3abaBsiHe Ha ET B moHopnara crtpana Ha ®C2 u HapacTBa
JMHENHO C MHTEH3UTEeTa Ha Bb30y KIallaTa CBETJIMHA.

L, e cBbp3aH ¢ TpaHCMEMOpaHHUS €NEeKTPUYEH TPaAueHT, (OpMUPAH HEMOCPEACTBEHO
cliel BKJIIOYBAHE HAa CBETJIIMHATA 3a CMETKa paszzersHero Ha 3apsiaute ot PLI (Satoh, Katoh,
1983). JoxazareiacTBo 3a TOBa €, 4e 1) MaKCUMYMBT HM3u€3Ba CJIE/ TPETUPAHE C areHTH, KOUTO
paszceiBar eJeKTPUYHUS MOTCHIMAT (BAJIMHOMHUIIMH) B 2) MO CHIIOTO BPEME C€ PErucTpHpa
MakCUMyM B abcopOuusTa mpu 560 nm, KOSTO € MoKazaTel 3a TpaHCMEMOpPaHHUS MOTEHITHAIL.
Ot npyra crpaHa, MakCUMyMbT B Obp3ara (aza na MK cerbpTcTBa HapactBanero Ha b® u 3a-
TOBA € MPEIOI0KEHO, Y€ TOW € MPONOPLHUOHATIEH Ha KOJUYECTBOTO OKUCIEH Qo Mpenu Ha-
yajoTo Ha ocBeTssBaHeTo (Itoh, Murata, 1973).

B uHTakTHH Bomopaciu WM JUCTa B Obp3ara (aza ce pa3nuuyaBar JBa MaKCHMyMa
(Satoh, Katoh, 1983; Goltsev, Yordanov, 1997). IlocTaBsiHeTo Ha MHTAKTHU XJIOPOILIACTH B
XHUIIOTOHWYHA CpeJia BOIYU JI0 IIBITHO M3Ye3BaHE HA BTOPUS MakcuMyM, 3aroBa Satoh u Katoh
(1983) npuemar, 4ye 3a Heropara IoOsiBa € HEOOXOAMMAa MHTETPUpPAHATA CTPYKTypa Ha IEJHS
XJIOPOILIACT.

B 6bp3ara ¢aza na MK o6ukHOBEeHO ce HabmromaBa cmajl ciiel] MaKCUMalHaTa CTOMHOCT
Ha 3@, cBbp3aH C peaylUpaHe Ha IJIACTOXMHOHOBMS Tya W 3arBapsine Ha PLI (I'aeBckui,
MopryH, 1993). I1o Bpeme Ha Ta3u ¢a3a B 00IMIOTO CBETEHE CE yBeIW4YaBa ACIbT Ha OaBHUS
KOMITOHEHT Ha 3aTHXBaHETO, a HamaisiBa Obp3usaT (Itoh, Murata, 1973; Mar et al., 1975). I1a-
paJieTHO ce yBeln4yaBa BPEMETO Ha JKUBOT HA MUJIMCEKYHJIHUSI KOMIIOHEHT. B nmpuchscTBUE Ha
depunmanug u npu pasnpsrane Ha ET ot poTtodochopunupanero obave, yBeaTnueHHETO Ha

BPEMCTO HA JXKUBOT € HC3HAYUTCIIHO.

basHa ¢paza Ha UK

HapactBanero va 3® B 6aBHata ¢aza Ha MK ce cBbp3Ba ¢ TeHEpHpaHETO HA TPAaHCMEMO-
paneH npotoneH rpaaueHT (Wraight, Crofts, 1971; Evans, Crofts, 1973). Ycranoseno e, ue
JIOTapUTHMBT OT aMIIUTyAara Ha 3P B MakcUMyMa € TIPOIOPIIHOHANICH Ha ckopocTTa Ha ET,

OTYeTeHa 1o peayuupanero Ha dhepurpanu (Moprys, lomkukos, 1990). ABTopute npuemar,

53



JIuTepatypeH npernesg

ye ckopoctta Ha ET e nmuneitHo cebp3ana ¢ ApH. B xoma Ha Tasu ¢asza BpemeTo Ha KUBOT Ha
MWINCEKYHJHHUS KOMIIOHEHT Ha 3 He ce u3MeHs 3HauutenHo (I'aeBckuit, MopryHs, 1993).

Ot npyra cTpaHa ce IomycKa, ue B HapacTBaHeTo Ha 3® nma oTpaXeHUE aKTUBUPAHETO
Ha ET Ha akuenropnara crpana Ha @C2, Bozenio 1o peokucisasane Ha [1X u orBapsiHe Ha PL]
(Becenosckuii, Becenosa, 1990; Malkin et al., 1994). ToBa mpenmnonoxeHrne € OCHOBAaHO Ha
HabIoeHneTo, ye HapacTBaHeto Ha 3P crtaBa mo BpeMe Ha HamansBaHe Ha b® cnex P, koeto
ce CuuTa, Y€ UMa MpeauMHO (HOTOXMMHUYEH XapakTep npu HeBucoku cBemnHU (Byxos et al.,
1989).

[IpTaT Ha 3® OT MakcMMyMma 0 CTallMOHApHATa M CTOWHOCT, KOATO B MHTAKTHU JIUCTA
IIPU HOPMAJTHHM YCJIOBHS € C OKOJIO Topsiabk mo-Hucka (I'aeBckuit, MopryH, 1993), BeposiTHO
ce ompesensi OT HAKOJIKO eqHoBpeMeHHH mporeca. Cropen Knumos (1988) ammurtynara Ha
CIaja € MpornopuroHalIHa Ha ckopocTTa Ha acuMmuianus Ha CO,. M3uepnBaHeTo Ha aKyMyin-
paHMs MPOTOHEH TpajueHT cien akTuBupane Ha AT®-cuHTeTazata 6u Moo 1a ObJe MPUYIH-
Ha 3a HamassBane Ha 3®D. Crappkannero Ha AT® B xyopormiactuTe o6avye ChIO HamasiBa
napanenHo csc 3® (byxos et al., 1989). B ta3u ¢aza na UK namansBar ammiurynara u Bpe-
METO Ha JKUBOT Ha MIJIMCEKYHIHHMsS KOMIIOHEHT Ha 3atuxBaHeTo (MopryH, [omkukos, 1990;
lMaeBckuii, Moprys, 1993). Criopen aBTOpUTE IBPBOTO ABJIEHUE CE€ IBJKM Ha HAMAJIIBaHE Ha
CICKTPHUHHS KOMITOHEHT Ha MEMOPAHHHS MOTEHIHAT MPH TPaHCTOpT Ha Mg>" M3BBH THIIa-
KOUJIUTE, a BTOPOTO € CIIEACTBHE OT yckopsBane Ha ET ¢ akTMBUpaHe Ha €H3MMUTE OT LIUKbBIa
Ha Kaneun — beHcoH.

3a uHTepnperanuaTa Ha cnajga Ha 3P TpsOBa na ce mMa mpeaBHI, Ye B OaBHaTa ¢asza Ha
uHaykinonHus nepuoa 3® u bd umar napanenen xoxn (Bilger, Schreiber, 1989; Malkin et al.,
1994). Bp3amoxno e HeoToxumuyHoTo Tracene Ha b na monrucka ceiro 3D, 3amoro u 3O
Ou TpsAOBaJIO /1a 3aBHCU OT KBAaHTOBUs 10OUB Ha (uyopecuenuusta (Lavorel, 1975). [1pu on-
peleNeHn CBETIIMHHU WHTEH3UTETH E€HEPro3aBUCMMOTO TaceHe MMa IJIaBHA pojsi B OaBHUS
cnan Ha 3D, ciopen Bilger u Schreiber (1989).

Tps6Ba na ce yTouHu, 4e B IUTEpaTypaTa ce pa3riiexkaaT ABa MakcCUMyMa B OaBHara Qasza
Ha K. Te Morar na ce pa3srpaHu4ar KaTo ce HaIpaBM CpaBHEHHE Mexay Xoaa Ha b u 30.
Enunusar makcumym cbBraga ¢ ¢asara P-S ma UK nwa B®, a npyrusar ce nabmomaBa mo-
KBbCHO, TI0 Bpeme Ha (azata S—M-T na b®. [1o Homenkiarypara Ha Radenovi¢ (1994) ToBa ca
makcumymutre C u D, choTBeTHO, a mo Becenorckuii u Becenosa (1990) — M, u M3. B Hacro-

Agarara pa60Ta CC pasriicikaa CaMO IIbPBUAT MAKCUMYM.
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He3zaBucumo, ye 10 AHEC mpolecuTe U MEXaHU3MUTE, y4acTBaIllM B U3TbuBaHeTO Ha 3D
OT PacTeHUSTA, HE Ca U3SICHEHH JIOKpail, aHanu3bT Ha 3D Moke Aa Ob/ie U3MOI3BaH KaTo TECT
3a OIEHKA JICHCTBHETO HAa PA3JIMYHU CTPECOBH (aKTOpU BBPXY (OTOCHHTETUYHMS arapar.
Upe3 Merona Ha 3D pa3auyHU aBTOPCKHU TPYNMH ca M3CICABAIM BIUSHUETO HAa aOWOTHYHU
(Hartel et al., 1993; Cajanek et al., 1998; Zaharieva et al., 2001; Gerhardt, Bodemer, 2001)} u
ouotnunu (Milanov et al., 1997; XpucroB u cwasr., 2001) pacturennu crpecopu. [lopaau
CBOSITA BUCOKAaTa YyBCTBUTEITHOCT U MH(POPMATUBHOCT TO3U HENECTPYKTUBEH METOJ MMa TO-
TEHIIMAJ 12 YBEJIWYM CBOSITA MPAKTHUECKA MPUIOKUMOCT 32 U3CIEABaHE HA (DU3HOIOTUUYHOTO
CHCTOSIHUE Ha pacTeHUsTA U 3a M3ydaBaHe IpollecuTe Ha ¢oTocuHTe3ara. To3u mporec mie ce
YCKOPH C HampeJBaHETO Ha TEXHOJOTHMHUTE B M3MepBaTellHaTa W aHaJu3upalla amnaparypa, ¢
HATPYMBAHETO Ha €KCIIEPUMEHTAJIHH JTaHHU 3a noBefeHnero Ha b u 3® B oTroBop Ha pasz-
JMYHY BB3JICHCTBUS, KOUTO Ja ObJaT OCHOBA 32 PAa3BUTHETO Ha 00II1a TeOpus 3a TyMHHECLICH-

nuyATa Ha paCTCHUATA.
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LLEJ1 U 3AJAYU

B nabGopatopHara mpakTuka XepOUIUANTE MOTraT Ja Ce M3IMON3BaT B €KCIIEPUMEHTU OT
JIBa TMTIAa — B €MHUS CE LM MAaKCHMaJHO MHXHOWpaHe Ha mpobara ¢ el JAa ce M3CleBaT
HeWHUTE cBoicTBa npu npekbcHaT ET. B npyrus ciyyail ce npuiara TOYHO OmNpeiesieHa 103a
XepOULMI U ce onmpenens HeHHUAT edekT BbpXy npobara. Koraro uscnenBaHusT 0OEKT € UH-
TaKTEH JINCT WIH 15710 pacTeHre, e()eKTUBHATA KOHIICHTPAIUS Ha XepOUIIN/Ia B TUIAKOUIHUTE
MeMOpaHH MOXKe MHOTO Jla Ce€ pasziiyuaBa OT Ta3H B pa3TBOpA 3a TPETHpPaAHE, B 3aBUCUMOCT OT
TOBA KaKBa 9acT OT pa3TBOpa € JOCTUTHAJIA JIO XJIOPOIUTACTHTE. 3aTOBAa HAOMIOIaBaHUAT €(EeKT
MOJKE J1a ce BJMsie OT Ha4MHa Ha MpHUJIaraHe Ha XepOuluIa U yCIoBUsITa Ha TpeTupaHe. ToBa €

" ¢IHa OT OCHOBHUTC TPYAHOCTH IIPpU ONPCACIAHCTO HA xep6nqu{HaTa aKTUBHOCT in Vivo.

OcHoBHaTa HeJ1 HA JMCePTAMOHHATA padoTa Oewie Aa ce M3cjaeaBa JelCTBHETO HA
xepounuaute Ha ®C2 aTrpa3uH, AMYPOH U AUHOCE0 B MHTAKTHM JIMCTA U U30JIUPAHN TH-
JIAKOUJHUA MeMOpaHU OT rpax BbPXy nmapameTpure Ha Obp3ara u 3ab0aBeHara guiyopec-

LHEeHIMs NPU Pa3IM4YHM YCJI0BHS HA TPeTHPaHe M perucTpamnus.

Crnennure ekcriepMMEHTAIHU 3a/lau Os1Xa MMOCTABEHU 3a PEATM3UPAaHETO Ha MOCOYEeHaTa
el

1. la ce aHanm3upa MEXaHU3MBT Ha JIeHCTBHE HAa (POTOCUHTETUYHUTE XEPOUIIHIN BHPXY
nymuHecteHTHUTEe XapakTepuctuku: K Ha b® u 3@, uzmepenu ¢ FL-2006; OJIP kpuBu, u3-
mepenu ¢ HandyPEA; napamerpu Ha 3atuxBaHero Ha 3®; 3aBucumoctra Ha 3 u b® ot ny-
MHUHECLIEHTHHS MoTeHuua. Jla ce onpeaensT napaMeTpH 3a KOJMUECTBEHa OlLEHKa Ha XepOu-
UIHUS €EeKT B MHTAKTHU JIUCTA.

2. la ce HampaBM CPaBHUTEIIHO M3CIIEIBAaHE HA PA3JIMYHU METOIH 3a 00paboTKa Ha JINCTa
¢ XepOunuy, ¢ omies Aa ce n3depe Hal-moAXOAALIMAT METOA 3a TPETHUPAHE U OIpeessTHe Ha
XxepOuuaHus eQeKT ¢ MoMoINTa Ha JIyMUHECHEHTHUTe MeTou. [la ce cpaBHAT edekTuTe Ha
aTpasuH, JUYPOH U JUHOCEO, IPUIOKEHH Ype3 Pa3IndHUTE METOIH.

3. la ce u3cnenBa 3HAYCHUETO HA Pa3IUUHU (PAKTOpHU (CBETIMHA, MPOABIDKUTEIHOCT Ha
TPETUPAHETO, €TAKHOCT Ha JMCTaTa), KOUTO MOrar Jia MOBJIUAAT BbPXY OTUETEHATa XepOu-
I1/IHA aKTUBHOCT U J1a c€ criequ(HIMpa MPOTOKOI 32 TPETUPaHE C ONTUMU3UPAHU YCIOBUS.

4. la ce mpocyieid TMHAMMKaTa Ha XepOuuaHus edekt ypes peructpupane Ha MK u

BUJICO3AMMKCH Ha (ITyOpPECIICHTHU 00pa3Hu.
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5. Jla ce m3cnenBa BIUSHUETO Ha TeMIIeparypara Mo BpeMe Ha PeTUCTpaIis BHPXY Jy-
MUHECIICHTHUTE XapaKTCPUCTHKH B KOHTPOJIHH M TPETUPAHU PACTECHUS W 3aBHCHMOCTTa Ha
xepounuIHus eeKT OT TeMIepaTypara.

6. la ce u3cnenBa BnusiHHETO Ha pH Ha cycrneH3MOHHATa cpeia B M3OJHPAHH THIIAKO-
UIHU MeMOpaHu BbpXY €(DEeKTUTE Ha TUYPOH, aTpa3uH U JUHOCEO.

7. lla ce pa3paboTu KOMIIOTHPHA MpOrpama, aBTOMaTH3Upalia udposara o0padoTka u

ananu3 Ha K Ha B® u 30, perucrpupanu ¢ ¢puyopumerspa FL-2006.
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MATEPUAJIU U METOAU

PACTUTEJIEH MATEPUAN

OTrnemp,aHe Ha rpaxoeu pacteHu1A

I'paxoBu pacrenus (Pisum sativum, L.), copt ,,Pan-1%, ca oTmiexxnanu KaTto BoJgHA Kyil-
Typa OT CeMeHa, JIOCTaBeHU OT ONMUTHOTO moje Ha buomormueckus Qaxynrter. Crnen kato ca
npecTosuii 24 yaca BbB BOJA, CEMEHATa CEe Pa3CTUIIAT BbPXY (QDMIThpHA XapTHs, YAUTO Kpau-
I11a ca IOTONIEHHU BbB BOJIA U C€ OCTABAT 3a MOKBJIBAHE TPH JECHOHOIMS HAa TBMHO NP TEMIIe-
parypa 23-25°C. [IpopacTbuuTe ce HapeXAaT BbPXY ChIOBE C XPAaHUTEIIEH Pa3TBOP Mpe3 pas-
CTosIHHME OKOJIO 2 ¢cm, o 50—60 pacTeHus Ha TUTHP Pa3TBOP.

Xpanutennara cpena ceappxka 1 g/l Ca(NOs), (6,1 mM), 0,25 g/l KH,PO4 (1,8 mM),
0,25 g/l MgS04 (2,1 mM), 0,125 g/l KCI (1,7 mM), FeCl; (cneau), pa3TBopeHr B TUTEIHA
Bona, pH 6,5.

PacTteHusiTa ca oTmIeKJaHU BB (PUTOCTATHO MOMEILICHUE NPU WHTEH3UTET Ha CBETIMHA-
Ta 60 pmol.m s ', ocurypsiBaH OT TyMHUHECLEHTHH nammH, (otornepuon 12/12 h, Temmepa-
Typa 23-25°C 1 oTHOCHUTENHA BIaXKHOCT Ha Bb3ayxa 50-65%. B exciepumeHTHTE Ca M3MON3-
BaHU |4-7HEBHU pacTeHMs, KOUTO UMAT 5 pa3BUTH JucTa. MI3mMepBaHuUs ca MpaBeHU BbPXY 3-

TH JIUCT, aKO HE € OTOEeNsI3aHO JAPYTO.

U3onupaHe Ha TMNAKOUMAHU MeMbpaHH

Tunakongan MeMOpaHu ca uzonupanu no merona Ha Whatley u Arnon (1963) ¢ monu-
¢dukamuu. OTKbCHATUTE JUCTA ce mocTaBaT 3a 30 min mpu Temneparypa 4°C, cien KoeTo ce
XOMOTEHHU3UpaT B cpesa 3a uzonupane ¢ pH 7,8, ceappikalia kanueBo-HatpueB pocdaren Oy-
dep (1/15 M Na,HPOy, 1/15 M KH,PO4), 330 mM Sorbitol, 5 mM MgCl,. Caen npernexaane
npe3 YETHPUCIOCH ThKaHEeH (PUITHP XOMOT€HATHT ce IEHTPO(dyrupa B XJIaAUIHA IEHTpodyra
K-23 (Janetzki, I'epmanust) mpu 200 g 3a 1 min. Cynepnaranrara ce rieatpodyrupa npu 1000
g 3a 7 min. YTaiikara ce mpoMuBa JIByKpaTHo ¢ Oydepa 3a nzonupane npu 1000 g 3a 7 min.

Konnenrpanusara Ha xjopo¢uia B MoJdydeHaTa XJIOpOIUIACTHA CYCIIEH3Hs, OIpeaesieHa
no Lichtenthaler (1987), ¢ 3 mg.ml . Cycremnsusta ce 3aMpa3siBa U ChXPaHIBA B TECUCH a30T,
KaTo TPEeIBapuUTEIHO KbM Hesl € jAo0aBeH mwmiepon A0 koHueHtpanus 10% (Fompadensn u

chasT., 1980).
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3a BcsiKa Tpoleaypa 1Mo U30JIMPAHETO HA XJIOPOTUIACTHTE Ca WU3IMOJI3BAaHH IPEIBAPUTEITHO
OXJIQJICHU CTBHKJIApUS M WHKYOallMOHHA Cpefla, a CaMOTO M30JIMPaHE € MPOBEICHO MPH CJIabo

ocsemienue — 1o 1 Ix.

OBPABOTKA C XEPBULIMAM

PasTBopu Ha xep6mumam

W3non3BaHy ca ClIeAHUTE XepOULIUIN:

- mnypoH, 3-(3,4-muxnopodpenun)-1,1-mumernnypes, SIGMA

- aTpasuH, 2-eTUIaMUHO-4-XJ10p0-6-u30onponmiaMuHo-1,3,5-rpuasus, SERVA

- nuHoCceO0, 6-(6mop-Oytun)-2,4-nuanrpodenon, SERVA

[IbpBOHAYATIHO C€ MPUTOTBS U3XOJIEH Pa3TBOP KAaTO CYXOTO BELIECTBO ce pa3TBaps B 95%
eTaHoi 10 KoHueHTpauys 3 mM. Ilpeau exciepuMeHTUTE U3XOJHUTE pa3TBOPH CE pa3pexkaar
JI0 JKeJlaHaTa KpallHa KOHLIEHTpalMs C JECTUIMpaHa BOAA. 3a M3CJEIBaHUATA C WHTAaKTHU

JUCTa KbM XepOUIIUIHUTE PAa3TBOPH HE ca 100aBsHU ChpaKkTaHTH uiu Oydepu.

TpeTupaHe Ha McTa ¢ Xxepbuumamn ypes gmudysma

[Ipu TO3M MeTOA Ha TpeTupaHe XepOULMAUTE HABIM3AT IMACUBHO Mpe3 MOBBPXHOCTTA Ha
MHTaKTHUSA JUCT. [lo-Hagomy MeTosT 1ie Obae HapuUaH Jucmua ougy3us 3a yaoocTBo.

OTKBCHATUTE JTUCTA CE MOCTABAT B METPUEBU IMAHWYKH MEXIy IBa CJOsi GUIThPHA Xap-
Tus. JlucTtara ce mogpexaar ¢ gojHaTa yacT Harope 0e3 ce mpunokpusar. Jlo0aBs ce pa3TBop
Ha XepOuLuA (CbOTBETHO JECTUIIMpaHa BOJA 3a KOHTPOJA) B AOCTaThbYHO KOJUYECTBO, 32 Ja
MOKpHUE HAITBJIHO TOpHUS GunThpeH cioit (20 ml B mannuka ¢ quamersp 10 cm) u ce oTcTpa-
HSBAT 00pa3yBaIUTE C€ Bb3AYIIHH MEXypueTa.

Jlucrara ce MHKyOMpar B MpOABDKEHHE HA JIBAa 4Yaca MPH HENPEKbCHATO OCBETABAHE U
cJIe] TOBa €IMH 4Yac Ha TbMHO. [To BpeMe Ha ocBeTsABaHETO ce noaabpxka remmneparypa 25°C u
MHTEH3HTET Ha cBeTIiHaTa 50 pmol.m 2.s™'. IIpHi eKCIIepiMEHTHTE 3a ONPE/ICIISHE BIHSHHETO
Ha CBETJIMHATA 110 BpeMe Ha MHKyOWpaHEe cMe NpWiiarajiv Ipyr PeXUM Ha OCBETSIBaHE C pas-
JVYHYU UHTEH3UTETH, MTOJy4YeHH C IIOMOIITA Ha IIpaidnpoexTop. B To3u ciayyail € u3non3Bax
BoZieH untep (10 cm), 3a Aa ce MpedoTBpaTH HArpsBaHETO OT OIM3KOCTOSINATA XaJOTeHHA

JJaMIIa.
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TpeTuvpaHe Ha MCTa € Xepomumamn Ypes MHpUATpayma

BakyymHO nHQUATpHpaHe HAa OTKBCHATH JINCTA C XepOUINICH Pa3TBOP € N3BBPIIBAHO 110
nporueaypa, onucana or Malkin u cpaBT. (1992). JIBoiika nHcTa ce MOCTaBsIT B MJIaCTMAacoBa
cnpuHIoBka ¢ ooem 50 ml. M3rernsat ce 10 ml pa3TBop M OCTaTBYHUAT Bb3AyX B CIPHUHIIOBKA-
Ta ce oTBeXJa. Karo ce Abpu M3XOAbT Ha CIPUHIIOBKATa INIBTHO 3aTBOPEH, OyTaloTO Ce U3-
TETIsl MaKCHMAJTHO, 3a Jla C€ MOCTHTHE J0CTaThYHO HHUCKO HajsraHe. BusyanaHo ToBa ce mOT-
BbpiKJlaBa C M0SBa Ha BB3IAYLIHM MeXypueTa okoso juctara. Ciex ToBa OyTajnoTo ce BpbIIa
00paTHO M ce Mpuiara HaTUCK, Taka ye 0CBOOOJCHUTE MEXIYKIEThUHU MPOCTPAHCTBA JIa ce
3aemMar oT pastBopa. IIponenypara ce morapst Tpu nbTu. [Ipu ycnemHo nnpuiaTprpane Jmc-
TaTa MOTHBAT B PAa3TBOPA. 3a M3MEPBAHE CE B3EMAT JIMCTA, KOUTO M3MISKIAT MOTYHPO3pAdHU
1O IIsJ1aTa MeTypa | HIMAT MEXaHWYHU YBPEKIaHHS.

Cren unpuITpauusATa IUCTATa MPECTOSIBAT €AMH Yac Ha ThbMHO, ITOTOTIEHHU B ChIIUS pa3-

TBOD.

TpeTupaHe Ha Le/iM pacTeHUA npe3 CTb6/10TO

3a ynoOCTBO TO3M METO/I Ha TPETUPAHE 11e Ob/ie HApUIAH CMbOLeH MPAHCHOPM.

Crnbrnara Ha pacTeHUsITa Ce IMpeps3BaT B OCHOBATAa MO/ BO/Ia U KOPEHUTE CE€ OTCTPAHsIBAT.
PactenusTa ce moramsT 0 IbPBH JIUCT B CThKIEHU YamK ¢ 50 ml pa3TBop Ha XepOUIMI WK
JeCTUIIMpaHa BOJia, [0 TPU pacTEHUs BbB BCSKA yallla, Taka 4e Ja HE ce 3aceHuBarT. TpeTupa-
Heto mpoabipkaBa 20 h, kato B mepButTe 12 h pactenusta nmpecrosiBaT Ha THBMHO, IPU TeMIIe-
parypa 23°C, a npe3 cineaBamure 8 h Te ce ocBersBar ¢ UHTeH3UTET 50 umol.mfz.s*1 npu
temneparypa 25°C. TakbB pexuM cMe U30paiy OT TEXHUYECKH ChbOOpakeHUs, Thi Karo cMme
M3II0JI3BAJIM €/IHA U ChI[a KaMepa eAHOBPEMEHHO 3a OTIVICK/IaHE U 3a TPETUPAHE HA PACTEHUS.

[Ipenu n3mepBane TpeTUpaHUTE PACTEHHS PECTOSABAT €IMH Yac Ha ThbMHO.

TpeTupaHe Ha TUNAKOMOHM MeMb6paHU C Xxepouumam

Edexrture Ha XepOUUMAUTE U 3aBUCUMOCTTA Ha edektute oT pH ca n3ciensaHu B U30J1u-
panu TuiakouHU MeMmOpanu. Ilpean n3MepBaHeTO pa3MpaseHara XJIOPOIUIACTHA CYCIEH3US
ce paspexkaa B Oydepupana cpeia ¢ onpesesieHa ctoiHocT Ha pH, ceabpikama 25 mM Oydep
u 5 mM MgCl,. 3a pH B untepBana 5,5-6,3 OydepsT ¢ 2-(N-mopdonauHo)-eTancyndoHoBa
kucenuna (MES), a 3a pH 7,0-8,0 — N-2-xunpokcuerunnunepa3ut-N'-2-eTaHCyn(poHOBa KH-
cemuna (HEPES). KpaiiHata KOHLEHTparus Ha Xgopoduna B kiopetute e 30 pg.ml'. Xepou-
[IUINTE aTPa3vH U JUYPOH ca H00aBsIHU A0 KoHIeHTpauus | uM, a quroce6 mo 10 M. Twuna-

KOWTHUTE MEMOpaHHU MPECTOSIBAT B cpefiaTa ¢ XepOUIIUIUTE B IPOABJDKEHNE HA 3 min.

60



MaTepmanM M MeToam

OTYUTAHE HA EOEKTUTE

EaHoBpeMeHHa peructpauma Ha UK Ha BO u 3O

OnucaHue Ha payopmmeTtbpa FL-2006

WK na b® u 3@, TbMHMHHOTO 3aTuxBaHe Ha 3P u TepMorpamu Ha cranvoHapHara bd n
3® ca peructpupanu ¢ payopumerbpa FL-2006 (Tect, Pycus). [Ipunuunnara cxema Ha ana-

para e npencTaBeHa Ha ¢ur. 8.

®ur. 8. Cxema Ha anapata FL-2006. 1 - xanoreHHa namna; 2 - oKycupalla fewa; 3 - CMHbO3€e/IeH CTbKJeH
untbp C3C-22 (A < 660 Nnm); 4 - yepBeH cTbkAeH GuaTbp KC-19 (A = 680 nm); 5 - eneKTpoHHO ynpas-
NileM NpeKbCcBay Ha CBET/MHATA; 6 - Npoba; 7 - CBET/IoM30/MpaHa Kamepa; 8 - BbpTAL, ce AWCK; 9 -
enektpomotop; 10 - dotoymHoxkMTen OEY-79; 11 - uMpKyaupalla BoAa 3a oxJaxKaaHe; 12 - eneKkTpo-
HeH 610K 3a yrnpaB/ieHMe W perncTpaums, BKAYBaLL: CcTabuamM3Mnpallo 3axpaHeaHe 3a PEY u namnarta,
[BYKaHaneH ycunsarten, ABykaHaneH ALM, ynpasaeHue Ha TemnepaTypHua 610K, ynpaBiaeHMe Ha CBeT-

JIMHHMSA NPEKBCBAY, CUHXPOHU3ATOP Ha €/1EKTPOMOTOPA; 13 - KOMMIOTHP.

Karo m3rounuk Ha jaeicTBaia CBETIWHA C€ M3MOJ3Ba XajoreHHa jamma (1) ¢ MomHocT
70 W, nmaina crabunusupaiio 3axpanBade 9 V. Cuctema ot seu (2) ¢pokycupa cBeTIMHaTa
BbPXY BXOAHUS OTBOP Ha docdopockomna. CBETIMHHUAT UHTEH3UTET BbPXY MpodaTa npu Bbp-
sy ce ek e 1200 pmol.m 2.s .

3a peructpanus Ha MK e HeoOXoaumo psi3ko MbpBOHAYAIHO BKJIFOUBAHE Ha JCiCTBAIIaTa
CBeTNIMHA. V3M0N3BaHUAT CBETIIMHEH U3TOYHHK € MPEAHA3HAYeH 32 MPOIBIKUTEIIHO CTA0UITHO
OCBETsIBaHE Ha 00EKTa, HO C€ XapaKTepu3npa ¢ OTHOCUTENIHO OaBHO 3alajBaHe ClIEH Karo €

noaaacHoO HAIPECIKECHUC, CbOTBETHO 0aBHO M3KJIIOYBaHE. 3a Ja 6’I)I[aT OCUTYPCHHU OOCTATBYHO

ocTpu (DPOHTOBE € MOCTABEHA €JICKTpOMarHuTHa OyieHna (5) ¢ eJIeKTPOHHO yrpaBieHue. Ts
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IPEeKbCBa WIM MPOIYyCKa CBETIMHHUSA MOTOK 3a BpeMe IO-Majlko oT 1 ms. J[BHXkeHHeTo Ha
OreHaTa e CHHXpOHU3HUPAHO ¢ JicKa Ha Gochopockona nocpeacTBoM (HoToJBoHKa.

3a TeyHu (CyCIEH3UH OT XJIOPOIUIACTHU WJIM BOJOPACIH), U TBBPAM (JIUCTHU TUCKOBE U
aucTa) mpoOu ca MPEeIBUICHN J1Ba BUIA Jbp)KaTeld. B mbpBus ciiyyail ToBa ca MoJUCTHPOIIO-
BU KIOBETH C HHUCKa coOcTBeHa (pimyopecrienius u 3P, cpaBHUMA C KBAPIIOBH KIOBETH. TBBp-
JUTE MPOOU ce MOCTaBAT MEXIY IBE METAJIHM IJIACTUHH C OTBOP 3a OCBETSABAHE C Pa3MepH
0,8 cm?.

Temneparypara Ha abprKarTens ce KOHTPOJIUpa Ype3 KOMOUHAIMS OT HarpeBaeMa KHU4yKka 1
eneMeHT ¢ npexon Ha [lentue. Temneparypara ce oT4uTa C BIPaJicH ChIIPOTUBUTENIEH JaTYHK.
VYnpaisBamuAT OJIOK I0AaBa KpaTKW UMITYJICH Ha HAarpeBaTessl WU OXJIAJANUTEINs U NOAIbpKa
3agaaeHara temmneparypa ¢ TouHoct £0,5°C. OcBeH TemiepaTypHa cTaOuiIn3anus € MpeaBu-
JIeH ¥ peXUM Ha CKaHUpaHe, PU KOHWTO TemIeparypara Ha 00eKTa ce MOBUIIAaBa MOCTETIEHHO
MEXY JBE MPEIBAPUTEITHO 3aJa/IeHN KpaifHi CTOWHOCTH ChC CKOPOCT oKkoo 3°C/min.

Ksantute Ha b® u 3® ce peructpupar nocpeactsom aBa GporoymHoxkuresns tun OEY-
79, nomecteHu B HenpoHuaemMu koxycu (10). Te umar mynTrankaneH GOTOKaToI ChC CHEKT-
panna gyBcTBUTENHOCT THI S20. BD ce pa3znens oT Bp30ykaamara CBETINHA Ype3 KPbCToca-
HU cBeTounTpu: cuaboseneH C3C-22 ¢ A < 660 nm (3), mocTaBeH MEXy Jamrara u 00eKra,
u yepBeH KC-19 ¢ A > 680 nm (4) mexay obekra u poronerekropure. Perucrpanusra na 30
cTaBa ¢ OeKepesoB TUM AUCKOB (Gochopockon, KOUTO MEXaHUYHO pa3zieis BbB BpEMETO OCBe-
TSIBAHETO Ha 00EKTa M OTYUTAHETO Ha u3nbueHara 3.

JIMCKBT ce BbPTH OT enekrpudecku Motop (9) cbe ckopoct 2000 06./min, ocurypsiBaitku
MPOABJDKATETHOCT Ha IUKBIa okoo 11 ms. BB Bceku mukba mpobaTta ce OCBETsABa B MPO-
IbbkeHre Ha 5,15 ms. B to3u mepuon ce peructpupa msnpuBaHara bd. B cnenBamure
0,35 ms ocBeTsIBaHETO CIIUpa M C€ OTBAps MPO30PELbT Mpes BTOpHUs (HOTOYMHOXKHUTEN, KOUTO
perucTpupa eKClioHEeHIIMAIHUS ThbMHUHEH cnaj Ha 3P B nepuox ot 5,15 ms. Cnen 0,35 ms
THMHUHEH MHTEPBaJ 3al04Ba CIEABALIMAT IUKbI. BpemeTo 3a oTBapsiHEe U 3aTBapsiHE HA IPO-
3opena npeq ocBeTurens € okono 0,2 ms. AHOTHUTE CUTHAJIM OT ABaTa (OTOYMHOXKUTEIS ce
yCHJIBAT M ce oTuuTaT oT ABykaHaseH 10-6uro ALIIT na Bceku 40 ps.

VYrpaBieHHEeTo Ha anapaTypara, 3allMCBaHETO, ChbXPaHsIBAaHETO M IIbpBOHAYaHATA 00pa-
00TKa Ha TIOJNYYCHHUTE JAHHU CE€ OCBHIIECTBIBA cOPTyepHO ¢ mporpama, padpadoreHa ot Mge-
nuHa 3axapuesa u Iletko Yepnes. B nomyuennte K Ha b® n 3® Besika Touka npeacTasisBa
UHTETpUpPaHa CTOMHOCT OT BCUYKHU HAllPaBEHU OTUYMUTAHMS B €IMH IUKBI Ha (ochopockona.

OTIIGJIHO ot UK ce 3anucBar neauTe TBMHUHHHU CIIaJ0BE Ha 3® 3a mocjacaBanl aHaJIn3.

62



MaTepmanM M MeToam

MpoBeaaHe Ha M3MepBaHUATA

AnanTtupaHuTe Ha ThMHO OTKBCHATHU JIMCTA CE MOCTAaBAT B Kamepara Ha (ochopockomna
3a 1 min. B ekcriepuMeHTHTE ¢ pa3InIHK TEMIIEpaTypH JINCTaTa MPecTosiBaT 3 min B KaMmepa-
Ta TIpU CHOTBETHaTa Temrmeparypa Ha uamepBaneto. UK na B® u 3® ce peructpupar 3a 1
min. 3a BCSIKO U3MEpPBaHEe ca MPaBeHU 5—6 MOBTOPEHUS C PA3IUYHU JHCTa (OOMKHOBEHO MO 2
JUCTa OT TPU PACTCHHUS).

3a U3MEpBaHETO Ha TeMIlepaTypHUTe KpuBU Ha cranuoHapHara b® u 3® ce msnon3pa
CHEIMaJIeH PeXXUM Ha TeMIepaTypHo ckaHupane. [Ipu Te3u ekcriepuMeHTH JHcTara MpecTos-
BaT 3 min B KamepaTa C BKIIIOUECHA JIEHCTBAIlla CBETIIMHA U OIE HAKOJIKO MUHYTH IO MOHIKa-
BaHE Ha Temrmeparypara g0 5°C, cien KoeTo 3arouBa MOCTEIIEHHO HarpsBaHe Ha mpodara 10

60°C, karo crarmoHapHara croitHocT Ha b®, 3@ u TbMHUHHUAT criaj Ha 3D ce oTUUTaT Mpe3

1°C.
Peructpaumna Ha OJIP kpueu ¢ pnyopumetrsvp HandyPEA

OnucaHue Ha dyopumeTbpa

B nombnnenue xkpM m3MmepBanusta Ha MK, npasenn ¢ FL-2006, dboronmHayumupanust
npexon Ha b O-J-I-P e mpocnensBan B UHTaKTHU JIMCTa ¢ MUKPOCEKYH/IHA BpeMeBa pasfie-
JUTeNHA CIOCOOHOCT ¢ momomiTa Ha moptaruBeH ¢uyopumersp HandyPEA (Hansatech
Instruments, BenukoOputanus). @nyopuMeTbpbT pabOTH C HETIPEKbCHATa Bb30yXK/1allla CBET-
JIMHA C M3IUIO eJIEKTPOHHO YTpaBlIeHHE HA BKIIOYBAHETO M M3KIIOYBAHETO (0€3 MeXaHHMYHH
OseHn).

JIucThT ce mocTaBs B cHelMaleH IbpiKaTell, U30JIMpall] BbHIIHATa cBeTMHA. KbM abp-
JKareys ce MPUKpeNBa CeH30pHaTa r1aBa Ha (IyopuMeTbpa, KOsTO OCUTypsiBa JeiicTBalara
CBETJIMHA U PEruCTpUpa u3iibueHara quryopecueHus. OyopecieHusaTa ce Bb30yxKaa oT Tpu
CBPBXSPKU CBETOIMOAA, U3TBYBALM YEPBEHA CBETIMHA C MUKOB MHTEH3UTET mpu 650 nm.
WNudpauepBeHoTo u3IbuBaHe Ha cBeroguoaute ce 6maokupa ot MY ¢unrpu. C nomounra Ha
Jeuy B30y Kaamara CBeTIMHa ce (POKyCHpa BbpXy OTBOpPA Ha JbprKaTelisi, KOUTO € C Auame-
Thp 4 mm. MakcUMaJTHUAT MHTEH3UTET Ha CBETIMHATA Ha TOBBPXHOCTTa Ha mpodarta e
> 3000 pmol.m 2.s~'. M3:rpYBaHETO HA CBETONMONMTE CE KOHTPOJIMPA OT CIEKTPOHHA CXEMa C
oOpaTHa Bpb3Ka, KOATO CJIEAM U KOpUrupa (piayKTyaluu, CBbp3aHU ¢ BbTPEIIHOTO HarpsiBaHe
Ha CBETOAMOJUTE WM OKOJIHATA TeMIIepaTypa.

JleTekTopbT Ha (IIyopecleHIHsTa, pa3olokKeH B IIEHThpa Ha CEH30pHATa IJIaBa Cpelry

OTBOpa Ha abpxkarens, ¢ obpp3opearupant PIN dbotoaron. Be3amoxHoCTTa 3a monagaHe Ha OT-
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paseHara Bb30yK/Jallla WM pa3cesHa CBETIIMHA BbPXY JETEKTOpa C€ M3KIII0UBA C IIOMOILTA Ha
¢untsp Kopp Corning RGY9, nponyckamt Hag 700 nm. diryopeclieHTHUAT CUTHAN ¢e OTBEX/1a
B KOHTpOJHMA OJOK Ha (ryopumMeTbpa ¢ Bpb3ka RJ-45, kareropus 5, u cien ycuiBaHe ce
npeoOpasyBa B IM(POB U ChXpaHsBa B OlIEpaTUBHATA ITAMET Ha amapara.

KonTpoanust 60k Ha HandyPEA chabpxka 16-0uTOB MUKpOIpOIIECOp, KOMTO yIIpaB-
JsiBa BCUYKU (DYHKIIMU Ha UHCTpyMeHTa, 512 KB omnepatnBHa maMeT 3a cbXpaHsBaHE Ha JlaH-
HuTe (mocrarbyHa 3a 3ana3sane Ha 1000 UK), 12-6utoB AL c BpemeBa pa3aenuTenHa cro-
cobnoct 10 ps 3a ¢duyopecuentHus curnan u 8-6utoB ALIIl 3a kopekuus Ha CBETIMHHUSA
W3TOYHUK, TAKTOB I€HEPATOP, YACOBHUK, ceprueH nopT RS-232 3a Bpb3ka ¢ KOMIIOTHD, AKyMy-

JaTopHa 3axpaHBalia 0aTepus, TCHHOKPUCTAJIEH TUCIUIEH U KiIaBHaTypa.

I'Ipose>|<p,aHe Ha namMepBaHMATa

Bceuuku n3mepBaHus ca mpaBeHH C JIUCTA, IPEIBAPUTEITHO TIPECTOSIIN €UH Yac B 3aThM-
HEHO moMerieHue. JJombIHUTETHO IUcTaTa ce OCTaBAT 3a | MUHYTa B 3aTBOPEHUTE IbprKaTe-
nu. Jluctara ce mOCTaBAT C JOJIHATA MOBBPXHOCT KbM CEH30pHara rmaBa. OiyopuMeTspbT ce
CTapTHpa C MPEIBAPUTEIHO BHBEJICH MPOTOKOJ Ha U3MEPBAHETO, OMPEACIIAIL MPOIBIKUTEN-
HOCT Ha peructpainus 1 s u UHTeH3UTET Ha JelcTBamara ceeriiuHa 3000 pmol.m_z.s_l. Bcnu-
ku OJIP kpuBuM ce peructpupar OT pa3IMYHU JUCTA, KaTO 32 BCSIKa €KCIIEPUMEHTalIHA Tpyna

CC IIPaBAT 110 6 HU3MCPBaHUA.

U3mepBaHe Ha OJIP KpuBM Npu passIM4HM TeMnepaTypm

TemneparypHuTe XapakTepUCTUKU Ha XJOpopuiIHaTa (IyopecueHIUs peruCTpUpaxMe C
MIOMOIITa Ha CIEMUAIHO KOHCTpyHpaHa TepMocTaTHpama macuuka. [Ipobara ce pasmonara
BbpPXY aJlyMHUHHEBA IJIACTHHA, KaTo JIMCTATa Ce MPUTUCKAT C OPUTHHAJIEH IbprKaren 3a ¢uiyo-
pumetrbpa HandyPEA, 3akpenen noABM>XHO B JIBe (PUKCHUPAHU MOJIOKEHUS — 32 MJIOCKU 00eK-
TH (JIUCTA) U 32 TEYHH (XJIOPOILIACTHU CycleH3un). Temneparypara Ha IUIaCTHHATa Ce OTYUTA
C IUIaTUHEH chipoTtuBuTeneH garyuk Pt100 u ce perynupa oT MUKpOIpOLECOPEH TEPMOKOHT-
ponep TC502SP (VEMA, IlneBen). Temneparypara ce Moaabpka B OXJIATUTEICH PEKAM Upe3
MOCTOSTHHO OXJIaXK/IaHe C eleMeHT ¢ mpexon Ha [lenarue, mourHoct 30 W, 1 meproanyHO Har-
psiBaHE C TPAH3UCTOPH, pabOTelld B PEKUM Ha HarpsiBaHe. TepMOKOHTPOJIEPHT YIpPaBIsiBa
BKJIIOUBAHETO M M3KJIIOYBAHETO HA Harpemarelsis. TOYHOCTTa Ha MOJIbPKAHETO HAa TeMIepary-
para B cranmonapen pexxuM e £0,1°C. Crnen kato ce cTabunm3upa skeaHara TeMIieparypa Ha
MacHuyKara, OTKbCHAT JIUCT ce (pUKcHUpa BbpXy Hesl U Cliel] TPUMUHYTHO W3YaKBaHE 3a yPaBHO-

BECsSBaHE Ha JINCTHATA TeMIleparypa ce BkiItouBa uaMepBanetro Ha MK ¢ HandyPEA.
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dnyopecueHTHU o6pasu

OO6pa3u Ha (ayopecreHIusaTa OT IeIN PAcTeHHs OsXa 3aCHETH ChC ChJICHCTBHETO Ha
npod. Pero Crpacep u Ponann Mannonano-Ponpures B Jlabopatopusra mo OnoeHepreTuka
KbM JKeHneBckusi yHuBepcUTeT. EAMHCTBEHO B T€3M €KCIEPUMEHTH OsiXxa M3I0JI3BaHH I'PaxOBU

PAaCTCHUA OT MCCTCH COPT, OTIIC)KAAHU KAaTO IMMOYBCHA KYJITYypa BbB BEICTATUBHA KbIlA.

OnucaHue Ha anapaTtypara

Buneoszanucu Ha ¢rayopecieHTHUTE 00pa3u Osxa MpaBeHH ¢ MOMOIITA Ha MOIUPUIIpPA-
Ha Bepcus Ha amapara FluorCam M690 (Photon System Instruments, Yexwust). Bp30ysxnarmiara
CBETJIMHA Ce M3TbuBa OT JBa maHena ceeroguoau (DH-08, Hewlett-Packard, CAILl) ¢ A = 635
nm. Ha Bceku or manenure ca pasnonoxenu 350 cBeToanona, Taka 4e CBETIMHATA Ma/ia paB-
HOMEPHO BBPXY OCHOBATA Ha KAMEpaTa, KaTo MaKCHMalHUIT HHTersuTer ¢ 300 pmol.m 2.s .
BrutouBaHeTo M M3KIIIOUBAHETO HA CBETVIMHATA M HEHHMAT MHTEH3UTET CE KOHTPOJIMUPAT OT
KOMITIOTBp. DiryopeclieHusATa ce pasaess oT Bb30yKallara CBeTIIMHA ¢ TOMOIITa Ha CIelH-
anHo u3paboTeH uHTephepeHueH QUITHP C Amax = 700 nm u monymmpuna 30 nm U yepBeH
¢untep ¢ kaut RG697 (Corion, CAILl). [Ipemunanara dmyopecuennus ce oruuta or CCD-
kamepa ¢ BapuoOektuB (F2.8—6 mm), kosTo TeHepupa HUPPOBH H300pakeHUs C pazMep

320240 nukcena u 8-6uToBO KoaupaHe (256 HUBa Ha cuBOTO). CHCTEMara MOXe J1a 3aImicBa

M300paKeHUSITa ChC CKOPOCT 110 25 Kabpa/min.

MpoBeaaHe Ha M3MepBaHUATA

Texnukara Ha QayopeclieHTHUTE 00pa3u € MpUIarana, 3a Jia ce BU3yaausupa adbcopOiu-
ATa Ha XepOUIMANTE Mpe3 CTHOIOTO M IBMKEHUETO UM TIPe3 pacTUTETHUTE ThkaHu. Kopenure
Ha pacTeHHsTa ce€ OTPsA3BAT MOJ BOAA U C€ OTCTPAHSABAT. 3a Ja Ce OrpaHHyaT PacTeKHUTE
JIBUKECHUS U J]a C€ OPUEHTHUpAT JUCTaTa MOAXOAII0 KbM BHIEOKaMepara, cThOIara u JucT-
HUTC JPBIKKH CC q)HKCI/IpaT BHUMATCIIHO C JICTICHKA KbM CTBHKJIO C MaThUpaHa MMOBBPXHOCT.

CrpbOnata ce moTamsiT B IUTACTMACOBH €MPYBETKH (IO €IHO pacTECHUE B EMPyBETKA) C
ob6em 50 ml, mBIHM ¢ AeCTHIMpaHa BOJA WM Pa3TBOPH Ha aTpas3vH, TUYPOH WU TUHOCEO ¢
koHueHTpanust 6 UM. EnpyBeTkute ca mpeaBapuTeIHO MOKPUTH € TTapaduiiM, B KOUTO € U3ps-
3aH OTBOP CaMo 3a CTHOJIOTO, Taka ue JINCTAaTa HIMAaT KOHTAKT C pa3TBOpA.

HenocpencTBeHo cien MoTansHETO Ha CTHONAaTa, CTaTHBLT C EMPYBETKUTE CE TIOCTaBs B
Kamepara Ha (UIyopuMeThbpa M C€ BKJIFOYBA BHIC03aMUCHT. MI300parkeHHs ce 3aIucBar Ha BCe-

Kd 3 min 3a nepuon ot 24 h.
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O6paboTKa Ha pesyataTture

Mporpama Indwin

3a obpaborBane Ha UK Ha B® u 3@ Geme cnennanHo pa3padorena nporpama Indwin 3a
Microsoft Windows. IIporpamara pasuuta nsondnute QaitioBe BB Gopmar 2006, chabpxka-
i peructpupanute UK wnm temneparypan kpusu (tepmorpamu) Ha b® u 3®. UK ot Bcekn
OTBOpEH (ailyl ce HOPMATU3UPAT CIPSAMO YCHIIBAHETO HA amapara ¥ ce M3DIaxaaT upe3 OC-
penHsBaHE B HAKOIKO MHTepBaia. [lo3unuure Ha makcumymute Ha b® u 3D He ca dukcupa-
HH, a C€ U3I0JI3Ba AITOPUTHM 32 OTKPHBaHE Ha €KCTPEeMyMH Wi HH(IeKCHU Touku. KpuBure
Y TIO3UIIMHUTE Ha yCTAHOBEHUTE MAaKCUMYMH Cc€ M300pa3sBaT Ha ekpana (dur. 9) 3a npernien ot
NOTPEOUTENS U PHYHO HACTPOHBAHE HA IMO3UITUUTE HA MAKCUMYMHTE, aKO € HEOOXOIUMO.

[Tapametpute Ha b® u 30 — ammIUTyaUTE U BpeMEeHaTa Ha MHUKOBETE U pa3IMyHU OTHO-
HICHUS] MEXKIY TSAX — CE U3YHMCIABAT OT BCSAKA KPHBA IMOOTIEITHO U 3aIMCBAT B TaOJIMIIA 3a MOC-
JIeBAIIO ocpeaHsaBaHe u oopadorka. M3rmagennte UK oT Beska ekciepuMeHTaIHa rpyma ce

OCpenHsABaT 3a rpaMuHO MPECTaBSHE.

%2 Indwin32 - [WPA71N4. dat] g|
=] Eile  Wiew Tools Options Window Help - 8 x
=@l g NEE |0l DE ] S o)

PF DF

o L . EW.-I,[g:::::fS'E 41800

o L . i 41440

w | o . P 5, 1100

20

v 4720

S g

L N .:.:..... N :. ||||:||I N T e |
0.01 010 1.00 10.00
t= 8.18 PF= 38.88 dPF= 127.27 DF= 648.88 dDF= 2181.82 | File 37 of 43

®ur. 9. OcHoBeH eKpaH Ha nporpamaTta Indwin 3a BTopMyHa 06paboTka Ha MK Ha B® m 30. MporpamaTa pasuu-
Ta ABOMYHMTE U3XOAHM (baiioBe, reHepupaHu Npu MaMepBaHuaTa ¢ FL-2006, usrnaxaa UK, nsobpass-
Ba MM Ha eKpaHa, M3unciaBa napameTpute Ha MK 1 gaBa Bb3MOXKHOCT fa ce Kopurupat nosuuumute Ha

XapaKTeEPUCTUYHUTE TOYKU.
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JIP TecT

Peructpupanure ¢ HandyPEA OJIP kpuBu ca ananu3upaHu upe3 pa3paOOTeHHs OT
Strasser (Strasser et al., 2000; Strasser, Tsimilli-Michael, 2001) JIP tect. AHanu3bT mipenoc-
TaBsl KOJMYECTBEHH MapaMeTpH, OTIOBapsIIM Ha eHepreTuuHuTe norouu npe3 OC2 u edek-
TUBHOCTHUTE 3a TpaHc(hopMallusi Ha €HEeprusita Ha BCAKO cThhano. JlepuHupar ce ciemnHure
notouu: ABS — morok Ha abcopOupanara cBeminHa; TRo — MOTOK Ha KBaHTHUTE, YIOBEHH OT
PII upe3 poroxumuano pexynupane Ha Qu; ETo — enexTpoHeH TpaHcmopT (pEOKHUCIIsIBaHE HA
Qa ); DIy — pa3cesina eneprus nox ¢popmMara Ha TOTUTHHA WK duryopecteHnus. MaaekesT ,,0¢
MIOCOYBA, Y€ CTOMHOCTUTE Ca 32 Ha4yaJHUS MOMEHT CJIe]] BKJIIOUBAHE Ha JIEWCTBAILlATa CBETIIU-
Ha. Te3u MoToLHM ce u3pas3siBaT OTHOCUTENHO enuH peakuuoHeH neHTsp — ABS/RC, TRy/RC,
ETy/RC, DIy/RC, wu 3a abcopbuparnia mosspxHoct, CS — ABS/CS, TR(/CS, ET,/CS, DIy/CS.
[IspBUTE Ce Hapu4ar ,,crieniupuaHn’, a BTOpUTE ,,(HEHOMEHOJIOTHYHH * TIOTOIIH.

Upe3s oTHOIIIEHUATA MEXK/Ty TTOTOIMTE CE€ M3Pa3siBa KBAHTOBATa €()EKTUBHOCT HAa CHOTBET-
Hute npouecu — TRy/ABS = ¢p, € 106uBBT Ha bpBUUHATA GoToxumuuHa peakius; ETo/ TRy
= o ¢ edexrmBHOCTTa Ha peokucisBaHe Ha Q, (TMpeHAacsHE Ha eNeKTpoHa KbM Qp);
ETo/ABS = @, u3pa3sBa KBaHTOBHUs JOOUB HA €IEKTPOHHUS TPAHCIIOPT.

IToroxbT TR(/RC ce u3uncnsBa OT Ha4aJIHUS HAKJIOH Ha (IyopeclieHTHaTa KpuBa, Kora-
to ET mpensapurenHo e OlokupaH, HampuMep ¢ AUypoH. ToraBa HopManM3UpaHUAT KbM Fy
HAaKJIOH € Mo pcmu. B IpoTuBeH citydaii HakJIOHBT Ha KpuBara, M, e ce HamasiBa OT I10TO-

Ka Ha eJICKTPOHH npeHeceHu oT Qa kbM Qp:
Mo = TR()/ RC - ET()/ RC (12)

Strasser u Strasser (1995) ca nokazanu, ye UHXUOMPAHETO HA €NIEKTPOHHMS TPAHCIIOPT B

HOPpMAJIHU HpO6I/I MOXKC 1a CC CUMYJIMpPA KaTO CC HOpMaJIn3rupa HAKJIIOHBT CIIPAMO VJZ
TRo/RC = MO,DCMU = MO/VJ (13)

V; e otHOCuTenHara Bapuadbmina diayopectenius B J: Vy = (F;—F,)/(Fy—F,). CxopoctTa

Ha ET ce nonyuyasa ot (12) u (13):
ETo/RC =TR¢/RC — My =My/V; — My = My/V; . (1-V)) = TR(/RC.(1-V)) (14)
OTTyk cnenBar u3pasuTte 3a e()eKTUBHOCTTA Ha €IEKTPOHHHS TPAHCIIOPT:
yo = ETo/TRy = 1-Vy, (15)
¢ro = ETo/ABS = TRo/ABS . ET¢/TRg = @p, . W0 (16)

KBanToBusT 106MB Ha horoxumuyHara peakiust TRo/ABS = ¢p, ce uzuncissa no ypas-

HeHue (6). Torasa (16) Mmoxke 1a ce mpeoOpa3yBa B
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[TotoxbT Ha abcopbupanute kBaHTH — ABS/RC — ce u3Bexk/1a 1o ciaeIHus HauuH:

TRy/RC = TRy/ABS . ABS/RC = @p, . ABS/RC (18)

ABS/RC = TRy/RC / ¢po = Mo/Vi/(1-Fo/Fry) (19)

ChbCTOSHHETO HA JaJcHa Hp06a MOXKC ISIJIOCTHO J1a C€ OLCHH YpC3 MapaMeThbpa UHOEKC

Ha npouszeooumenrocm (performance index), Plaps, KOWTO ce neduHupa 1Mo cleIHus HaunH:

RC @Ppo Yo
ABS 1-¢p, 1—y,

(20)

Plags =

Karo ce 3amecTsaT Onopu3NUHUTE TapaMeTpH C eKcriepuMeHTannuTe (momydesu ot OJIP
KPUBHTE) C€ MOJTy4aBa:

1-F,/E, F,-F, 1-V;
MyV;  E OV,

21

Plaps =

WNupexkchT Ha MPOU3BOAMTEIHOCT € MPOM3BEIEHUE OT M3pasu oT Buna x/(1—x), Kbaero
x < 1. Ilo ananorus ¢ ypaBHeHuero Ha HepHcrt, noraputbmbT oT Plags MMa cmuchbia Ha mo-

TEHIIUAI — Osudcewya cuna Ha porocunresara, DF:
DF = 10g PIABS (22)
ITapamerpute Ha JIP Tecta ca nsuncisiBanu nootaenHo 3a Besika OJIP kpuBa ¢ momornra

Ha mporpamara Biolyzer, cp3manena u mo0e3Ho mpenoctaBeHa ot Ponamg Manponano-

Ponpures ot JKeHeBCKUSI yHUBEPCUTET.

CratuctMyecka o6paboTKa

KoHnneHtparmonsure KpusH (,,103a-0TTOBOP‘) HA JIYMHHECLEHTHUTE ITapaMeTPH U HAKOU
BpPEMEBU 3aBUCUMOCTH Ca alPOKCUMUPAHU KbM CHOTBETHUTE MOJEITHH (PYHKIUU Upe3 HEJH-
HelfHa perpecus Mo MeTojia Ha Hail-MaJKkuTe KBajaparu. M3nomn3san e anroputbMbT Ha JIeBeH-
oepr-Mapksapr, BrpazaeH B Origin (Microcal, CAILl). Upe3 HenuHeliHa perpecus ca aHalTu3u-
paHU U KpUBHUTE Ha ThMHUHHUSA cria] Ha 3D, KaTto e u3non3BaHa nporpamara Ha M. 3axapuena
u I1. Yepnes. [Topaau cpaBHUTETHO MAJIKUS pa3Mep Ha U3BAJKUTE U YCTAHOBEHUTE OTKIIOHE-
HUSI OT HOPMAJTHOTO pa3npe/iesieHne, 32 OTKpUBaHe Ha JIOCTOBEPHU PA3IUYHUS CME H3MOI3BaIU
HenapaMeTPUYHU TECTOBE — TeCT Ha MaH — YWUTHU 3a CpaBHsBaHE Ha JIBE M3BAJKU U Bapua-
nuoHeH aHanu3 (ANOVA) na Kpyckan — Yonuc. CTaTUCTUYECKUAT aHAJIM3 € TIPAaBEH C MaKeTa
Statistica (StatSoft, CAIL).

3a BCUYKHU 3aJ]auu ca MPOBEKIAHM J[BAa WM TPU HE3aBUCUMHU eKcriepuMmenTta. CTaTucTu-

YCCKUAT aHaJIM3 HAa JAHHUTC € IMPABCH MOOTACIHO 3a HC3aABUCUMUTC ITOBTOPCHU.
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PE3YJITATU U OBCDHXKAAHE

JNYMHUHECLUEHTHU XAPAKTEPUCTUKU HA JIUCTA OT TPAX

U3meHeHHe Ha BO 1 30 no BpeMe Ha MHAYKLMATA

OnyopumerbpbT FL-2006 mo3BossiBa €THOBPEMEHHOTO PETUCTPUpPAHE OT €IHA U ChIla
npo6a Ha MK na b® u 3® c unrepsan Ha otuutane 11 ms. Beska touka ot MK na 3® mpenc-
TaBJISIBA CPEIHA CTOWHOCT OT 3allMCaHMs CHal B JaJieH ThMHUHEH nepuof Ha (ochopockona
0,5-5,5 ms cnen npeKbCBaHEe HA CBETIMHHUS MOTOK. [oydeHUTE OT MHTAKTHU I'PAaXOBH JIKC-
ta K umart xapakTepeH xol, MoKa3aH B MOIyJI0rapuTMudeH Mamad Ha ¢ur. 10.

[IppBara cekyHa OT HA4YaJOTO HA OCBETSIBAHETO Ha MpobaTa yCIOBHO I OTOEs3BaMe

kato Obp3a (a3a Ha MHAYKIUATA, a TOCIIEABAIIUTE N3MEHeHN — OaBHa (haza.
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®ur. 10. MK Ha BD (TOYKM) M 3O (NAbTHA JIMHUA), PErMCTPUPaHU eaHOBpeMeHHo ¢ dayopumeTbp FL-2006 B
JMCT OT rpax, OTKbCHaT Caej eAHoYacoBa TbMHUHHA ajanTaumna. M3mepsaHeTo e HanpaseHo npu 20°C
M MHTEH3WUTET Ha Bb3GyxallaTta ceeT/iMHa okono 1200 pmol.m™.s™'. UK ca nokasaHu B 1OrapUTMUYEH

BpemeBM Mawab. C 6yksuTte |y, |, Dy, 14 M |5 ca 03Ha4YeHU xapaKTepUCTUYHUTE No3uumn B MK Ha 30.

bbp3a dasa Ha UK

Xo0 Ha b®

B 6bp3ara ¢aza na unnykuusata b®d napactsa 10 cBos Makcumym (¢ur. 10, Toukn), goc-
turad B pamkure Ha 300 ms. M3MepeHUIT MakcuMalleH MHTEH3UTET 03HauaBaMme ¢ Fp,, B cbOT-

BETCTBHUE ¢ Kiacuieckara HoMmeHkiarypa (Lavorel, 1959). MuHUMaIHOTO BpeMe 3a JIOCTHUTA-
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He Ha F, npu Hacumamu ceeTnHHU MHTeH3uTeTH € 200 ms (Schreiber, Neubauer, 1987), no-
KaTo npu ciaba cBeriuHa To Hajsumana 1 s. Cinenosarenno MK na b®, perucrpupanu c
¢dmyopumerspa FL-2006, ocurypsiBail HHTEH3UTET Ha Bb30yxkaamiaTa (JeicTBalia) CBeTINHA
oxonto 1200 pmol.m 2.s ™', Tps6Ba 1a ce pasresxaar karo MK mpy CHTHA CBETINHA, 33 KOMTO €
XapaKTepHO HAJIMYHMETO Ha JBe MeXauHHU HUBA (J, ) B Obp3arta daza (Strasser et al., 1995).
[Tpexonbt O-J HEe Moxe na Obne peructpupan ¢ FL-2006, Tl kaTo npoTHyYa B IbpBaTa MU-
JMceKyHAa oT uHAykuusaTa. [Ipennonarame, ye mbpBara u3MepeHa touka or MK ce Hammpa
mexay J u I u untensurerstT Ha B® B Hes oTroBaps npubnu3uTenHo Ha HUBOTO J. Torasa Ha-
yannara quyopecuenius B MK He Moxe 1a ce mpuemMe kKaro u3irbuBaHe oT orBopenu PLI, kak-

BOTO 110 neduuuiusa e HuBoto F,, u me O0bae o3HauaBaHa c F;.

lMpexodu 8 3¢

B wunTakTHM Mucta XoabT HAa 3D B mbpBaTa ceKyHaa oT uHAyKuusaTa (dur. 10, Hempexbce-
HaTa JMHMS) TI03BOJISIBA Jla ce pa3jinuaT JBa MakcuMyMma, o3HaueHH karto I; u I, mocnenBanu
ot muaumyM, D, (Goltsev, Yordanov, 1997). 3a mbpBus makcumyM Ha 3D € MpearnonokeHo,
ye ce popMupa B pe3yaTar Ha JIBa HE3aBUCHUMHU IpoIleca — SAUHUAT BOJIEI JI0 HapacTBaHEe Ha
3®, a npyrus — g0 nmonmwkasane (Bx. Seaton, Walker, 1990). [Tokazano e, ue MakcuMyMsbT I, €
YYBCTBHUTEJICH CIPSIMO areHTH, BIMsEId BbpPXy pemnokc cberossHuero Ha DC2 (Goltsev,
Yordanov, 1997). U3kycTBeHU €NEKTPOHHU aKIENTOpU, KOUTO okucisBar [1X myna, moBuiia-
BaT HUBOTO Ha MaKCHMyMa, Iokaro maxuouropu Ha ET kato quypoH ro mpeMaxaar.

WNutepniperanus Ha xona Ha 3D MoXke a ce HANpaBH Bh3 OCHOBA HA BB3IIPHETOTO BHIK-
JlaHe, Y€ U3TbUBAHETO B MUKPOCEKYHJECH U MUJIMCEKYHJIEH BPEMEBU MHTEpBaJ € pe3yaTar oT
U3TbUBaTENIHA peKoMOUHAIMs Ha QA C BTOPUYHUS JTOHOP A (van Gorkom, Donze, 1973). B
JaJieH KB Ha Gocdopockona 3a U3IBUBAHETO I1ie JonpuHacsT Te3u PLI, kouto ca mpemu-
HanM B cheTostHME Z P680Q, IO BpeMe Ha MPeIXOIHHs TIEPUOJ Ha OCBETABAHE, T.¢. Ca O
OTBOPEHHU Tpeau ToBa. ToBa 03Ha4YaBa, Y€ B ONPEIENIEH MOMEHT OT MHIYKIUSATA, MHTEH3UTE-
THT Ha 3D mie Obae nponopuroHaneH Ha Opos orBopenu PL{. Otuutaiiku Qg, ToBa ca PL] B
coerosane QaQp, QaQs 1 QAQ5" .

Cnopen maremarnunusi moaen Ha Goltsev u Yordanov (1997), makcumymute B Obp3ata
¢aza ce onpenenaT OT JMHAMUKaTa Ha MOSBSBaHE U M3Y€3BaHE HA PA3IMYHU CBETEIIU ChCTOS-
Hust Ha PC2. CuMynupaHuTe KpUBU [TOCOYBAT Bb3MOXKHOCTTa MAaKCUMYMBT I 11a ce popmupa
IJIaBHO OT cBeTeHeTo Ha PLI, kouTo ca OWIM OTBOpPEHM IO BpeMe Ha ThMHUHHATA aJanTaius
(QaQp), a B I, na ce orpasspa akymynupaneTo Ha QaQp 1 QAQBZ_. OT OIMCAaHOTO ITOBEIEHNE

Ha [, cien BB3AEHCTBYE C €ICKTPOHHH AKIIEITOPH WJIM HHXHOUTOPH MOXKE Ja C€ 3aKITI0UH, 9e
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aMITTUTY/IaTa Ha TO3U MaKCHUMyM OTpa3sBa OanaHca MEXIy CKOpOCTTa Ha peaynupane Ha Qa
U Ta3u Ha PEOKUCIIABAHETO OT Qp.

Cnen I, untensurersT Ha 3® MOCTENEHHO cnaja 10 MUHUMyMa D,, KOUTO ChOTBETCTBA
10 BpeMe Ha jocturaHero Ha MakcumainHa b® (Fp). Bucokara ¢nyopecuennus B F, e pesyin-
Tat oT 3arBapsHeTo Ha P cien pemymupane na [1X. OOGparHO, ¢ aKyMy/IMpaHETO Ha TaKWBa
u3Lso pexyuupanu PL] (QAfQBzf) Ce M3YepIBaT ChCTOSHUATA, CIOCOOHH Ja MPOU3BEIaT U3-
JbUBaHE B MUIHMCEeKyHaHaTta obnact u 3@ namansBa. CienoBarenHo cnaast [,—D, orpasssa
3ambiiBaneTo Ha [IX myna. B moTBbpkaeHrEe HA TOBA € MOKa3aHo, Y€ MOJAbPKAHETO HA OKHUC-
neHo cheTosiHue Ha [1X upe3 nobaBsiHe Ha SISKTPOHHH aKIENTOpH elTuMuHupa criana [,-D, B

TM (Goltsev et al., 1998).

baBHa ¢asza Ha UK

Karo usno mpomenuTe Ha JymMUHecCHeHIMATa B OaBHara (a3a Ha MHIyKUUATA ca IO-
TPYIHU 332 UHTEPIPETHUPaAHE, 3al[0TO C€ KOHTPOIUPAT OT rojisiM Opoil B3aUMOCBBP3aHU IPO-
[[ECH — TeHepUpaHe Ha TpaHCMEMOpaHeH MPOTOHEH M eJEKTPUUYEH TPAJUCHT, aKTUBUPAHE Ha
enexktponHus tpancnopt npe3 ®Cl u Ha ATD-cuHTETa3HUS KOMIUIEKC, aKyMyJiMpaHE Ha
HAJI®.H; u AT®, aktuBupane Ha nukbia Ha Kansun — bencos.

Cnananero Ha b® cnen MakcuMyMa OTpa3siBa KakTO peoKucisiBaHe Ha Qa ciesl aKTHUBU-
pane Ha ET npe3 ®C1, taka u He(hOTOXUMUYIHO TaceHe, IIaBHO eHepro3aBucumo. [1pu uznosn-
3BaHETO Ha CHJTHA JICHCTBaIlla CBETIIMHA Ce OYakBa raceHeTo Ha b® na Obae mpeauMHO OT He-
doroxumuueH xapakrep (Schreiber et al., 1986). TpsoBa ma ce ordenexwu, ye B K Ha BO,
peructpupanu ¢ FL-2006, e o6uvaitHo cranmmonapHoto HuBO Fg (B cimydas 3a Fg ce B3ema
cToifHOCTTa HA b® 1 min OT Ha4a;IOTO Ha OCBETsABaHE) Ja ObJe Mo-HUCKO OoT HavaiaHoTo (Fi),
nopajy U3JIOKEHUTE 0COOCHOCTH Ha M3MepBaTeIHara anaparypa.

B UK na 3® cnex D, ce HabnromaBa 6aBHO, HO CHITHO M3pa3eHO MOKAaYBaHE HA MHTEH3U-
TeTa, KaT0 MAaKCUMAJIHUTE CTOWHOCTH c€ JHocTUTaT 3a okoiio 3—5 s. CtumynupaneTto Ha 3D mo
Bpeme Ha mpexona Dr—I4 ce mpuema, ye oTpassiBa reHEpUPAHETO HAa TPAHCMEMOpPAHEH eNIeKT-
poxumudeH rpanueHt (Wraight, Crofts, 1971). Bernpeku ToBa HEe € M3KJIIOYEHO MPUHOC Ja
MMa aKTUBHPAHETO Ha MEXIYCUCTEMHHMs eleKTpoHeH TpaHcropt (Becenosckuii, Becemnona,
1990; Malkin et al., 1994).

B Hacrosmara pabora o3HauaBame C 4 ChIus MUK, KOWTO B MPEAMIIHU ITyOIUKALIUN
(Goltsev, Yordanov, 1997; Goltsev et al., 1998; XpuctoB u cbaBr., 2001) e orGens3Ban karo Is.
[IpoMsiHaTa B HOMEpanusATa ce MPaBH C OIJIe] HAOIIOMABAHOTO B ONPENCICHH YCIOBUS PamMo

mexnay I, u l4. YeranoBeHo e, ye ToBa pamo, o3HaueHO I3, nMa pasnudeH (3acera HEHU3sICHEH)
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mpou3xon OT Makcumyma I, Ha OaBHara (asa u ce dhopMupa IPEIUMHO OT MO-0aBHU KOMIIO-
HeHTH Ha 3® (Zaharieva, Goltsev, 2003).

OCHOBHMAT MakCUMyM B OaBHaTa (ha3a € BHJIUMO ChCTaBEH OT MOHE JIBa KOMIIOHEHTa, 4
u Is, kouto He ca pasrpaHudeHU Karo otaeHu nukoBe ((ur. 10). HanpaBeHo e mpeamonoxke-
HUE, Y€ MbPBUSAT KOMIIOHEHT € CBbp3aH C I'PaJHEHTa HAa MPOTOHUTE, a BTOPUAT C BTOPUUYEH
rionen Tpancnopt (I'aeBckuii, Mopryn, 1993; Zaharieva et al., 1999). Ilono6Ho nHa b®, 3O
cmaja ciel MakCMMyMa, OTpa3siBaiku BEPOSTHO THbMHUHHHTE PEaKUUU — aKyMyJHpaHE Ha
HAJ1®.H; u AT®, aktuBupane Ha eH3UMUTE OT LKKbJIa Ha KanBun — bencon. AmmuTynara
Ha cnajia Ha 3@ e mpemiokeHa KaTo KpUTepuil 3a akTHBHOCTTAa Ha ThMHUHHATa ¢asza Ha o-
tocuHTe3ara (Becemorckuii, Becenosa, 1990). Ot npyra crpana, HamasnsBaneTo Ha 3D Moxe,

nono0Ho Ha b®, na ce npmxu Ha HedoToxumuuHo race (Bilger, Schreiber, 1989).

Bpb3ka mexay 6O 1 30

EnnoBpemennoro perucrpupane Ha b® u 30 B eqna u cbla npobda mo3BossiBa ga ce
pa3kpue Bpb3KaTa MeXay JABara TUma uiiabuBaHe. Tvpi karo b® m 3P ce koHTposupar ot
€/IHU U CBIIU MPOLECH MPU aaTUPAHETO Ha (POTOCHHTETUYHHUS arapaTr OT ThMHO KbM CBET-
JI0, KOpeJIanusaTa MeXIy TAX MOXKE J1a CE IPEABUIN TEOPETUYIHO.

ITo-rope 6eme 06¢cbaeHO, Ue pH Gochopockoncko peructpupane Ha 3P, UHTEH3UTETHT
Ha CBETEHETO € MPONOpPIMOHANIEH Ha KOHLeHTpauusaTa Ha orBopenu PII, 1-B. Tyk ¢ B Gene-
JKUM KOHIIEHTpanusTa Ha 3aTBopenu PLI:

[Qa]+[Qa4l

BepOHTHOCTTa 3a peKOM6I/IHaI_II/I${ Ha 3apauTeC BbB (1)0pMI/IpaHI/ITe 10 Bp€MC Ha LIUKbBJIA Ha

ocBeTsBaHe ChCTOAHMSA Z P680Q, ce M3pa3siBa ¢ KBAaHTOBHs JOOWB HA M3TbUBATEIHATA Pe-
KoMOHHALWs, 7 . Toil 3aBHCH OT enepruzanusata Ha TM (Wraight, Crofts, 1971) u chcrosiHuC-
To Ha Q. 3a nHTeH3UTEeTa HA 3D, L, MOXKE /1a CE 3aIHIIIe
L=const. @, .7 .(1-B) . L . ¢po, (24)
KBJETO [/, € CKOPOCTTa Ha MOITbIIaHe HAa CBeTIMHA OT aHTeHaTa Ha DC2, @, € KBAHTOBUSAT
no6uB Ha (iryopectieHIusaTa oT orBopeHu P, a @op, € TOOMBHT Ha IbPBUYHATA (POTOXUMHUIHA
peakuus.
C mpemuHaBaneTo Ha enekTpoHu npe3 OC2 ce penynupar eneKTPOHHUTE aKLIENTOPH, KO-
€TO CIlope]] OpurnHanmHara xumore3a Ha Duysens u Sweers (1963), Boqu 10 HapacTBaHEe Ha

BapuabuiHara (ryopecueHIus. 3a KpaTbK Mepruoj] OT BpeMe, KaKbBTO € €UH MK Ha (oc-
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dbopockomna, OTHOCUTEIIHOTO HapacTBaHEe Ha BapuaOwmiHaTta (uIyopecleHmus e Objie mpo-

MOPLIMOHAIIHO HA €JIEKTPOHHMS NTOTOK Ipe3 PC2:
AF = const . K . (@rm— @ro) . (1 —B) . I, . ®po, (25)

KbAeTO K € MPOMEHJINBA, 3aBHCEIIa OT KalaluTeTa Ha aKIeNTOPHHS ITyJl MeX1Ty aBere (HoTo-
CHUCTEMHU B TEKyIIus MOMEHT (Oposi okucienu [1X), @r, U Opy ca KBaHTOBHUTE J00MBH Ha b,
CBHOTBETHO OT OTBOpPEHU U 3aTBopeHH PLI.

UK na 3®, koaro npeacrasisiBa rpaduka Ha 3d karo (GyHKIMS OT BPEMETO Ha OCBETH-
Bane — L(f), 1e ce KOHTPOJIMpa OT CIIOKHHS BpeMeBH Xox Ha 7 (£), B(f) u I,(1). Ot apyra ctpa-
Ha UK Ha B® e unterpanna ¢pynkmus ot AF. Karo ce cpaBHAT ypaBHeHus (24) u (25) moxke
Jla ce JOIyCHe, 4e B Iepuoau, Korato K He ce MPOMEHs 3HAa4uTeNHO, XoabT Ha 3P mie
Hamo00sBa mbpBata mpousBoaHa ot bd, T.e. L(f) ~ F'(¢).

[Tapanenno perucrpupanure UK Ha B® u 30 (¢pur. 10) nokassar, ue B onpeseneHu mne-
puoau oT MHAYKIUATa MakcumyMuTe Ha 3P cpBragar ¢ MakcuMannus HakioH Ha MK Ha B,
T.e. 3@ uma Bu1, oJ00eH Ha MhpBara nmpou3BoaHa Ha b®. Taka I, chBIaga ¢ MakcuMaaHaTa
ckopocT Ha HapacTBaHeTo O—P. Moxke 1a ce mpearnonoxu, 4 B TO3M Nepuoa npomeHute B 3P

ca pe3ynTar NpeIuMHO OT pelokc cheTostHueTo Ha PC2.

ﬂyMM HecCcLueHTeH noTteHuyu1an

OtHocutennara Bapuaduina ¢ayopecuenuus, V = (F—F,)/(Fun—F,) BbB BCeKu MOMEHT €
paBHa Ha KOHLIEHTpanusTa Ha 3arBoperute PLI, V' = B, ako ce nmpeHeOperHe KoornepaTuBHOCT-
Ta Ha (pOTOCHCTEMHUTE, T.€. BB3MOXKHOCTTA BB30YKIaHETO Ja ce mpeHece oT 3atBopeH PLI Ha
cbeeneH otBopeH PLI (Havaux, Strasser, 1992b). ToraBa BapuabunHara ¢ayopecuenuus F,

MOXe Jia C€ M3Pa3u MO CICAHUS HAYMH:
F@O)=FK-F =V.(F-F)=V.1,(Qrm —0ro) . (26)

Paznukara B KBaHTOBUTE JOOMBU Ha (hIyopecLeHIMsTa 3a 1BeTe cheTossHUs Ha PLI Mmoxke
Jla C€ M3pa3y Ype3 CKOPOCTHUTE KOHCTAHTH Ha JE€3aKTUBALMOHHUTE MPOLIECH (BXK. ypaBHEHUS

(4)—(6) Ha ctp. 42). Torasa

O — Pro = kf _ kf :kf(kd + ks +kp)_kf(kd +kf)
U T vk kathetky, (kg ke Nka A )
(27)
__k ky —
ke +ho ko ke +h, TP
Wnu, xato 3amectuM B (26):
FV:B.]Q.(ppO.(PFm (28)
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Karo paznenum (24) na (28) ce monyuasa
L/F,=const . r .(1-B)/B . ro/Prm (29)
[TocnenHoTo ypaBHEHHE MOKa3Ba, ue OTHOIIeHHeTo Ha 3P kbM BapuabunHara bd e mpo-
MOPLMOHAIIHO Ha OTHOIIEHUETO Ha KOHIIEHTpAIUsITa Ha OTBOpeHUTE KbM 3arBopenure PLI. Ot
npyra ctpada L/F, € CBbp3aHO ¢ KBaHTOBHS JOOWB Ha HM3TbUBATEIHATA PEKOMOWHAITUS r,
KOWTO B TEUCHUE HA MHAYKIUATA CE TIPOMEHS B 3aBUCUMOCT OT MEMOpaHHATa CHEPTH3aIIHs:

E,~F Ay+2,3.RT ApH
r=n.e kr (30)

B To3u u3pa3 7, IPEACTaBIsABA TAa3H 9acT OT 7", KOSITO HE 3aBHCH OT MeMOpaHHUS MMOTEH-
uain, £, e eHepruaTa Ha aKTUBAIM Ha peKOMOMHANMATA, Ay € MeMOpPaHHUST TIOTSHINA, R,
k u T ca, chOTBETHO, yHMBEpCaJIHaTa razoBa KOHCTaHTa, KOHCTaHTaTra Ha bomiman u abco-
JIOTHATa TeMIleparypa.

3a norapuThbMa Ha OTHOIIEHUETO L/F), MOXe Ja ce Kaxe, 4e 1ie ObJe TUHEHHO 3aBUCUM
OT ChCTOSTHUETO Ha Qa M OT TpaHCMEMOpaHHUS TTOTCHITHAI:

1-B _E,—FAy+RTApH
kT

In(L/F,)~In +1n @ro — In Prm €2))

W3zpazer In € MPOIMOPLHOHAIIEH HAa OKHCIUTEIHO-PEAYKIIMOHHUS IMOTEHLMAI Ha

nBorikata Qa/Qp , E' (ciopen ypaBHeHrneTo Ha HepHct). BTopusT uieH B ypaBHEHHETO H3pa-

3s1Ba JIOMTBTHUTEIIHATA €HEPTHsl, HeoOxoauma 3a pexkomOuHarus Ha Qu . EHeprusita Ha akTH-
+

BaIlMsI CE€ HAMaJlsBa C TOJIEMUHATa Ha TPAHCMEMOpaHHHS €JIEKTPOXUMHUYEH rpaaueHT ApH™ =

FAy — RTApH. Kato npeneOperaieM BCHUYKH KOHCTAHTH JOCTUTaMe JI0 U3pasza
Up=E+AuH* ~In(L/F,) , (32)

wiM BenuuuHata U, u3zpassBaiia cymara OT OKUCIUTEITHO-PEAYKIIMOHHUS TOTeHIHaI Ha Qa
U TpaHCMEMOpaHHUS MOTEHIIMAJ, € IPOMOPIIMOHANIHA HA JIOTAPUTHMA OT OTHOILIEHUETO MEX-
oy 3@ u bO®. [lonexe U npeacrasisiBa cyma OT MOTEHIMAIM, JBMKeHM 3D, MOXKeM /1a Ha-
peyeM Ta3u BeIIMYMHA Jymunecyenmen nomenyuai. EnHoBpemenHara peructpauus Ha bD u
3® naBa BH3MOXKHOCT TEOPETHYHO IOJIyYeHaTa BEJIMYMHA Ja ObJie M3UMCIEHAa OT eKCIepHu-
MEHTAJIHUTE PE3yATaTH.

N3uucnsiBaneTo Ha JTYMHUHECHEHTHUS MOTEHIIMAN MPEJOCTaBs HOB IMOAXOJ 32 aHalU3 Ha
MOBEJICHUETO Ha (POTOCHHTECTUYHHMSI arapar Mo BpeMe Ha WHIYKIMOHHHS Tepuon. Bph3kara
MEXIy JIBaTa BUJa JyMUHeEcCIeHIus U U, MOXe Ja ce peicTaBu BB BU Ha rpaduku bD(U;)

u 3®(U;). Kakro b® u 3®, Taka u U, iMa HEMOHOTOHEH XOJI BbB BPEMETO, T.€. B €THU NIEpU-
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OJIM HapacTBa, a B JIpyr'y HaMajsiBa. B TakbB cilyyail He MOXKe /1a ce TOBOpH 3a (PyHKIIMOHAIHA

3aBUCHUMOCT Ha JIYMHUHCCUCHIUATA OT UL, a TC3U Fpa(bI/IKI/I e npeacTraBisiBaT (baSOB OpTPET

Ha IIpexoaa Ha U3cjiciBaHaTa CUCTEMa OT TbMHUHHO B CBCTIIMHHO CbCTOSAHUC.

our. 11.

1,2
P
1,04 w&o&o@miz%o M
Qboo .l'((q,v
0,8- 0
0,6 e
N %
0,44 % 0
o
0,2-
O!O T T T
25 30 35 40
U

XoA Ha MPOMEHWUTE Ha OTHOCMTENHaTa BapuabuiHa gayopecueHuma, V (A) n 30, HopmuMpaHa
cnpAmo ly, L (B) B 3aBUCMMOCT OT IYMUHECLEHTHMA noTeHuman U, = In L/F, B KOHTPOAHW KCTa OT
rpax. AaHHute ca B3etM oT dur. 10. MAbTHUTE CMMBOM U BYKBUTE O TAX OTrOBapAT Ha XapakK-
TepucTuyHUTE ToukM B UK. CTpenkuTe yKkasBaT nocokarta Ha pa3BuTue Ha da3oBaTa TpaeKTopus

BbB BpemeTo. V, L 1 U_ ca npeacTaBeHM B OTHOCUTENIHM €AUHULM.

Ha ¢ur. 11 e wrroctpupan xonsT Ha BO 1 3@ B 3aBUCUMOCT OT JIyMHUHECIICHTHUS ITOTCH-

nuai, nzuucieH ot UK Ha kontposnu nucra. b® e HopMupaHa cipsaMo MakCUMallHaTa BapH-

abmiHa cbnyopecueHuHﬂ, 3a N34YHUCIICHUCTO Ha KOATO € M3IIOJII3BAHO OTHOIICHHCTO FO/ Fm, nus3-

mepeHo ¢ gayopumersp HandyPEA, T.e.

F, —F, F,/F,
=— P2 (33)
F, — F,.Fo/Fn
3a u3uncisgBane Ha U, BapuabuiiHata (yopecIieHIUs € TIOyYeHa 10 ChIIHs HAYuH:
F,=F —F,Fo/Fn (34)

B nauasnoro Ha uHAYKIMOHHUSA nepuo U, MOHOTOHHO HaMaJisiBa 10 Makcumyma Ha b® —

P, chorBeTHO MuHMMyMa D, Ha 3®. Cien P nmoTeHUHanbT OTHOBO CE€ YBEJIMYaBa, KaTo B YC-

JIOBHO O3Ha4YeHara Touyka M (OKOJIO 5 S) Bb3BpBINA IIbPBOHAYATIHATA CU CTOMHOCT. B kpast Ha

WHAYKOHUOHHUA NICPUOL UL ci1a00 ce OTKJIOHSIBA B €¢AHaTa WJIN B JIpyrara 1ocoka.

[TapanenHo ¢ HamMaJIsIBaHETO Ha JIyMHHECLEHTHHUS MOTeHLMaNl BbB ¢a3ara O—P napactsa

b®, npu toBa 3aBucumocrra Ha b® or U e noutn suHerHA. To3u X0 HAITBIIHO ChOTBETCTBA

Ha OOIIONPUETOTO BMXKIaHE, ue B Obp3ara ¢daza Ha MHAyKIuATa mpoMenute B b orpazssar

(1)OTOI/IHI[y1_II/IpaHOTO 3aTBApsAHC Ha P ]_[ CJ'IGI[OBaTeJ'IHO B TO3U Y4aCTBK HaMaJlsiBa pEIOKC KOM-
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MOHEHTHT Ha JIyMHHECUEHTHHUs noteHman £’ ~ In(1-B)/B. JluHeiiHa 3aBHCHMOCT ce yCTaHO-
BsBa U 3a 3@ B orceukara [,—D,, chIO B moAKpena Ha MPEANOIOKEHHETO, Y€ B TO3U TIEPHOJ]
Uy 3aBucu ot E'. 3a paznuka or b®, HamansaBaneto Ha £’ noarucka 3P, KOATO € MPOHOPIHO-
HaJiHa Ha KoJaum4ecTBOTO oTBopeHH PILI, 3aroBa mpasara [,—D, nma HakiioH, ooparen va O-1.

B cnenpamusa nepuoa Ha uHaykuusta b® moutn He ce u3MeHs ¢ HapacTBaHeTo Ha Uf
(mpexoga P-M). CnenoBarenno npomenure Ha U, He MoraT Jia c€ IbJDKaT OTHOBO Ha E' — B
TakbB cirydait B® 6u TpsOBano 1a ce BbpHE 1m0 00paTHUs MbT. OOICHEHUETO U3ITBKBA Ha JIPY-
rust ¢hazoB nmoprper — xoabT Ha 3D B 103U yuyacThK (D,—I4) oTIm4HO ce ommcBa ¢ eKCIOHEH-
nuanHa Qyukuusa ot Uy (y = 0,0182.60’935"; P> 0,999), kakBaTo € 3aBHCHMMOCTTa Ha 3D OT
ApH. ToBa noTBbpkJ1aBa, ye MAaKCUMyMBT B OaBHara ¢aza Ha MK (I4) orpaszsiBa ¢popmupanero
Ha TpaHcmeMOpaneH rpaaueHT (Wraight, Crofts, 1971). B To3u BpeMeBu nHTEpBasl HapacTBa-
HeTo Ha Uy, e 3a cMeTka Ha ApH, nokaro aensT Ha orBopeHute Pl He ce mpomeHs chllecTBe-
HO. /Ipyr u3BoJ €, 4e MPOTOHHUAT IpaJueHT He Biusie BbpXy bd B 3HauMTeNHA CTEIEH, T.€.
HanmnuueTo Ha ApH camo o cebe cu He € TOCTaTh4Ho, 32 1a C€ UHAYIUPA k.

l'acenero Ha b® ce mposBsBa cien Touykara M, KOrato JIyMUHECUEHTHHUST MOTEHLHAAI
MouTH He ce u3MeHs. Jlomyckame, ye nuamMeHeHnetro Ha b® ce 1bmxu B mo-roisiMara Ch 4acT
Ha (haKTOpH, Pa3IMYHU OT PEIOKC CHCTOSIHUETO Ha Qo MM TpaHCMEeMOpaHHUA rpaaueHT. Paz-
6upa ce, BE3MOXKHO € JBaTa KoMroHeHTa Ha Uy — E' u ApH' 11a ce M3MEHAT B TIPOTHBOMOJIOK-
Ha IIOCOKa TakKa, 4e TSAXHaTa cyMma J1a ocTaBa noctositHHa. CpaBHeHHeTo Ha xona Ha b® u 30 B
TO3M y4acThK IIOKa3Ba, Y€ T€ ca WIACHTUYHU. B TakbB cilydail MoXe J1a ce JAOIyCHE, Y€ race-
HeTo KakTo Ha b®d, taka u Ha 3D, ce onpenens NPeAUMMHO OT HaMaJIsIBAaHE Ha KBAHTOBUS J10-
6uB Ha (uryopecueHIMATa (Upe3 yBenu4aBaHe Ha kq ui kq[Q], Bx. ypaBHenue (1) Ha ctp. 39).
ToBa Ou ce OTpa3wiIo €THOMOCOYHO HA JBaTa BHMJA JYMUHECICHIUS, 0Oe3 Ja TOBIHsAe
croitHocTTa Ha U;. [lonob6eH MexaHu3bM € B ChIVIaCHE C MIPEICcTaBara 3a EHePreTUYHOTO race-
HE, B KOETO y4JacTBaT MUTMEHTHTE OT kKcanTtohunoBus nukbi (Krause, Weis, 1991; Govindjee,

1995; Kramer, Crofts, 1996).
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KuHeTuKa Ha 3aTnxBaHeTo Ha 3O

CbOTHOLEHME MeXaY 6bp3uTe M GABHMTE KOMMOHEHTU Ha 3aTUXBAHETO Mo

Bpeme Ha MHAYKLMOHHUA nepuos,

Pasmexnanute nocera UK na 3® ce peructpupar B MHTETpaJieH PeKuM, pu koitto 3D,
U3JIbYeHa BBB BCEKH IUKBI Ha docdopockomna, ce oruuta kato eana touka or UK. To3u Ha-
YUH Ha 3allMCBaHE HE MPeNocTaBs MH(OpPMAILMS 32 KOMIIOHEHTHHS ChCTaB HAa W3IBYBAHETO.
N3BecTHO €, ue 1o BpeMe Ha WHAYKIIMOHHUS MEePUOJ ChOTHOILIEHUETO MEXay Obp3ute u O6aB-
HUTE KOMIIOHEHTH ce u3MeHs (Itoh, Murata, 1973; Mar et al., 1975). Aranu3upaHeTo Ha KH-
HETHKaTa Ha 3aTUXBAHETO OM MOIVIO Jia pa3KpHe NOMbIHUTETHA UH(POpPMALMS 3a MPOLIECUTE,
MPOTHYAIIHM IO BpeMe Ha MHIyKIMOHHUS TIEPUOJ U 32 IPUPOJaTa Ha HHIIyKIIMOHHUTE MaKCH-
MYMH.

Codryepbr 3a ympaeineHue Ha amapara FL-2006, paspaboren or M. 3axapueBa u
I1. Yepnes, no3sosiea napanento ¢ UK ga ce 3anumar kpuBute Ha 3aruxBane Ha 3. Takupa
KPUBH, PETUCTPUPAHU B PA3IUYHU MOMEHTH OT MHIYKIHSATA, ChOTBETCTBAILM IO BpeMe Ha
xapakrepaute Touku B UK na 3@ (I}, I, Do, 14, Is, Ds), ca npencraBenu na ¢ur. 12. 3a na ce
eNMMMHUHUPAT (HAKTOPUTE, KOUTO BIHSIAT OOIIO BHPXY JTYMUHECHEHIUATA, a J]a Ce WIIOCTpUpa
caMo M3MEHCHHETO BbB (hopMara Ha KPUBUTE, BCAKA € HOPMHUPAHA CIIPSMO KpaifHaTa TOYKa OT

criaza.
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®ur. 12. KpuBM Ha TbMHMHHMA cnaj Ha 3® Ha KOHTPO/JIEeH rpaxoB JIMCT, PerMcTpuUpaHu B eAMH LUKbA Ha doc-
dopockona B pa3sIMYHU MOMEHTM OT MHAYKLMOHHMA Nepuoj, CbOTBETCTBALUM HA XapaKTEPUCTUYHUTE
TOYkM Ha UK Ha 3O - |, (1), I, (2), Dy (3), 14 (4), Is (5) 1 Ds (6). CTOMHOCTMTE Ca HOPMMPaHM CNPAMO

KpalMHaTa To4YKa Ha crnaga (4,5 ms) 3a Bcsika KpuBa CbOTBETHO.
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Ot nsaBara rpaduka Ha urypara ce Buxaa, 4e B Obp3ara (a3a Ha WHIYKIUATA KUHETH-
KaTa Ha 3aTMXBaHE NMPETHPIIABA KAYECTBEHU NMpoMeHU. B 3artuxBaneTo Ha 3P mpuHOCHT Ha
OBp3UTE KOMIIOHEHTH MOCTETIEHHO HamasiBa B Toukute 1, I, u D,. B Hauanoto Ha uHayKIm-
OHHUS TIepuoJ cToHOCTTa Ha 3P HamansBa 10 mbTH B pamMKkuTe Ha 4 ms, a Mo BpemeTo Ha D,
cnaabT € camo 2 mbTH. HamansBaHnero Ha Obp3uTe KOMIIOHEHTH 3a CMETKa Ha OaBHUTE, CIO-
pen Mar u cpaBrt. (1975), orpassiBa 3arBapsiHetro Ha PLI. [Ipuuunna 3a ToBa €, ye B MUJIUCEKYH-
JTHOTO CBETEHE yuyacTBaT oTBopeHu PLI, a 3a cekyHIHUTE KOMIIOHEHTH ca OTTOBOPHU 3aTBOpE-
Hute. B OaBHara (asa Ha MHAYKIMATA OO Kpas Ha perucrpanuoHHus nepuox (1 min)
KMHETUKaTa Ha ThBMHUHHHUS CIIaJ OCTaBa IOYTU MOCTOSIHHA, BBIIPEKU Y€ B To3U nepuon (Dr—
I4—Ds) ca nHaii-ronemuTe u3mMeHeHus B nHTeH3uTeTa Ha 3®. M3BecTHO HapacTBaHe Ha Obp3aTa

4yacT Ha KpUBUTE ce Halmoaasa B Is.
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our. 13. A - UK Ha 3®, npeacTaBeHa KaTo MHTErpasiHa CTOMHOCT (JIMHMS) M KaTo OTHOLLEHWE MEXAY M3MepeHaTa
3® 0,5 ms cnen Kpas Ha CBET/IMHHMA LUMKbA KbM MHTEH3uTeTa cnej 4,5 ms (kpbram cmmeoamn). b -

Bpb3ka Mexy oTHoLWeEHUETO Lo 5/Ly 5 M BO B mbpBaTa CeKyHAa OT MHAYKLMOHHUA NepUoj.

[Ipuemame, ye 3atuxBaneTo Ha 3P B paMKUTE HA 5 mS ce ornpeneis OT Obp3UTe KOMIIO-
HeHTH Ha 3D, MPOMOPIMOHAIIHA Ha KoimrdecTBoTO oTBopenu PILI, a karto ¢oH ocraBar cexkyH-
JTHUTE KOMIIOHEHTH, KOUTO ce u3abuBaT oT 3aTBopeHu PLI. ToraBa moxe na pasmiexxigame otT-
HolleHreTo mMexay 3d B HauajnoTo M B Kpas Ha KpUBaTa HA 3aTUXBaHE KaTO MOKaszares 3a
orBopeHoctTa Ha Pl (mpubnusurenen, 3amo0To B Kpas Ha craja MOXE J1a UMa U U3BECTHO
y4acTHe Ha MO-BJITOKUBYIIIH KOMIIOHEHTH, ponopiinoHaanu Ha orBopenu PII). CroiinocTtTa
Ha 3@, uzmepena 0,5 ms cien Kpas Ha CBETIIMHHUS LUKBI Ha Gocdopockona, OTHECEHA KbM
3® cnen 4,5 ms, e MpeacTaBeHa B 3aBUCUMOCT OT MHIYKIIMOHHOTO Bpeme Ha ¢ur. 13A. 3a

IMMPABUJIHOCTTA HA TO3U MOAXOA CBUACTCIICTBA HAJIMYHUECTO HA KOpCIaliud MCKAY TOBA OTHOILIC-
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HUEe U WHTeH3uTeTa Ha b® B mbpBara cekyHaa ot uHaykiusata (¢ur. 13b), korato HapacTBa-
Heto Ha b® orpasssa 3arBapsHeTo Ha PLI.

Pesynrarure, npeacraBenu Ha ¢ur. 12 u ¢ur. 13, ca gokazarencTBo, ue ciiea MbpPBOHa-
yanHoto peayuupane Ha [IX PL] na @C2 ocraBaTr nmpeIuMHO B 3aTBOPEHO CHCTOSIHUE B PaM-
KHUTE Ha IIbpBaTa MUHYTa OT MHAYKIHMOHHUS nepuoa. B 6aBHara (asza Ha uHAyKUMATA IpOMe-
Hute Ha b® (canbT P-S) u 3@ (HapactBaneto Dy—I4 u cnaast [s—Ds) umar nedoroxummuyuna
npupona. HapactBanero na 3® Moxe aa ce o0sSCHU C HATPYNMBAaHETO Ha TpaHCMeMOpaHEH
MPOTOHEH T'PATUCHT, aKO C€ JIOMYCHE, Y€ TOW CTUMYIIHUpa MPONOPIIMOHATHO Obp3UTE 1 OABHU-
TE€ KOMIIOHCHTH Ha peJlakcalliOHHAaTa KWHETHUKAa M ChOTBETHO HE BiMsC BbPXYy (hopMara Ha
KpUBHTE Ha 3aTtuxBaHe. B cmama cnen makcumyma Ha 3@ OuM MOMIO J1a MMa BIIUSHHE
pa3ceiBaHEeTO Ha CJICKTPUYHUS TPAIMEHT Ype3 BTOPUUHUS HOHEH MOToK (MopryH, J{omKHKoB,
1990; I'aeBckwuii, MopryH, 1993). Ocen ToBa b® u 3® moxe na cagar B pe3yaTar Ha Hedo-
TOXMMHYHO TaceHe (Harp. HamMaJIsiBaHE Ha @f OT 36aKCAHTUH), KOETO ChILIO HE OU MOBJIMAIIO HA
CHOTHOUIEHUETO MEKy KHHETUYHUTE KOMIIOHEHTH Ha 3.

Bce nmak u3BectHO peokucinsiBane Ha PL] ce orunta BbB Bpeme 6—8 S, KOETO CbOTBETCTBA
Ha MakcumyMa Is. ToBa € Bb3MOXKHO 00sSICHEHUE 32 HAJTMYMUETO Ha JBY(Aa3HOCT B MaKCHUMyMa B

OaBHara (haza Ha K Ha 3.

PaspenaHe Ha KUHETUYHUTE KOMIMOHEHTU Ha 3aTUXBAHETO

PGHaKcaHI/IOHHaTa KuHeTuKa Ha 3D B MUJIMCCKYHICH MHTCPBAJ CC OIIMCBA aHAJITUTUYHO C

IByeKCIOHeHIMamHa GyHknus (Zaharieva, Goltsev, 2003):
L =L1.e‘”” -|-Lz.€_t/7:2 + 15, (35)

KBJETO L; 1 Ly ca aMITUTYIUTE HA €KCIIOHEHI[MAIIHUTE KOMIIOHEHTH, a T| U T2 Ca XapaKTepuc-
TuuHUTEe BpeMeHa. KoHncranTtara Ls oTpa3siBa KOMIOHEHTUTE Ha 3d ¢ XxapaKTepUCTHUYHO Bpe-
Me > 10 ms. B Hes ydacTBa cBeT€HETO, KOETO € Bb30y/€HO B MPeAXOAHH Nepruoau Ha Gocdo-
pOCKoIa, HO HE € YCIISUIO J1a 3aTUXHE, T.e. PeKOMOMHAIIMOHHO CBETEeHE OT 3aTBopeHu PLI.
ExcriepiMeHTaNHNTe KPUBH Ha 3aTHMXBaHE ca allpOKCUMHpaHu KbM (yHkmmsara (35) mo
METO/Ia Ha Hall-MaJIkuTe KBaJpaTH, Taka 4ye 3a BCSAKAa KpUBA C€ M3UMCISABAT aMIUIUTyauTe L,
L, v L3 v BpemeHata T U T. [IbpBUSAT KOMIIOHEHT UMa XapaKTepUCTUYHO Bpeme T; < 1 ms
(cyOMHITMCEKYH/ICH), @ BTOPUSAT KOMIIOHEHT € B rpaHuiure 1, = 1,5+3,5 ms (MWINCeKyH/IeH).
Bpemenara Ha KOMIIOHEHTHUTE CBHOTBETCTBAT Ha IOJIyYEHHUTE IO-PaHO OT JPYrd aBTOpU
(I"'aeBckwuii, MopryH, 1993). ExcrioHeHIIMaTHUTE WIEHOBE MOTAT J1a C€ CBBbPXKAT C ONPEACIICHH

cweTosiaus Ha DC2, kouTo reHepupar u3nbuBaHeTo. CyOMHIIMCEKYHIHUAT KOMIIOHEHT BEPO-
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SATHO CHOTBETCTBA Ha ChCTOSTHUETO QAQp , @ MIVIMCEKYHIHHST — HA QAQB} (Zaharieva et al.,
2001; Zaharieva, Goltsev, 2003). AMIuIMTyauTe Ha T€3U KOMIOHEHTU — L; U Ly, B TafieH MO-
MEHT 111¢ OBbJaT MPOIMOPIMOHAIHN HAa KOHICHTpAIMATa Ha TE3U ChCTOSHUS. B CBETIMHHUS
IIUKBJI, IPEAXOK AL peructparusra, PI] Morar ga npueMar oliie eIuH eJIEKTPOH U Ja Ce To-
nygar ceerosiHusTa Z P680Qa Qp 1 Z P680Q4 Qp’, CIIOCOGHM 1a IeHepupar, ChOTBETHO,
CYOMMJIMCEKYH/IHUSI U MAJIMCEKYH/IHUSI KOMIIOHEHT. XapaKTepUCTHYHUTE BPEMEHA Ha KOMIIO-

HCHTUTC IIC 3aBUCAT OT CKOPOCTUTC HAa N3YE3BAHC HA CbOTBECTHUTC CbCTOAHUS.
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®ur. 14. Xoa Ha perpecMoHHMUTE napaMeTpu Ha KpMBMTE Ha 3aTMxBaHe Ha 3O, perMcTpupaHM B KOHTPOJEH rpa-
XOB JIACT NO BPEME Ha MHAYKLUMOHHUSA Nepuos M anpOKCMMMPaHU KbM ABYEKCMOHEHUMANEH Cnag (BXK.
ypaBHeHue 35 B TeKcTa). A - amnumtyam: Ly (0), L, (@) 1 L3 (2); b - xapaKTepucTU4HK BpemeHa: T4 (O)
uT, ().

Perpecuonnure mapameTrpu — aMIUIMTYAM U XapakTEPUCTUYHU BPEMEHA, IOJYYEHH OT
KOHTPOJICH JIUCT MPH CTalHA TeMIepaTypa, 10 BpeMe Ha MHAYKIMOHHUS NIEPUOJL OIUCBAT XO-
na, nokazad Ha ¢ur. 14. Amrmumuryaute L) u L, moka3Bar JABa MakCUMyMa B WHIYKIIMOHHUS
MepuoJi, ChOTBETCTBAIIM HA MAKCUMYMHTE B Obp3ara u O6aBHata ¢aza Ha K na 3®. CrppMm-
HUAT craj Ha Ly v Ly 10 TEXHUTE MUHUMAJIHA CTOMHOCTH, KOUTO C€ JOCTUTaT BbB BPEME OKO-
710 0,6 s, BEpOSITHO C€ ABJIKU Ha HAMaJISIBAHETO HA KOHIIEHTPALMATA HA ChOTBETHUTE ,,CBETE-
oM ChCTOSHUA NapalienHo ¢ pexyuupanero Ha IIX u nmpemunaBaneto Ha PL B HambiaHO
pEAyLIUPAHO ChCTOSTHUE QAfQBZi

CroilHOCTUTE HAa aMIUTUTYAMTE 3aBUCAT HE CaMO OT KOHLEHTpalusTa Ha ChCTOSHUSATA,
CIIOCOOHM J1a pEKOMOMHHPAT, HO U OT CKOPOCTTA HAa M3IbYBATEIIHATA PEKOMOMHAIINS, KOSTO OT
CBOsI CTpaHa 3aBHCH OT TpaHCMeMOpaHHUs enekTpoxummdeH noreHiuan (Evans, Crofts, 1973;
de Grooth, van Gorkom, 1981). [loBumaBaneTo Ha aMIUTUTYIMTE IO BpeMe Ha MHIYKITHOHHHS

Nepruoa MOXE a € pe3yiiTaT OT HATPYIIBAHCTO Ha TpaHCMeM6paHeH IIOTCHIUAJI. BCpOHTHO Ha
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TOBA C€ ABJDKU BTOPHAT MakcUMyM Ha L u L,. KoHcranrara Ls, KOSITO cymupa OaBHUTE KOM-
MOHEHTHU Ha 3aTMXBAHETO UMa MPUHOC CaMO B TO3U MAaKCUMYM, T.e. B 0aBHaTa (a3za Ha UK.

[TapanenHo ¢ MOHMXkaBaHETO HA aMIUIMTY/laTa HA MUJIMCEKYHIHUS KOMIIOHEHT L, B Ibp-
BaTa CEKyHJla OT MHIYKIHMOHHUS MEPUOJl HApacTBa HETOBOTO XapaKTEPUCTUUHO BpeMme Tp. U
nBata eeKTa MoraT J1a c€ CBhP)KAT C PEeIyIMpPaHeTo Ha TUIACTOXMHOHOBHUS ITysl. B HavanoTo
Ha MHAYyKuuATa, koraro I1X e okucnen, QBzf MOJKE JIa C€ PEOKHCIU Ype3 00paTeH MPEeHOC KbM
Qa mu xato npucouuupa or ®C2 u ce 3aMeHU C OKUCIIEHA MOJIEKYIa. AKO ce IpUemMe, 4e Mu-
JUCEKYHHUSAT KOMIIOHEHT C€ U3JTbUBa OT ChbCTOSTHUSA C QBZ_, TO HETOBOTO BPEME Ha KHUBOT 1€
ce yBenuuu ciep peayuupane Ha [1X, Thi Karo peoKUCISBAHETO HA QBZ_ kbM IIX craBa He-
BB3MOKHO. M3pa3eHo 4pe3 CKOPOCTHUTE KOHCTAHTH HA PEAKUIHUHUTE, XapaKTEPUCTUIHOTO Bpe-
M€ Ha MMJIMCEKYHIHHUSI KOMIOHEHT mpu okucieH 11X e 1, = 1/(kpyq + kap), aKo kyq € ckopoct-
HaTa KOHCTaHTa Ha PEOKHCISBAHE OT MyJa, a ko, € KOHCTAHTaTa Ha 00paTeH MPEHOC KbM Qa.
AKO TyIIBT € M3ISUI0 PeaylupaH, T0 T = 1/k_,». B Hauamoro Ha MHIYKITMOHHUS TIEPHOJ T, UMa
croitHoct 1,8 ms, kosTo cnen peayuupane Ha [1X napactsa 1o 3,5 ms. ToraBa 3a cKOpOCTHU-
TE€ KOHCTAHTH k-4 U kpq MOTAT 12 CE U3UUCIAT CTOHHOCTUTE, CHOTBETHO 285 s 'u270s7".

ITo Bpeme Ha makcumyma B O6aBHaTa (asza Ha MK Ha 3D xapakTepucCTUYHOTO BpeMe Ha
MUJTUCEKYHIHUSI KOMIIOHEHT (T2) HE C€ IPOMEHS 3HAYUTEIIHO, KOETO € MHAMKATOP, Y€ CKOPOC-
THATA KOHCTAHTA Ha MPEeHoc Ha enektpoHa oT Qp” KbM Qa (K ap) HE 3aBHCH OT TPaHCMEMO-

paHHHA [IOTCHIHAJI.

Onpep,enﬂHe NMPpUHOCA Ha OoTAE/IHNTE KOMNOHEHTU B UHTEIrpaJiHaTa UK

B unrterpanen pexxum Ha peructpanusa Ha MK, Bcaka Touka OT moigydeHara KpuBa € Ipo-
MOpIMOHANIHA Ha IUJIOLITA IMOJ KpuBaTa Ha 3aruxBaHe Ha 3d (cBerTaocymara) B ChbOTBETHHS
TBMHUHEH Tepuoja Ha peructpanus Ha gochopockona. KpuBara Ha 3aTMxBaHe ce OMUCBA C
ypaBHeHue (35), a IIoLITa MOXKE /1a C€ U3UUCIU TEOPETUYHO Ype3 UHTErpUpaHe OT HaYaJIHUS
MOMEHT Ha perucrpauusi fp 10 KpaﬁHI/Iﬂ tm:

Lint = T Ldt=1, T e_Tildt + L Te_ftzdt + L3Tdt (36)

to to to to
7t0 Im _ o Im

Lint :L1T1 e Tfl —6771 +L2'C2 e E —67; +L3(tm —lo) (37)

Tpute unena Morar Ja ce M34MCIIAT HOOTAEIHO, KaTO CE€ U3IMOI3BaT NapaMeTpUTE Ha per-
PECUOHHHMSI aHAIIU3 Ha KPUBHUTE Ha 3atuxBane L, Ly, L3, T) u T,. Texuute croitnoctu (ur. 15,

kpuBH 1, 2 u 3) mie orpasaBar NPUHOCUTE HA CHOTBETHUTE KHHETUYHU KOMIIOHEHTU B MHTET-
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pannara UK. Cumynupanara UK, nosyyeHa kato cyma OoT TPUTE KOMIIOHEHTA, IEHUCTBUTEITHO

Harojo0sBa eKCIEPUMEHTAIIHO perucTpupanure B uHrerpaiex pexum MK na 3® (¢ uskio-

yeHue Ha HayaiaHus nepuof [1—1).
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®ur. 15. MHTErpasHM CTOMHOCTM Ha CYBMMUAMCEKYHAHUTE (1), MUAMCEKYHAHUTE (2) M 6aBHUTE (3) KMHETUYHM

KOMMOHEHTU Ha 3D M TAXHaTa CyMa, U3YNUCNIEHN OT PErpeCMOHHUTE NapaMeTpnu Ha KpUBMUTE Ha 3aTUX-

BaHe Ha 3®, perucTpmMpaHm1 no BpeMe Ha UHAYKLUMOHHMA Nepuos.

Ot ¢urypara ce BUKIa, 4e B MakCUMyMa B Obp3aTa ¢a3a Ha MHIYKIHATA y4acTBaT IJIaB-

HO OBbp3UTE KOMIIOHEHTH Ha 3aTUXBAHETO, IOKAaTO OABHUAT MakCUMyM ce (opMupa HpakTu-

YCCKHM HU3LJI0 3a CMCTKA Ha OaBHUTE KOMITOHCHTH, T.€. CBECTCHCTO OT 3aTBOPCHU P]_[ B to31n

nepuoj; 6aBHUTE KOMIIOHEHTH HapacTBaT IMOPay JABE NPUUMHU — 3aTBapsiHe Ha PL[ u renepu-

paHe Ha TpaHCMEMOpPaHEeH MPOTOHEH I'PAIUEHT.

MunumymsT Dy B nnTerpannara UK ce mosBsiBa mo-paHo, OTKOJIKOTO ChOTBETHUTE MHU-

HUMYMHU Ha 6’Lp31/ITe KOMIIOHCHTH, 3a1I0TO IIO TOBA BPEMC 3aIll04YBa HAPACTBAHCTO Ha L3. Cne-

JoBaresHo D, He chOTBETCTBA TOYHO HAa MOMEHTAa Ha MakcuMainHO 3arBapsiHe Ha PLI. Tosa

o0sicHsBa 3au10 D, usnpesapBa makcumyma Ha bO (P).
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EOEKTU HA XEPBUUMAUTE BBPXY BO® U 30

3a pa3paboTBaHETO HA METO/MKA 33 KOJIMUYECTBEHA OLIEHKA Ha XepOUIHIHUSA edeKT upe3
U3MEpBaHEe Ha JIYMUHECUEHTHHM MapaMeTpH, HUE TPETUpaxMe I'PaxOoBU JHUCTAa C Pa3TBOPU Ha
aTpa3uH, TUYPOH M AUHOCEO C pa3InyHU KOHIIEHTPAIIMH B MHTEPBAIa 0-107* M. CpaBHeHue-
To Ha peructpupanure MK na b® u 3P B npucbcTBre Ha XepOULIU ¢ KOHTPOJIHUTE pa3KpUBa
3HauuTeNHU n3MeHeHus B b® u 3®. Ananusupanero Ha MK Ha nucra, TpeTupaHu ¢ HapacT-
Ballll KOHLIEHTPAIMK OT JaJeH XepOMLM] /1aBa Bb3MOXKHOCT Jia CE€ pa3rpaHUyar Te€3 CIIELHU-
¢uunu edpextn BepXy UK, umsaro BenmumMHa 3aBUCH OT KOHLEHTpanusTa. Taka Moxe eMIH-
pUYHO Ja ce mojxdepar mapameTpH, 3a KOMTO € yCTaHOBEHA Kopejauus ¢ XepOuLuaHaTa
KOHLIEHTpauus. Te3n mapameTpu 1ie mMorar BIOCJEACTBHE J1a € IpHJlarar 3a KOJIMYECTBEHA
OLIeHKa Ha XepOUIMIHOTO AeiictBue. TpsaOBa ga ce orOenexu, 4e TyK U B OCTaHajara 4acT OT
TEKCTa U3Moia3BaMe (pa3uTe XepOWIMAHO JCUCTBUE, XepOUIUIACH ePEeKT U XepOuIuaHa aK-
TUBHOCT B CMHCBJI, OTPAHUYEH JI0 IbPBUYHOTO JIeHiCTBHE HA U3MOJI3BAHUTE areHTH — UHXUOU-
pane Ha ET na ®C2, 6e3 na umMame npeasua (pU3MoI0rHyHaTa TOKCHYHOCT Ha BEIIECTBATA.

[Ipu TpeTupaHeTo Ha UHTAKTHU JINCTA WM LI€JIM PACTEHUs OT KPUTHUYHO 3HAUYEHUE 3a pe-
aJIM3UPaHETO Ha XepOUIMIHUS eEeKT € HaUMHBT Ha NIpUIoKeHHe Ha xepOunuaa. Hamara nesn
Oemre 1a pa3paboTUM METO/IMKA, O3BOJISIBALA PETMCTPALMATA HA U3MEHEHHs B XepOuLuIHa-
Ta YyBCTBUTEIHOCT B pE3ylTaT OT JEHCTBUETO HAa JONBIHHUTEICH CTPECOB (PakTop, Harp.
Temneparypa. ToBa ocTaBs U3UCKBAHETO, OT €/1HA CTPaHa, 32 TOYHO U BB3MPOU3BOIUMO J10-
3MpaHe Ha XepOULUANTE B KOHLIEHTPALMK, KOUTO He Onokupar Bcuuku PLI, T.e. He ca B u3nu-
IIBK, @ OT JIpyra CTpaHa, 3a KOJMYECTBEHO PErMCcTpUpaHe Ha XepOUIMIHUS ePEeKT MpH Te3n
KOHIIEHTpAalHH.

bsxa u3non3BaHu TpU METOAA 3a MPUIIOKEHHE HA XepOUIMINTE, YCIOBHO HApPEUEHH JIHC-
THa JUQy3us, BaKyyMHa WHQHUITpanuss W CTHOJEH TPAHCIOPT, 3a Ja C€ HaMepH Haii-
HOAXOAAIIATA MPOLeypa, KOSTO Ja M03BOJsBA €IHOBPEMEHHO IOCTUTAHETO Ha J0CTaTb4eH
UHXUOUTOpPEH €(EeKT U BBb3MPOU3BOAMMHU PE3yJITaTd. 32 BCEKU OT METOIUTE BapHUpaxMme pas-
JIUYHU (PAKTOPHU B ThPCEHE HA Hall-00pUTE YCIIOBHS 3a TPETUPAHE.

B T03u pasznen me onumem eheKTHTE HA TUYPOH, aTpa3uH U JUHOCEO, MPUIIOKESHU Upe3
tpute Metona Bbpxy UK na b® u 3®. Ille 6pnar npeacraBenu mapamerpu Ha MK, kouto mo-
raT KOJMYECTBEHO J1a XapaKTepu3upaT XepOULMIHUS eQeKT U e Ob/ie HalpaBeHO CpaBHEHUE
Ha e(eKTUBHOCTTAa Ha TpuTe MeTona. Hakpas me Obnar oOchAeHU HAKOU OT (hakropuTe, 3a

KOWUTO YCTAHOBUXMC, Y€ UMAT CHIICCTBCHO BIMAHHUC BbPXY PEIYITATUTC OT TPCTUPAHECTO.
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Pe3ynTati u o6CcbKaaHe

BavaHue Ha xepouumpmte Bbpxy UK Ha BD u 30

BnusiHuero Ha XepOULMIUTE aTpa3uH, IUYPOH U AUHOCEO, IPUIOKEHH Ype3 TPUTE METO-
Jia 3a TpeTupaHe Ha jucra, BbpXy UK Ha b® u 3® e npencraseno Ha ¢ur. 16—¢ur. 24. 3a no-
no0pa MperieqHOCT ca BKJIIOYEHH CaMO HSAKOM KOHILIEHTPALMU OT W3CJICABAHMS JIMAIa30H.
Kakro ce BmXIa, TpETUPAHETO C XePOUIMIN BOIU 10 IIPOMEHH KAKTO B OOLIHSI HHTECH3UTET Ha
CBETECHETO, Taka M BbB ¢opmara Ha KpuBute. Hsxom or ¢dasure Ha MK ce okaspar mo-

YYBCTBHUTEIIHH, & APYTU NO-CTAOMIHU KbM XEpOUIIUAHOTO ACHCTBHE.

Bnunanne Ha xep6uumgmte Bbpxy UK Ha BD

Haii-xapaxkTepHusiT npu3Hak 3a neiicteuero Ha xepouruaute B UK na b® e nopumasane
Ha OTHOCHUTETTHUS MHTEH3UTET Ha HavanHaTta (iayopecueHuus, Fi, B cpaBHeHHE ¢ MakcHUMall-
HUs UHTEH3UTeT, Fy. Koraro enekrpoHHUAT npeHoc cien Qa € NpeKbCHaT, 3a 3arBapsHe Ha PLI
€ JOCTaTbYHO MOMTBIIAHETO HA €AWH KBAHT CBETIWHA. [Ipy BUCOKM MHXUOUTOPHU KOHIICHT-
paruu, koraro Bcuuku PL] ca Gnmokupanu, mbiaHO 3aTBapsine Ha Pl craBa B pamkuTe Ha IBp-
BUS LIMKBJI Ha ocBeTsiBaHe Ha ¢docdopockomna. B TakbB cnyuail HauanHOTO HUBO F) € moutu
paBHO Ha MakcuManHoTO F,, u peructpupanara UK npencrasisBa npuOIM3UTEIHO 1IpaBa Xo-
pusonTanna muans (8. 107 1 10 M na dur. 22). [Ipu M0-HUCKN KOHIEHTPALMH CTETEHTA
Ha HapacTBaHeTo Ha F 1m1e ce onpezens ot otHocuTeaHus 151 Ha Onokupanute PLI.

AbconoTHaTa cToHOCT Ha F; He MOoXke Ja ce moi3Ba KaTo MspKa 3a CTENEeHTa Ha WHXH-
OupaHe, ThI KaTo HE ClieZIBA MOHOTOHHO MPWJIOKEHUTE KOHIICHTparuu. ToBa € Taka, 3aiioTo
XepOUIMINTE STHOBPEMEHHO BIUSAT BhPXy 00mus wHTeH3uTeT Ha bD. Ako 3a mHTEpIpera-
uusi Ha mpoMeHuTe B b® ce u3xoxkaa camo OT peaokc chcTossHueTo Ha PLI, To B Hacumamm
KOHIIEHTpaluu UHTeH3uTeTsT Ha bd, F| = F,,, Tpa6Ba na 6bae paBeH Ha MaKCUMaIHUS UHTEH-
3UTET Ha KOHTPOJIHUTE JIUCTA (aKO CBETIMHATA € JIOCTAaThbUYHO CUJIHA 3a MBJIHO 3aTBapsiHE Ha
[1X) wnm mo-ronsiM. BbB BCHYKH clTydau, KOraTo € MOCTUTHATO ITBJTHO WHXUOWpaHe, HHTECH3H-
TeTbT Ha b® e mo-Huchk OoT KOHTpoJIHUS. OOMKHOBEHO C yBeJlWYaBaHEe Ha KOHIEHTpAaLUATa
MakcumanHata b® mppBOHaUYaTHO HApacTBa, HO MPHU MO-TOJIEMH KOHIEHTpPAllMW HaMajsiBa
nox koHTponHara. HapactBanero Ha F, Moxe na ce oOsCHH ¢ TOBa, 4e IPHU U3MOI3BAHUS
CBETJIMHEH MHTEH3UTET B KOHTPOJIHHUTE JIMUCTAa HE ce 3arBapat Bcuuku PLI, u ¢ nobassineTo Ha
UHXUOUTOP TEXHHAT Asu1 ce yBenuuaBa. CragsT Ha bd, ocobeHo mpu Hacwimamuy xepOu-

OUJIHWU KOHICHTpALlUH, MOXE 1a 6’5,[[6 CAUHCTBCHO B PE3YJITAT Ha HC(I)OTOXI/IMI/I‘IHO raccHe.
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®ur. 16. MHaYKUMOHHM KprBK Ha BD (A) u 3® (B) oT mMcTa OT rpax, TpeTUpaHM C pas/IMyHKU KOHLEHTpaLmMmM aTpa-

3WH uYpes mMcTHa audysma. KoHueHTpauumTe B M ca 03HaYeHU Cpelly CbOTBETHUTE KPUBM.
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®ur. 17. MHAYKUMOHHM KprBK Ha BO (A) n 30 (B) oT mcTa oT rpax, TpeTMpaHn C pa3IMiHK KOHUEHTpaumm auy-

pOH ype3 nnMcTHa andy3ua. KoHueHTpaummTe B M ca 03HayYeHM cpelly CbOTBETHUTE KPUBM.
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®ur. 18. UHayKuMOHHM KpuBKM Ha BO (A) 1 3d (B) oT mMcTa OT rpax, TpeTMpPaHU C pas/IMYHM KOHLUEHTpauun Au-

Hoce6 upe3 IncTHa andysua. KoHueHTpauumTe B M ca 03HayYeHU cpeLly CbOTBETHWUTE KPUBM.
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®ur. 19. MHAYKUMOHHM KpmBK Ha BD (A) 1 3O (B) oT nncTa oT rpax, TpeTMpaHM C pas/IMuHMU KOHLEHTpaumm aTpa-

3MH Ype3 MHPUATpaumsa. KoHueHTpauumTe B M ca 03HauYeHM cpelly CbOTBETHUTE KPUBU.
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®ur. 20. MHAYKUMOHHM KprBK Ha BO (A) 1 30 (B) oT mcTa OT rpax, TPETMPaHM C Pa3/IMYHU KOHLUEHTpaLMK auy-

POH Ype3 MHpUATpaumsa. KoHueHTpauumTe B M ca 03HaYeHM Cpelly CbOTBETHUTE KPUBM.
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®ur. 21. MHAYKUMOHHM KpuBM Ha BO (A) u 3@ (B) oT aMcTa OT rpax, TpeTMpPaHM C Pas/IMYHM KOHLUEHTpauuu am-

Hoce6 ype3 I/IHCbI/II'ITpaLI,Wr'l. KOHLI,eHTpaLIMMTe B M ca o3Ha4yeHun cpelwly CbOTBETHUTE KPUBH.
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®ur. 22. MHAYKUMOHHM KprBK Ha BD (A) 1 3O (B) oT imcTa oT rpax, TpeTMpPaHM C pas/IMYHM KOHLEHTPaUMK aTpa-

3MH 4Ypes3 CTbbsIEeH TpaHCNOpPT. KOHLLEHTpaLIMMTe B M ca o3Ha4yeHu cpely CbOTBETHUTE KPUBH.
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®ur. 23. UHAYKUMOHHM KprBKU Ha B® (A) u 3O (B) oT mcTa oT rpax, TpeTUpaHU C pPa3/IMiyHM KOHLUEHTpauuu auy-

POH 4pe3 CcTbbNEeH TpaHCNopT. KOHLI,eHTpaLIMMTe B M ca o3Ha4deHu cpewy CbOTBETHUTE KPUBH.
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®ur. 24. MHAYKUMOHHM KpuBM Ha BO (A) 1 3@ (B) oT aMcTa OT rpax, TpeTMpPaHM C Pas/IMUYHM KOHLEHTpauuu am-

Hoce6 upe3 cTb6JIeH TpaHcnopT. KoHueHTpaumuTe B M ca 03HaueHM Cpelly CbOTBETHUTE KPUBU.
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[Nacenero Ha QuyopecueHLnsATa B IPUCHCTBUE HAa XepOULIMI € AUCKYTUPAHO U OT APYyTU
aBtopu (Lazar, Pospisil, 1999; van Rensen et al., 2001). KakTo Gemie ciomenaro B jurepa-
TYpPHHS TIperyie]l, OKUCICHUAT TUIACTOXMHOH MOXke Ja Oble mpuunHa 3a 15-20% namanenue
Ha MakcuMaiHara ¢uyopecuennus (Vernotte et al., 1979). Ot apyra crpaHa, Criope XUIIOTe-
3ara Ha Vredenberg u chaBT. (van Rensen et al., 2001; Vredenberg, Bulychev, 2002), B koHT-
POJHHUTE MPOOH MaKCMMaIHaTa (GIyopeclEeHIINs € MO-BUCOKA BCIEICTBUE HA TpaHCMEMOpaH-
HO €JIEKTPUYHO I0JIe, TeHepupaHo BeposaTHo oT DCl.

be3 na oTxBBpIsIME BH3MOXKHOCTTA YaCT OT TaCEHETO Ja C€ ABJKH Ha CIIOMEHATHTE SIB-
JICHWSI, HUE CMsITaMe, 4e Te He MOraT J1a OOSICHAT M3ISUI0 HAOJI0IaBaHOTO HAMaJIIBaHE HA MH-
TeH3uTera. OCHOBEH apryMeHT € TOBa, Y€ MHTEH3UTETHT MPOJbJKaBa ]a HaMaJlsiBa C yBEJIU-
yaBaHe KOHIICHTpaIMsATa HA MHXUOUTOpA JOpU HaJA KOHIEHTpaiuu, npu kouto ET e usisio
onoxupan (ToBa € n0o6pe u3sBeno u B OJIP kpuBute, onucanu no-aomny). ToBa o3Ha4yaBa, ye
camoro npekbeBaHe Ha ET He orroBaps usiso 3a raceHeto Ha b®. [Ipyra Bb3MOXKHOCT €
XepOULMINTE J1a BIUAAT BbpXy JIOHOpHara cTpaHa Ha ®C2, Taka 4ye Jja ce yBeJIUYH BPEMETO
Ha >kuBOT Ha P680", koiiTo ¢ edextuBeH racuten (Bx. Shinkarev, Govindjee, 1993). Kakto e
U3BECTHO, 32 IMypOHa UMa y4acThK Ha JOoHOpHaTa cTpana Ha ®C2, HO CBBP3BAHETO CE€ MPOS-
BsiBa TIpU 1o-BUcOkHU KoHIeHTparuu (Pfister, Schreiber, 1984), B cpaBHeHHE ¢ Te3H, 3a KOUTO
ce HaOmonaBa raceHe. OcBeH ToBa (hIyopecleHIUsITa HaMalsiBa Clie]] TPETUPAHE U ¢ OCTaHa-
JUTE JBAa MHXUOUTOpA, IOKAToO 3a TIX JCHCTBHE HA NOHOpPHATa CTpaHa HE € JOKa3aHo. 3a
o0sicHEeHNe Ha HAONIOaBaHUTE SIBICHUS JOIMyCKaMe, Y€ M3MOI3BaHUTE XSPOUIMAN UMAT CIIO-
COOHOCTTa 3a CTaTHYHO TaceHe Ha (yopecueHusaTa (raceHe Ha BB3OYICHU CHCTOSIHUS HA
xJ1.). Hait-eextrBen racuten Ha (QIyopecIeHIusATa Ce OKa3Ba XepOUIIUIbT JUHOCEO, TOKATO
IIpU JUYPOHA U aTpa3vHa TOBa ACHCTBHE € OTHOCUTEIHO MO-Cab0 MPOsSBEHO.

B pamkure Ha n3mepBanero Ha MK croiiHocTTa Ha B® B KOHTPOJIHUTE JUCTa TOCTENEH-
HO HamaisBa cienl F, xato duryopecuennusaTa cien 60 s, Fg, Moxe na 6b1e 1mo-HHUCKa OT Ha-
yanHara (F;). [Ipu Tpetupanute ¢ xepobunuan npodu ¢ yBeIMuaBaHe Ha KOHIIEHTPAIUATA TO-
3U Claj ce MposiBiBa mo-ciabo, HO BpeMeTro B koero MK ce oTkioHsiBa Hamolly ocraBa
MOCTOSTHHO — OKoJI0 10 s OT Ha4uanoTO Ha OCBETSABaHE, HE3aBUCHMO OT NMPUCHCTBHETO HA Xep-
ounma. Bpemero 3a akTuBUpaHe Ha mpolecuTe Ha raceHe He 3aBucu oT ET mpe3 ®C2, pec-
MEKTUBHO OT PEOKC ChbCTOSIHUETO HA aKLIETITOPUTE MEXKIY IBETE (POTOCHUCTEMHU.

Kakro Moxxe 1a ce odakBa, HaJ ONpEeNIeHN KOHIIEHTPAllMU TaceHeTO U34e3Ba HAITbJIHO.
Ot enHa cTpaHa, ACMCTBUETO Ha XePOULIMIUTE U3KIIOYBA BH3MOKHOCTTA 32 PEOKHUCIISBAHE HA
Qa 9pe3 m3rersiae Ha enekTpoHu oT PC1 — poroxumuuno raceHe. Hapen ¢ ToBa npu nurica-

ta Ha quHeeH ET He Moxe J1a ce reHepupa NPOTOHHUSAT T'PAJAUEHT, HEOOXOIUM 3a aKTUBUpPAHE
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Ha KCAHTO(MIIOBUS IIUKBJ, CHOTBETHO €HEPro3aBUCUMO raceHe. OTChCTBAT U YCJIOBUSA 32 Ta-
CEHe, CBBP3aHO C MPEXOJ1 B ChCTOsTHUE 2, Thi KaTo [1X mynbT ocTaBa OKUCIEH.

Wutepecen edpext B UK nHa b® ce HabironaBa npu MeXAUHHU XepOUIIUIHU KOHLIEHTpA-
un, Hanp. 10~ M Ha ¢ur. 16, ¢ur. 17 u dur. 19, 3.10° M na dur. 20 wim 3.10 ° M na dur.
23. Ome B mbpBaTa U3MEpPeHa Touka, F, QuryopecueHnusTa € CUIIHO MOBHIIEHA CIIPSMO KOHT-
poJjara, HO HE 10 MakCUMaliHOTO HHBO. [1o BpeMe Ha nnaykiuonHus nepuon b® nocreneHno
HapacTBa (IIOYTH JHMHEHHO B nomynaorapurmuyeH mamaod) no Fy. B cpaBHeHMe ¢ koHTposara
BpPEMETO Ha MaKCUMyMa € MHOTO mo-roisimo. [Ipu Tpetupanure aucra b® npoabikaBa 6aBHO
Jla HapacTBa /10 BKJIIOUBAaHE Ha MPOILIECUTE Ha T'aCEHE.

ToBa siBieHune 6u Moo Aa ce OOSCHHU, aKO ce MpueMe, Ye PaBHOBECHETO MEXAY CBO-
0ofHHUTE ¥ MHXUOUPAHHUTE YyYacCThIM C€ U3MECTBA B THMHHUHHO M B CBETJIMHHO CHCTOSIHHE Ha
(OTOCHHTETUYHHS anapaT, Taka ye 0 BpeMe Ha OCBETsBaHE ce HaOMIoaBa MHXUOUPAHETO Ha
ta3u yact oT PLI, kouto ca 6unu cBoboauu Ha TbMHO. OT pyra cTpaHa, 0aBHOTO ITOKauBaHE
Ha (ryopectieHnyaTa 61 MOTIIO J1a OTpa3siBa 3aTBapsiHETO HAa MHXUOMpanu PL] ot cybmomyna-
st Ha @C2 ¢ mo-mainka anteHa (Melis, Duysens, 1979). B TakbB city4ail mokauBaHeTo 1€ ce
Ha0IIONaBa M TPU HACUIIAIIM KOHIICHTparuu. J[eiiCTBUTETHO, B MOBEYETO EKCIIEPUMEHTH,
HE3aBUCHUMO OT M3MOJI3BAHMS XEPOUIU WU METOJl Ha TPETUPAHE, IOPH U MIPU HANW-BUCOKHUTE
KOHIICHTPAIIMK CE€ OTKPUBA TCHJCHIMS KbM mnoBuinaBane Ha b® ¢ BpemeTo (BX. 5.10° M na
¢ur. 18 u 10* M na ¢ur. 22). B TakuBa KOHIIEHTpAIlMU HE c€ HaOI0aBa HUKAKBO raceHe U

CBbOTBCTHO HC CC NOCTUT'Aa MAKCUMYM Ha b® B nepruoga Ha U3SMCPBAHCTO.

Bananne Ha xepomumpmte sbpxy UK Ha 3O

JleiicTBreTo Ha XepOUIUANTE aTpa3vH, TUYPOH U TUHOCEO ce M3pa3siBa B HamallsgBaHE
MHTEH3UTeTa HAa 3P B 1eMsd UHAYKIUOHEH nepuoa. 3a pasznuka ot bd, 3® HamansBa MOHO-
TOHHO C YBEJIMYaBaHE Ha XepOWIMAHATA KOHIIEHTPAIUs, Taka Y€ e(PeKThT Ha WHXUOUTOPUTE
MOJKE JIa ce€ OIeHH 1o abcomoTHata ctoitHoCT Ha 3®. Hapen ¢ o6moTo nonmxkasane Ha 3D ce
YCTaHOBSBAT XapaKTepHHU M3MeHeHHs BbB (hopmata Ha UK, Hail-Bede B ChOTHOIIEHUETO MEX-
Ny aMILTUTyJata Ha OTAeTHUTE (a3u (MAKCUMYMH).

bep3ara daza ma UK (I,-I,-D,) xaro msuto ce peaynmpa mo-ciado oT XepOUIUANTe B
cpaBHenue ¢ 6aBHara (I4—Is). Kakro e mokasaHo 3a u3oaupaHu TUIAKOWIHU MeMOpaHu, HHXU-
oupaneto Ha ET Bomu 10 MHOTO mo-cuiIHO HamalsBaHe Ha I, oTkomkoTo Ha Ij, Taka ye chOT-
HomeHueTo Mexay I; u I, ce uamens B momsa Ha [; (Goltsev, Yordanov, 1997; Goltsev et al.,
1998). TakoBa moBeneHUE SCHO C€ IEMOHCTpUpPA U B HacTosimara padora. Hamp. ot ¢wur. 22,

npezacrassa MK 3a atpasuH, npuiokeH 4pe3 cThOIEH TPAHCIIOPT, C€ BIDKIA, Y€ KOHIICHTpa-
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UST OT 10°M Mpean3BHUKBa c1abo nmoHmxkasaHe Ha 3® B [}, KakTo U B OcTaHaiara 4acT OT
UK, nokato I, e usryGeH HambJiHO.

bemie orGensizano, ye noeneHuero Ha Makcumymure Ha 3@ B Obp3ara (asza na UK ce
OT/IaBa HA JMHAMHKATa HA TIOSBSBAHE W M3Y€3BaHE HA Pa3IMYHH PEIOKC ChCTOstHHUA Ha PC2.
Hsikou OT TsIX Morar ja mpou3BeJaT U3 IbyBaTesiHa PeKOMOUHAIUS — ,,CBETEIIN  ChCTOSHUS, a
npyru He. B maxuGupannte PL{ He Morar na ce remepupar cherosans QaQp 1 QaQg”, Kou-
TO BEpOATHO (JOPMUPAT OCHOBHA YacT OT U3IIBUYBAHETO B I, M TO3U MUK HaMassiBa. B HensBec-
THU 1poOu oTHOIIeHHETo o/} OU Moo a ce U3MoN3Ba KaTo KPUTEPHl 3a OlEHKA €()eKTHB-
HOCTTA Ha €JIEKTPOHHUs npeHoc Mexkay Qa 1 Qp. OT mo-Mankara CTOMHOCT Ha OTHOILIEHUETO
MOJKE Jla C€ CBhM 3a HapyLIEHO peoKucisiBaHe Ha Qa WM 3a YCKOPEHO MOJABaHE HA €JIEKT-
ponu kbM Q. Ilapanenno c I, HamansBa apiabounHata Ha cnana [,—D;, KOWTO B KOHTPOJIHUTE
JUCTa OTpassiBa penyuupanero Ha 11X,

Awmmuurynara Ha 3@ B 6aBHara ¢asza Ha MK e omie no-uyBcTBUTENHA KbM IPUCHCTBUETO
Ha nHxuOuTopu. C HapacTBaHe Ha XepOMLIMIHATA KOHLUEHTpPALUs Ha/l ONPEIeIeH MUHUMAaJIEH
mpar aMIUINTyJaTa HaMmamsiBa MPaKTHYeCKH MOHOTOHHO, KOETO MOTEHIIMAIHO SI IPAaBH KOJIU-
YEeCTBEH IMOKA3aTell 3a MHXUOUpaIus eeKT Ha MPUIIOKECHHs areHT. MUHMMalHATa KOHIICHT-
panms B KoATO ce peructpupa criaj Ha 3® 3aBucH OT THIIA XepOUINI U METOJ]a Ha TPETUPAHE.
MHOr0 4ecTo TPETUPAHETO C MO-HUCKU KOHIIEHTPAMU MMa 00paTHO AeHCTBUE, T.€. CTUMYIIH-
pa unrensurera Ha 3P (Doltchinkova et al., 1997).

OTtHomennero Ha MakcumanHus uHTeH3utet Ha 3@ B OaBHara dasa (I4) kbM TO3U B OBp-
3ara ¢a3za (I; wim 1) 32 KOHTPOJIHU JIMCTA € OKOJIO 2, TOKATO TIPH HA-BHCOKHUTE M3IOJI3BaHU
KOHIICHTPAIMK Ha XepOUIUIUTE TO crana a0 npubnusurenHo 1. CumHoTo MHXMOUpaHE Ha
OaBHara (aza MOXe Ja ce OTAa/ie Ha M3YE3BaHETO Ha TPAaHCMEMOpaHHHS €IEKTPOXUMHUYEH
TPaueHT, KaTO Ce UMa MPEABHU/I, Y€ MHTCH3UTETHT Ha u3nbueHaTa 3D 3aBUCH €KCIIOHEHITHAII-
HO OT BeJTMYHMHATA Ha TpaHcMeMOpanHus noteHuan (Wraight, Crofts, 1971).

B xoHTpONHHTE NMHICTa MAaKCUMYMBT Ha OaBHaTa (pa3a BKJIIOYBA JBa KOMIOHEHTA — I4 1 s
(3a o3Hauenusita Ha UK Bxk. dur. 10). [IpaBu Breuatnenue, 4e qJBara KOMIIOHEHTA MPOSBSBAT
pa3IuYHa YyBCTBUTEIHOCT CHPSIMO JIeHCTBHETO HA MHXMOMTOpHUTe. C HAapacTBaHE KOHIICHT-
paumsra Ha atpasut (¢ur. 16, ¢ur. 19, dur. 22) wim nuypon (¢ur. 17, ¢pur. 20, dpur. 23) BrO-
pusiT komnoHeHT (Is) HamasnsgBa 3HAYUTEIHO MO-0bP30 OTKOIKOTO IBpBHS (I4). Hax onpenerne-
Ha konnentpamus (3.10 ° M Ha ¢ur. 22) 3 B GaBHara dasa na MK HapacTBa H3KITIOUHTEITHO
3a cMeTKa Ha 4. To3u UK He u34e3Ba HAIBJIHO JIOPU IIPU HAW-BUCOKUTE KOHUEHTPALIUH, T.€. B
HAITBJIHO WHXMOMPAHU MPOOH C€ PETUCTPUpPA ONPENEICHO HUBO Ha MAaKCHMyMa, HE3aBUCEIIO

oT xepOunuHaTa KoHIeHTpamus. Jlomyckame, ue mipu Te3u yciaoBus 3@ B I4 ce ctumynupa ot
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MPOTOHEH rpaaueHT, reHepupan oT ®C1. Haii-BeposiTHO TOBa ctaBa upe3 mukindeH ET, Ho e
BB3MOXKHO yYaCTHETO Ha €HJOTeHHH eJeKTpoHHU noHopH 3a PCl, karo nexumapoackopoar.
HurepecHo e, ye MUHUMAJIIHOTO HUBO Ha [4 € MO-BUCOKO B JIUCTA, TPETHUPAHU C aTpa3uH, B
CpaBHEHHUE C TPETUPAHUTE C TUYPOH.

3a pa3nuka OT OCTaHAJUTE JBa XepOunuaa, GEHOTHUAT UHXUOUTOP JUHOCEO IMOITHCKA
MakcumyMa Is B eqHakBa winu B no-rojisiva crerneH (¢ur. 18) B cpaBuenue c 4. [Ipu Bucoku
KOHLIGHTpAllMK AMHOCEObT mpemaxsa u3lisiio 6aBHara ¢gasza u B UK ce nabmronaBa eauHCTBE-
HO MakcuMyMbT ;. Ta3u cnennuIHOCT BEpOSATHO c€ IBJDKH Ha Pa3NnpsAramioTo JeicTBue Ha
denomaure xepouruau (Morrod, 1976). Yepenenute TM 1ie mpomyckaT HAIOMIIAHUTE OT
®C1 npoToHU U Taka GaKkTOPHT, CIIOPEl HAC OTTOBOPEH 3a MosiBaTa Ha I4 B TpeTupaHuTe ¢ au-

YPOH HJIN aTpa3uH JIUCTA, HIC JIMIICBA IIPpU B"bSI[GfICTBHG C ,Z[I/IHOCG6.

Paznuuma B UK B 3aBMCMMOCT OT U3MNON3BaAHMA xep6l4u,l4p, M Ha4MHa Ha

npuiaoxeHue

U tpute xepOuuuaa — aTpa3uH, TUYpOH M JUHOCEO — UMaT CXOAHO BiusiHME BbpXy MK
Ha b® u 3@ u npu TpuTe HaYMHA HA TPETHUPAHE, KOETO € MOTBbPIKICHUE, Ye HAOIIOIaBaHUTE
edektu ca pesynrar ot naxubupanero Ha ET mexny Qa u Qp. Paznmuuusita Mexmay TpUTe Chb-
€IMHEHHUs ca IMPEIUMHO KosndecTBeHU — cxonnu MK ce mocTurar ot pasjnyHu KOHUEHTpa-
LMK B 3aBUCUMOCT OT Xxepouuuaa. Hapen ¢ ToBa ce 3a6eis13Bar U HAKOU crielu(pUIHU e(eKTH,
KaTo CBOMCTBOTO Ha IWHOCEO /1a MHXUOMPA HAITBITHO KaKTO s, Taka u l4.

Pa3znuuus B gelictBueTo Ha JUHOCED B CpaBHEHHUE C OCTAHAJIMUTE JIBAa XepOULIMIa MOXKE J1a
ce OyakBar 10 JB€ IPUYMHM — IIbpBATa €, 4e AMHOCED € ,, XUCTUIMHOB® THUIl XepOuuusa, T.e. B
CBBP3BAHETO C XEPOULUAHUS YyUacThK ce aHraxxupar pasziauunu jguranau (Trebst, 1987). Us3-
MEHEHHUS B KOH(OpMAIMATA HA yYacThKa 1€ TOBIUAAT PA3InYHO apUHUTETa KbM XepOULuan
OT JiBeTe ceMmeiicTBa. BTropara 0cobeHOCT, KoATo BeposiTHO npezonpeneis pasnukute B UK e,
4ye quHOCe0 MOXKe Jla TpoMeHs cBoicTBara Ha TM kato pasmpsrany areHT. IMeHHO Ha ToBa
npearnonaraMe, 4e ce AbKU U ¢1ab0oTo MHXUOUpaHe, Koraro pacTeHUATa ca TPETHUpaHM Ipe3
cTponoto. M3BecTHO e, ue (heHOMHUTE XepOUIMIN Ce TPAHCHOPTUPAT C1a00 OT MPOBOASAIINTE
THKaHMU, THH Karo TIXHOTO KOHTAKTHO aAeWcTBHe Tm paspymaBa (Bandal, Casida, 1972;
Ashton, Crafts, 1981).

Axo ce cpaBHAT MK 0T KOHTpOJIHM JIMCTa 32 TPUTE METOZA Ha TPETUPAHE, CE€ BUXK/A, Ue
UHQUITpausATa cama 1o cebe ¢ BOIU 0 ONpEeAeTIeHH U3MEHEHHs BbB (hopMaTa Ha KPUBHUTE
W 3a JBara BUAA JIyMHHEcCHeHIUs. 3adenssBa ce, ye B UK na b® makcumymbT ce goctura

e/Ba B Kpas Ha ,,iutatoro’ B mepuoga 0,2—10 s. B cb110T0 BpeMe OTHOIIEHUETO MEX]Ty UHTEH-

91



Pe3ynTati u o6CcbKaaHe

sutera Ha 3P B Obp3ara u 6aBHarta ¢aza Ha UK e u3mecteno B monsa Ha Obp3ata dasza. Cna-
6T [,-D;, e nmo-cnabo u3paszeH. M3BectHa npuinka ce oTkpuBa BbB (popmara Ha MK Ha uH-
¢unTpUpaHuTe KOHTPOJIHH JIUCTA U JIUCTATa TPETUPAHU C MEKAUHHU KOHIICHTPALUU AUHOCED
upes3 IH/I(b}’?;I/I?I. BB3MOXXHO € Te3u N3MEHCHUS Ja CC AbJDKAaT Ha YaCTUYHO HapylIaBaHC UHTCI -
purera Ha TM — MEXaHWYHO TIpHU HHOUITPAIMATA I XUMAYHO OT TuHOCceO. B pesynrar 6u
ce HaMaJJ TPaHCMEMOpPAaHHUSAT MPOTOHEH TIPAJIUCHT, KOETO Jla € MPUYMHATA 33 MO-CI1ad0TO

nokausaHe Ha 3d B O6aBHara (aza.

Xopg Ha JYMUHECUEeHTHMA nNoTeHUHan B TpeTUupaHu C Xep6MLIM,DM JINCTa

W3BectausT edext Ha xepounuaute Bbpxy ET, cboTBeTHO penokc cherossHueTo Ha PLI,
MOJKE J1a C€ M3II0JI3BAa KaTo IPOBEPKa 3a BEPHOCTTA Ha MHTEpIpETALUsATa Ha B3aUMOOTHOILIE-
HUSTA MEX/y JYMUHECLUEHTHHS oTeHIMan U u3nbuBaHeTo Ha b® u 3® no Bpeme Ha UHAYK-
LMOHHHUS [IEPHUOL.

CroliHOCTUTE HA JIyMMHECLIEHTHUS MTOTEHLUAJ Ca U3YHUCICHU 10 BEYe ONMCAHUS HauuH
(ctp. 74) 3a nucta, Tpetupanu ¢ xepounuau. @azosure nuarpamu V(Ur) u L(U) 3a nBe KOH-
neHTpanuu atpasud — 1 UM u 10 uM — ca npencraBenu Ha ¢ur. 25 u ¢ur. 26. Kormnenrpamus
1 uM e 6am30 10 NoMyMHXMOMpAaIaTa KOHIEHTPALHs 3a aTpa3yH, T.€. IPU Hes rojisiMa 4acT OT
PI] ca Gnokupanu, HO BRIPEKH TOBA CHJIHATA JEHCTBAIA CBETIIMHA MOXKE J1a aKTMBHpa UHTEH-
3uBeH ET, cborBeTHO npoToHeH rpaaueHT U T.H. [Ipu 10 uM arpaszun UK na b® u 3® couar
3a MpaKTU4ecKH MbJIHO Onmokupane Ha ET (Bx. dur. 22).

dazoBuTe TpaeKTOpuu Ha (ur. 25 3anma3Bar HAKOU XapaKTEPUCTUKU, KOUTO CE OTKPUBAT B
HETpeTUpaHUTE JINCTA, HO Ce HAOII0aBaT U ChIIECTBEHU NpoMeHu. HauanHara cToiiHOCT Ha
U e no-Hucka — 2,7 eauHuny B cpaBHeHue ¢ 4,2 npu koHTposara. B 6bp3ara ¢aza Ha MHIYK-
musita (1o muaumyma D Ha 3®) U, HE3HAUUTEIHO ce mpoMeHs (10 2,5), a cliell ToBa MOHO-
TOHHO HapacTBa 10 4 kakro u npu koHTponara. Ilo chiiecTBO mbpBara JMHEWHA OTCEUKa Ha
3aBucumoctta V(Up), koaTo € sicHO u3pazeHa B koHTpoiaHuTe nucta (O—P) u ce ornasa Ha do-
TOMHAYLMpaHOTO 3arBapsHe Ha PLI, ce ryOu npu tpetupane c arpasut. To3u edexr moxe na
ce oyakBa, Thil karo Onokupanute PL| ce 3arBapsT mpeau MbPBOTO OTYMTAHE M HayaslHATA

croriHocT Ha U, Bede e mo-HHUCKa 32 cMeTKa Ha £'.
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®ur. 25. Xoa Ha NpOMEHUTE Ha OTHOCMTENIHaTa BapMabuiHa dpayopecueHuma, V (A) n 3@, HopmupaHa CNpAMO |y

(B) B 3aBUCMMOCT OT JlyMMHeCLEeHTHMUA noTeHuman U, = In L/F, B nncTa, TpeTMpaHu Ypes CTbOEeH TpaH-

cnopt ¢ 10 M aTpasuH. MABLTHUTE CUMBOM M BYKBUTE 10 TAX OTFOBAPAT Ha XapaKTePUCTUYHMTE TOUKM

B MK. CTpenkuTe yKkasBaT nocokara Ha pasBuTMe Ha (pa3oBaTa TpaekTopus BbB BpemeTo. V, L u U, ca

npeacrtaBeHU B OTHOCHUTEJIHU e AUHULN.
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®ur. 26. Xoa Ha NPOMEHUTE Ha OTHOCMTENIHaTa BapMabuiHa dpayopecueHums, V (A) n 3@, HopmupaHa CNpAMO |y

(B) B 3aBUCMMOCT OT JlyMMHeCLEeHTHWUA noTeHuman U, = In L/F, B nucTa, TpeTMpaHu Ypes CTbONEeH TpaH-

cnopt ¢ 10~ M aTpasuH. MABTHATE CUMBOJIM M BYKBMTE [0 TAX OTFOBAPAT Ha XapaKTEPUCTUUHUTE TOUKM

B MK. CTpenkuTe yKka3BaT nocokarta Ha pasBuTMeE Ha (pa3oBaTa TpaeKkTopusa BbB BpemeTo. V, L u U, ca

npeacrtaBeHU B OTHOCHUTEJIHU € AUHULN.

HapactBanero na U; mexay Toukute D u 14 Ha UK Ha 3@ e cBbp3aHO MO CHIIUS HAYUH C

u3MeHenusita Ha b® u 3®, kakTo B koHTpoNMHUTE NucTa — bD e cnabo nosnusina, a 3 3aBucu

eKCHOHeHUUAIHO OT U;. Te3u B3auMOAEHCTBUS IMOAKPEIAT XUIIOTE3aTa, Y€ B TO3H MEPUOL

JYMUHECLUCHIHATA C€ KOHTPOJIHUpA OT 'CHECPHUPAHCTO HaA TpaHCMeM6paHeH IMPOTOHCH T'pagu-

eHT. B Tperupanute nucrta obave ce BMXKAA OlEe, Y€ W MO BpeMe Ha cmajgaHero Ha Iy 30

cJieaBa CTpOro €KCIOHCHIMUalIHaTa 3aBUCUMOCT OT UL, AOKATO B KOHTpPOJIaTa TO3HU C(I)CKT cC

3a/M4yaBa Mmopaad NpuchCTBUETO Ha Is. CiemoBarenHO CraaHeTO HA KOMIIOHEHTa I4 Ha OaB-

HUs MakcuMyM Ha 3® oTpassiBa pejakcanusaTa Ha IPOTOHHUS IPAUCHT.
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Nutepec npeacrarisiBa xoabT Ha 3P B IbPBUTE MOMEHTH CJIE]] OCBETSIBaHETO — (ha3ara
[,-D. B 1031 yuactbk kpuBara V(Ur) uma npuOAU3UTEIHO CHIUIUS HAKIOH KaKTO U BbB (hazara
D-14, HO B 0OpaTHa mocoka. Be3aMoxkHO € B To3u meproa 3D na orpassBa penakcainusTa Ha
SJICKTPUYHMS TIOTEHIMA, TeHepupaH Tpu pasnensaero Ha 3apsaure B PI[ (Bulychev,
Vredenberg, 1999). Bpbp3kara Ha mbpBus MUK Ha 3D ¢ eIESKTPUIHUS TTOTSHITHA CE TTO/ICKa3Ba
U OT TOBa, Y€ TOU ce MposABsSIBa AOPH MpH IMbJIHO nHakTUBUpaHe Ha ET, Ho ce nuxubupa cui-
HO, aKo Ay € eTMMHHUpPaH ¢ BamuHoMUIMH (Satoh, Katoh, 1983).

B pacrenusiTa, TpeTupanu ¢ 10° M arpasut, ET e Gnokupan npaktudecku u3nsuio u PL]
ce 3aTBapsT OlIe B IbpBHs HUKBI HA (ochopockorna. Otaomenunero (1-B)/B ocrasa mocro-
SHHO IO BPEME€ Ha U3MEPBAHETO, CIEAOBATEIHO IpUEMaMe, Y€ MPOMEHUTE HAa JTyMUHECLEHT-
HUS TIOTEHIMAN ca 00yCIIOBEHH OT MPOMEHH B TpaHCMeMOpaHHUs moTeHnuan. Torasa azo-
BUTE JWArpaMu TpsAOBa 1a TpejcTaBisBar rpaduku Ha 3aBucuMoctta V = f (AuH) u L = f
(ApH"). ®ur. 26 sicHO T0Ka3Ba, ye, HE3aBUCHMO B KaKBa MOCOKA ce m3MeHs Uy, XonbT Ha b®
n 3® onucBa eqHa U cblla TpaekTtopus — bP mpakTUyecku HE ce€ M3MEHs, a XoAbT Ha 3P
onucBa ekcrioHeHuanHa ¢pynkius. Beunuku ¢asu ot UK na b® B nnxubupanu nucra ca pe-
3yATar OT MPOMEHU B TpaHCMEeMOpaHHHsI €eKTPUYCH WM MPOTOHEH rpaaueHT. Kakto Oemre
MOKAa3aHO, MAKCUMYMHUTE, KOUTO HE U34€E3BAT IOPU U MpU NbJIHO noaTuckane Ha ET, ca I u 1a.
[Ipennonarame, 4e IbPBUAT € CBBP3aH C €JIEKTPUYHUS MOTECHLIHAJ, TEHEPUPAH OT ABUKCHHUE-

TO Ha pa3/IeJIeHNUTE 3apsH, a BTOPUAT OTpa3siBa MPOTOHEH IrpaaueHt, uHyuupan ot OCl1.

OJIP kpuBu

OnyopumerspbT HandyPEA peructpupa camo b®, HO umMa nmpeauMcTBOTO, Y€ M3I0I3Ba
CBETOAMOAM KAar0 M3TOYHHK HA CBETIMHA, KOMTO C€ BKJIIOYBAT M M3KIIOYBAT MPAKTHUYECKHU
murnoeHo. Toa nmo3BossiBa J1a ce 3anumar Bcuuku (asu Ha MK npu cunna ceemmuna (O—J—
[-P). ITepBata ctabuiHa CTOWHOCT, oT4eTeHa 20 |s OT HaYajJ0TO Ha UHAYKIIMOHHUS TIEPUO/I, €
Onu3Ka 10 HCTUHCKOTO HUBO F,.

Hanocneabk ce mosiBUXa HSAKOIKO MyOMUKAIlUH, HOKIAJBAIM 32 M3MOI3BAaHETO HA TO3U
TUN (IYOPECHEHTEH aHaIU3 3a OllCHKa eeKTa Ha (POTOCUHTETUYHU XEePOUIMIN WIN MIPOIYK-
TH OT TSAXHATA JeTpajalius B MHTAKTHU JIUCTa OT BUcIIK pacteHus (Vani et al., 2001; Dewez
et al., 2002; Klem et al., 2002). YcranoBeHa € craOuiHa 3aBUCUMOCT Ha HapacTBaHETO Ha J
(Klem et al., 2002) wnu Bapuabunnara ¢uyopecuenuus (Dewez et al., 2002) oT koHIIEHTpa-
musita. OOEKT Ha eKCIIEPUMEHTHTE ca BOAHM pacTteHus (Lemna), 4usiTO aHATOMUS TO3BOJISBA
3HAUMTEIIHO TO-JIECHO HABJIM3aHE Ha BOJOPA3TBOPHMHU CHEAMHEHHS, B CpPaBHEHHE CbHC

CYXO3eMHHUTE, ¥ TOBA I'M MPaBU yA0OHH 3a TPETHPAHE.
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Ha ¢ur. 27—¢wur. 29 ca npencraBenu OJIP kpuBm, perucTpupanu B JIUCTa OT Ipax, TPETH-
paHu 4pe3 CTHOJCH TPAHCIOPT C PA3JIMYHU KOHIEHTpauuu arpasul (¢ur. 27), nuypoH (¢ur.
28) unmu quHoceO (¢ur. 29). U Tyk BpemeTo e B TorapuTMHueH Mamabd ¢ e Ja ce BU3yalu-
3upar BcuukH ¢aszu. JleiictBueTo Ha XxepOuIUanTe ce u3passBa IJIaBHO B MMOKaYBaHE Ha (Iryo-
pEeCLeHIIUITa B HUBOTO J (perucTpupano 2 ms ciie[] Ha4aJioTo Ha OCBeTsABaHeTo). [IbaHOTO
uaxubupane Ha PI[ momudummpa UK taka, ye makcumanHata (ayopecleHIuss ce JOCTUra
olle B J, KakTo € ImoKa3aHo OT Strasser u chaBT. (Strasser et al., 1995; Guisse et al., 1995). To-
Ba € JI0Ka3aTeJICTBO, ue J oTpassBa peaykuusara Ha Qa.

[Ipu mo-HUCKM KOHLEHTpAIMKU Ha xepOunuaute HuBoTo Ha B® B J BeposTHO oTpassiBa
opost PII, kbM KOWTO € CBbp3aHa XepOuIMIHA MOJeKyaa. KoaTudecTBOTO MHXUOUpPAHH IICHT-
poBe TpsIOBa Ja ce pa3miek/]a KaTo ocpelHeHa BbB BPEMETO KOHIICHTPAIHs, Thil KaTo ChIllec-
TBYBa JIMHAMHYHO PaBHOBECHE, OOYCIIOBEHO OT HENPECTAaHHOTO CBBP3BaHE C XCPOMIIMIHHS
y4acTbk u auconunarus. CtoiiHOCTTa Ha V) — OTHOCHTENIHATa BapuabuiaHa (ryopecueHus B J
— MOHOTOHHO HapacTBa C KOHIEHTpaLMATa U ce Hacuia koraro J = P unu Vy = 1. To3u napa-
METhp OM MOT'BJI J]a CITy’KU 3a OLIEHKa Ha XepOounuaHara akTuBHoOCT. B npemioxkenus ot Klem
u cbanT. (2002) GuorecT, epekTHBHOCTTA HA KapOaMUIHUS XepOUIIUL H30IPOTYPOH CE OLEHS-
Ba upe3 napamerbpa Vj. 3a ymoOCcTBO MOXeE Jla ce M3I0JI3Ba U BeJIMUnHaTa o = 1—Vj u3Bene-
Ha ot Strasser u c¢hanT. (2000) kaTo BeposTHOCTTA (€eKTUBHOCTTA) 3a TpaHCchep Mexay Qa U
Qg (BX. TUTEpaTypHUS Tperyien).

B Tperupanute ¢ xepObunuau JucTa HUBOTO Ha HadanmHara duiyopecteHnus F, HapacTsa.
[ToBumennero e cnabo, HO CTaTHCTUYECKH JOCTOBEPHO, M C€ OTKPUBA NIPU BCUYKU XepOUIIH-
JI1 1 HAYMHU Ha TpeTupane. F, 6u Morio ga ce nmoBuiy, ako exna dact ot PL] ca 6unu 3arBo-
penu Ha ThMHO. [To mpuHIMN 06aye ToBa He Ou TPsIOBaAO /1a c€ OYaKBa Clie]] AbJIra ThMHUHHA
ajanTanus, 3aoTo 1 B uHxuOupanute PLl Qa MoXke a ce peokucisaBa upe3 peKOMOUHAIHS C
S-ceecrosausiTa Ha KOC, kosiTo mMa Bpeme Ha uBoT 2—3 s (Vasil'ev, Venediktov, 1993). He e
U3KIII0OYEHO XepOUIMANTE Aa MPEeIu3BUKBAT IPOMEHU B aHTEHHUTE KOMIUIEKCH WJIM Bpb3KaTa
Mexay aHnteHara u PLI, KouTo ga U3MEHST KMHETHKAaTa HA €HEPreTUYHUS MPEHOC U 0 TO3U
HAYWH J]a HaMaJIsIBaT KBAaHTOBUS JOOUB Ha (yopecueHusata ot otBopenu PLI. TakuBa nzme-
HEeHHs OWXa ce OTpa3wii BbpXy TBMHUHHHA criaj Ha bD, HO 3a chKaJeHHEe HE CMe Cpelain

MOIO0HY Ty OJIUKAITIH.
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®ur. 27. OJIP kpusu, permuctpupanmn c dayopmmeTbp HandyPEA oT nmcTa, TpeTMpaHu Ypes CTbbaeH TpaHCnopT
C pas/IMyHM KOHLEeHTpaumu atpasmH. KoHueHTpaumute B M ca gageHu Ha rpadukata cpeLly CbOTBETHM-
Te KpMBM (03HaYeHM CbC cTpesiku). b. KpuBu Ha oTHocHTenHaTa BapuabuaHa dayopecueHums V = (F -

Fo)/ (Fm = Fy).
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®ur. 28. OJIP kpusu, permctpupanu ¢ payoprmetrbp HandyPEA oT ancTa, TpeTupaHu 4pes CTbbeH TpaHCnopT
C pa3/IMyHM KOHLUEHTpaumM aAMypoH. KoHueHTpauuute B M ca gazieHu Ha rpadmKarta cpelly CbOTBETHM-
Te KpMBM (03HaueHu cbe cTpesikm). b. KpmBM Ha oTHocMTenHata BapmabuaHa dayopecueHuma V = (F -

Fo)/ (Fm = Fy).
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01 1 10 100 01 1 10 100 1000

WHnyKknnoHHO Bpeme, ms WHnyKkunoHHO Bpeme, ms

®ur. 29. OJIP kpusK, peructpmpanu c dayopmrmeTrbp HandyPEA oT siMcTa, TpeTMpaHu Ype3 CTbOeH TpaHCnopT
C pas/IM4yHK KOHUEHTpauun auHoceb. KoHueHTpaumute B M ca aageHu Ha rpadmKaTta cpelly CboTBeT-

HUTE KpPUBM (03HAYEHM CbC CTpesikn). b. KpuBM Ha oTHOoCUTenHaTa BapuabuaHa dpayopecueHums V = (F

= Fo)/ (Fm = Fo).
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Kakro npu UK nHa b®, peructpupanu ¢ FL-2006, taka u npu OJIP kpuBute nmarie ms3-
pa3eHo HamassiBane Ha b® npu Bucoku xepOuiuIHu koHUeHTpauu. Hanpumep, Ha ¢ur. 27
muun, we npu 3.10° M xommentpauust Ha arpasu ET e mambano nnxubupan (Fy = Fp) u
MaKCHMasHaTa (UIyopecUEeHLHs JOCTUIa 10 HUBOTO | Ha KOHTpoJaTa, KaKTO € MOJIy4YeHO OT
npyru asropu (Lazar, Pospisil, 1999). ITpu xonmentpamums 3.10~ M KkpHBaTa HAITBJIHO 3ara3-
Ba (hopmara cu (Ha rpadukara Ha OTHOCUTENHaTa BapuaOuiIHa (IyopecleHLusl IBeTe KOH-
LEHTpallMK U3IVIeKIAT Karo eHa KpuBa), HO MakCcUMaiHata (UIyopecLeHIMs € HamalieHa,
CTaTUCTUYECKU J0CcTOBepHO, ¢ 20%. ToBa moBeieHHE MOTBBbPIXKIaBA HANPABEHUTE MO-TOPE
MPEANONOKEeHHS (BX. CTP. 88) OTHOCHO BB3MOXXKHOCTTA 3a raceHe Ha Bh30YJACHUTE ChCTOSHHUS

OoT Xep6I/IHI/II[HI/ITC MOJICKYJIH.

KoHueHTpauuoHHM KpuBK Ha napameTpuTe Ha UK Ha BD n 30

KonunuectBena olenka Ha XepOUIUIHUS €QEKT, TOIy4YeH B TPETUPAHUTE JIUCTA, MOXKE J1a
ce nazne ot napamerpute Ha b® u 3®. MK na b® n 3P ca KOMIIJIEKCHU KPUBU, CbCTABEHHU OT
MHOTO a3y ¥ MOTaT Jla Ce XapaKTepu3upar ¢ roisiM Opoil mapamMeTpH, YUCTO EMIUPUYHU WIIH
TakuBa C siceH OnodusuveH cMuchi. 3a Besika MK mporpamara Indwin u3umcisiBa u 3amnvcBa
oxoso 30 mapamerspa, a Biolyzer — nan 50. 3a 1a onpenenum Kou mapameTpH ca MOAXOISIITN
na ObAaT U3MONI3BAaHM KaTo MsIpKa 3a CTENEeHTa Ha MHXUOUpaHe, HUe U3ClieIBaXMe TIXHATA 3a-
BUCHUMOCT OT NpHJIOKEHaTa KOHIEHTpalus Ha xepounuaure. Tbppcexme napamerpu Ha UK,
KOMTO OTTOBAPAT HA CJIEAHUTE U3UCKBAHUS:

- 1a MOTaT TOYHO J1a ce n3uucisasar ot MK, ¢ muanManen cyoektuseH (akrop;

- Jla ©MaT CTaOUJIHU CTOMHOCTH B HOPMAJIHU HETPETUPAHU C XEPOULIM/IU JIUCTA;

- 1a ObAaT MAaKCUMAIIHO YyBCTBUTEIIHU CHPSAMO JICUCTBUETO HA XepOULIUINTE;

- e(beKTHT HA XepOULIUINTE 1a UMa EAHOCTPAHHO BIUSHUE BHPXY TAX.

[IpenBua nMocTaBeHUTE YCIOBUS, 3a KOJIMUYECTBEHO OXAapaKTEpU3UpPaHE HAa XEPOULIMIHUS

edexT n3non3Bame crneanute nmapamerpu: 3a MK, perucrpupanu ¢ FL-2006 — Bucounnara Ha

makcumymure Ha 3D I; u I4; oTHOIIEHHETO Ha BapuabuiHata KbM MakcuManHara b® F./F,
(F,—F1)/Fp; 3a OJIP xpusute, peructpupanu ¢ HandyPEA — mapamerspa yo = 1-V; =
(Fm—Fj)/(Fp—F,). 3aBucumocTTa Ha Te3u mapaMeTpH OT JIOrapuThMa Ha XepOMLUAHATA KOH-
nentpamus € curmouganHa (dur. 30, ¢ur. 31) u Moxe moOpe ma ce u3pa3u ¢ OOIIMaHOBA

byHKIMS:
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A -4
Y= 1+e(x—xo)/dx + 4, (38)

KBJETO X € JIOTApUTBhM OT KOHIIEHTPALUATA, Y € HOPMHUpAHaTa CIPSIMO KOHTPOJIAaTa CTOWHOCT
Ha ChOTBETHUS MapaMmeTsp, 41 U A, ca CbOTBETHO TOpHATa M J0JIHATA aCUMIITOTA, Xo € LIEHT-
pajiHaTa TOYKa Ha CUTMOHWJATa, ChbOTBETCTBAILA HA JIOTAPUTHM OT MOJYyMHXHOUpaIiara KOH-
HEHTpaIus, a dx onpeaesst CTPbMHOCTTA Ha KPUBATA.

[TonyyaBaHeTo Ha CUrMOMJAlIHA 3aBUCHUMOCT C€ NPEABMKAA OT TOBA, Y€ CHIIECTBYBA
CTpora Kopejiauus MexIy cBbp3BaHeTo Ha xepOunuante ¢ @C2 1 MHXUOUPAHETO Ha EJEeKT-
pounus tpancnopt (Tischer, Strotmann, 1977). KoHueHTpanmoHHUTEe KpUBU Ha MapaMeTpH,
KOWUTO 3aBUCAT IPSKO OT €JIEKTPOHHMSI TPAHCIOPT OTpa3siBaT 3aBUCHUMOCTTA ,,J103a-0OTIOBOP‘
WIN PaBHOBECHETO MEX1y MHXHOMpaHUTe M HenmHxuOupanute PL] npu naneHa koHueHrtpa-
ust. KpuBure ,,103a-0TroBOp® ca cTaHAApTEH METOJ 3a OINpeJesisHe Ha MHXMOMpallara akx-
tuBHOCT (Streibig, 1988; Jensen et al., 1994; Seefeldt et al., 1995). [TocTposiBaHeTO 1 aHAIH-
3UpaHeTo Ha TakuBa KpuBM Ha mapamerpure Ha MK Ha B® e B ocHoBara Ha myOIuMKyBaHUTE
HAaCKOpO METOJIMKH 3a orleHka Ha xepounmanaus edekt (Klem et al., 2002; Hulsen et al., 2002)
B unHTakTHN pobHu, eheKTUBHOCTTA HA OMpeeeHa 103a XepOULIU/ LIie Ce OIpeess OT KOH-
[EHTpalMATa My B OKOJHOCTTA Ha XepOMLMAHUS YYacThK, KOSTO OT CBOS CTpaHa IIe 3aBHCU
OT MONIBIIAHETO, TPAHCIIOPTA U PaA3NpPEACICHUETO Ha XepOUIMIa MEX/1y BbHIIHATA cpela U
pasIUYHUTE pacTuTeNHU ThKanu u opranu (Klem et al., 2002).

CumynupaHuTe KpUBH ,,103a-0TTOBOp ca npeacraBeHu Ha ¢ur. 30 u ¢ur. 31. Ot napa-
METPUTE HA MOJENA, MOJIyYEHH 4Ype3 perpecus o MeToAa Ha Hall-MaJIKUTE KBaJpaTH, ce€ U3-
YHCJIABA KOHIIEHTpALUATA HA MOJYMHXUOUpPAHE WIN UHJEKCHT Ha MonyuHxuoupane plsg, koii-
TO IPEACTABIISIBA OTPHULIATEINICH JIECETHUYEH JIOTApUThM OT KOHIIEHTPALUATA.

ITonyuenara cToiiHOCT 32 plsy ce siBsIBa KpalHUST pe3ysTaT OT aHaJIu3a Ha XepOULUAHOTO
JieiicTBUE Ype3 JIYMUHECHEHTHUTE METOMIM 3a M3ciieABaHe. T4 MOo3BoJIsBa J1a C€ CPaBHU edek-
TUBHOCTTA Ha OTJEJIHUTE XepOULIMIN WM METOAU Ha TpeTupaHe. OCBEH TOBa, 3a ONPEICIIIHE
BIIMSHUETO Ha TeMIlepaTrypara BbpXy €(peKTa Ha XepOULMIUTE HU3CIIEeBAaHUATA Ca IPABEHH C

YCTaHOBCHUTC HOJ'IYI/IHXI/I6I/IpaH_[I/I KOHLCHTpAlUU.
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®ur. 30. KoHUeHTpaLMOHHM 3aBUCMMOCTM Ha Makcumymmte |y (A) m 14 (B) Ha MK Ha imMcTa OT pacTeHus, TpeTu-

paHu C AMYPOH, aTpasvH MM AMHOCE6 Ype3 CTbbeH TpaHcnopT. CUMBOIMTE NPEACTaBAT OCPeAHEHU

€KCMEPUMEHTA/IHU CTOMHOCTM Ha NapaMeTpUTe, HOPMMPAHU CMIPAMO KOHTPOJIaTa, BEPTUKAIHUTE YepTH

- CTaHAapTHa rpelka, a KpMBmUTe Ca nojliy4eHu 4pes3 anpokCMMMpaHe KbM CUMrMonaasiHa 3aBUCUMMOCT.

A

\

o arpasuH @
20+ e IHYpOH
A JuHOCED

0

T T T T T T T
75 70 6,5 6,0 55 50 45 40 35
—lg [xepOunun], M

®ur. 31. KoHUeHTpaLMOHHM KpMBM Ha napameTpuTe Ha bO

120

b

T T T T T T T
75 70 6,5 6,0 55 50 45 40 35
—lg [xepOumun], M

Fy/F, (A) v 1-V, (B) 3a pacTeHus, TpeTMpaHu C any-

POH, aTpasnH Uan AnHoceb ypes CcTbb/1EeH TpaHCNopT. CumBonnTe npeacTtaBAT OCpeAHEHU eKcnepu-

MEHTaJIHU CTOMHOCTM Ha MapameTpuTe, HOPMMPAHWU CMPAMO KOHTPOJIaTa, BEPTUKAJIHWUTE YepTH - CTaH-

[lapTHa rpellKa, a KpMBMTE Ca MOJy4YeHM Ype3 anpoKCUMMPAHE KbM CMIMOMAA/IHA 3aBUCUMMOCT.

KoHcTaHTa Ha MHXHMOBUpaHe

MeTonsT 3a onpeensHe Ha TUCOIMAMOHHATa KOHCTaHTa Ha KomIuiekca D1—xepOurm

Ype3, M3MOJI3BAI MTPOIlelypara 3a JIHHeApH3aIns

Ha JlalinyeBbp — bbpK OT eH3MMHaTa KUHE-

tuka (Tischer, Strotmann, 1977), 6u MOT'bJ 1a ce MPUIOKHU U 32 U3UUCIISIBAHE KOHCTAaHTAaTa Ha

uHxubupane, K;, Ha 1lenTUTe pacTeHus. B To3u ciaydvaii Bp3lpueMame pacTeHUETO KaTo eIMHU-

1ara, CBbp3BaIla XepOUIMIHATE MOJIEKYIH, a K;

IUJAHUTE MOJIEKYJIU B pa3TBOpa 3a TpPETHpaHE U

1€ OTpa3siBa PABHOBECHETO MEXIYy XepOu-

Te3u, cBbp3anu ¢ ®C2. OyeBunHo, K; He

TpH6Ba Jda CC CUHUTa Karo MsApKa caMo 3a a(l)I/IHI/ITCTa Ha Xep61/1u1/ma KbM QB—MHCTOTO, HO 1Ic

OTpa3siBa CbIIO pa3NpCaACIICHUCTO MY B Ouomacara Ha PACTCHUCTO.
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3a u3uuciasBaHeTo Ha K; u3non3zBame napamerbpa Vj, noiaydeH ot OJIP kpusute. OTHO-
CUTENHUAT 151 Ha unxubupanute PL] moxe na ce mane ¢ u3pasza [RCi| = (Vi-VO/(1-V)),
kbaero V' e M3MEPEHO B OTCHCTBUE HA HHXUOUTOpP. [[enbT Ha CBOOOJHUTE IICHTPOBE IIIe Ob-
ne paBed Ha 1 — [RC;]. Ako ce mpeHeOperHar IpoOMEHUTE B XepOUIMIHATa KOHIICHTPAIUS B
pasTBopa, [/], B pe3yaTar oT CBbp3BaHETO, TO rpadukara Ha 1/[RC;] B 3aBucumoct ot 1/[/], me

6’5,[[6 paBa, OT YHIATO HAKJIOH CE INojiy4dyaBa KOHCTAHTAaTa Ha I/IHXI/I6I/IpaH€:

(-[RC)UI, 1-[RC]_Kii 1, 1 (39)
[RC;] I [RG] [/]

i — ’

[RC:]

W3uncnaeHuTe 1no To3M HAYMH CTOMHOCTH Ha K; 3a pacTeHUs, TPETUPAaHU C TpUTe xepou-
11a 4pe3 CTHOJIeH TPaHCHOPT, ca Kakro ciensa: 2,3 = 0,1 uM 3a muypon, 1,5 £ 0,1 uM 3a

arpa3zuH u > 50 uM 3a nuHoCeO.

CpaBHeHMe MeXay e(eKTUBHOCTUTE Ha aTpasuH, AMYPOH U AUMHOCEG

B 1abn. 1 ca 0000meHn WHASKCHTE HA MOJYWHXUOMpaHe Ha M30paHUTEe TapaMeTpu Ha
b® u 3® 3a Tpute xepbunuaa u Meroaa 3a TpetupanHe. CpaBHEHHE HA CTOMHOCTHUTE 32 TPUTE
xepOuIMIa MoKa3Ba, 4e TIXHATa aKTMBHOCT HamaligBa B pefa JUYPOH > aTpas3uH > IUHOCED.
Ta3u nogpenda e ycraHoBeHa M OT mapamerpure Ha b® u 30 B THinakouaHu MeMOpaHd OT
rpax (Goltsev et al., 1998) n croTBEeTCTBa Ha M3MEPEHNUTE KOHCTAHTH HA CBHP3BAHE HA TPUTE
ChEIMHECHUS B TUJIAKOWIHU MEMOpaHu ¥ MHTaKTHU 3esieHn Bopopaciu (Laasch et al., 1981).

Brorpeku 4e pensT Ha aKTMBHOCTTA CE€ 3alla3Ba B TPUTE METOJa Ha TPETUpPaHE, ChOTHO-
HICHUSATA MEX]y MHJIEKCUTE Ha MOJTyMHXUOMpaHe ca pa3inyHu. Taka, eeKTUBHOCTTA Ha aT-
pa3uH € MHOTO OJIM3Ka B CPaBHEHUE C JUYPOH, KOraTo ca MoJaJeHU Mpe3 CThOI0TO, HO MHOTO
nmo-ciaba mpu TPEeTUPAHETO Ha JucTa ype3 nudysus. [Ipu BTOpus MeTon arpasuH U JuHOCEO
uMar cxofHa e(EeKTHBHOCT, JOKaTO Mpe3 CTHOJIOTO AMHOCEO € MHOTO Mo-ciaabo epeKTUBEH
KaTO KOHIICHTpAlMUTE Ha MOJyMHXHUOUpaHe ca ¢ MOoBeYe OT MOPSAAbK MO-BHCOKU. Te3u cre-
UGUYHE Pa3INuus MEXIY TPUTE XepOuIiIa ce IpOosiBIBAT BBIIPEKH TAXHOTO €IHAKBO MPUH-
umHo aeicteue Bbpxy @C2 u oTpas3sBar mpupojaara Ha B3aUMOJICHCTBUE Ha XEPOUIUIHUTE
MOJIEKYJI C PACTUTEIHUTE ThKaHU W OpPraHH, Mpe3 KOUTO Te TpsAOBa Ja MpeMUHAT Mpeau 1a

nocturnat TM.

Tabn. 1. UHAeKcH Ha nonymHxubupaHe plsp Ha napametpute Ha 3O 1 B |y, 14, Fy/F, u 1-V, 3a aTpasunH, A1ypoH

U anHOCe6, NPUNOXKEHM Ype3 IMCTHa ANdY3MA, MHPUATPaLMA U CTbOIEH TpaHCNopT
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MeTton ITapameTsp ATtpazuH A Hduypon A JnHoce6 A
JluctHa nudysus I 4,38 0,15 5,42 0,09 4,44 0,03
Iy 4,38 0,03 535 0,09 4,45 0,03
F/F, 4,55 5,60 0,20 4,44 0,08
1-V; 525 0,01
HNudunrpanus I 5,28 0,10 5,73 0,10
Iy 5,17 0,08 5558 0,07
F./F, 5,27 0,07 6,00 0,09
1-V, 5,37 0,07 5,66 0,16 532 0,19
Crb0eH TpaHcopt I, 5,60 0,10 5,95 0,08 4,40 0,20
L 5,87 0,06 6,12 0,04 4,38 0,13
F./F, 6,36 0,06 6,35 0,05 4,66 0,07
1-V, 6,23 0,05 6,35 0,05 4,48 0,05

CpaBHeHMe epeKTMBHOCTTA Ha TpMTe MeTOoAA 3a TpeTUpaHe

Ta6n. 1 mo3BossiBa a ce HANPaBU CpaBHEHHE Ha €(EKTUBHOCTTA HA TPUTE U3MOI3BAHU
METOJIa 32 TPETHUPAHE 32 BCEKU XePOUIU (C M3KIIOUCHUE Ha AUHOCEO, 32 KOWTO JaHHUTE HE
ca eyiHH). [IBpBUAT MeTO — MUCTHA AUQY3US — C€ OKa3Ba Hail-ci1abo eEeKTUBEH OT TPHUTE.
AHanu3bT Ha KPUBUTE ,,J1032-0TTOBOP‘* € MO-HETOYEH, KOraTo MHXUOUPAHETO Ha U3CJeIBaHUS
napaMeThp He C€ HACHIIA PYU MAKCUMATHUTE KOHIIEHTPAIIUH.

[To-BriCOKM HMHJIIEKCH Ha TOJYMHXHOWpaHE Cce Toy4yaBaT ¢ MHOUIATpAlWs Ha JUCTATa.
TpsibBa na ce orbOenexxu obaue, 4e MPU TO3M METOJl CTATUCTUYECKUTE OTKJIOHEHHUS Ca MHOTO
MO-TOJIEMH W BB3MPOM3BOIMMOCTTa € Mo-jioma. /[pyr HegocTaThbk Ha MeToja €, 4e caMara
npoleaypa MPEACTaBIsIBA MEXaHUYCH CTPEC U MOXKE Jia TOBIUSAE OTPUIIATETHO BHPXY (hoTO-
CUHTCTHYHUTE TOKa3aTenu, kKakto Oemre mokazano npu UK. 3a moctoBepHO ompenernsHe Ha
MOy MHHXUOMpAIIaTa KOHIIEHTPAIHS ¢a HEOOXOAMMH ITO-TOJISIM OpOid MOBTOPEHUS.

MeTonbT, ¢ KOUTO ce MoCTUra Hai-e()eKTMBHO WHXHOWpaHe OT JUYPOH W aTpasuH, €
CTBHOJNEHUAT TpaHcmopt. [[pyro HeroBo MpeIMMCTBO €, Y€ BapHaluATa Ha JaHHUTE € Haii-
HUCKA U MOJIyYCHUTE PE3yITaTh ca Hail-1ocToBepHU. OCBEH TOBa, B CPABHEHHE C OCTAHAIIUTE
MPOIEAYPH, TPETUPAHETO HA IICJIM PACTCHHS € CBBP3aHO C Hal-MaJIKU OTKIIOHCHHSI OT HOP-
MaJHOTO (PU3UOJOTUYHO CHCTOSTHUE Ha jucTarta. ETo 3a1o, 3a Mo-HaTaThUIHUTE U3CJIECIBAHUS
C aTpa3vH U JUYPOH cMe U30palii TPETHUPAHETO Ha JIUCTA Ype3 CTHOJICH TpaHCHopT. To3u Me-
ToJ 00aue € cnabo ehukaceH 1mo OTHOIIEHUE Ha (PEHONHU XePOUIHIN KaTo AUHOCEO, KOUTO ce

TPAHCHOPTUPAT JIOLIO IIpe3 cThONaTa.
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BavaHue Ha xepbuumpmnTe BbpXy KMHETMKaTa Ha 3aTMXBaHe Ha 30

[Ipy u3NOXKEHHETO Ha Pe3ylATaTUTE, MOJYyYEHH C KOHTPOJIHU JIMCTa, Oelle HampaBeHO
MIPEANONOKEHUETO, Y€ ChOTHOIICHUETO MEXy HadalHaTa W KpailHara 4acT Ha KPUBUTE Ha
ThMHUHHHUS cnia] Ha 3D Moxe Ja CIy>KU KaTo mokasarel 3a orBopenoctra Ha PLI. Exna nmpo-
BEpKa Ha Ta3M XMIIOTE3a MOXKE J1a CE HAIIPaBU 4YPE3 Pa3MICKIAHETO HA KPUBUTE HA 3aTUXBAHE
IpY HACHUIIAIIN KOHIIEHTPALMU HA HHXUOUTOPH, IPU KOETO C€ Mperoiara IbJIHO OJOKHpaHe
Ha ET, crorBeTHO 3aTBapsne Ha PLI. B Te3u ycioBust Obp3aTa yacT Ha pesakcallioHHaTa Kpu-
Ba HE CE MPOSABSIBA IOPU U B HAYAJIOTO HA MHAYKUMOHHHUS MEPUOJ, TaKa Y€ KPUBUTE B MAKCHU-

myma I; 1 Mmuaumyma D, umar ennaksa popma (pur. 32A).
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144 &oo A . b
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®ur. 32. A - KpMBM Ha TbMHMHHOTO 3aTMxBaHe Ha 3® B aMcCTa OT rpax, TpeTMpanu ¢ 30 UM aTpasuH Ype3 CTb6-
JIeH TPaHCMOpT, MO BPEME Ha XapaKTEePUCTMYHUTE TOYKM |; (O) 1 D, (®). CToMHOCTUTE Ca HOPMMPAHM

CnpsAMO CbOTBETHATa KparHa Touka. b - MK Ha 3® (JIMHKA) M Ha OTHOWEHMETO Ly 5 ms/ Ly 5 ms (CMMBOIN).

OTHOIIEHNETO HA HauajdHUS MHTEH3UTET Ha perucrpupanoro 3atuxsane (0,5 ms) KbM
KpaitHus (4,5 ms) e 1,5, m1okato B KOHTpoOJIHHUTE TUCTa TO HaaBuiaBa 10. Bce mak xogbT Ha
TOBa OTHOIICHHE BHB BPEMETO HA MHIYKIIMOHHUS IEPHOJ ITOKa3Ba M3BECTHO ,,I03aTBapsHE™
Ha PII (¢ur. 32B), koeTo kopenupa ¢ o6cwxaaHOTO Beue 6aBHO HapacTBaHe Ha bd. [Ipomenu-
T€ BbB BUJa Ha TBMHMHHOTO 3aTuxBaHe Ha 3D HAMAT Bpb3Ka ¢ HAOIIOMAaBaHUS MaKCUMYyM B
6aBHata ¢a3za Ha MK Ha 3®. OTHOBO ce moTBbpKIaBa U3BOABT, 4e Gpopmara Ha VK Ha 3D He
€ pe3yaTar OT MPEXOIH B OKUCIUTEIHO-PEAYKIIMOHHOTO ChCTOSIHME Ha aknentopure Ha OC2
BbB BPEMETO HA WHIAYKIIMOHHUS IEPUOI.

Ha cnenpamute Tpu (urypu e mpeiacTaBeH BpEeMEBHUSAT XOJ Ha MapaMeTpuTe Ha TpUTE
KMHETUYHH KOMIIOHEHTa Ha 3aTtuxBaHeTo Ha 3® 3a m30paHu KOHIICHTPAIMH aTpa3vH, TUyPOH
U TUHOCEO, MPWIOKEHU Ype3 CTHONCH TpaHcrmoptT. M Tpute XepOuiuaa moaTUCKaT aMILTUTY-

mute Ly, L, u L3 B ienus BpEMEBH JAMAana3oH, Kato €(eKThT 3aBUCH OT KOHIICHTpausTa. AM-
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IUTUTYAUTE HA CYyOMMIMCEKYHIHUS ¥ MUJIMCEKYHIHHSI KOMIIOHEHT C€ MOBJIHSABAT MO-CHIIHO U
TO Hali-Bede B Obp3arta (paza Ha mHmyknwmsaTa. [Ipu 1oCTaThYHO BHCOKHM KOHIIGHTpPAIIMH MaK-
CUMyMBT Ha TE€3U MapaMeTpu B Obp3ara ¢aza mpecrasa Ja ce oTkposiBa. KoHcranrtara L3 e
Haif-c1a00 4yBCTBHUTEIHA KbM XEPOUIIUIHOTO JACHCTBUE U C HApPACTBAHE HAa KOHIICHTPAIHTA
TSI cTaBa JOMHHUpama. To3u eekT e ecTeCTBEeH KaTo ce nMa MPEeABH], Y€ B L3 B3eMa ydacTHe
U3IBYBAHETO OT 3aTBOPEHU PEAKIIMOHHU LIEHTPOBE, KOETO CTaBa B CEKyHAEH mHTepBan (Mar
et al., 1975; Rutherford, Inoue, 1984).

EdexTbT Ha XepOUIMIUTE BHPXY XapaKTEePUCTUIHOTO BpeMe Ha MUJIMCEKYHTHUSI KOMIIO-
HEHT T, SICHO JIMYU OT TpaduKUTE Ha JAONHUA pen Ha ¢purypute. C moBuiIaBaHe Ha KOHILIECHT-
panmsaTa HapacTBaT CTOMHOCTHTE 3a T, B HAUAJIHHUS MEPHOJ OT MHAYKIUATA, a CTOMHOCTHUTE B
OaBHaTa (asza ocrtaBar HenpoMeHeHU. EekThT Ha 3a0aBsHEe HA MUJIMCEKYHJHUS KOMIIOHEHT
M34e3Ba HaJ[ ONpeeNIeHN KOHIICHTpalMy Ha nHXuOuTopute. Kakro Gemre mocoyeHo, xapakre-
PHCTHYHOTO BpeMe Ha JajfieH KOMIIOHEHT 3aBHCH OT CKOPOCTTA Ha MPOLECHUTE, HaMaJIsBaIH
OTHOCHTEJIHATa KOHLEHTPALUs Ha ChOTBETHOTO ,,CBETEIIO ChCTOSHUE. [Ipr HOpMaHM ycIto-
BUSI B HAQUAJIHUS TIEPUOJ CJIEJ OCBETABAaHE pEIylMPAHUTE aKIETITOPH MOTaT Ja C€ PEOKHCIIs-
BaT 4Ype3 oOparHa peakius WK Ype3 peAylupaHe Ha IUIACTOXWHOHOBHS 1myi. [Ipu Hanmuue Ha
BB3MOXXHOCT 32 M34Ye3BaHE Ha CBETEIM CHCTOSHUS Ype3 MPEeHacsiHe Ha eNeKTpoHuTe KbM 11X,
BPEMETO Ha JKMBOT Ha TE€3H CHCTOSHUS € MO-MaJIKo, B CPaBHEHHUE ChC ciaydasi, korato [1X my-
JTBT € HAaI'BJTHO pefylHpaH win npeHocsT KbM [1X e naxubupan. CrenoBarenHo npu OJIOKH-
panute ot xepOunuan PL] HamansBaHeTo HAa XapakTEPHUCTUYHOTO BpPEME B HAYAJIOTO HA WH-
OyKuusTa e enumMuHupaHo. [lo amminTynara Ha mpexoja Ha XapaKTEPUCTUYHOTO BPEME T)
MOXKE J]a C€ CHIY 3a Jiela Ha MHXUOMPAaHUTE PEaKIMOHHU LIEHTPOBE, T.€. 3a XEePOHLIMIHUS

e(exT.
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our. 33. MK Ha KOMMOHEHTUTE Ha KMHETMKATa Ha 3aTMxBaHe Ha 3® 3a pacTeHus, TpeTMpaHu C aTpasuH 4pes
cTb6sieH TpaHcnopT. AMnantyaute Ly, L, U L3 M XapakTepuCcTUYHUTE BPEMEHA Ty U T, Ca M3YMC/IEHM
ypes perpecus Ha KpMBMTE Ha 3aTMXBaHe B pas/iMyHKM BpemeHa oT UK. CTOMHOCTMTE ca ocpeHeHu 3a

4-6 NOBTOPEHMA.
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®ur. 34. MK Ha KOMNOHEHTUTE Ha KMHETMKATA Ha 3aTMxBaHe Ha 3® 3a pacTeHuA, TpeTUpaHM C AUYPOH.

Kontpona Jluroce6 3.10° M Jlunoce6 3.10° M
400
—o—LI
—e—12
3004 + 3 A 13
= d Y oo, -
o | Y L @, O L
E 200 . ! ?O%b\o %\ /O, O§
e O gtee, Q
S0 TNy N N - IR 3
- M r) g;%: .7.,--‘W§£ i&g
0 a-no [ a-aomm [ Ao
5 T T T T T T T T T T T T
—O0—1
1
4 —0—r1, L -
00000000000000%000000 SO0000ctececcesey 00 00090%000,40000, 0000
g 3 ./o L ./-/ Fooee o
o 4
27 [ eeu™® C L
T T T R, T
gj 070,0@-@% O_Om%md’o‘m%mmmm o00d ¥ 8eP0m0en0s0000%
’ AL B e e LALLaa me m e E BLALLL e L e S e
0,01 01 1 10 0,01 0,1 1 10 0,01 01 1 10
Bpewme, s Bpewme, s Bpewme, s

®ur. 35. MK Ha KOMMOHEHTMTE HAa KMHETUKATA Ha 3aTMxBaHe Ha 3® 3a pacTeHus, TpeTMpaHU C AMHOCEG.
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dakTopu, BAMAELWM BbPXY XepobuumaHaTta akTMBHOCT

W3noxkeHUTE J0Cera pe3yiTaTy ca MOJXY4YeHH! Cie]] Openulia OT EKCIICPUMEHTH, B KOUTO
ca M3MCHSHH YCJIOBHUSATA HA CKCIIEPUMEHTA, BKIIOUUTEITHO U300p HA PACTCHUS HIIU JIUCTA OT
CAHO PACTCHUC, MCTO/] Ha TPCTUPAHC, YCJIOBHA IO BPEMC Ha U CJIICO TPCTUPAHC U YCJIOBHA HA
peructpanus. B xona Ha Te3u eKCIIEPUMEHTH Os1Xa YCTaHOBEHH OIPEICTICHH KOPEIalliu MEeX-
Iy KOHTpOJUpaHuTe (pakTtopu U oTdeTeHUs edekt Ha xepouruaute. CTpeMexsT HU Oerie n1a
Ce ONTUMH3HPA MPOTOKOJI 32 TPETUPAHE HA PACTCHHUATA U U3MEPBaHEe Ha XCPOUIUIHHS €(EKT,
upes3 KOHTO ce ojiy4daBa e(peKTI/IBHO " Bb3MIPOU3BOANMO I/IHXI/IGI/IpaHC C MUHHUMAJIHO BJIUSIHUC

Ha camMara npouecaypa BbpXy KOHTPOJIHHUTC JIMCTA.

CBeT/IMHaTa NO BpeMe Ha TpeTUpaHe Ypes3 IMCTHA aAndysus

[Ipu mpenBaputTenHu TecToBe O€lle YCTAHOBEHO, Y€ B JIMCTA, MOTOIEHH 3a J[BAa 4Yaca B
pa3TBOp Ha AMYpPOH, e(PEeKTHT HA XepOHWIM/IA 3aBHCH OT YCJOBHUSATA Ha OCBETSABAHE IO BpeMe
Ha MHKyOMpaHeTo (JaHHUTE He ca nmoka3anu). Edekrbt Oemie cnad, koraro jmcrara 6sxa moc-
TaBeHH Ha pascesiHa cBeTmHa (<10 pmol.m 2.s '), H 3HAYNTETHO MO-CHICH, KOTaTo T¢ OsXa
OCBETSBAHH C JyMHHECIeHTHH Hammu (50 pmol.m 2.5 '). 3a 1a MOCTHrHEM oOlIe MOo-I06Hp
edexT, NPUOMDKUXME TAHWYKUTE 1O JIAMIATE KAaro IMOCTHTHAXME HHTEH3UTET
100 pmol.m %.s™', HO ce OKa3a, Ye IPH Te3H YCIOBHS CE HHAKTUBHUPA (hOTOCHHTCTHIHHSAT ala-
par 10pu B KOHTPOJIHUTE JIUCTA. 3aTOBA IPU M3CJIEABAHUATA C JIMCTA, TPETUPAHU C XepOULIUIH
ape3 aucysust, TucTara 6sxa MHKYOHpaHH npy uaTeH3uTeT 50 pmol.m 2.5~

3a ma moKakeM BIMSHUETO Ha CBETIIMHATA BHPXY MPOHUKBAHETO HAa XCPOMLUIWTE TPE3
JMCTHAaTa MOBBPXHOCT, HAllpaBUXME OIUTHA MMOCTAHOBKA, B KOSTO MAHUYKHUTE C MOTONEHUTE
JMCTa Ce OCBETABAT OT LIpailornpoekTop. MIHTEH3UTEeThT HAa CBETJIMHATA Majalla Ha MOBBbPX-
HOCTTA HAa MAaHUYKUTE C€ MPOMEHs C OMOIITa Ha XapTUeH (QUITHP U Ce U3MEPBA C JIETEKTOP
Quantitherm (Hansatech Instruments, BenmukoOpuranus). 3a ma ce m30erHe HArpsBaHETO OT
JamIiaTa, Ha ITbTSl Ha CBETJIMHATA CE TIOCTaBs mpo3padeH cb1 ¢ 10 cm BoaeH cTwi0. Temmepa-
Typara Ha pa3TBOpa B MIAHUYKHUTE, OTYMTAHA ChC CHUPTEH TEPMOMETHD, HE HajBuIana 25°C.
Kakto B ocraHanure eKCIEpUMEHTH, CJIEJ JAByYaCOBOTO MHKYOHMpaHE NMpHU OMHUCAHUTE YCIIO-
BUSI, JIUCTATa C€ OCTABAT Ha THMHO 3a omie | h.

B 1abn. 2 ca nanenn croiiHocture Ha napamerpure li, F/F, n 1-V), u3uncaenn or UK
Ha B® u 3® Ha nucra uHkyOupanu 2 h BB Boja uiau B 0,6 pM 1uypoH Ha TBMHO WIM IpHU
OCBETSIBaHE C JIBa CBETJIMHHM MHTEH3UTETa. KakTO MpH KOHTPOJIHUTE, TaKa U MPH TPETUPAHU-
TE€ C IMYPOH JIMCTA C YBEJIMYaBaHE HA CBETIIMHHUS MHTCH3UTET BICOUYMHATA HA MAKCHMyMa Ha

3® I4 HapacTBa, a MakcuMaiHaTa BapuabuinHa uryopecuenuus F,/F, namansasa. ToBa o3Hava-
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Ba, Y€ M0 BPEME Ha OCBETSABAHETO BbB (POTOCHHTETUYHHS amapar HacThIIBaT 0aBHO pellaKCh-
paiy KoH(GOPMAIIMOHHU MPOMEHH, KOUTO CE€ OTpa3sBaT Ha TyMHHECIICHTHUTE XapaKTePUCTU-
KM JOPpHU U CJIC €aAHOYaCOBa TbMHHUHHA aJallTalus. E(l)eKT’bT Ha IWypoHa NoA4YCPTaHO 3aBUCHU
OT yCJIOBUATA Ha OCBeTsBaHe. Toi e Hali-c1ab B McTara, MHKyOUpPaHH Ha ThMHO, U C€ YCHIIBA
C YBEJIMYaBaHE HAa CBETIWHHUS UHTCH3UTET. Haii-1o6pe ToBa mposiuyasa B mapameTspa 1—Vj.
Tesu pesynraTu MOTBbPXKAABAT, Y€ MPOHUKBAHETO HA XepOUIIKMIA TIPe3 JIUCTHATA TOBBPX-
HOCT 3aBHCH OT CBETIMHAaTa. BeposiTHaTa MpUyYrHA 3a Ta3u 3aBUCUMOCT €, Ye TIPU OCBETSBaHE
AdAKTHUBHATa (1)0TOCI/IHTC38. BOOAU O OTBAPAHC HA YCTHULIATA U IIPE3 TAX Xep6I/ILII/I,Z["bT HaBJIN3a B
MEXIYKIEThYHUTE MPOCTPAHCTBA HAa MapeHXKMMa, U30ArBailku TPYAHO MPEOAOIMMATa KyTH-

KyJa.

Tabn. 2. BamAaHMe Ha MHTEH3UTETa Ha CBET/IMHATa Mo Bpeme Ha MHKYy6upaHe BbpXy napameTpure ly, Fy/F, n 1-V,
B JIMCTa noToneHu BbB Boga M B 0,6 UM amypoH. J/iucTtaTa ca ocseTsBaHM 2 h, cnep KoeTo ca aganTu-

paHu 3a 1 h Ha TbMHo.

Huren3urer Is F./F, 1-V;
umol.mfz.sf1 KOHTpOJIa  JUYPOH KOHTpOJIa JTNYPOH KOHTpOJIa JIMypOH
0 74 £5 70+9 0,73 +0,01 0,68+0,01 0,449 +0,004 0,448 +0,010
100 83+2 71+8 0,70 £0,00 0,63 +£0,04 0,506 +0,005 0,395 +0,042
500 112+14 83+7 0,60+0,02 0,54+0,03 0,457 +0,013 0,258 +£0,058

B'b3paCT Ha JIMCTaTa

B Xoma Ha pa3BUTHETO KAaKTO Ha IENWs PACTHTEICH OPraHW3bM, TaKa W Ha OTICITHUTE
JMCTa OT €IHO pacTeHue, (POTOCHHTETHYHATA AKTUBHOCT MPETHPIISIBA CHIIECTBEHH MPOMEHH
(Sestak, 1977; Zima, Sestak, 1979). C pa3Butuero Ha HOTOCUHTETUYHUS amapaT B MIIAJIUTE
JUCTa CKOPOCTTA M KamalUTeThT Ha (POTOCHHTE3aTa TIOCTEIICHHO HAPACTBAT, a MPHU CTapeeHe-
To oTHOBO HamassiBat (Wilson et al., 2000). Moxe na ce odakBa, ye Te3u (aKkToOpH IIe Ce OT-
pa3sT U BbPXY YyBCTBUTEIHOCTTA Ha JINCTATa KbM (POTOCUHTETUYHU XEPOUIIHIH.

@wr. 36 moka3Ba, ye Bh3pacTTa Ha JTUCTaTa OKa3Ba BIMSHUE BbPXY MHXUOUpamara eQex-
TUBHOCT Ha quypoH. [lo-mmamure nucta (3-TH JIMCT) ca MO-9yBCTBUTEIIHUA B CPABHCHHE C TI0-
crapute (2-pu JIUCT), KOTAaTO XEPOUIUABT € MPUIIOKEH Upe3 JIMCTHA AUQY3us WIH CTHOICH
TPAaHCHOPT. B CHIIOTO BpeMe HE ce YCTAHOBSIBAT PA3IMKH MEXITy WHPHITPUPAHUTE C JUYPOH

mucra. [TonoOHO moBeneHue Oerle yCTaHOBEHO U 332 OCTAHAIUTE J[BA XepOULIUIA.
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dur. 36. MHAEKCHM Ha nonymHxMbMpaHe plsg Ha NnapameTbpa 1-V,, usuncaen ot OJIP KpuBM 3a rpaxoBu iIMCTa OT

pas/IMYEH eTax, TPETUPAHM C AUYPOH Ype3 JIMCTHA Andy3ns, MHDUATPALUMA MM CTHEEH TpaHCnopT.

CkopoctTra Ha abcopOLUs ¥ TPaHCIOPT HAa TPUA3MHOBHM XEpOMLIUAM € MPOMOPLHUOHATHA
Ha KOJIMYECTBOTO abcopOupaHa Boga WM Ha ckopocTra Ha Tpancnupauusta (Lund-Hoie,
1969; Vostral et al., 1970). [Ipeanonarame, 4e Te3u NPOLECH MPEIONPEACTAT YCTAHOBEHUTE
pasnuuus B XepOMIUIHKUS eQeKT B 3aBUCHMOCT OT Bb3pacTTa Ha JMcTara. V3mepBaHus Ha
CKOpocTTa Ha ()OTOCHHTE3aTa M TpPaHCIHUpAIMATA, PaBeHU chbBMecTHO ¢ Mas JlamOpeBa u
Cepreii IBanoB or MHCcTUTYTa 1O (PU3HOJIOTHS HAa pacTEHUATA MOKa3axa Mo-rojsiMaTa akTHB-
HOCT Ha MJIQJIUTE JINCTA B CPaBHEHUE Che cTapuTe. [1o-BuCOKaTa CKOPOCT Ha TPaHCIHPAIHTA
O3HauaBa MO-UHTEH3MBHO MOITBIIAHE HA XepOUINIA OT MIIAJUTE JIUCTA, B PE3YyNITaT HAa KOETO
KOHIIEHTPAIMUTE OKOJIO XePOUIMIHHS YUaCThK 1€ ObJaT MO-BUCOKH U MHJICKCHT HA MOTyHH-
XHOHMpaHe — MO-HUCHK.

C akTuBHOCTTa Ha (POTOCHHTE3aTa MOXKE Jla ce OOSCHU 3alll0 MO-MJaJuTe JUCTa ca Io-
BB3MPUEMUNBU KbM XEpOWIMIHO TpETHpaHE Mpe3 CTHOIOTO, HO HE M KbM HH(HUITpAIHS.
[IpoHnkBaHeTo Ha XepOHIMANTE upe3 AU(Y3Hs Npe3 JINCTHATA TOBBPXHOCT CHIIO OM MOTJIO
Jla ce yJECHsBAa C OTBApSIHETO Ha YCTHIATa, KOETO CE JEMOHCTpPHUpA OT CBETIIMHHATA 3aBUCH-
MOCT Ha XepOuuuaHus epekt. B To3u ciaydail o6adye e Bb3MOXKHO HaOM0AaBaHUTE ePEeKTH 1
ce 00yCIaBAT M OT Bb3PACTOBH pa3/IMuus B aHATOMUATA HA JINCTATa, HAIMp. JeOenHaTa Ha Ky-

TUKYyJIaTa.

AMHaMMKKa Ha MHXMOUpaAHeTOo cnep MHUATpauua

Enno ot mpenuMcTBara Ha MeTofa Ha HHGUITpaIUs npea Au(Qy3MOHHOTO TpHIaraHe Ha
BellecTBara € Obp30TO My HM3IbJIHEHHE. HaBnu3anero Ha pa3TBoOpa B JIMCTHAaTa ThKaH CTaBa

I10 BpE€MC Ha CaMara mnpoueaypa. 3aroBa U B HY6J'II/IK8.I_II/II/ITC OOMKHOBEHO HE C€ CIIOMEHAaBa I1e-
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puonsT My HpmITpanuara u camoto u3mepsane (Malkin et al., 1992). Camoto unduir-
pHupaHe obade He rapaHTUPa, Y€ MOJIEKYIUTE Ha U3CIEABAHOTO BEUIECTBO Ca JOCTUTHAIU CBO-
jATa MUIIICHA Ha ,Z[GI>'ICTBPIC. AKO MEXaHUYHUAT HIOK HE € TOJIKOBA CUJICH, Y€ Ia paspyliun BCUY-
KU TIperpajay, TO BU3yaslHaTa TMOIYyIpPO3PadHOCT, OEJIeT Ha YCIEIIHOTO WHOWITPHpPAHE, MOXKE
Jla 03HayaBa MPOCTO, Y€ Pa3TBOPHT € U3MECTUII Bb3lyXa OT MEXIyKIEThYHUTE MPOCTPAHCTBA
Ha rpoOuectus me3odmi. C ToBa OCHOBHUTE OapuepH — KyTHUKYylaTa U eMUIepPMUCHT — ca Tpe-
OJI0JICHH, HO 3a nudy3usTa Ha XepOuluaa A0 TUIAKOMJHHUTE MEMOpaHU Mpe3 KIeThbuHaTa
CTeHa, TUIa3MalieMara, BBHITHATAa XJIOPOIUIACTHA MeMOpaHa, MOXe Ja € HeoOXOJuMO OIIe
BpEMe.

3a Ja ompeneiauM Jajdu U KOJKO BpeMe € HeoOXOJUMO Ja MpecToAT MHGUITPUPAHUTE
JUCTa 70 ypaBHOBECSBaHE Ha XepOuluaHata KoHueHTpauus B TM, Oe mpoBelneH CIEAHUAT
eKCTepuMeHT. EnuH et ce nHuaTpupa no onucaHara nporeaypa ¢ pa3rBop Ha XepOHLU ¢
KoHIIeHTpammst 10 ° M, ChOTBETHO ¢ Boja 3a KOHTposia. HemocpencTBeHo cien Hu(puITparis-
Ta JUCTHT CE TMOCTaBsI Ha ThMHO B Kamepara Ha Qmyopumernpa FL-2006. AnaparsT ce
BKJIIOYBA B PEXHUM Ha moBTapsimu ce uzmepanus Ha K va b® u 3® — B npogbmxeHue Ha
1 h Ha Bcexu 5 min ce mpaBu eTHO U3MEpPBaHe 3a 5 s.

Kunernkara Ha HHXHOMPAHETO MOXKE J1a C€ TPOCIIEAN OT 3aBUCUMOCTTAa Ha MakcuMyMma I;
Ha 3@ ot BpemeTto (ur. 37). Hopmupanute KbM KOHTpOJIaTa CTOMHOCTH 3a aTpa3uH U JUYPOH
ca aIpOKCHMHUPAHH KbM eKCIIOHeHIHAHa QyHKIKs, y = A.e "+ Ao, KbETO y = & CTOHHOCTTA
Ha MapaMeTbpa, a X — BPEMETO ciell HHPUATparys. XapakTepUuCTHYHOTO BpeMe Ha MHXHOU-
pane Ha I; 3a tnypoH e 8§ min, a 3a aTpa3uH — 4 min.

Pesynrarure ca mokazarenctBo, ye Mpu caMOTO MH(MUIATpUpaAHE Ha JIKCTAaTa MOJEKYIUTE
Ha XepOUIUANTE AUYPOH U aTpa3uH He Jocturar 10 TM. 3a peanu3upaHeTo Ha MHXUOHMpaI]
e(eKT ca Hy)KHU MMOHE HIKOJIKO MUHYTH. OTIpeIeIeHOTO XapaKTepUCTUIHO BpeMe TOKa3Ba, ue
IPOHHUIIAEMOCTTA Ha CKOPOCTOOIpeesara dapuepa (Iomyckame, 4e ToBa € ria3MajeMara)
€ TI0-BHCOKA 32 aTpa3lH OTKOJIKOTO 3a TUypoH. [IpakTH4ecKusT u3BO/ OT HAOIIOICHHUETO €, Ue
npu uHUATpaLKs Ha JucTa TpsiOBa na ce mpeaBuaat mone 30 min JOMBIHUTETHO WHKYOU-
paHe, 3a a c€ ypaBHOBECH KOHLEHTpAIMATa B XJIOPOIUIACTUTE U J1a CE€ MOIy4H CTaOMIIEH,

BB3IPOU3BOAUM €(PEKT Ha XepOULIUIUTE.
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our. 37. IHaMMKa Ha MHXMBMPaHeTo Ha MakcumyMma |y Ha MK Ha 30 cnea uHdUATpUpaHe Ha amcTa ¢ 10° M
AWYPOH UM aTpasuH. BegHara cnep uHdUATpMpaHeTo iMCTaTa ca NocTaBeHM B KamepaTa Ha docdo-
pockona 1 ca namepBaHu MK 3a MHTepBan oT 5 s Ha Bcekn 5 min. CToMHOCTUTE 3a ABaTa Xepbuumaa ca
HOPMMpaHM CMPAMO KOHTpoJsiaTa (BX. NereHaata). Kpveute npeAcTaBAT HaM-A406po anpoKCMMMpaHe
KbM E€KCMOHEHLUMaNeH cnag, vy = A.e™T + Ay. Ha BMbKHaTaTa rpacduKa ca npeacTaBeHU U3XOAHUTE (He-

HOPMMPaHM) CTOMHOCTM.

CTaTMCTMYeCKO pasnpegesieHue Ha NapameTpuTe

Bwnpeku ye TpeTupaHeTo ¢ xepOuImIu nopiussa napamerpure Ha b® u 3@ no 3akoHo-
MEpeH W MPEIBUAUM HAaYHMH, CTATUCTUYCCKUTE OTKIOHEHUS Ha TPETUPAHUTE MPOOH OOMKHO-
BEHO Ca Jjajied M0-roJIeMH, OTKOJIKOTO Ha KOHTposiHuTe. [Ipu ToBa nucnepcusra e Hail-roisiMa
OKOJIO KOHIICHTpallUUTE Ha MOJyMHXuOupane. /lucnepcusara Ha JaHHUTE 0OycCllaBs Tpelkara
IIPU ONPEEIISHE HA CPEAHATa CTOMHOCT U OTpaHMYaBa Bb3MOKHUTE METOM 3a CTaTHUCTUYECKA
o0paboTka Ha pe3ynrarute. YecTo (ayopecleHTHUTE mapaMeTpy He ce MOAYMHSIBAT Ha 3aKO0-
Ha 3a HopMmasiHoTo pasnpenencHue (Lazar, Naus, 1998) u cranmapTHUTe MapaMEeTpUYHH Me-
TOJM 3a CTaTUCTUYECKH aHaju3 ca Hemoxxomsamu. OT fpyra cTpaHa, Y4eCTOTHOTO pa3npesere-
HHE Ha e(eKTUTE € MOTeHLMalIeH U3TOYHUK Ha MH(OpMAIHs 3a OTTOBOpA HA UHIAUBHUIUTE KbM
ctpecoBus (axrop (Burke et al., 1988).

bnaromapenue na 6bp3ute (1 s) usmepsanus ¢ pmyopumerspa HandyPEA Ge BB3MOXHO
Jla ce IPOBEJEC EKCIIEPUMEHT 33 YCTAaHOBSBAaHE YECTOTHOTO pa3Npe/esieHUe Ha JaHHUTE CIIE]
Tpetupane ¢ 1uypoH. Upes nauctHa nudysus 6sixa Tpetupanu odmio 570 nucta, paszneneHu B 9
IpynH — ciopes KoHeHTpauusaTa (kourpona, 10 pM u 30 uM) u cniopen nuctHus erax (2, 3
U 4-tu nuct). XUCTorpaMuTe Ha YECTOTHOTO paslperesieHue Ha napamerbpa Ha bO 1-V; B

pa3IUYHUTE €KCIIEPUMEHTAIHH IPYIH ca MpeIcTaBeHu Ha (ur. 38.
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®ur. 38. XuctorpamMm Ha 4YeCTOTHOTO pasnpejesieHve Ha napametbpa 1-V, Ha OJIP KpuBM, perncrpupaHu ot
UCTa, TpeTMpaHu ypes anctHa amdysma ¢ anypoH (10 1 30 pM). TpuTe KONOHM CpaBHABAT pasnpeje-
JleHMATa Ha napameTbpa BbB BTOPM, TPETM M YETBBPTM JIUCT, CbOTBETHO. CHOTBETHUAT pa3TBOp 3a

TpeTMpaHe e NoCoYeH Ha rpadumkuTe.

XuCTOrpaMuTe Ha KOHTPOJIHUTE JIUCTA TMOKa3BaT HOPMAIHO pasNpesiesieHue Ha TO3M Ia-
pamethbp. C 100aBIHETO HA AUYPOH PA3MPEICIIEHUETO CUITHO CE Pa3lInupsiBa, T.e. CTaHIApTHO-
TO OTKIIOHCHHE HapacTBa HEKOJIKOKpaTHO. [Ipu ToBa opmara Ha pa3mpeneieHueT0 YyBCTBU-
TEJTHO C€ pa3jinyaBa OT HopMajHaTa (MIPU BCUUKH TPETUPAHU C AUYPOH JIUCTA C€ yCTAaHOBSIBA
JIOCTOBEPHO OTKJIOHEHHE criopen Tecta Ha KomamoropoB — CmupHOB). Ilpu koHIIEHTparus
10 uM B 4-Tu JHCT ce BUKJA SICHO, Y€ PA3MpPeesIeHHeTo € OMMOJanHO. ENWHUAT MUK € mpak-
TUYECKU IIpU KOHTPOJIHUTE CTOMHOCTM Ha mapamerbpa. ToBa IOKa3Ba HAJIMYMETO HA JBE
cyOromnysiauu pacTeHus, pa3inyaBallyd c€ MO TSIXHATa BB3MPUEMUYUBOCT KbM TPETHUPAHETO.
Enna yacT ot nucTara ocTaBaT HEMOBIUSHU U paslpeneiaeHrero Ha 1—Vy B TX cielBa ToBa B
KOHTponuTe. B nmpyrara cyOmomynamusi XepOWIMIHOTO ICHCTBHE C€ MPOsIBSIBA U HEMHOTO
YECTOTHO pas3Ipe/ielieHue € OTMECTEHO KbM CpeJHaTa CTOMHOCT Ha 1-Vj, chbOTBETCTBaIlA Ha

MHXUOUPAHHU JIHCTA.
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dnyopecueHTHU o6pasu Ha pacTeHMA, TPeTUpaHU C Xxepomumam

CrangaptauTte MeToau 3a u3cieaBaHe Ha b® wiu 3@ B MHTAKTHU JIUCTA, IPU KOUTO HU3-
JTBUBAHETO CE PErUCTPUPA OT SAUHUYEH JETEKTOP, UMAT OTPAaHUYECHUETO, Y€ B €THO U3MEpPBa-
HE Ce OTYMTa CpelHaTa CTOWHOCT Ha (hIyopecueHIUsITa OT M30paH y4acThK, OOMKHOBEHO
MHOTO TIO-MaJTbK OT camus JucT. [Ipmema ce, 4e (OTOCHHTCTHYHUTE XAPAKTEPUCTUKH Ca
€IHaKBH 110 1isy1aTa JINCTHA OBBPXHOCT. ToBa 0obavye HeBUHAru € Taka. B ompenenenu ciyyau
JIOKAJIHU CMYIICHHS WM TPAJAMEHTH Ha (IIyopecleHIUsITa MoraT Ja ObJaT paHHU MHAUKATO-
pu 3a Hannuuero Ha crpec (Lichtenthaler et al., 1998). U3cneaBanero Ha (ayopecueHusaTa
caMo B €JlHa TOYKa OT TPETHUPAH ¢ XePOHUIIUIN JTUCT OM MOTIIO Ja Jajie TOABESK Al PE3YIITaT,
aKo KOHIIEHTpalusaTa Ha XepOuluaa He € paBHOMEPHO pasIipe/ielieHa B JINCTA U JAETEKTOPHT
MOTaIHE HaJl HEMHXUOMPaH y4acThK.

Enna Hackopo pa3BuTa TeXHUKA 3a (DIyOpECIEHTEH aHalu3 € TeHEePUpPAHETO Ha M300pa-
KeHHsI Ha ITyOpecIeHIUITA (CTallMOHApHA WM BapuaOwiIHa) OT meiu Jimcra. Upes dayopec-
[IEHTHU 00pa3yu € BU3yaJu3upaHa MpOCTPaHCTBEHATA XETEPOrCeHHOCT B MHXUOWpaHeTo Ha (o-
tocuHTe3ara oT SO, (Omasa et al., 1987), uamMenenneTo Ha HE(POTOXMMHUYHOTO TacEHE CIell
npunarane Ha aOcrucueBa kucenuHa (Daley et al., 1989); unkopriopupaHeTo Ha AUYPOH B
xsoporutactute (Fenton, Crofts, 1990; Genty, Meyer, 1994; Lichtenthaler et al., 1997) u npy-
ru BugoBe ctpec (Lichtenthaler et al., 1996).

W3non3BaxMe TexHHKaTa Ha (prayopeclieHTHUTEe o0pas3u, 3a Ja ce BU3yallu3upa MPOHUK-
BAaHETO Ha XCPOMIIMINUTE B TPAXOBHUTE PACTEHUS U JTWHAMUKATa Ha MHXUOUpaHe HA (POTOCHH-
tetnaaus ET B mucrtara ot pa3nuyau eTakd. EKcriepuMeHTHTe 0s1Xa OCHINECTBEHN CHBMECT-
HO ¢ mpo¢. Pero Crpacep u Ponang Manponano-Poapures ¢ momoira Ha crenuaiHa
amaparypa 3a ¢ayopectieHTHH 00pa3u FluorCam B JlaGoparopusita mo OuoeHepreTuka KbM
KeneBckusi yHUBEpCHUTET. 3a MPHB BT C€ MPOCIEsBa JBIKCHHUETO Ha XepOUIUAHN B IIENU
IPax0OBU PACTEHUS Ype3 BUIC03ANHC HA (DITyOpECIIEHTHH 00pa3H.

Ha ¢ur. 39 ca nokazanu ¢quryopecrieHTHH 00pa3yu Ha KOHTPOJIHO U TTOTOTICHO B 6 WM -
YPOH pacTeHue, 3aCHETH HEMOCPEICTBEHO clie] moTansHeTo, 8 h, 16 h u 24 h nmo-xkscHo. Dy-
OpecCLEeHIUATa Ha KOHTPOJHOTO PAacTeHHE MPAKTUYECKH HE ce M3MEHS 3a MephojAa Ha U3Mep-
BaHeTO. EAMHCTBEHHTE BHIMMHU Pa3jiMKU Ca B PA3HUCTBAHETO HA Ha-Miaaus, 4-TH JIUCT.
PacrenueTo, mMoToneHo B IUYpOH, IbPBOHAYAIHO HE C€ pas3inuvaBa OT KOHTPOJHOTO, HO Ha
BTOparta cHuMKa (¢ur. 39b) ce BmKIaT ICHO MHXUOMPAHUTE MECTA, KOUTO CE€ XapaKTepU3HpaT
¢ no-unTeH3uBHa ¢uyopecueHnus (Fenton, Crofts, 1990; Genty, Meyer, 1994; Lichtenthaler

et al., 1997). IlpaBu BreyamieHue ocTpoTaTa Ha KOHTYpa MEX1y MHXUOUPAHUTE U HEMHXHOU-

111



Pe3yntati u o6cbxaaHe

paHWTe IUIONIIM, KOSATO TMOTBBPXKIaBa, Y€ MUYpOHBT ce nBrku kKato ¢poHT (Nedbal et al.,
2000), B pe3ysTaT Ha KOETO ce 0OpMs MPOCTPAHCTBEHA XETEPOTCHHOCT, H3pa3eHa B HAIMYH-
€TO Ha HOPMAJIHO (PYHKIIMOHHpAIIM U MHXUOWpAHU OONIACTH € psi3Ka TPaHMLA MEXIY TIX
(Fenton, Crofts, 1990; Nedbal et al., 2000). Kakto ce Bmkaa OT IpeICTaBEHUTE CHUMKHU, HH-
XHOUpaHeTo Ha JUcTaTa (M NMPWIMCTHUIIMTE) 3aloYBa OT IICHTpaJHATa KHJIKAa M HaIlpeaBa

MOCTENEHHO 110 CTPAaHUYHUTE >KWIKH U okoJio Tax (Genty, Meyer, 1994).

X

B3

KOHTpoOna  AWYypoOH KOHTpona  OuypoH

B I

KOHTpONa  AWYypOH KOHTpONa  AWYypPOH

®ur. 39. dnyopecueHTHM 06pa3v Ha rpaxoBM pacTEHWA, MOTOMEHM BbB Boda MM B 6 UM AuypoH. A - Hemoc-
peACTBEHO C/ief NoTanAHeTo Ha pacTeHmaTa B pa3teopa; b - cnea 8 h; B - cneg 16 h; I - cneg 24 h.
O6pasuTe ca 3acHeTM c MoamduumpaH anapat FluorCam M690 (P.S.1., Yexus). ®dnyopecueHumaTa ce
Bb30YyJa C HeMpeKbCHaTa cBeT/IMHa € A = 635 nm 1 cneg kato npemmHe npe3 700 nm uHTepdepeHyeH

GunTbp Cce n306pasaBa Bbpxy CCD Kamepa, cBbp3aHa C KOMMOTBP.

CrpueTraBaHeTO Ha IIHUPOKOBI'BIICH 00CKTHUB U BHCOKOYYBCTBUTCIIHA BUACOKaMEpa I103BO-
JsiBa 1a C€ BU3yaJiu3Mpa HE CaMO ABHIKCHUCTO Ha Xep6I/II_II/II[I/ITe B paMKUTC Ha €HH JIUCT, HO
Aa CC INpocCiIiCan TPAHCIIOPTHT UM B ISAJIOTO PACTCHUC U da CC CPaBHU CKOPOCTTA Ha pa3nipoCT-
PAHCHUC B OTACIIHUTC JIMCTA. HpI/I npericaa Ha BUACO3ariuCuTe €€ yCTaHOBU, Y€ JUYPOHBT CC

TPAHCIIOPTHPA BB3XOAIIO MO CTHOIOTO O€3 J]a HaBlK3a B JINCTATA, JIOKATO HE JIOCTUTHE aIlv-
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KaJIHaTa 4yacT Ha PaCTEHUETO, KOETO cTaBa B pamkuTe Ha 20 min. MHoro chiiecTBeHa ocobe-
HOCT €, 4Ye MHXMOUPAHETO Ha JIMCTaTa CTaBa B MOCIEIOBATEIHOCT OTrope Haaomy. ToBa e Taka,
3aI10TO ABMXKCHHETO Ha JIUYPOHA € TOJIKOBA MO-0BbP30, KOJIKOTO MO-BUCOKO C€ HAaMHpAT JIHCTa-
Ta B PAaCTEHUETO, T.€. KOJIKOTO IMO-MJIaIH ca Te. Ta3u 3aBUCUMOCT SICHO JIMYU OT CHUMKU B u I’
Ha ¢ur. 39 — oTHOCHUTENTHATAa MHXUOWpaHa TIJIOI HaMaJslsiBa B peaa 4-Tu, 3-Td, 2-pH, 1-BH JUCT.

OdnyopeciieHTHUTE 00pa3u Ha pacTeHUs, MOTONICHH B Pa3TBOp Ha aTpa3uH (He ca Mokas3a-
HU) pa3Kpuxa ChIIUTE 3aKOHOMEPHOCTH B IBUKEHHETO Ha XepOUIIIa Mo cThONIara u JucTara.
Te3u pe3ynTatu ChOTBETCTBAT HA TEOPHATA 3a aroIIACTEH (KCHMJIEMEH) TPAaHCIOPT Ha KapOa-
MUJHUTE W TPUA3WHOBHUTE XepOummay. JIBUraresn 3a MOmIBIIAHETO U PA3POCTPAHEHUETO HA
XepOULMINTE € TPAHCIHUPALMOHHUAT TOK U CKOPOCTTA Ha MOMVTBIIAHE € IPONOPIMOHAIHA Ha
ckopoctrta Ha Tpancnupanus (Lund-Hoie, 1969; Vostral et al., 1970).

TpsiOBa na ce orOenexu, ye 3aBUCUMOCTTAa HAa CKOPOCTTa Ha MHXMOMpaHE OT BB3PaCTTa
Ha JICTaTa 3acsira W Hal-MIIQJWTE, Ol HEePa3BUTH JIMCTA, 33 KOUTO HE € XapaKTepHa Io-
WHTEH3WBHA (OTOCHUHTE3a WU TpaHCIUpaIys (1Mo Hamu HenmyOnuKyBaHU naHHu). [Ipeamnona-
rame, 4e ToBa ce IbJDKU Ha (PU3MOIOTUYHUTE 0COOCHOCTH Ha eMUreHe3ara. Mnaaure Jucra ca
arparupaiia 30Ha 3a METaOOJIUTH ¥ aCUMUJIATH. B TSIX aKTUBHO ce CHHTE3UpaT ayKCUHU, KO-
TO CTUMYJIMpPAT Ch3JjaBaHeTo Ha ocMoTuyeH rpaaueHt (Ilonesoit, 1989). B pesynrar ce npus-
JM4a MOCTOSIHEH MPUTOK KaKTo Ha (JIOEMEH COK, Taka M Ha BOJa OT KCHJIEMa, ChOTBETHO pa3-
TBOP Ha XepOULIUIH.

CpaBHsBallkM TpaHCJIOKAIMsATa Ha JBara xepOuimnaa 3abenszaxme, 4e aTpasuHBT ce
JBWKM T0-OBp30 B CpaBHEHHE C JUYpPOHA, KAKTO Oelle YCTAaHOBEHO M B MH(WITPUpPAHUTE
nucta. JlnHamukaTa Ha pa3npoCTpaHEHUE HA XePOUIIMIUTE MOXKeE /1a C€ MPOCIEIN C TOMOIITa
Ha CIIELMANHO pa3paboTeHaTa MpoIeaypa 3a KOTMYECTBEHO OMNpeeissHe Ha OTHOCUTENIHATa
MHXUOMpaHa TUIOIIL.

[MudpoBara oO6paboTka Ha W300pakeHUsATA € MpaBeHa ¢ mIporpamara SigmaScan Pro
(SPSS, I'epmanmus). 3a Bcekn Kaabp OTHOCHTEIIHATa WHXMOHMpPaHA IO CE M3YMCIsABA KAaTO
IUIOIITA, 3a€MaHa OT SIPKUTE 00JacTH, pa3zelieHa Ha IUIONITa Ha LsaoTo pacTeHue. [lmomrra
Ha IBUIOTO pacTeHUE Ce M3YHUCIABA KaTo C€ MHTETPHpAT BCUYKH MHUKCEIH C MHTEH3UTET Hal
ornpezesneH npar (IparoBo Mapkupane). 3a 1a ce WACHTU(UIMpAT T€3U Yy4acTbhlM, KOMTO ca
Beue MHXUOUpPAHHU, c€ IPAaBH CPaBHEHHE Ha TEKYIIUs KaIbp C IbPBUS 3aCHET KaJlbp, B KOHTO
BCe olle HaMa uHxuOupane. [1o chiecTBO MHTEH3UTETHT HAa BCEKU MUKCEN B MBPBUS KaAbp
ce M3BaX/Ja OT ChOTBETHUS IHUKCEN B TEKYIIUS Kaabp. B pesynrar Ha ToBa ce momyyaBa u300-
pakeHHe caMo Ha Te3W MUKCENM, KOUTO Ca CTaHAJIM MO-IpKU C TeUeHHE Ha BpeMeTo. TsaxHaTta

CyMa JiaBa MHXHOUpaHara oI,

113



Pe3ynTati u o6CcbKaaHe

To3u MeTox € mpHIIOKUM CaMo, aKO PACTEHUATA ca JOCTAThYHO 100pe PUKCHPAaHU BBPXY
HO/IIOKKATa, TaKka 4e Ja He ce JABIKAT T10 BpeMe Ha BHJICO3aINCa, U 32 U3TEKIINS TIEPHOJ] TEX-
HUST pacTex e npeHedpekuM. B nmpoTuBeH ciaydaii nHXuOMpaHara IIol] MOXXe 13 ¢€ U3UUCIU
C TIParoBO MapKUpaHEe Ha MHUKCETH. AJIEKBaTHOTO KalIMOpHpaHe Ha Ipara Ha WHTEH3WBHOCT
00ave M3MCKBa IPKOCTTA HAa 00pa3a ja Ob/ie CPAaBHUTEITHO paBHOMEpHA.

M3MeHeHneTo Ha OTHOCUTEHATa MHXUOWpPaHa IIONI BbB BPEMETO € MoKa3aHo Ha ¢ur. 40
3a pacTeHUs, TPETHPAHU C TUYPOH U arpasuH. [lodydyeHnTe KpuBM UMaT cCUrMouanHa Gopma,
o0yCJIOBeHa OT HAJIMYMETO Ha Jar ¢as3a B MbPBUTE YAaCOBE OT TPETUPAHETO, CIIEN KOSITO CKO-
pocTTa Ha MHXMOWpaHE Ce yBelM4aBa, KaTO MaKCHMaJHaTa CKOpocT € ciuexn 12-tus vac. B
Kpasi Ha M3CJIEBAHUS TIEPHOJ], KOTaTO TOPHHUTE JINCTA Ca HAITBJIHO MHXMOMPAHU, CKOPOCTTA HA
yBeJIMYaBaHe Ha MHXUOMpaHaTa IUION] OTHOBO HaMaisBa. KpuBuTe moka3Bar ChIO pa3Inyue-
TO B CKOPOCTTa Ha NMPUJABWXBaHE Ha JBara xepouuuaa — 50% uHXuOUpaHe 3a pacTeHUsTa,
NIOTOTIEHH B JIMYPOH, ce pocTura cien 16 h, a 3a arpa3un ToBa Bpeme e 13 h.

3a pa3nuKa OT AWYPOH U aTpasuH, TPETHPAHETO ¢ JUHOCEO He JOBEIE /10 HapacTBaHE Ha
¢dyopecuenuusaTa B aucrara. O6pasu, mogo0HU Ha MMOKa3aHUTE 3a JUYPOH, He OsXa MOCTUT-
HAaTU JIOpH, KOraTto XepOUIMIBT Oelle MPUIOKEH B JECETKPaTHO MO-BUCOKA KOHIICHTpALUs
(6x10° M). OueBHHO €, 4e AMHOCEOBT MHOTO C1a60 Ce TPAHCIOPTHPA C BB3XOMAIIHS KCH-

JIEMCH IIOTOK.
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®ur. 40. AMHaMMKA Ha MHXMOMPAHETO Ha eNeKTPOHHMA TPAHCMOPT B PacTEHMs, NOToneHu B 6 UM aTpasuH uam
AMypoH. CTOMHOCTUTE Ca M3UYMCIEHM Ype3 M3MEpPBaHE MJoLTa Ha 06/1acTMTe C BUCOKa (yopecLeHums
oT dlyopecLeHTHUTE 06pasn M OTHAcAHE KbM LAnaTa nol, Ha pacteHneto. dayopecueHTHUTE obpasu

ca NoJly4yeHu KakTo npu ¢ur. 39. JIMHUKUTE NpeacTaB/IABAT CUrMOMAAJTHA perpecus.
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B/IMAHUE HA HUCKU U BUCOKU TEMIMNEPATYPU BBHPXY
XEPBUUMAHUA EDEKT

Temneparypata € ¢dhakTop, KOUTO Bb3ICUCTBA MPAKTUUCCKH BCUUYKH IPOIIECH B KUBUTE
opranusmu. Temmeparypara BbB (PM3HOJIOTHYEH JHANa30H OT CTOMHOCTH IMOBIUSIBA HE CaMO
CKOPOCTHTE Ha peakIuHuTe, HO U KOHPOpMaIHiITa Ha OMOJOTHYHUTE MAaKPOMOJIeKyau. Moxe
Jla ce JOIyCHEe, 4e CBbp3BaHeTo Ha xepounuan ¢ PC2, ChOTBETHO TEXHHUAT HWHXHOUPAII
e(dexT, 11e 3aBUCH OT TEMIIEPaTypHOTO BIUSHUE BHPXY MPOCTPAaHCTBEHATa CTPYKTypa Ha PC2.
B TO3u pasnmen mie M3I0KUM PE3YNTATUTE OT M3CIIEABAHETO HA JIyMHUHECLICHTHUTE XapakTe-
PUCTHKH, PETUCTPUPAHU IPU TEMIEpATypu B nHTEpBasa oT 5 10 40°C, B KOHTPOJIHU U TPETH-
paHu ¢ xepOuuuan aucTa. XepOuIuaAuTe ca NMPUIOKEHU Ype3 CThOJIEH TPAaHCHOPT B ONpese-
JICHUTE TIOJIyMHXUOMpAIX KOHIIEHTpaIuu. TemMneparypHoTo Bb3aeiicTeue Bbpxy MK nHa bO u
3®, uzmepenu ¢ piyopumerbpa FL-2006, moTBbprk/aaBa HIKOU Bede U3BECTHH 3aBUCHUMOCTH,
NOJTYYEHHU B IPYTU PACTUTEITHH BUIOBE. 3aBUCUMOCTTa Ha Obp3ara yact Ha K na B® — mpe-
xonbsT OJIP — oT Temneparypara Ha peructTpanus ce u3cieasa 3a npbB IbT. He e pasmexaaHo
Jlocera BIMSIHUETO Ha Temmeparypara Ha peructpauus Bbpxy MK Ha B® u 3@ Ha MHTAKTHU

JINCTA B MIPUCHCTBUC HaA Xep61/1u1/1)11/1.

UK Ha BD u 30, pernctpupanm c FL-2006

Temneparypara BIWs€ €IHOBPEMEHHO BbPXy XapakrepucTukute Ha b® um Ha 3P
(Cajanek et al., 1998). Edexrute Bppxy b® ca cpaBHuTenHo no-gobpe usyuenu (Larcher et
al., 1990; Georgieva, Yordanov, 1993; Georgieva, Yordanov, 1994).

MHoro u3ciieiBaHusI ca TOKa3ajiH, Y€ BHUCOKOTEMIIEPATYPHHUAT CTPEC IMPH pPACTCHUSTA
BOIM 10 TIOHM)KaBaHe Ha BapuwabwmiHata duryopecuennus (Bilger et al., 1984; Bilger,
Schreiber, 1990; Georgieva, Yordanov, 1994). JlelicTBueTo Ha BUCOKHTE TEMIIEPATYPH € CBbP-
3aHO C HapyUIeHHs KaKTO B JIOHOpHAaTa, Taka U B akientopHara crpaHa Ha ®C2 (Cajanek et
al., 1998). HapactBanero Ha HauanHara (ayopecuenuus, F,, orkputo ot Schreiber u Berry
(1977), ce ornaBa Ha mucormaius Ha CCK2 (Schreiber, Armond, 1978; Armond et al., 1980)
u Ha Onokupane Ha ET B aknenropnara crpana Ha @C2 (Bukhov, Mohanty, 1993; Yamane et
al., 1997). Cwmsra ce, ue raceHeto Ha Fy, pu BUCOKM TeMIepaTypu € CIeICTBUE OT MHAKTUBH-
pane Ha kucioponHoro otaeinsiHe (Schreiber, Neubauer, 1987) u nenarypupane Ha xiaopodui-
oentruHuTe KOMIUIekcH (Yamane et al.,, 1997). JlenaTtypupaHuTe KOMIUIEKCH MUTpPUpaT B
cTpomanHata yacT Ha TM u umar mo-ciabo ¢uyopecuentHo uznbuBane (Misra, Biswal,

2000).
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[IpomeHsiiku eTHOBPEMEHHO CKOPOCTHTE Ha MPaBUTE M OOpPATHUTE pEaklUU Ha €NeKT-
POHHHUSI TIPEHOC, OKOJTHATAa TEeMIIepaTypa OKa3Ba pa3sHOCTpPaHHO BiusiHUE BBpXy 3D. Bbpxy
o0mus edekt ce Hacnmarsa 3aBucumoctTa Ha 3P oT TpaHcMeMOpanHus noTeHiuan (Markovié
et al., 1999), koiiTO 3aBUCH €THOBPEMEHHO OT CKOPOCTTA Ha €JIEKTPOHHHUS TPAHCIOPT U OT
npoHunaemoctra Ha TM. BnustHuero Ha temneparypara Bbpxy MK na 3® e uscienano ot
ByxoB u chasr. (1987), Becenosckuii u Becenosa (1990) u Markovi¢ u cpaBt. (1999). Cnen
npeaBapuTeIHa TEPMOUWHAKTHBAIMS Ha (OTOCHHTE3aTa B JUCTa OT rpax, aMIUIUTyAara u
dopmara Ha UK Ha 3D ce usmensar 3nauntenHo (byxoB u cwaBt., 1987) — cnen tpetupane ¢
temneparypu Haj 40°C ce moaTrcka cBeTeHETo, ocobeHo B OaBHarta (asza Ha UK. Ot apyra
CTpaHa, YMEPEHO I[IOBUIIaBaHE Ha TeMIleparypaTa CTUMyIHpa amiuTynata Ha 3O
(Becenosckuii, Becenosa, 1990). Markovi¢ u cpaBrt. (1999) onucsar 3aBucumoctTa Ha 3D OT
TeMIiepaTrypara ¢ HaMaJisiBaHe Ha aKTHUBAI[OHHATa Oapuepa Ha OOpaTHHUS €JIEKTPOHEH MPEHOC
U C TEMIepaTypHO yBEJIMYaBaHE HA MPOTOHHUS rpaiueHT. [o-neTaiiiHo € u3y4eHo BIusHUe-
To Ha Temmneparypute Bepxy UK Ha 3® B nucrta ot edemmk (Zaharieva et al., 1999) u 4.

thaliana (Zaharieva et al., 2001). Te3u pe3ynTaru Morar Jia c€ CpaBHAT ¢ HacTosIaTa pabora.

BnusHue Ha memnepamypama s8bpxy MK Ha KOHMpPOJIHU ucma

UK na b® u 30, peructpupanu npu Hucku (5-20°C) u Bucoku (25-40°C) temneparypu
B JICTA OT Tpax, ¢ win 0e3 mobaseH arpaszu (1 pM), ca moka3anu Ha ¢ur. 41 u pur. 42. UK
Ha 3D B HEOOPaOOTEHU C XEpOUIUAM JTUCTA pa3KpUBaT CleAHUTE €(DEeKTH C YBEITUYaBaHE Ha
tTemMriepatypara B unrepsaia 5-30°C: 1) namansBa amruinTynara Ha Obp3ara ¢asa (I1—12), a ce
yBenu4aBa aMmIuidtyfara Ha OaBHara ¢aza (D,—Is—Is); 2) CHOTHOIIEHUETO MEXITYy MaKCHMY-
mute B Obp3ara ¢asza [; u I, ce u3mectBa monza Ha Ip; 3) BpemeTo 3a JOoCcTUTaHE HA MAKCUMY-
mute Ha 3D, ocobeHo B 6aBHara (paza, mocrenenHo Hamanssa (ot 10 s 1o 0,5 s 3a I4). Harps-
BaHeTo 70 40°C momudunmpa cwtao MK Ha 3@ — nuksT [, HE ce OTKpUBA U UHTCH3UTETHT Ha
cBeTeHeTo B OaBHaTa ¢asa Ha MK e HamaneH.

UK nHa B® cbio nposiBsBaT XxapakTepHa TeMIlepaTypHa 3aBUCUMOCT (JIOJHUS pell Ha (ur.
41 u ¢ur. 42): npu HUCKU TEMIIEpaTypy HAKJIOHBT Ha KpuBara BbB (pazata O—P e moserar u ce
yBeJIM4aBa C TEMIIeparypara, peCreKTUBHO MPH HUCKH TEMIIEpaTypu € HyKHO IOBEYE BpeMe
3a nocturane Ha makcumyma P. [Tpu 5 u 10°C B UK Ha B® ce oTkposiBa pamo BB Bpeme 0,1 s
(BeposiTHO (hazara I), koeto cpBnaga ¢ muka I; Ha 3®. [Ipu no-Bucoku Temmneparypu Tasu ¢a-

3a WIK U34€3Ba, WIH CE NOSBABA TBBPAEC PAHO, 32 Ja CE BUAYU HA PErUCTPUPAHATa KPUBA.
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®ur. 42. UK Ha 30 (rope) 1 B® (aony), perMctpmpaHm OT KOHTPOJIHU UCTA (HENPEKbCHATHU JIMHUKU) UM TPETU-
paHu c 1 UM atpasuH (MYHKTUPAHW IMHMM) NPU pPa3IMYHM TemnepaTtypu B MHTepBana 25-40°C. MNpeac-

TaBeHW ca CpefjHU KpuBM OT 6-10 NOBTOpEHMS.

C yBennyaBaHe Ha TeMIIEpaTypaTa ce YCKOpsBa ChIIO BKJIFOYBAHETO HA raceHeTo Ha bd
clIe MakcMMyMa. AMIUTUTyIaTa Ha BapuaOwiHata ¢IIyopecieHmus ciabo ce BIuse OT
temneparypata B uHTepBasia 5-30°C. Ilpum 35°C ce ycraHOBsiIBa JIEKO IOKauBaHE Ha
HauanHata wu3MepeHa ¢uyopecueHnus, a npu 40°C BapuabuiHata (iyopecueHIs

YyBCTBUTEIHO HaMaJjsgBa 3a CMETKAa Ha MO-HUCKOTO HMBO F,. Tasu teMmeparypa nosiusaBsa
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JsBa 32 CMETKa Ha MO-HUCKOTO HUBO F,. Ta3u Temmeparypa nmosiusiBa €IHAKBO aMIUIMTY/AaTa
Ha b® u 3.

[ToBeuero ot HabmonaBanute Temieparypuu epexta Bbpxy UK na B® u 3® morar na ce
OOSICHAT ¢ TIPOMSTHA Ha CKOPOCTTa Ha (poTOCMHTETHUHUTE peakunu. HapacTBaneTto Ha muka I,
crpsimo 1} e pesynrar ot yckopsisanero Ha ET B akmentopHara ctpana Ha ®C2 (Goltsev,
Yordanov, 1997; Zaharieva et al., 2001). MakcumymsbT B 6aBHaTa (a3za Ha K Ha 3D mo Bcsika
BEPOSATHOCT cliefiBa 3aBucuMocTTa Ha ApH ot Temneparypara (Markovic et al., 1999). U nBa-
Ta nokasarens Hapactsar 10 30°C, Taka 4ye Ta3u TemIepaTrypa MOXE Jja C€ CUMUTa KaTro ONTH-
MaJiHa, IPU KOATO CKOpocTTa Ha MexaycuctemMuust ET e makcumansa.

[Toatuckanero Ha b® u 3® Hax 35°C BEpOATHO € CBBP3AHO C HAPYILICHUS B CTPYKTypara
Ha komIuiekcute Ha PC2, B pe3ynTaTr Ha KOUTO C€ MHAKTUBUPA TsAXHAaTa QyHKIUA. ApryMEeHTH
3a nHakTHBHpaHeTo Ha ®C2 ca KakTO HamajeHaTa BapuaOHiIHa (QIyopecleHLus, TaKa U 13-
ye3BaHeTo Ha muka l. [IpaBu Breuarsnenue, 4e B OaBHara ¢asza Ha MK Ha 30, perucrpupana
npu 35°C u ocobeno npu 40°C, nomuHupa nmuksT Is 3a cMeTka Ha I4. To3u pe3ynrar moxe na
Obe 00sICHEH, aKo ce Cie[Ba HAlPaBEHOTO MO-PaHO MPEONIoKEeHHe, Ye Is € CBbp3aH ¢ OTBa-
psne Ha PII, a I4 ¢ npoTtoHHus rpagueHT. M3BeCTHO €, 4e IIpu MOBUILIEHU TEMIIEPATYPU €HEP-
TeTUYHUAT OanaHc Mexy aBere gorocuctemu ce uamectsa kbM OCI1 (Weis, 1985), kosiTo €
nmo-akTUBHA B TakuBa ycioBus (Ivanov, Velitchkova, 1990). Moxe na ce nomycHe, ye aKTHBH-
panero Ha @C1 Boau 10 OKMcIsABaHE Ha akuenTopHus myn Ha @C2 1 yBennyaBa aMIUIMTyara

Ha 15.

MK Ha b® u 3® 8 npucbcmaue Ha xepbuyudu

C nyHktupanu nuHuM Ha ur. 41 u ¢ur. 42 ca uzobpazenu UK, peructpupanu ot Tpetu-
paHu ¢ aTpasuH jucta. M30paH e CThONeHUAT TPaHCHIOPT KaTo METOJ 3a MpujlaraHe Ha xepou-
113, B CbOTBETCTBUE C MPEABAPUTEIHO HAIIPABEHOTO CPABHUTEIHO W3CIIEABAHE Ha MPUIIO-
’KMMOCTTA Ha pa3IMYHUTE MeTOIU. PacTeHusATa ca MOCTaBSIHU BbPXY PAa3TBOP € KOHIEHTpALUs
1 uM, kosATO € GnM3Ka 10 OmpesieneHaTa cpeHa KOHLIEHTPAlUs Ha MOJIyUHXUOUpaHe Ha JIy-
MHUHECLIEHTHUTE MapaMeTpu. AHAJIOTUYHO, 3a TpeTtupaneTo ¢ nuypoH (MK He ca mokaszanm) e
n30pana konmeHnTpamwms 0,6 M.

Crnemmnduunute edextn Ha xepouruante Ha PC2 Brpxy UK nHa b® u 3®, xouro Osixa
OINMCAHM B MPEIUIIHUS pa3zell, € OTKpUBAT B TPETUPAHUTE PACTEHUs NIPU BCUUYKU TeMIlepa-
TypH Ha peructpauus. IHTeH3uTeThT Ha 3P B NMPUCHCTBUE HA aTpasvH € TMOHWKEH B LIEJHS
MHAYKIMOHEH nepuos; nukbT [, e orcnaden cupsimo I;; B 6aBHara ¢a3a Ha UK ce noarucka B

no-rojisiMma creneH Is. EQexTsT Ha arpasuna Bepxy MK Ha B® ce m3passBa B mokauBaHe Ha
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HAYaJIHOTO HHUBO, CHOTBETHO HaMajsiBaHE Ha BapuaOwmiHata QuyopecueHuus. Bbpxy te3u
edektu ce Hacnarea 3aBucumoctTa Ha MK oT Temmneparypara, kosiTo He ce pa3nuyaBa KauecT-
BEHO B KOHTPOJHUTE U MHXHUOUPAHUTE MTPOOH.

Bobnpeku 00110TO BrieyamieHne 3a aAuTUBHOCT Ha e(DEKTUTE Ha MHXUOUTOpA U TEMIIepa-
typara Bbpxy MK, komOuHanusaTa Ha aBara ¢akropa ce XapakTepu3upa ¢ HIKOM 0COOSHOCTH.
Haii-oueBuaHara e, ye mpu HUCKU TeMIIepaTypu aTpasuHbBT MOATHUCKA MHOTO MO-CHITHO Obp3a-
ta (aza Ha UK Ha 3D, otkonkoro 6aBHata. OOparHO, Haj 30°C MeX1y KOHTPOJIHUTE U Tpe-
TUPAHWUTE JTUCTA HSAMA pa3inka B HUBOTO I, a camo B I+—Is. Ako TpsiOBa na ce pasriena Bius-
HHETO Ha TeMIIeparypara BbpXy e(eKTa Ha XepOuIlia, MoXe Ja ce Kaxe, e C yBeIHnYaBaHe
Ha TeMIieparypara ehekTbT BhpXy Obp3ata (aza Ha MK HamansBa, a Bbpxy OaBHara (a3za (He-

MOHOTOHHO) CC yBCJIMYaBa.

TemnepaTypHa 3aBUCMMOCT Ha NnapameTpute Ha b® u 30

ITo-neraiinHa npezacraBa 3a epexTure BbpXy otaenHure ¢aszu Ha b u 3O moxe na ce
n00Kue OT TeMIepaTypHUTE 3aBHCHMOCTH Ha MHAYKIIMOHHHUTE MapaMeTpH, MPEICTaBeHU Ha
¢wur. 43 u ¢ur. 44, cLOTBETHO 3a aTpa3WH U IUYpoH. ExcriepuMenTuTe ¢ aBata xepOummaa ca

IMpaBCHHU C PpACTCHHUA OT pas3jindHa réHepalys, 3aTO0Ba 3a BCCKU OT TAX MMa OTACIHA KOHTPOJIA.

Ecpekmu 8bpXxy UHOYKUUOHHUME Nnapamempu 8 KOHMPOJIHU ucma

@urypure SICHO IMOKa3BaT MPOTHUBOIIOIOKHATA 3aBUCUMOCT Ha Obp3ust (A) u 6aBHus (Bb)
MakcuMyM Ha MK Ha 3® oT temmneparypara o Bpeme Ha peructpanusi B uaTepBaia 5—30°C.
AmnanoruueH edexT e HaOmonaBaH B e4eMuk U Arabidopsis (Zaharieva et al., 1999; Zaharieva
et al., 2001). [Tocouena e Bb3MOXKHaTa Bpb3Ka MEXIy HaMaJsiBaHETO Ha I; U ycKOpsBaHETO Ha
€JIEKTPOHHMS NOTOK B y4yacTbka Qa—Qp OT elleKTpoHTpaHCHOpTHATa Bepura. Cpelrynonox-
HUAT XOJ Ha MaKCUMyMHTE B Obp3aTa U OaBHaTa (a3a BOIU 10 U3MEHEHHE HAa ChOTHOLLIEHUETO
MeXIy TsIX, KoeTo € mokazano Ha ¢ur. 43E u ¢ur. 44E. OtHomenueto l4/I; MOHOTOHHO Ha-
pactBa ¢ temneparypara 10 40°C, Bblpeku 4e UHTeH3UTeTHT Ha 3d mpu Ta3u TeMmeparypa
001110 HaMaJIsBa.

Otnomennero I,/1; (pur. 431, dur. 44]1) moke 1a cayXkH KaTo MOKas3arelsl 3a CKOpPOCTTa
Ha ET B akuentopHara crpana Ha @C2 (Goltsev et al., 1998). Tozu napameTsp ChLIO HapacT-
Ba C TeMIlepaTrypara, HO He B LM M3CJIEIBaH JUana3oH. 3a pa3jivKa OT OCTaHAIMUTE Mapa-
METPH, YUATO TEMIIEpaTypHa 3aBUCHMOCT € HJICHTUYHA B OTJCIHUTE eKcriepuMeHTH, [o/1; nma

MaKcUMyM, KoiTo Bapupa mexay 20 u 30°C.
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M306paBHBaT CTaHAapTHATa rpeLlka.
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B cpaBHenue ¢ mapamerpure Ha 3P, MakcumalnHara BapuadbuiaHa ¢ayopecuenuus F./F,
(¢ur. 43B, ¢ur. 44B) e no-cnabo yyBCTBUTENHA KbM TEMIIEpaTypHOTO AeiicTBue. Bee mak npu
40°C ce orumrta m3BectHa nHaktuBaug Ha OC2. [TocTeneHHOTO HamalsiBaHEe HAa BapuaOWII-
HaTa (QUIyOpecLeHIMsI B LIeJUsl TEMIIEpaTypeH UHTepBasl O MOIVIO J1a C€ ABJKU Ha TOBA, Y€ C
yBeJIMYaBaHE Ha TeMIleparypara ce yCKOpsiBa (pOTOMHIyLMpPaHOTO HapacTBaHe Ha bd, cboT-
BETHO HUBOTO Ha b® B HauanoTo Ha perucTpanusaTa ce nopumana. CxogHo noseaeHue Ha F,
o0aye € MOJy4YeHO M OT JIpyr'M aBTOPH, H3IMOJI3BAJIM MOIYyJIHMpaHa Bb30yXkJalla CBETIMHA
(Georgieva, Yordanov, 1993; Yamane et al., 1998). I1pu ToBa u3menenusira Ha F, ca u pesyin-
TaT OT HapacTBaHeTo Ha F, ¢ moHmwkaBaHe Ha Temreparypara. [IpeanonoxeHo e, ye HUCKaTa
TeMIiepaTypa noBuiiara F,, TuMUTHpaiiku CKOpOCTTa Ha peokucieHue Ha Qa mopanu 3aba-
BsiHe cuHTe3a Ha peayuupad HAJI® u AT® (Janssen, van Hasselt, 1988). Bs3moxHo € ¢ yBe-
JM4YaBaHe Ha Temieparypara raceHeto Ha b®, cepp3ano ¢ aktuBupane Ha OCl, na ce BKItOU-
Ba Mo-paHo u Taka b® pa He gocThra MakcuMyMma IpU HHUCKM TeMIEpaTypH. 3a ToBa

cBuzeresncTBa U ¢popmara Ha 1aroto Ha K va b® (dur. 41 u dur. 42).

TemnepamypHa 3aBUCUMOCM HA UHOYKUUOHHUMe napamempu csied npedsa-

pumesiHo mpemupaHe ¢ xepbuyudu

JlymuHecHieHTHUTE MapaMeTpu, npeactaBeHn Ha ¢ur. 43 u ¢ur. 44, Karo A0 UMaT
CXOIIHM TEeMIIepaTypHU 3aBHUCHMOCTH B KOHTPOJIHUTE M TPETUPAHUTE C aTpa3vH WM JTUYPOH
pacterusi. OCHOBHUTE MMOKA3aTENN 32 XePOUIUIHOTO NEHCTBUE — MAKCUMYMBT l4 M OTHOIIIE-
Hueto F,/F,— noka3Bar HaJau4ueTo Ha MHXUOUpaAHE B LEJIHs TEMIEPATypeH JUana3oH OT 5 10
40°C, ¢ U3KJIIOYEHUE EIUHCTBEHO HA TpeTupanute ¢ auypoH jmcta npu 40°C. C apyru nymu,
e(eKTUBHOCTTAa Ha XepOULMIUTE W3MIEKIa HEe ce MPOMEHs APACTHYHO C TemIepaTypara.
Brrpeku ToBa, TeMIepaTypHUTE 3aBUCUMOCTH Ha HAKOM OT OCTAHAIUTE MapaMeTpu UMaT 3a-
OeNe)XMMO pa3InICH X0l B TPETHPAHUTE MPOOH, B CPABHCHHE C KOHTPOJIHUTE. Taka, HapacT-
BaHETO Ha [; ¢ moHMkaBaHe Ha TeMIepaTypara, KOeTo € 100pe U3pa3eHo B KOHTPOJaTa, MoYTH
OTCHCTBA CJIE]] TPETUPAHE C aTPa3HH WU TUYpPOH. Bb3HUKBA BRIIPOCHT JaId TOBA OBEICHUE
€ MHJHUKATOp, Ye NHXUOMpaIaTa ClioCOOHOCT Ha XepOUIIMIUTE Ce BIIUsAE OT TeMIeparypara.

JleicTBUTETHO, OTHOCUTEIHUAT €(DeKT Ha arpa3uHa Bepxy I HamamsiBa ot 60% npu 10°C
1o orpurareaHu croitHocty Hax 35°C (tadm. 3). [lo chimms HaunH Biausie U €PEKTHT HA JANY-
poHa. He e u3kiroueHo BsB (hopMupaneTo Ha I; 1a yuacTBa moBede OT €QUH MPoliec, KaTo eI1-
HUST € HEYYBCTBUTEJICH KbM XSPOUIIMIHOTO JICUCTBUE U TeMIeparypara. B TakbsB cimydaii mpu
BHUCOKHUTE TeMIIepaTypy TO3HW KOMIIOHEHT IIe ObJe OMpeelsil] aMIuinTyaata Ha [; u B qBete

eKCIIEpUMEHTAIHU rpyu. Bb3M0OXKHO € ¢ oBUIlIaBaHe Ha TemIepaTypara 3a popmupane Ha I
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He Ha [; ga mpuaoOuBa no-rojsiMa posisl eIEKTPUYHUST TPAJAUEHT, TeHEpUpaH NPy pazeisHe-
TO Ha 3apsauTe OT 1BeTe hoTocucTtemMu. Bonpeku, ye eQekThT Ha moATHCKaHe Ha [} 3aBuCH OT
TeMIiepaTypara, TO3U MOKa3arel He € JOKAa3aTeJCTBO 3a BIMSHUE Ha TeMIleparypara BbpXY

e(eKTUBHOCTTA Ha CBbP3BaHE Ha XEPOUIIHINTE.

Tabn. 3. OTHocuTeneH edeKT Ha aTpasvHa B %, NPUIOXKEH Ype3 CTbbOJIeH TPaHCMOPT B KOHUeHTpauua 1 uM,
BbPXY MHAYKUMOHHUTE napameTpu Ha bO 1 3@ npu paszanyHm Temnepatypu Ha permctpauma. Edexkture
ca u3uMcneHun ot m3pasa (C-A)/C.100, kbaeto C e cpeaHata CTOMHOCT Ha CbOTBETHWMA NapaMeTbp B

KOHTPOJIHUTE JIUCTa, a A - B TpeTupaHuTe. JlaHHuTe ca oT dur. 43.

T, °C I, L F,/F, F,/F, L/, /1,
5 57 35 50 0 -10 -65

10 60 22 51 —4 16 ~100

15 48 26 55 -8 6 —48
20 26 27 34 5 -1 -3
25 22 30 49 17 17 10
30 12 23 57 26 23 14
35 -1 28 57 29 22 36
40 -10 48 81 27 38 54

CrnpaBka ¢ Tabm. 3 mokasBa, 4e MOATHCKAHETO Ha 4 OT aTpa3uHa ce U3MEeHs HEMOHOTOHHO
B rpanunure ot 22% 1o 48%, HO Bce Mak ce OTKpYBa TEHACHIIMS KbM HapacTBaHe Ha edeKTa
C yBeln4aBaHe Ha Temmeparypara mMexay 10 m 25°C. TakoBa BiIMsSHME HAa TeMIieparypara €
SCHO u3paszeHo mpu auypoH Han 20°C. B pesynarar Ha MpOTHUBOIOIOKHATA 3aBUCUMOCT Ha
edexra Ha xepOunuaute BbpXy [ u I4 oT Temmeparypara, epekThT BbpXy OTHOIICHHETO l4/1;
CUJIHO C€ yBeJIM4YaBa C TIOBUILIABAaHE HA TEMIIEpaTypara.

Temneparypnara 3aBucumoct Ha I/} B TpeTupanute npoOu € cXoiHa ¢ KOHTPOJIHATA, a
pa3UKUTE ca He3HauYuTeNHH 1pu uHTepBaia 5—25°C. C mo-HaTaThIIHO MMOBUIIIABAHE HA TEM-
neparypara odade XepOUIMANTE MOATUCKAT MO-e(DEKTUBHO MapamMeThbpa, koeto coun, ue ET e
MHXUOUPAH B MO-TOJIsIMA CTETIEH. YBETMYaBaHETO Ha XepOUIUIHUS e(eKT C TeMIeparypara ce
BIOKJIA 10Ope B TpETUpAHUTE ¢ aTpa3uH npodu (¢ur. 431, Tadm. 3).

Bnusiane Ha Temmeparypara ce HaOnroaBa U B epeKTa Ha XepOUIUAnTEe BbPXY IapaMer-
pute Ha b®. To e ocobeno u3paszeno npu racenero Ha b® crmen makcumyma, U3pa3eHo upes
otHomenuero F,/Fs. M nBara xepOuumaa mHXxuOupar mapamerspa ensa Haj 20°C, karo
MakCUMyMBT 3a arpasul e npu 35°C, a 3a auypon npu 30°C. TpsOBa na ce nma mpeaBHI
obGaue, ue F; He cpoTBeTCTBa Ha CTalMOHapHaTra cToMHOCT Ha b®, a mnpexncrasisBa
WHTEH3UTETa, pEerucTpupan 1 min ciea HA4auoTO Ha MHAYKUMOHHHS nepuon. [lpu Hucku
TEMIIEPaTypH MPOLECUTE, Tacaiy (HIyopecleHIusaTa, Ce BKIIOYBAT MO-KHCHO U B TIEpHUO/ia Ha

peructpanus Ha MK raceHeTo Bce olle € HE3HAUUTENHO. 3aTOBAa HE CUMTAaME JIMIICara Ha
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UK racenero Bce oI1le € HE3HAYMTEIIHO. 3aTOBA HE CUMTAME JITICaTa Ha €(PEeKT Ha XepOUIHIH-
te BbpXy Fp/Fs npu Temneparypu nox 25°C 3a neiicTBUTENEH KPUTEPUI 3a TAXHOTO JAeiiCTBUE.
BeposiTHO TemmepaTypHaTa 3aBUCMMOCT Ha MapaMeThpa Ou M3Iiexana pasiandHo, ako Fg ce
OTYMTA CJIEI MTO-IBJIBI IEPHO] Ha OCBETSIBAHE.

Bbnpeku ue Ha npbB nonien otHomenuero F./F, He naBa ocHOBaHMe J1a ce HAIIpaBU U3-
BOJIBT, Y€ XCpOULIMAHOTO JAEUCTBHE C€ BIMsIE OT TEMIIEpaTypaTa, CpaBHEHUE Ha OTHOCUTEIIHU-
Te e(eKTH Ha TMYPOH U aTpa3HH MOKa3Ba, 4e Te ce MOBMIIABAT IpHU TeMiepaTypu okoso 30°C.
Kakrto u nmpu ocrananure napameTpu, MHXUOMPAHETO OT aTpasuH € omle no-cuiHo npu 40°C,
J0KaTo e(heKThT Ha TMYpPOHA MPH Ta3H TeMIlepaTypa u3de3Ba. HeoOxomumu ca moBede ekcre-
PHUMEHTAJIHA JJTaHHU, 34 [1a C€ ONPEICIIN ChC CUTYPHOCT JaJIM TOBA € CIy4YaiHO MU IOPOJAEHO
OT pa3iINyus B CBOMCTBATa Ha ABaTa MHXHUOUTOPA.

OT M35105)KE€HOTO JOTYK CIIEiBA Jja CE 3aKJII04YM, Y€ TEMIIepaTypara, Makap U Ja HsiMma pe-
IIaBaIlo 3HAYCHHE 3a MpOosBaTa Ha WHXUOUTOPHHS e(EeKT Ha TUYPOH M aTpa3vH, B M3BECTHA
CTeNeH MOAU(UIMpa TIXHATa aKTUBHOCT B TpeTUpaHuTe jaucta. CTaTucTHYEcKaTa JOCTOBEp-
HOCT Ha B3aUMOJICHCTBUETO MEXy JiBaTa (pakropa € orpeesieHa Ype3 BapUallMOHEH aHaJIu3
MOOT/ENTHO 32 HHAYKUUOHHUTE napameTpu Ha b® u 3. Pesynrarute ca 000011eHu B Tadm. 4.
Kakro ce Bmkza, 3a MOBEYETO MapaMeTpu B3aWMOJIEHCTBUETO € JAOCTOBEPHO NPU HUBO HA
3HauumocT o = 0,01. EnuncTBeHo 3a I4 HE ce ycTaHOBsABa TOCTOBEPHO BIMSHUE HA TEMIIEpa-
Typara BbpXy edekra Ha arpasud rnpu o = 0,05, a BIusHIETO BBPXY edeKTa Ha JUYPOH € J10C-

TOBCPHO 34 BCUYKHU IIaPpaMCTPHU.

Ta6n. 4. Peayntatu ot ANOVA - [OCTOBEPHOCT Ha B3aMMOAEMCTBMETO Mexay edeKTUTe Ha Temneparyparta M

XepéuumanTe BbpXy pasiMuyHuTE napameTpu Ha b® u 3®. MpeacTaBeHu ca p-CTOMHOCTMTE Ha TecTa.

ITapametsp AtpasuH Juypon ITapametsp AtpazuH Junypon
I, < 0,001 < 0,001 1/1; < 0,001 0,001

I 0,232 <0,001 F,/F, 0,013 < 0,001
L/1; < 0,001 0,019 F,/F, < 0,001 0,003
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KUHeTUYHU KOMMNOHEHTH Ha 3aTMXBaHeTOo Ha 3P

beme nocoueHo, ye Temmeparypara Ha perucTpalus OKa3Ba pa3jMYHO BIUSHUE BBPXY
MakCcUMyMHTe Ha Obp3ara u OaBHara (aza Ha VK Ha 3® — amruiutynara Ha Obp3uTe HaMals-
Ba, a Ha 0aBHMTE Ce yBelIMYaBa ¢ IOBHIIABaHE Ha Temmeparypara. OT apyra cTpaHa, B Ipe-
JUIIHUS pas3fes Oe HalpaBeH aHajJu3 Ha KMHEeTHYHUTE KOMIOHEeHTH Ha 3D, koiiTo mokasa, 4ye
B BeTe a3y Ha MHIYKIMATA NpeoliiafaBaT pa3iMyHN KOMIIOHEHTH Ha 3aruxBaHeTo Ha 3.
CrnenoBarenHo MpUYMHA 32 Pa3IMYHOTO NoBeAeHHEe Ha Makcumymute Ha MK moxe na Obae
HEEeTHAKBOTO BIIMSHUE HAa TeMIlepaTypaTra BbpXy KOMIIOHEHTUTE Ha 3aTuxBaHeTo. Paszrnexna-
HETO Ha TeMIlepaTrypHara 3aBUCHUMOCT Ha OTJENHUTEe KoMIoHeHTH Ha 3® Ou TpsOBano na
XBBPJIM MOBEYE CBETIIMHA IO BIMSHUETO Ha Temreparypara Bbpxy UK nHa 3® u edexra Ha

XepouuuuTe BbpXy napamerpute Ha 3D.

TemnepamypHa 3asucumocm Ha amnaumyodume Ly, L; u L3
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®ur. 45. TemnepaTypHa 3aBMCUMMOCT Ha amnautyaute Ly (A, T), Ly (B, A) u L3 (B, E) Ha KpuBMTE Ha 3aTMXBaHETO
Ha 3D, permctpupaHu B 6bp3usa (A, b, B) u 6aBHua (I, 4, E) MakcuMyM Ha MK, B KOHTPOJIHW FpaxoBu

nmcTta (@) u Tpetmpanm ¢ 1 UM aTpasuH (0).
Ha ¢ur. 45 ca npencraBeHu TemneparypHUTE 3aBUCUMOCTH Ha aMIUIMTYAUTE HA CyOMHU-
mucekynnuaute (L), munmucekynaaure (L) u 6aBuHute (L3) xommonentu Ha 3P, momydeHu
qpe3 perpeCUOHCH aHaIu3 Ha KPUBUTE HA TBMHUHHOTO 3aTUXBaHE B KOHTPOJHU U TPETHUPAHU

mucta. Ha ropaus pen (manemu A, b u B) ca u300pa3eHn CTOMHOCTUTE HAa aMIUTUTYIUTE B
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O0bp3us makcumyM Ha MK (100 ms oT Ha4ayi0TO Ha MHIYKIMOHHUS TEPUOM), a TOJHHSIT Pe
(I, 4, E) npencraps ammnuTynuTe B peructpupanus 6aBeH MmakcumyM Ha MK (5-15 s).

T'opuute Tpu rpaduku Ha Gur. 45 pazKpuBaT KHHETUYHHUS ChCTAB Ha OBP3USI MAKCUMYyM
Ha UK cnopen temneparypara Ha peructpanus. TemneparypHUTe 3aBUCUMOCTH Ha TPUTE aM-
IUINTYIM M Haii-Bede Ha CyOMWJIMCEKYHIHHMS U MWINCEKYHJHHS KOMIIOHEHT, KOMTO HMar
IJIaBHA pOJIsl B HAYAJIOTO HAa MHIYKIMATA, ChLIECTBEHO ce pasznuuanar. /lokato L; numa makcu-
MyM 1ipu 25°C 1 HamassiBa IpH IpyTu TemrneparypH, L, iMa MOHOTOHHA 3aBUCUMOCT OT TEM-
neparypata. CraBa sicHO, ye HapacTBaHeTo Ha 3® B Obp3ara ¢asza Ha UK ¢ monmkaBaHe Ha
TEeMIepaTypara € 3a CMeTKa Ha MUJIMCEKYH/IHUSI KOMIIOHEHT, KOWTO € JOMUHHUpAIL B 00IIOTO
cBeTeHe, peructpupano npu 5—10°C. Bnussauero Ha Temmneparypara B 6bp3ata (aza na UK
MOXe J1a c€ IbJDKM KaKTO Ha IMPOMEHU B KBaHTOBaTa €()EeKTMBHOCT Ha M3JIbUBaTeNHATa pe-
KOMOMHAIMsI, Taka ¥ B CBHOTHOLICHHETO MEXAY pa3IMYHUTE OKUCIUTEITHO-PEIYKINOHHU
¢dopmu Ha PII, kouTo ca mpeamecTBEHUIN Ha OTJCTHN KHHETUYHN KOMITOHEHTH.

HapactBanero Ha L, e 3abens3aHo u B mpeauinHu ekcriepuMeHTu (Zaharieva et al.,
2001), HO 3acera e TPyIHO Jia c€ OINpeNesid CbC CUTYPHOCT IMPUYMHATA 32 TOBA siBIeHUE. bu
MOIIO JIa CE TPEJIONOKH, Y€ TPH HICKH TEMIepaTypH ce 3a0apst oOMeHsT Mexay Qp® 1 I1X
My/a ¥ Ce Ch3/[aBa MO-TONIMA KOHIEHTpamus Ha cherosHmsata QoQp® , KOMTO ca mpeaurect-
BEHHMIIM Ha MUWIMCEKYHIHOTO cBereHe. OT apyra cTpaHa, Taka OM ce yBeJIMYMI U JeNbT Ha
3arBopennte PII, Qa Qs> , OCBEH aKO HHCKHTE TEMIIEPATYPH HE YCKOPSBAT PEOKHCIISIBAHETO
Ha Qa , HAPUMeED upe3 Ge3U3TbUBATETHA PEKOMOMHAINSA ChC Z .

BnusiHueTo Ha aTpasuHa BbpXYy OTAEITHHUTE aMIUTUTYyau B Obp3ara (aza Ha UK e cunno
paznuuHo. [Ipu BuCOKM TemnepaTypu HHXHOUTOPBT NOATUCKA B IO-ToJIsiMa cTeneH Ly, oTkon-
koTo L,. OGpaTHO, NPH HUCKU TEMIEpaTypu TPETHUPAHETO C aTpa3uH BOJIU /10 YyBCTBUTEIHO
noaruckane Ha L,. Touno Ta3u e npuunHara 3a u3siBeHus: e(pekT Ha XepOuIuIuTe BHpXY Obp-
3ara ¢aza Ha UK mpu Temneparypu noj craitHata. ToBa € 10Ka3aTeyncTBo, Y€ CTUMYITHPAIIUST
edexT Ha HUCKaTa TeMriepaTypa BbpXy L, e 3aBucum ot Hammureto Ha ET mexay Qa u Qp u
ce chIVlacyBa C XHUIIOTe3ara, 4e aMIUIUTYy[aTa Ha MUIMCEKYyHIHUS KOMIIOHEHT € CBbp3aHa C
KOHIICHTpALMsITa Ha ChbCTOSTHUS Q AQBZ_.

U Tpute koMmoHeHTa Ha cBeTeHeTo B OaBHU MakcuMyM Ha UK (¢ur. 45, rpaduku T, [,
E) umar eqHakBa TemneparypHa 3aBUCHMOCT, IIpU TOBA TS C€ 3ala3Ba KAKTO B KOHTPOJIHUTE,
Taka U B 00pabOTEeHUTE C aTpa3uH JIUCTa U C€ IMPUIOKPUBA ChC 3aBHCHUMOCTTA Ha MHTErpaj-
HUsl UHTEH3UTeT B I4 (cpaBHU ¢ ¢ur. 44b). ChOTHONIEHUETO MEXTy KHHETUIHUTE KOMIIOHEH-
TH B 0aBHaTa ¢a3za Ha UHAYKIUATA HE 3aBHCH OT TEMIIEpaTypara, a 3aBHCUMOCTTA Ha HHTCH-

suteta Ha 3D ce omnpeaens oT mpolec, KOWTO MOAU(UIIMPA €THAKBO aMIUTUTYIUTE U HA TPUTE
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KOMIOHEeHTa. Hali-BepOsITHO KpUBUTE OTPa3sIBAT 3aBUCUMOCTTA Ha TPAHCMEMOPAHHUS €IICKT-
POXMMMYEH IIPOTOHEH IPAJIUEHT OT TEMIIepaTypara.

ITonoKUTENHOTO BIMSIHME HAa TEMIIEpATypaTa BbPXY CTOMHOCTTA Ha MPOTOHHMSI TPaIUEHT
Ha MPBHB TOIVIE]] MOXKE JIa MPOTHBOPEYH C M3BECTHATA 3aBUCUMOCT Ha HE(OTOXMMUYHOTO Ta-
ceHe Ha b®d, kogTO coun, 4e ¢ MOHMKABAHE HA TEMIIEpaTypara Moj CTailHaTa, eHEpru3anusTa
Ha TM ce yBenuuaa 10 MakcumyM okoisio 5°C (Larcher et al., 1990). Tpa6Ba na ce noxuep-
Tae, 4e B TO3M ClIydall ce Kacae 3a CTallMOHAapHOTO HUBO Ha ApH B CBENIMHHO ajanTUpaHO
CBCTOSIHME, TOKaTO I4 OTpa3siBa MpexoJHOTO HATPYIIBaHE HA MOTEHIMAA PEAN J1a CE€ AaKTUBU-
pa HabJIHO cuHTE3bT Ha AT® u koHCymanusITa My OT ThBMHUHHUTE peakiuu. CToHOCTTa Ha
ApH B maneH MOMEHT ce omnpenens Kakto oT ckopoctta Ha ET, Taka u oT npoTOHHaTa NpoHU-
[IaeMOCT Ha MeMOpaHaTa. 3a CTAallMOHAPHOTO HMBO IMO-TOJSIMO 3HAYEHHE SBHO MMa BTOPHSAT
¢axTop, 3aTOBa C MOHMKABaHE Ha TeMIlepaTypara, TO Ce MOBHILIABa MOpPaau 3a0aBSHE KOHCY-
marusita Ha AT® u HAJI®.H,, cebp3ana ¢ nukbiia Ha Kansuna — bercon (Krause et al., 1988).
KBasucraunonapnara ctoiHocT Ha ApH B MHIYKIIMOHHUS IEPUOJ ITO-CKOPO IE CE ONMpPEaes
ot ckopocTTa Ha ET, koiiTo chl110 ce 3a0aBs ¢ MOHM)KaBaHE Ha TeMIepaTyparta.

Jlo6aBSHETO Ha UHXUOUTOP C€ OTpa3siBa pa3IMYHO HA KMHETUYHUTE KOMIIOHEHTH B OaB-
Hus makcumyMm Ha MK, xaro naii-cunHo ce moarucka L, otHocutenHo no-cinado Ly, a amru-
TyzlaTa Ha OaBHUTE KOMIIOHEHTH NOYTU He ce Biuse. OTHOCUTEIHUAT epeKT Ha XepOuuuga
BbpXY Li, 1 ocobeHo Bepxy L,, KaTeropuuHO 3aBUCH OT Temreparypara. MuHumaineH edekr
BbpXY Lo ce peanmsupa npu 15 u 20°C — 20%, a ¢ noBuIIaBaHE Ha TeMIIepaTypaTa HapacTBa —

24%, 27%, 34%, 45%, cboTBeTHO Tpu Temmnepatypu 25, 30, 35, 40°C.

E¢pekmu 8 xapakmepucmu4HOMO 8peme Ha MUIUCEKYHOHUA KOMNOHEeHM T;

Ilo BpemMe Ha MHAYKIMOHHUS INEPHUOJ XapaKTEPUCTUYHOTO BpEME HAa MUIIMCEKYHIHUS
KOMITOHEHT T, MPETHPIIsiBA Ipexoy] (3abaBsiHe), KOWTO ce CBbp3Ba ¢ peayiupaneto Ha [1X myna
¥ M34e3BAHETO HA BB3MOXKHOCTTA 3a peoKmcisBane Ha Qp® B mpasa mocoka. B ycmoBust Ha
npekbcHaT ET kM [1X (B mpuchcTBHE HA MHXUOUTOP) MPEXOAbT HE ce HAOMIONaBa U T, UMa
MakCUMaJIHa CTOMHOCT ole B HayanoTo Ha MK. Pa3nukara Mexny xapakTepuCTUYHOTO BpeMeE
B HAYaJIOTO HA MHIYKIUATA U caef 3arBapsiHeTo Ha [1X myma, Atp, MOXKe [a CiIy’KH KaTo cpas-
HUTEJIEH MoKa3aTel 3a 6pos monekynu [1X, kouto ce peayuupar no Bpeme Ha UHAYKIIMOHHUS

MEPUO]I.
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dur. 46. TemnepaTypHa 3aBMCMMOCT Ha NapameTbpa AT,, NpefCTaBAsABall, pa3/IMKaTa MeXy XapaKTepuCTUYHO-
TO Bpeme T, B 6aBHaTa 4YacT 1 B 6bp3ata YacT Ha MK, B KOHTPOJIHM iucTa (@) 1 TpeThpaHu ¢ 1 UM aTpa-
3MH (0).

C mnoBuIIaBaHe Ha TeMmIeparypara B KOHTPOJHM JIUCTa aMIUIMTy/AaTa Ha mpexona At
(¢ur. 46) nexo HaMasiBa 3a CMETKa Ha IOKAaYBaHE B HaJajHATa CTOWHOCT Ha Tp. [Ipuumna 3a
TOBa MOXKE Jla € HaMassiBaHe Oposi Ha jecHopocTbnHuTe [1X Monekynu, nopaau HamassiBaHe
cTeneHTa Ha arperauus Ha TM. B nombinenue Ha ToBa, ciopeq Yamane u cbaBt. (2000), npu
BHCOKa TeMIIepaTypa ce akTUBHpa He(hOTOXMMHUYEH €H3UMEH ITBT 3a penyuupane Ha [1X.

Oo6pabotkara ¢ 1 uM arpa3un noHmkasa AT, B IETUs AUANA30H OT U3CIICIBAHN TEMIIEpa-
TypH, HO C MOBHUIIaBaHE Ha Temneparypara Haj 20°C aMIudTyara Ha mpexo/ia Crajia MHOTO
HO-PSA3KO, OTKOJIKOTO B KOHTpOJIaTa, T.€. OTHOCUTEIHUAT e(heKT Ha XepOuluaa ce yBeiauyana.
Touno To3u nmapametrbp Ha 3D, KoiiTo e npsko cBbp3aH ¢ ET cien Qa, moka3Ba Hail-sICHO Ha-
JMYMETO HA 3aBUCUMOCT Ha XepOUIMAHNSA e(DEeKT OT TeMrneparypara.

HanpaBeHusaT A0TyK aHaIu3 Ha TeMIEpaTypHaTa 3aBUCUMOCT Ha JIyMUHECLIEHTHUTE Ia-
paMeTpH B KOHTPOJIHHU U TPETHPAHHU C XepOUIMIN pacTEHUs] COYM, Y€ MOMEHTHATa TeMIepa-
Typa He € OT KPUTUYHO 3HAYEHHUE 32 CBbP3BAHETO HA XEPOULUANUTE C ydacThka MUILEHA U 3a
NposiBa HA TXHOTO MHXMOUPAIIO ACHCTBUE, HO MMa ONPENEICHO BIUSHUE BbPXY CTEIIEHTa Ha
noxydeHus: epexr. Topa Ou MOIVIO Ja O3HAYaBa, ye JICHCTBHETO Ha TEMIIeparypara He ce Or-
paHMuyaBa CaMO BBPXYy CKOPOCTTa Ha OKHMCIMTEIHO-PEIyKIHNOHHHTE pEeaklUH, HO UMa U
CTpyKTypoompenensma pois 3a koMmiiekcure Ha TM. B unrepsana 20-30°C noBuinaBaHeETO
Ha TeMmIeparypara Moxe OM MHAyIHMpa TaKuBa KOH(POPMALMOHHU MPOMEHH B XePOUIMIHOTO
msicTo Ha D GenThbka, KouTo 00JIeKYaBaT mpoieca Ha CBbP3BaHe Ha MOJICKYJIMTE Ha IUYPOH U

aTpas3yH B HETO, UM TeMIlepaTypaTa MpaBu caifTa Mo-1a0ujeH U ¢ Mo-I'bBKaBa KOH(GOpMaIusl.
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OJIP kpuBu

C momoIira Ha CHEMAIHO KOHCTPYUpaH Mpubop 3a TepMocTarupane (Bx. Marepuanu u
metonu) Oemre Bp3MOkHO u3MepBaHeTo Ha OJIP kpusu c¢ ¢dmyopumerspa HandyPEA npu
HNOAbPAKAHE Ha pa3IMyHa TemIleparypa Ha HU3cCieABaHUTE jucta. [lomydeHuTe KpuBH ca
n300pa3eHu Ha ¢ur. 47 3a KOHTPOJIHYU JIUCTA ¥ TPETHUPAHU Upe3 CTHOJIEH TPAHCIIOPT C IUYPOH
B koHUeHTpanus 0,6 uM. Kakro ce Buxkna, B nscnenBanus temieparypeH unrtepsan UK 3a-
1a3BaT XapaKTepHUS CH Xoj 0e3 Aa MpeThprsaBaT JPACTUYHHU KAYECTBEHH WUJIU KOJIUYECTBEHU
IPOMEHHU U B KOHTPOJIHUTE, U B 0Opaborenure aucra. OT eHa CTpaHa, TOBA € MHIUKATOp, Ye
¢ynkuusaTa Ha @C2 ce 3ana3Ba U HE HACTHIIBAT CEPUO3HU YBPEXKIaHUs, a OT Apyra, 4ye UHXH-

OuparoTo JeicTBUE Ha AUYPOHA C€ MPOSABSABA IPU BCUUKU TEMIIEPATYPH.
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®ur. 47. OJIP KpuBM peErMCTpUpaHM MpU pas/IMyHM TEMMEPATYPU OT KOHTPOJIHM AUCTA (HEMPEKBCHATM JIMHUM)
unn Tpetmpanu ¢ 0,6 UM anypoH ypes cTbbeH TpaHcnopT. lpeacTaBeHu ca cpefiHU KpuBM OT 4-6 noB-

TOpEeHHA.

Bnusiauero Ha Temmneparypara B Obp3ara ¢aza Ha MK mmoctpupa mo-nodpe ot napamer-
pure Ha JIP tecra, mpencraBernn Ha ¢ur. 48. Ilapamerpure ABS/RC, TR(/RC, ETo/RC un
DIy/RC, xouto ca M3pa3d Ha CKOPOCTHTE Ha eHepreTnyHute motonu mnpe3 PI] nma dC2
(Strasser et al., 2000) o0mo HapacTBaT ¢ yBeJIM4aBaHE HA TeMIlepaTypara, J0Karo e(peKTHB-
HOCTUTE Ha (POTOXMMHYHATA PEaKUUs U ENIEKTPOHHMS TPAHCHOPT QPp, U Yo UMaT pa3IndHa
TeMIeparypHa 3aBUCUMOCT. [lapaMeTspbT (po, M3UKCIICH KaTo OTHOIIEHUeTo F\/Fy,, HamamnsBa
C TemIeparypara, B ceriacue ¢ oTHomeHnueto F,/Fp, momydeno c¢ dumyopumerspa FL-2006.

EdexTuBHOCTTa Ha €IeKTPOHHMS MpeHoc Yo = 1—V; uMa ontumyM okxoino 25°C u temnepa-
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TypHAaTa 3aBUCUMOCT Ha TO3M MapaMeThp € ONpeeNslla 3a 3aBUCMMOCTUTE Ha OOLIUTE MOKa-
3arenu 3a (PyHKIMOHAJIHOTO ChCTOSIHME Ha mpobara — Pl (MHAekc Ha MPOU3BOJUTETHOCT) U
DF (aBuxera cuma).

ChBceM €CTECTBEHO €, Y€ TPETHPAHETO C AUYPOH HE CEe OTpa3siBa 3HAYUTEITHO BHPXY Ia-
paMeTpuTe, CBbP3aHU C MOTOKa Ha abcopOupaHara ¥ (OTOXMMHYHO YJIOBEHATa E€HEPTHs —
ABS/RC u TR(/RC, a unxuOutopsT cneunpudno naxudupa epexruBHoctta Ha ET yo u mak-
cumaiHara ckopocT Ha npeHoca Mexay Qa u Qp — ETo/RC. B pesynrar Ha mpekbcBaHe Ha

ET, obmmre nnankaropu 3a ¢porocunte3ara Pl u DF cwino ce moatruckar B 3HaYUTENHA CTE-

TICH.
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®ur. 48. 3aBMcHMOCT Ha napameTpuTte Ha JIP TecTa, M34YMCIeHM 3a KOHTPOIHM ncTa (@) u Tpetupann ¢ 0,6 pM
AMYPOH 4pe3 CTb6eH TpaHCMNopT (O), OT TeMnepaTtypaTa Ha permctpaumsa. A - ABS/RC; b - TR,/RC; B -
ETo/RC; T - DIo/RC; A - Sm; E - @po; XK - Wo; 3 - Plys (performance index); U - DF (driving force).
MpescTaBeHM ca CpefiHM CTOMHOCTU OT 4-6 MOBTOPEHUS; BEPTUKA/IHUTE YepTH M306passBaTt CTaHAapT-

HaTa rpellka.
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[Ipu cpaBHEHME Ha TeMIepaTypHaTa 3aBUCUMOCT Ha noka3arenurte 3a ET B KOHTpoIHU U
TPETUPAHU JIUCTAa U3HUKBAT MHTEpECHU pasznuuus. Temneparypara yckopsiBa ET no 35°C u
€THOBPEMEHHO BJHsC BbPXY €()EKTHBHOCTTA HA MPEHOCAa CaMO B KOHTPOJIATa, IOKAToO mapa-
METPHUTE Ha TPETHUPAHUTE JINCTA M3IICKIA ca MO-c1ab0 YyBCTBUTEIIHH KbM TEMIIepaTypara.
MakcumaiieHn edekt Ha xepOulma ce peanusupa npu temreparypa 25°C, a ¢ moHnkaBaHe Ha
Temreparypara e(pekTbT 4yBCTBUTEIIHO HAMAJIsBa.

Hanpasenure HabmoneHus Ha 3aBUcUMocTTa Ha xepounuauus edexr B OJIP npexona Ha
b® or Temmeparypara ca B CbIVIACUE€ C OCTaHAJIUTE PE3YNTATH OT JIYMUHECLICHTHUTE H3C-
nenBanusg. TpsiOBa ma ce mma mpeaBua obade, ye TeMIlepaTypHaTa 3aBHCHMOCT Ha XepOu-
nuaHus edekt Bppxy JIP mapamerpute He € CTaTUCTUYECKU TIOCTOBEPHA, 3apajid BapualusaTa

Ha JAHHUTC B TPECTUPAHUTC JIUCTA.

TemnepaTypHM KpUBM Ha CTaumoHapHaTa b® u 30

Temnieparypuute kpuBH (Tepmorpamu) Ha F,, monydeHu npu moCTENIEHHO HarpsiBaHe Ha
dorocuHTeTHYHA MPoOa C MOCTOSHHA CKOPOCT M CHIIEBPEMEHHO 3arrcBaHe Ha (piayopeciieH-
usTa, Bh30YXKIaHa ChC cl1ad aHATUTHYCH M3TOYHHK, Ca M3MOJI3BAHU KaTO METOJ| 3a OIpeJie-
JITHEe TOIUIMHHATa YCTOMYMBOCT Ha ¢oTtocuHTeTHYHUs amapar (Schreiber, Berry, 1977;
Schreiber, Armond, 1978; Bilger et al., 1984; Yordanov, Weis, 1984). NnaktuBanusta Ha
®C2 nmpenusBukBa cTpbMHO HapacTBane Ha b® nan 40°C, koeTo ce 00sCHSBA C AUCOIUAIIHS
Ha CCK2 wmu ¢ Gnokupane Ha ET or pemynupamara crpana ma ®C2 (Schreiber, Armond,
1978; Bukhov et al., 1990). bB® nHapacTBa 40 MakCUMyM, CJ€Jl KOUTO MHTEH3UTETHT PS3KO
criaja B pe3y/Tar Ha HeoOpaTuMo pa3pyliaBaHe Ha XJIOPOOHI-0eNThYHUTE KOMITJIEKCH.

OOUKHOBEHO KaTo KpuTepuit 3a ctabunHoctTa Ha @C2 ce u3nons3Ba Temmneparypara Ty,
IIpH KOSITO MPOABIKEHUETO Ha TMpaBara, OMHcBaiia HapacTBaHeTo Ha b®D, mpecuua mpasara,
cpoTBeTcTBaIa Ha b® npu craiina Temneparypa. To3u TeMmrepaTypeH mpar 3aBUCH OT T€HO-
tumna Ha pacteHusTa (Schreiber, Berry, 1977; Bilger et al., 1984) u ot Temneparypara Ha OTrI-
nexnane (Armond et al., 1978). Tx e cBbp3aHa ¢ ApPYru MoKaszaTend KaTo TeMIepaTrypara,
npeausBukBaina 50% HeKpoTU3MpaHe Ha JucTHaTa noBbpxHOCT (Bilger et al., 1984) nnu tem-

neparypara Ha mosiBa Ha K ik B Obp3ara ¢asza va UK (Lazar, Ilik, 1997).
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®ur. 49. TemnepaTypHM KpMBM Ha cTaumoHapHata b® (A) n 30 (Bb), pernctpmMpaHu B CKaHMpaLy pexxum Ha diyo-
pumetbpa FL-2006 c nocTeneHHO HarpsBaHe Ha CBET/IMHHO ajanTUpaH JIMCT CbC CKOPOCT OKOJIO
3°C/min. C nabTHA M NyHKTUPaHa JIMHMA Ca M306pa3eHU KpMBUTE, CbOTBETHO, 3a KOHTPOJIHO pacTeHMe

W 3a NpeABapu1TesIHO TPETUPaHO C 6 UM AMYpOH.

OnyopumerbpbT FL-2006 nmo3BossiBa 3aIMCBAHETO HA TEMIEPATYpPHU KPHUBM Ha CTALMO-
HapHata b® u 30 npu MOCTENICHHO HArpsBaHe HA JINCTA ChC CKOPOCT Okoyo 3°C/min. XoasT
Ha TemreparypHute KpuBu Ha Fg B koHTpoHM nucTa ot rpax (¢ur. 49A) e cxoleH ChC 3aBU-
cumoctra Ha F,. Ilomyuenara kputnuna temneparypa Tx Ha HapactBane Ha b® e 47°C, a
Temneparypara Ha MakcuMmyma — 56°C. B nnrtepBana 5-30°C ¢ noHukaBaHe Ha TeMIlepaTypa-
ta b® HapacTBa, KOETO BEpOATHO OTpa3sBa 3a0aBIHETO HA TBMHUHHUTE peakuuu Ha (oTo-
CUHTE3aTa U OTTaM yBenndaBaHe HUBOTO Ha Qa . Koraro ET e naxubupan ¢ HacuIIany KOH-
[EHTpaluu JIUypoH (MyHKTUpaHarta nuHus Ha ¢ur. 49), tepmorpamara Ha bd Hama
MaKCHUMYM, a MOCTOSIHHO CIa/ia ¢ HapacTBaHe Ha TemrepaTypara, moJo0HO Ha TeMIepaTypHa-
ta 3aBucuMocT Ha Fy, (Pospisil et al., 1998).

TemneparypHuTe KpuBHM Ha cranuoHapHara 3@ chLIO0 MOTraT Ja CiIy)KaT KaTo MoKas3aTes
3a TOIUIOyCTOMYMBOCTTa Ha pacteHusTa (BecemoBckumii, Becenora, 1990). XapaktepbT Ha
TEPMOTpaMUTE 3aBUCH OT YCJIOBUATA Ha OTIIIEXKAAHE (TeMIeparypa, OCBETEHOCT, MUHEPATHO
XpaHeHe), MpenBapuTe/HaTa aKJIMMalus, Bb3pacTra Ha jucrata u JIp. CnaasT Ha 3P npu
temriepatypu Hag 40°C, KOUTO ce chIviacyBa ¢ nmokayBaHeTo Ha b®, ce cBbp3Ba ¢ HapylIaBaHe
Ha ET ot nmonopnara ctpana Ha ®@C2, koeto npoustrnya npu uHaktuBupane Ha KOC. Unau-
KaTop 3a TorioycroitunBocTTa Ha KOC e monoxkeHnero Ha MakcuMmyma Ha 3D uiam temmepa-
Typara, Ipu kosiTo 3P € MOHMKEeHa ABYKpaTHO.

Temneparypuute kpusu Ha 3D, nomyudenu ¢ gayopumerspa FL-2006 (pur. 49b) namar
XapaKTepHHUsSI BUCOKOTEMIIEPAaTYpEH MAaKCUMyM, KOWTO ce MposiBsiBa, korato 3d ce oruura ¢

docdopockor ¢ Mo-MpoaBIKUTENCH TbMHUHEH mNepuojl. TemmepaTypara Ha Mmoiycrnaia B
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KoHTpoHH Jucta € 51°C. Tperupanero ¢ AMYPOH CHIIHO MPOMEHs opMaTta Ha TeMIepaTyp-
Hata kpua Ha 3®. Buxna ce, ye cnaabt Ha 3P 3an04yBa Npu MO-HUCKU TEMIEPATYPU B CPAB-
HEHME C KOHTpoJiHaTa npoba, kato 50% ce mocturar npu 45,3°C, 1.e. ¢ moutu 6°C mo-paHo.
Becenosckuii u Becenosa (1990) tpetupar 1031 BbIPOC BbB Bpb3Ka C JPYyTU JaHHHU, KOUTO
couar, ye aktuBHOocTTa Ha ET npe3 ®C2 npeanaza KOC ot TormHHa ne3uHTerpanus. B ta-
3W CBETJIMHA MOXKE Ja ce pasmiexxnar u paborure Ha Havaux u cpaBt. (Havaux et al., 1991;
Havaux, Strasser, 1992a), kouTo ycTaHOBSIBAT, Y€ TOITMHHOTO MHXUOUpane Ha PC2 e 3HAYH-
TEJTHO HAMAJIEHO, aKO JIUCTaTa CE OCBETABAT C YMEPEH MHTEH3UTET 110 BpEME Ha TPETHUPAHETO.
XoabT Ha TepMorpamute Ha 3P 3a KOHTPOJIHUTE U UHXUOUPAHUTE JINCTA CE pa3IHyaBa
Hail-cliiHO B MHTepBajia 5—40°C karo pe3yiaTar OT TOBa, Y€ AUYPOHBT MpeMaxBa CBETEHETO
npu no-Huckute temneparypu. C MoHMW)KaBaHe Ha TeMIeparypara u34e3BaT 0aBHUTE KOMIIO-
HEeHTHU Ha 3D, a U3IIBYBAHETO CE OMPEEs MPEAUMHO OT MUIUCEKYHIHUTE KOMIIOHEHTH, KOU-
To ca 3aBucuMu oT ET B otBOopenu PLI. Ilpu perucrpupane Ha temneparypHu Kpusu ¢ FL-
2006 ce chxpaHsABAT HE CaMO MHTEIPAITHUTE CTOMHOCTH Ha 3P, HO U ChOTBETHUTE KPUBHU Ha
ThMHUHHA penakcanus. ToBa Mmo3BojsiBa Ja c€ MOCTPOAT TEPMOTPaMHU HA OTIEITHUTE KUHE-
TUYHU KOMIIOHEHTH, pa3JeJIeH! Ype3 PErPEeCUOHEH aHallu3 Ha KpuBUTE Ha 3aTuxBane. dur. 50
n300pa3sBa TEMIEPATyPHUTE 3aBHCUMOCTH Ha amrumatyaute L, L, u L3 B orcheTBUE M TipH-
ChCTBHE Ha 6 UM AMypOH. AMIUIUTYAUTE HA CYOMHJIMCEKYHIHUS U MUJIMCEKYHIHHUS KOMIIO-
HEHT B KOHTPOJIHHM JINCTA UMAT MpeBec HaJ OaBHUTE KOMIIOHEHTH, KOETO € pa3doupaeMo, KaTo

ce uMa NpeBU/I, Y€ CTal[MOHAapHaTa KOHLIEHTpauus Ha 3atBopeHute P e Hucka.
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®ur. 50. TemnepaTypHM KpMBM Ha amnMTyAMTE Ha KMHETUYHUTE KOMMOHEHTM Ha cTaumoHapHata 3® Ly (1), L,

(2) v L3 (3), perncTpmpaHmn B CKaHUpaLy pexmm Ha ayopumetbpa FL-2006 ¢ nocTeneHHO HarpsBaHe Ha

CBET/IMHHO aJanTMpaH JIMCT CbC CKOPOCT 0Ko/10 3°C/min. A - KOHTpoAna; b - 6 UM AMypoH.
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[IpaBu Brneuatnienue, ye B uatepBaia 20—40°C npeobnagaBa cyOMUITUCEKYHIHUAT KOM-
MOHEHT, HO MPH MO-HUCKH TeMIepaTypH TOW HaMalsiBa, a cBeTeHeTo ce o0ycnass oT L, — pe-
3yaTart, KOWTo Oeme nmoiydeH u npu aHanuza Ha MK Ha 30. Ako ce mpueme, 4e aMIUIUTYIUTE
Ha JiBaTa KOMIIOHEHTa MpPEACTaBAT KOHLEHTPALMWUTE Ha OMNpeesieHu cbcTosHus Ha Pl —
QaQp u QAQB}, TO B3aMMHUSAT X0/ Ha TepMmorpamuTe Ha L; u L, O6u Moren ga ce uHTepmnpe-
THpa KaTo MPEeBPbIIAHE HA CTALOHAPHATA KOHIeHTpauus Ha Qp B Qp’ ¢ MOHWKABaHE HA
temneparypara rnox 20°C.

Ot ¢ur. 50b ce Bmwxna, ye npu uHXUOUpaH ET ChOTHOLIEHHETO MEXAYy KHHETUYHUTE
KOMIIOHEHTH € 0OpaTHOTO U TepMorpamara ce ONpeaess M3KIIOYUTENTHO OT TeMIleparypHaTa
3aBUCUMOCT Ha O6aBHUTE KoMIOHEeHTH Ha 3D, nokaTo Obp3UTE UMAT HE3HAUYUTEIIEH MpUHOC. B
aMIuTyaara L npu Te3u yciaoBUs HAM-TOJSM JIJ1 UMa CEKYHIHOTO CBETEHE, KOETO C€ W3-
TpYBa B pe3ynrar Ha pekomOuHauus Ha 3apagure Mexnay Qa u KOC B cbcTosiHUE  S)3)
(Rutherford, Inoue, 1984). L3, a orram u o0musaT uHTEH3UTET HA 3D B MHXUOWPAHHUTE JINCTA,
OBp30 crajga ¢ MOHWKaBaHe Ha TeMIleparypata, 1okaro 3® Ha KOHTPOJIHHUTE JIUCTA, B KOSTO

npeoGnaI[aBaT 6’bp3I/ITC KOMITIOHCHTH, HApPACTBaA.
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B/IMAHUE HA pH BBPXY XEPBULIMAHUSA EQEKT

UK Ha BD u 30 Ha TMNaKoMaHU MeMbOpaHHU Npu pasan4yHo pH

EnnoBpemenno peructpupanute MK va b® u 3® ot uzonupanu TM Ha rpax, cycrneHau-
panu B cpenu ¢ paznuuHo pH, ca m3zo0Opazenu Ha ¢ur. 51. [To npunmun B UK Ha uzonupanu
XJIOPOIJIACTU C€ OTKPUBAT XapaKTEPHH Pa3jivuyuMs B CpPaBHEHUE C MHTAKTHU Jucta. Hapacrtsa-
HeTo Ha b® 10 MakcuMyma ctaBa 1mo-0aBHO U BPEMETO KaKTO Ha MaKCHMyMa, TaKa M Ha Hada-
JIOTO Ha raceHeTo B OaBHara (a3a e mo-rosnsiMo. Hazaa BbB BpeMeTo ce M3MECTBAT U MAKCH-
mymute Ha 3®. OcBeH ToBa qBara muka B Obp3ara ¢aza — [} u [, B u3onupanu Xmopomnnactu
ca Hepaznu4uMu enuH oT apyr. ChinoTo ce otHacs 3a Iy u Is. C u3kimroueHue Ha Te3u ocode-
HocTH, XonbT HA UK Ha B® u 3@ crnensa eqHu U ChIIM 3aKOHOMEPHOCTH KAKTO B IICJIUTE JIUC-

Ta, TaKa U B cycrneH3uu ot TM.
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®ur. 51. MHAYKUMOHHM KpuBM Ha B (A) 1 3 (B) oT KoHTposHM TM B cpean ¢ pasamyHo pH. Tunakougute ca
CycneHAMpaHu B cpefa cbAbpxawa 25 mM MES/HEPES, 5 mM MgCl,, KoHueHTpauua Ha xnopoduna

30 pg.ml™.

C mpomsinara Ha pH u HaganHOTO, M MakcMMaiHOTO HUBO Ha b® (¢dur. S51A) ce nmpome-
HST HEMOHOTOHHO. [Tpy TOBa OTHOCUTETHUTE U3MEHEHUS! Ha T€3U CTOMHOCTHU Ca MPOMOPIHO-
HaJHY, Taka ue orHomeHuero F,/F, = (F,—F)/F, ocTaBa mpubIu3uTeNIHO NOCTOSHHO B LIEJIUS
nuana3zon pH. IMo-cemectBeno Bnusiaue uma pH Bepxy MK na 3O (¢pur. 51b). Obmmsr un-
TEH3UTET Ha CBETEHETO € Hal-cuieH npu pH 6,3 1 HamansiBa ¢ mpomsiHa peakiusITa Ha cpea-

Ta KbM IO-KHCEJa WIK Mo-alikaiHa. B Hali-kucenara uscnensana cpeaa — pH 5,5 — nonmxke-
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Huerto € 2,3 nmbTy, a npu pH 8,0 — 6 mbTH cIpsAMO MaKCUMAJIHATa CTOMHOCT. 3aBUCUMOCTTA Ha
unTeHsuteta Ha 3@ ot pH crorBeTcTBa ¢ MybnuKyBanute usciensanus (Haveman, Lavorel,
1975).

Brnustauero Ha pH Bepxy 3® He € eqHakBo B IEHsS UHAYKIIMOHEH NIEPHOJ, B PE3yITaT Ha
koeTo ce u3meHs popmara Ha K. Haii-uyBcTBUTENIEH Ce OKa3Ba MaKCUMyMbT B OaBHaTa (hasza
— 4. Ammuutynara Ha I4 € ¢ 50% no-Bucoka cupsmo I, npu pH 6,3, nokaro nmpu CTOHHOCTH Ha
pH nox 6 u Hax 7,5 ChOTHOIIEHUETO MEXKY /IBaTa MaKCUMyMa € B 1os3a Ha Io.

b® u 3® morar ga pearupaT Ha KHCEIMHHOCTTAa Ha BBHIIHATA Cpela 4pe3 pasiuyuHu
IPEKU WM HENPEKH MeXaHu3MU. EHa BB3MOXKHOCT €, HallpuMep, TUPEKTHO BB3/JCHCTBUE Ha
pH Bbpxy mznpuBamure xiaopodunu. M3BecTHo €, ue XJI. ce IpeBpbhIIaT B ChOTBETHUTE HEMe-
TanHu Gpopmu — peodutunn, npu Hucko pH (van Gorkom et al., 1976; Lichtenthaler, 1987).
To3u edekr obaue ce nposiesasa npu pH mox 2 (van Gorkom et al., 1976). EneprozaBucumoto
raceHe Ha (UIyopecUeHIUATa, KOETO ChIIBTCTBA KHCEIaTa peaklus Ha JTyMeHa, MOXe J1a € pe-
3yATaT OT MPOTOHUpPaHE Ha OeNTHIMTE, KOETO, MHAYLIHUPAiKu KOH(POPMAIIMOHHU U3MEHEHHUS B
TSIX, TH TIPaBU MO-AOCTHITHY 3a TacuTenu Ha duryopectennusta (Ruban, Horton, 1999).

[ToBbpXHOCTHHUTE €NEeKTPUUHU cBoiicTBa Ha TM KOHTpoiHpar peauna (OTOCHHTETHYHU
SIBJICHUSI, BKIIFOUUTETHO (uUIyopecleHIusaTa U enekTponHus tpaHcnopt (Barber, 1980). pH
BJIMsiE BbPXY TE3U CBOMCTBA IVIaBHO KaTo HEYTpaU3Hpa MOBbPXHOCTHUS EJIEKTPUYEH 3apsj
Ha MemOpanuTte (Scoufflaire et al., 1982), BcnenctBue Ha koeto TM arperupar B rpanu. [lpu
pH-unaynupanara arperanus Ha TM ob6ade e nabmonaBano, ye ®C1 u @C2 ocraBar XoMo-
TCHHO pa3lpelelicHH, KakTo B Hearperupanute tuinakouau (Barber, 1980; Karukstis, Sauer,
1985). OcBeH TOBa, HEYTPAIM3UPAHETO HA 3apsANTE HE TPOMEHs BapraOuiHaTa (iyopeciieH-
IUsl Taka OTYETIMBO KAKTO TAXHOTO E€KpaHHWpaHe C KaTHOHHU, BEPOSATHO 3apaau 3ama3eHus
e"epreruueH nperoc mexay ©C1 u @C2 (Barber, 1980).

OtceerBueTo Ha edexkr Ha pH BBpXy oTHOcuTenHara BapuadbWiaHA (IIyopecUeHIHS
(F\/Fp) e B cpriiacue ¢ u3BecTHHA (akT, ye B obsacrra 2,5-8 epeKTMBHOCTTA HA IbPBUYHATA
dboToxMMHUYHA peaklus u OpOAT Ha aKTUBHUTE PEAaKIIMOHHH IIEHTPOBE He 3aBHCAT OT pH (van
Gorkom et al., 1976; Schatz, Witt, 1984). Cso Taka e u3BectHo, ue ckopoctra Ha ET 3aBucu
ot pH u 14 ¢ MmakcumaiHa nipu croitHocTd Ha pH 6—7 (Ben-Hayyim et al., 1976; Barr, Crane,
1980), xpaeTo u3mepenara 3P e ¢ HAN-TOIAM UHTECH3UTET.

Te3u peakuuu, B KOUTO Y4acTBaT MPOTOHU KaTo cyOCTpar WM MPOAYKT, € OUYEBUIHO, Ue
e 3aBucat ot pH — Hamp. npotonupanero Ha [1X. [IpskoTo yyactue Ha IpOTOHM 0Oave HE €
3aJIBJKUTENHO, 3a J1a ce Biuse eaHa peakuus ot pH. [Iporonupane, pecrieKTUBHO IEMpPOTO-

HUpaHe Ha OeNTHYHM TPYNU MOXKE J1a MpeIu3BUKa KOHPOPMAIIMOHHU MPOMEHH, BCIEICTBUE
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Ha KOUTO J1a c€ MOAU(DUIMPA OKUCIUTEIHO-PETYyKIIMOHHHS TIOTEHIIMA Ha ONpPENEIEeHU eIeK-
TpoHHM npeHocurenu (Demeter, Sallai, 1986). B otroBop 6muxa ce U3MEHUIN CKOPOCTUTE Ha
npaBaTa M Hali-Beue Ha oOpaTHaTa peakuus. Bb3aMOXXHO € yMEepeHOTO MOJKUCENsIBaHe Ha cpe-
JaTta J1a yCKopsiBa peKOMOMHALMATa Ha paszaeneHure 3apaau B PL] u Taka na crumynupa usz-
apuBaHeTO Ha 3D.

WuTtensurersT Ha 3P npsko 3asucu oT ApH u crnenosarenHo or BiusHuero Ha pH Ha
cpenara Bepxy ApH. Ckopocrra Ha ET, ko410 ce BIHse OT KOHIEHTPalUusATa Ha IPOTOHUTE, OT
CBOsI CTpaHa KOHTpoiupa cToiiHocTTa Ha ApH. By(epHusaT kanmanuTer Ha BbTPETUIAKOHIHOTO
npocTpancTBO CchIo 3aBucu OT pH. Tesu daxropu ompenensatr noBenenuero Ha 3D u Haui-

BeYe Ha MakcuMyma B 6aBHarta ¢asza la.

BanaHue Ha pH BbpXy BpemeTo Ha 3aTuxBaHe Ha 30

JlombnHuTenHa UHPOpPMaLKA 3a BIusHUETO HAa pH BbpXy peakuuuTe, NpOTUYAILM B aK-
nenTopHara crpana Ha @C2, Moxe J1a ce IoJIy4YH OT aHalIu3a Ha ThMHUHHUS cnaja Ha 3D. Xa-
PaKTEPUCTUYHOTO BpeMe Ha MIJIMCEKYHJHHUS KOMIIOHEHT (T,) HAa KMHETHKATa Ha 3aTUXBaHE
NPETHPISBA XapaKTEPHHS MPEXO M0 BpeMe Ha WHAYKIHMOHHUS Nepro], HaOloaaBaH U B UH-
TaKTHU JucTa. M Tyk ciiefiBa a ce Mpearoioxku, ye 3a0aBsiHeTO Ha MUJIMCEKYHIHUS KOMIIO-
HEHT € CBbp3aHo ¢ penynupaneTo Ha [1X myma, B pe3ynTar Ha KOETO M34e3Ba Bb3MOXKHOCTTA
3a peokucisBane Ha Qp’ ¥ BPEMETO Ha KHUBOT HA TOBA ChCTOSHHE HAPACTBA.

Ot ¢ur. 52 ce Bwxkna, ue pH He Oka3Ba HUKAKBO BIMSHHUE BHPXY T, B OaBHaTa ¢a3a Ha
UK, T.e. xoraro [1X e Beue penyuupan. CblieBpEMEHHO HayaIHaTa CTOMHOCT Ha T, HapacTBa ¢
yBenuvaBaHe cTtoiHocTTa Ha pH. Jlumcara Ha edexT B 6aBHaTa (paza Ha HHAYKIUATA MOXKE J1a
ce U3THJKYBa C TOBa, ue pH He BIUse BbPXy CKOPOCTTa Ha oOpaTHaTa peakuus kbM Q. 3a na
HanycHe Qp-yuyacTbka obaue [1X TpsOBa ga ce mpoToHUpA, CIEJOBATETHO KMHETUKATa Ha pe-
akusaTa OM TPsAOBAJO @ 3aBUCH OT MPOTOHHATA KOHIEHTpanus. Jlomyckame, 4e MOBHIIABA-
HETO Ha T, B HAYaJ0TO Ha MHAYKIUATA C ajKaJIU3UpaHe Ha cpelaTa € oTpakeHue Ha 3abaBe-

HOTO MPOTOHHPAHE HA QB C HaMaJIsIBAHC Ha KOHLCHTpAaIWATa HAa IIPOTOHUTE.
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®ur. 52. BauaHme Ha pH BbpXy XapaKTEPUCTUYHOTO BpPEME Ha MUIMCEKYHAHWUA KOMNOHEHT Ha 3P T,, u3uMcieH
ype3 perpecus Ha KpMBUTE Ha TbMHMHHO 3aTuxBaHe Ha 3, perncTpupaHm Mo Bpeme Ha MHAYKLMOHHMA

nepuoa B KOHTPOJIHM X/10pon1aCcTH OT rpax.

Edektn Ha xepomumamte Bbpxy UK Ha TM

Mscroto 3a cBbp3BaHe Ha xepounuaute u Qp BbB @C2 ce ChCTOM OT aMUHOKUCEIMHHU
octarpim 211 go 275 na D; G6entrka (Trebst, 1987; Bowyer et al., 1991). To3u yuacTbk €
pas3nonoxkeH O30 10 CTpoMaliHaTa MoBbpXHOCT Ha TM. Moxe 1a ce ouakBsa, 4e CTpyKTypaTa
(koH(pOpMaIHATa) My II€ 3aBHCH OT IPOTOHHATa KOHIEHTpamus B cTpomara. [Ipomenu B
KoH(popMmanusaTa Ha Qp-ydacThka MOXe Ja ObIaT MpUYKMHA 32 BIMSHUETO Ha pH BBPXy CKo-
poctrta Ha ET u xapakrepuctukure Ha 3P. B TakbB ciyuaii O ce MOBIUSIO CBHP3BAHETO Ha
XepOUIUINTE U PEATU3UPAHETO HA TEXHUS €(PEKT.

XepOunuaute arpasud, AMYpPOH U JUHOCEO Osxa HOOABSIHM KBbM XJIOPOIUIACTHATA CyC-
nensus 3 min mpexu m3Mepsaneto Ha MK B xormenTpammst 10 ° M 3a atpasuH ¥ IUypoH u
10~ M 3a aunoce6. EdexrsT Ha Tpute XepOuuuna Bbpxy MK Ha B® u 30 B HeyTpanua cpena
e nokasaH Ha ¢ur. 53. CroitHocTTa Ha B® B mbpBaTa n3Mepena Touka ot MK B npuchcTBue Ha
XepOuIuaM € MoBuIlIeHa JApacTHyHO. B pesynTar Ha ToBa BapmaOuiHaTa (uiyopecueHIMs U
orHomenuero F,/F, HamansaBar. 3a0aBeHara (IyopecleHIts ce MOATUCKA B 1IN UHIYKIH-
OHEH Mepuoa 1 0coOeHo B OaBHaTa (hasza, KosATO Mpu HAKOM pH m34e3Ba HAITBIHO.

Te3u pesynraru nokassar, ue B UK na b® n 3® ot usonupanu TM ce nposiBaBar chIuTe
XapakTepHH eekTu Ha xepOuruaute, kakto 1 B MK Ha uHTakTHU nucta. Hamara ce n3BonbT,
ye JEeWCTBUETO Ha XepOMLMIUTE € JIOKAIU3upaHo uskitountenaHo B TM. PecnektuBHo, mpo-
menure B MK Ha nenu mucra, TpeTupaHu ¢ XepOMLIMIN, OTpa3sBaT MMEHHO TOBA CIIELU(PHUHO
neiictBue. CpaBHEHUETO MeX1y epekTuTe Ha xepobuuuaure B nucta 1 B TM e HeoOxoaum

TECT 32 aIEKBaTHOCTTA U NPWIOKUMOCTTA HA METOAA i VIVo.
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®ur. 53. MHAYKUMOHHM KprBK Ha BD (A) u 30 (B) oT TMNakomaHM MembpaHK, cycneHampaHi B cpega c pH 7. 1 -

KOHTpona; 2 -107® M atpasun; 3 - 10 M amypoH; 4 - 10~ M auHoce6.

3aBUMCUMOCT Ha edeKTa Ha xepbuumamte Bbpxy napametTpurte Ha UK ot pH

[TapameTrpute Ha UK Ha b® u 3@ 3a Tunakouau, TPETUPAHH C aTPa3vH, TUYPOH U TUHO-
ce0, ca mpeacraBeHu Ha ¢ur. S54—¢ur. 57 xkato ¢ynkuus ot pH Ha cpemara. HaBcskbae
CTOMHOCTUTE Ca HOPMHUpPAHHU CIPSIMO KOHTpoJHHUTE (0e3 XepOWuuWi), Taka 4e MO-HUCKHUTE
CTOMHOCTH O3Ha4aBaT IO-CHUJIEH MHXUOMpal] epekT Ha XepOULUIUTE BbPXY ChOTBETHHS Ia-
paMeTsp.

3aBHCHMOCTTA Ha aMIUIATyJaTa Ha Makcumyma I, Ha 3@ ce Bmxkaa Ha ¢ur. 54. Hamowm-
HsIME, Y€ TO3U MapaMeThp BKIIIOUBA €THOBPEMEHHO M CBETEHETO, CBbP3aHO ¢ Ij, Thil KaTo B
UK na uzonupanu TM Te3u aBa mpexojaa ce ciupar. U Tpute u3ciaenBaHu BeUIECTBAa MOHMKA-
BaT [, mpu Bcuuku cTOWHOCTH Ha pH, HO KpuUBHTE MOKa3BaT, Y€ €(PeKTHT CHIIHO 3aBUCU OT pe-
aKLMsATa Ha cpeaara.

Xepbunuaute aTpasuH U AUYPOH MOHMXKABAT CTOWHOCTTa Ha I, Hall-cuiHO B ankaiHa
cpena — pH 8, kato To3u edpext HamansBa ¢ HamanaBaHeTo Ha pH. EdexTsT Ha quypoH € Mu-
HumasieH ripu pH 6,3, a Ha arpasun — ipu pH 6,5, HO XonbsT Ha pH-KkpuBara e mogo0eH 3a aBa-
Ta nuaxuOuTopa. Kpupara, choTBeTCTBaIIa Ha TpeTupanu ¢ guHoced TM uma dopma, moutu
omienangHa 1o oTHoueHue Ha pH B cpaBHeHMe ¢ ocTtaHanute aBe. Hali-CuiaHO moaTUCKaHe Ha

I, ce ycranoBsBa npu kucenu pH, a MUHUMaIHOTO OTKJIOHEHHE OT KOHTpojara € npu pH 7,5.
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®ur. 54. Bauadme Ha pH Bbpxy Makcumyma Ha 30 |,, permctpupaH B TUNAKOMAHU MEMOPaHM, CycneHAMpaHA B
107 M aTpasmH, 10 M amypoH mam 10 M amHoce6. /JlaHHuTe ca NpescTaBeHM KaTo MPOLEHT OT KOHT-

ponata. BepTmKanHuTe YepTM NpeACTaBAT CTaHAAPTHU MPELLKM, U3YMCIEHU OT 3-5 NOBTOPEHMA.

[Ile BMeTHEM, ue Beue JOOpE M3BECTHUAT pel Ha aKTUBHOCTTa — JAMYPOH > aTpa3uH >
JMHOCEO, ce MOBTaps U B T€3M €KCIIEpUMEHTH. MaKCUMaIHOTO NOATHUCKAHe Ha I, 3a AuypoH e
88%, 3a arpa3un — 78%, a 3a AuHOCEO (B AECET MBTU MO-TOIsIMa KOHIeHTparus) — 91%.

3aBucHMOCTTa Ha XepOuIuaAHus eeKT BbpXy MakcuMyma B 6aBHata ¢aza Ha UK na 30
ot pH (¢dur. 55, ¢pur. 56) uma mocra pasnudeH xox B cpaBHEHHUE ¢ I, m3passBami ce B MOHO-
TOHHO HapacTBaHE Ha TNapaMmeTbpa (HaMasBaHe Ha edekra) ¢ yBenuyaBaHe Ha pH.
OTHOCUTeNnHaTa aMIUIUTyJa Ha To3M MUK i otHowmeHuero (I4—D;)/D, moxe na ce pasr-
JeKa KaTto MspKa 3a BEeIMYMHATA HA MPOTOHHUS rpagueHt. OT ¢ur. 56 ce BIUKIa, Y€ U TPUTE
XxepOunma UHXUOUPAT U3LAJI0 FEHEPUPAHETO HA MPOTOHEH IrpaaueHt npu pH 5,5, nokato B

KoHTpostHUTEe TM, Makap U OTHOCHUTEITHO MO-MaTbK, TUKBT I4 € sscHO n3paseH (¢ur. 516).
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—O— KoHTpona
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£

55 6,0 65 7,0 7.5 8,0 +

our. 55. BausHue Ha pH Bbpxy MakcuMyma Ha 3P |y, peructpupaH B TMAAKOMAHU MeM6paHu, CycrieHaMpaHu B

10® M atpasuH, 10° M auypoH mam 10 M auHoce6. JlaHHMTE Ca HOPMMPaHM CMPAMO KOHTpOJsaTa.

BMbKHaTaTa rpadmka n3obpasaBa UCTUHCKMTE (HEHOPMMPAHM) BUCOUMHM HA MaKCUMYyMa.
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®ur. 56. BamaHue Ha pH Bbpxy napametbpa (l14-D;)/D,, n3umncaer ot UK Ha 3O oT TMNaKoMaHM memMbpaHm, cyc-
neHampaHm B 107° M atpasmH, 10° M auypoH mam 10> M auHoce6. JlaHHMTe ca HOPMMPaHW CrpSMO

KOHTpoJiaTa. BepTuKasHMTe YyepTh NpeAcTaBAT CTaHAAPTHU MPELLKM, U3UUCIEHM OT 3-5 NOBTOPEHMS.

EdexrpT Ha nHXHONTOpUTE BHPXY OTHOMIEHHETO F\/F, (dur. 57) ce npomens ¢ pH, onuc-
Baliki KpWBHU, OAOOHHU Ha Te3u 3a [,. Paznukute OT KOHTponara, HHIYIHUPAHU OT AUYPOH U
aTpa3uH, ca Hail-MaJKH B KHCella cpefa U ce 3aabi0o4yaBar ¢ HapacTBaHe Ha pH. Haii-cumHo
MOJTHCKaHe Ha BapuabmiiHaTa (uyopecieHnus ce yctanoBssa nmpu pH 8 — okono 50% 3a aBa-
Ta xepobunmaa. pH-3aBucuMocTTa Ha edekra Ha TUHOCEO CHIIECTBEHO CE pa3jnvaBa — U TO3U

napaMmeThbp Hal-CHIIHO ce nHxubupa npu pH 5,5 u naii-cnado npu pH 7-7,5.

80
—8— arpasun
- @- JUypoH
70 - - - & - uHOCEO
X
©. 60-
=
< .-
50 - N
40 T T T T T T

®ur. 57. Bamanne Ha pH BbpXy oTHoweHwueTo F,/Fp, usuncneHo ot UK Ha BP oT TunakonaHn membépaHu, cyc-
neHampanu B 10° M atpasuH, 10° M amypoH mam 10° M amHoce6. [laHHMTe ca HOPMMPaHM CPAMO
KOHTpoJiaTa (6e3 xepbuuuna). BeptMkanHuTte yepty NnpeacTaBAT CTaHAAPTHM FPELUKM, M3YMCNIEHM OT 3-5

NOBTOPEHUA.
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[IpencraBenuTe pesynTaTd JA0ka3BaT, 4e edekThT Ha xepounuaute B TM 3aBucu ot pH
Ha BbHIIHaTa cpena. [loreHnmanHo cpexgara 6u Moria Ja BiIUA€ BbPXY XepOULUTHUS €(EeKT,
UHIYIMPaiKy U3MEHEHUs B caMuTe XepOuruau. M3kimouBame Ta3u MpUYMHA KaTo Bb3MOXKHO
00sicHEHHE Ha pe3yJITaTUTe, IPEABU TOBA, Y€ CTOMHOCTUTE Ha pKa 3a Monekynure Ha aTpa-
3UH, JIUYpOH W JuHOceO ca TBBPAE HUCKM, Jajede OT u3cienBaHus auanazoH pH
(Montgomery, 1993). [Ipenmnonarame, ue B 0OCHOBaTa Ha BiHsSHHETO Ha pH nexar xkoHpopMma-
[IUOHHU NpoMeHH B Oentbuute Ha DC2, Hail-Beue 3acaramu Qp-ydactbka Ha D1. [IpomsHa B
KOoH(popManusATa Ha XepOUIMIHUSA yJacThK MOXKE Jla YBEJIMYM WIM HaMalud auHUTETa KbM
xepoummaute (Vasil'ev, Venediktov, 1993). IIpu onpenenena croitHOCT Ha pH XepOUIMIHAAT
y4acThbK MMa KOH(OpMaIMs, KOSITO OrpaHHyYaBa CBbP3BaHETO ¢ JafeH xepounma, T.e. PL] ce
XapaKTepU3upaT ¢ ONTUMATHA YCTOMUUBOCT. C oTAanedyaBaHe OT Ta3H CHEelU(pUYIHA CTOHHOCT
Ha pH, cpoacTBOTO ¢ XepOMIMIHUTE MOJIEKYJIH HapacTBa W TE MPOSBABAT CBOS MHXMUOMpAIL
edext. ToBa ce m3passBa B kamOaHOBHIHATa (hopMa HA 3aBHCHMOCTTA Ha mapamerpure I, u
F./F, ot pH B TpeTupanu ¢ XxepOUuau XJI0pOIIIACTH.

CroiiHocTTa Ha pH, KOsATO OTroBaps Ha ycToWumBa KoH(opmamus Ha Qp-MSCTOTO, €
CTpOro creruduyHa KbM ChOTBETHUS MHXMOUTOP M TO Hail-Beue KbM THIIA HAa CBBP3BAHE C
ydacTbka — Seryes mitn Hisys. JlokazaTencTBo 3a ToBa € CICAHOTO — aTpa3vH U AUYPOH, KOUTO
ca OT €HO CEMEUCTBO — Seryss, UMAT eqHakBa pH-3aBUCHMOCT Ha edekTa BbpXY JTyMHUHEC-
neHTHuTe napamerpu. EdexrsT Ha quHOCE0, KOWTO ce oTHAcs KbM cBbp3BamuTe ce ¢ Hisyys
xepOuiuay, 3aBUCH TBbpAE pa3nudHo oT pH. XepOunmaure ot ,,cepuHoB* THI nuxuobupar ET
Hal-e(DEeKTUBHO B aJIKaJIHA Cpefa, a OT ,,XUCTHUAMHOB TUN — B Kucena. O6parno, TM umar
MaKCHUMaKCUMaIHa YCTOMYMBOCT KbM JIMYPOH U aTrpasuH npu pH 6—6,5, a kbM auHOCEO — ITPH
pH 7.,5. MunumaneH eekt Ha IUypoOH BbPXY JymMuHecueHusTa Ha TM npu pH 5-6 e nok-
nanBaH u ot apyru aBropu (Demeter, Sallai, 1986; Vasil'ev, Venediktov, 1993), kouto criome-
HaBaT HAJMYMETO HA HEUYBCTBUTEIHHU KbM MHXUOMTOpUTE LIeHTpoBe Ha P C2 npu te3u pH.

XonbT Ha pH xpuBHTE Ha MakcumyMa I4 (dur. 55, dur. 56) ce paznuvara ChIIECTBEHO OT
OCTaHAJIUTE MapamMeTpu. B mpuchCcTBUE HA HHXUOUTOPH KaTo LSO Ce MOATHCKA TeHepUpaHe-
TO Ha TpaHCcMeMOpaHeH mpoToHeH rpanueHT. Ckopoctta Ha ET n ApH o6aye He ca nuHelHO
cBbp3anu. Jlopu u npu 3HauuTenHo nuxudbupane Ha ET, ApH moxe na ce oOpa3ysa ot ocra-
BaIllaTa 4acT MPEeMHUHAIN MEXy ABeTe (POTOCUCTEMH eNIEeKTPOHHU, WK oT uukinyeH ET okono
@®CI1. B TakbB ciyvail eHepruzanusTa Ha MeMOpaHaTa, CbOTBETHO BUCOYMHATA Ha I4 1mie 3aBU-
cu cwiHo ot pH Ha cpenara. OtHomenuero (I14.—D;)/D, HapacTBa MOYTH €KCIOHEHITUAIHO C
yBenuuaBaHe Ha pH (OposT enexTpoHu, HeoOxonuM 3a reHepupane Ha ApH, HamansBa ¢ no-

pAIBK IpU yBenmuaBane Ha pH ¢ 1).
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®ur. 58. CxemaTnueH Mozen Ha BaMAHMETO Ha pH Bbpxy edeKkTa Ha xepouumauTe aTpasuH, AMYPOH U AMHOCED

B TWAKOMAHUTE MeM6paHu. KoHdMrypaumata Ha XepouUMAHOTO MACTO M OPMEHTAUMATA Ha Xepou-

UMAHUTE MONIEKYJIM B HETO € (PUKTMBHA M HE UesM Ja NpeicTaBu peanHata reoMeTpus. pH M3MeHs

KoHdopMauusaTa Ha Qg-yyacTbka Ha ®C2 (orpaZieH B Kpbr), B pe3ynTaT Ha KOeTo Ce MPOMEHS CPOACT-

BOTO KbM €4uH UINU Apyr Tmn xep6l4u,mp,m. B ankasnHa cpeda KOH('bOpMaLIMﬂTa o6ycnan-| MaKCHnMaeH

edeKT Ha ,,CEPMHOB® TUM CbeAMHEHUS KaTo aTpasuH U AMYPOH, U B CbLIOTO BPEME OrpaHMYaBa CBbP3-

BaHETO Ha ,,XMCTUAMHOB TUM MHXMBUTOPM KaTo AMHOCe6. B Kmucena cpefa ce HabaoaaBa 06paTHOTO.

Hpez[noxceHaTa XUIOTE3a 3a 00SICHEHHE Pa3JINYHOTO BJIIMAHHUC HaA pH BBbpPXY C(l)eKTI/ITC Ha

aTpasuH, AMYpOH U IuHOCEO e cxemaruzupana Ha ¢ur. 58. Karo o6obmenne Moxe 1a ce Ka-

xe, ue eekTuBHOCTTa Ha MHXHOUTOpUTEe HAa PC2 3aBUCH OT MOMEHTHara KoH(popManus Ha

Qgp-yudactbka. Pasnuunu akTopu ca crmocoOHH Ja Mpeau3BUKAT IPOMEHU B KOH(GOpMaIHITa,

KOUTO JIa C€ OTpa3AT BbPXy e(heKTUBHOCTTA Ha XepOuuuaute. Takupa ca TeMieparypara Win

pH. Tsit karo XepOuuMIUTE CE€ CBBP3BAT C PA3MUYHU Ipynu B Qp-ydyacTbKa, TO MOAUDUIMpA-

HETO Ha KOH(OpMaIusaTa Ou ce OTPa3mWIIOo MO pa3INueH HAaYMH BbPXy apUHHUTETA KbM TAX. Te-

31 BSaHMOHeﬁCTBHH Morar yCIelHO AJa C€ u3ydaBaT C IIoMoIlTa Ha JIJYMHHCCUHCHTHUTE MC-

TOJIH.
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13BO AU

Benuunnara myMUHECHEHTEH MOTEHIMAJ, U3BEJICHA TEOPETUYHO U M3UYUCIIEHA OT eKCIIe-
puMeHTaIHUTE cToHOCTH HAa b® u 3®, paskpuBa, ue B IbpBaTa CEKyHAa OT UHAYKIHMOH-
Hus niepuos mpoMmenute B b® u 3 ca cBbp3aHu ¢ GOTOXUMHYHO TaceHE, a CJea TOBa B
paMKuTE Ha MbpBaTa MUHYTA — HEPOTOXUMHYHO TaceHe.

Ananu3sT Ha xepounuaHoto aerictue Bbpxy UK na b® u 3® nokaspa, ye MaKCUMyMUTE
I u 14 ca 3aBucuMuU OT TpaHcMeMOpaHHUA MMOTEHIMA, a B I, 1 yacTu4HO B [s uMa BiIusiHuE
ET u okucnuTeIHO-peyKIIMOHHOTO ChCTOSTHUE HA €JIEKTPOHHUTE akuentopu Ha OC2.
HeiictBuero Ha xepounuau Ha PC2 Moxe na ce Ompenenyu KOJTUYECTBEHO B MHTAKTHH
nucta upe3 aHanu3 Ha MK Ha b® u 3®. [Tapamerpure Iy, F./F, u 1-V; ca nogxonsmu mno-
KazaTenu 3a xepOumuaHus edekt. MHaekcuTe Ha NMOMyWHXUOMpaHe, U3YUCICHH OT KOH-
LEHTPALMOHHUTE KPUBHU Ha CHOTBETHHUTE MapaMeTpH, ca CPAaBHUTEJICH KpUTEpHii 3a eek-
TUBHOCTTA Ha XepOUIMINTE UIIM YyYBCTBUTEIIHOCTTA HA MPOOUTE.

EdexruBHOCTTa HAa XepOULIUIUTE 3aBUCH OT METOJa HA TSIXHOTO mpuiaraHe. CpaBHUTEN-
HOTO M3CJIEJIBAHE HA TPUTE METOAA — JIMCTHA MUQy3us, HHPUATPAIMS U CTHOIEH TpaHC-
MOPT, MOKa3Ba, 4e Hal-e(PEeKTUBHUSAT METOJ 3a TpEeTUpaHe ¢ KapOaMUIHU U TPUA3UHOBU
XepOULUIU € CTHONEHUST TPAHCTIOPT.

JleiicTBrEeTO HA XePOUIIUIUTE 3aBUCU OT YCIOBHSITA HA TPETUPAHETO U OT (PH3UOJIOTUIHO-
TO CBHCTOSIHUE Ha JHcTaTa. EQEeKThT € Mo-roisiM B MO-MIIAJIUTE JIMCTA, 3aI[0TO TE MOTIIb-
mar XepOUIUIUTE T0-aKTHBHO. 3a TOBHIIaBaHE Ha e(eKkTa CrocoOCcTBa 0OJBYBAHETO C
M0-BUCOK CBETIIMHEH MHTEH3UTET 10 BPEME Ha TPETUPAHETO.

Craructuyeckara AUCHEpCHsl Ha U3MEPEHUTE MapaMeTpu CUIIHO CE yBEIMYaBa B JIUCTA,
TPETUPAHU C AUYPOH Ype3 JINCTHA AUPY3Us, a IPU MEKIUHHU XEpOUIUAHU KOHIIEHTpa-
[IMU YECTOTHOTO pas3lpeielieHne € OMMOJaIHO — €JHa YacT OT MPoOUTE B W3BaJIKaTa OCTa-
BaT HETIOBJIUSHU OT JICHCTBUETO HA XepOHIIHIA.

TpancnopTsT Ha XepOULIUIUTE B PACTUTEITHUTE ThKaHHU U TMHAMUKATa Ha MHXUOUPAHETO
Ha (poTocuHTE3aTa B TAX MOrar Ja ce MpocjeasBaT upe3 BHAEO03auc Ha (IIyopecleHTHH
o0pasu. PasnpocTpaHeHneTo Ha aTpa3uH CTaBa C MO-TOJsIMAa CKOPOCT B CPaBHEHHUE C JTUY-
POH, @ THXUOMPAHETO OT JUHOCEO HE MOXKE J]a C€ YCTAaHOBU C TO3H METO]I.

[Tapamerpute Ha b® 1 3@ B KOHTPOIHM JIMCTA U OTHOCUTEIHUAT e(heKT Ha XepOULuInTe
BBPXY TSAX 3aBUCAT OT TeMIleparypara Ha perucrpamus. O0mo ce HaOmoqaBa ycuaBaHe Ha

XxepOuIuIHaTa akTHBHOCT OKOJIO CTaifHaTa TeMIeparypa.
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9. HMuxubupamusar epekT Ha XepOUIUAUTE B U30JIMPAHU THIAKOMJIHH MEMOpaHU ce€ MOIu-
¢dunupa ot pH Ha cycneH3noHHaTa cpefa. 3aBUCUMOCTTa Ha xepounuanus edexr ot pH e
€IHaKBa 32 XEpOUIUINTE, CBHP3BAIIH CE ChC Seryes, U PA3IMUHA 32 ABETE CyNeppamMuiig

— Ser264 u HiS215.
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