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BBEJIEHUE

Kax m3BecTHO, B €CTECTBEHHBIX YCIOBUSIX B IIEPUOJ aKTHUBHOM
BeTeTalliy pPacTeHMs 4acTO ITOABEPraloTCsl BO3ACUCTBUIO HeOJIaro-
MIPUATHBIX TEMIIepaTyp, IIpM 3TOM MX HaA3eMHas 4acTh M KOpHeBas
CHCTeMa ITOUYTHU BCETIa OKA3bIBAIOTCS B Pa3HBIX TEMIIEPATYPHBIX YC-
noBusix (Paguenko, 1966, 1967; Jlapxep, 1978). Hapsiny ¢ sTuMm B
IIPUPOLIC PACTCHUSI MOTYT ITOABEPraThCs JOKAITLHOMY OXJIAXICHUIO
WJIM, HA00OpOT, IeperpeBy pa3IndHOl MHTEHCUBHOCTUA M IIPOIOJI-
KUTEJIbHOCTH, KOTOPBIE 3aTParuBaoT JIUIIb OTACIbHBIC X OpPTaHbI
(dactn) (Kynsruacos, 1982; KoposuH, 1984).

PaGoTtamu menoit rpynIel McciemoBaTeNieil IMoKa3aHo, 4TO B OT-
BET Ha JIOKAJbHOE NEUCTBUE Pa3IMUHBIX CTPECCOPOB B PaCTECHUSX
IIPOMCXOAAT U3MEHEHUSI MHOTMX (PM3HOJIOTO-OMOXUMNIECKUX TTPO-
meccoB 1 nokasateneil (benmukos u ap., 1962, 1964; Pactopryesa,
1964; Fromm, Eschrich, 1988; Sattin et al., 1990; Malone, 1993;
CrostHoBa, 1997; Birkenmtier, Ryan, 1998; Kynosposa u ap., 1999;
Bowler, Fluhr, 2000; Kim et al., 2001; Leon et al., 2001; Ky3HeuoB u
ap., 2002; Becenosa u ap., 2006; 'onuaposa, 2007). Kpome Toro, B
psine paboT YCTAaHOBJIEHO, YTO JIOKAJbHOE BO3/eliCTBME Hebaro-
MPUSATHBIX TEMITEpATyp BIMSET U Ha yCTOMYMBOCThL pacTteHuii (Fen-
nel et al., 1990; Akumona u ap., 1991, 1998, 1999; banarypoBa u np.,
1992, 1994; PetusuH u ap., 1999; Windt, Hasselt, 1999). ITpunHLu-
MMMAJbHO, YTO TPU 3TOM IIPOMCXOAUT M3MEHEHWE YCTOWUYMBOCTH
KJIETOK He TOJbKO TOTrO OpraHa, KOTOPBIA IOABEprajics IpOrpeBy
WA OXJTaXIEHUIO, HO U YCTOMYMBOCTU MPOCTPAHCTBEHHO yHaleH-
HBIX OT HEro OpraHoB U 4YacTeil pacTteHus (AkumoBa W Ap., 1991,
1998, 2001). OnHako HEOOXOAMMO KOHCTAaTUPOBATh, YTO JOKAJIbHOE
BO3IEHCTBUE TeMIIepaTyphl BCTpeYaeTCs B MPUPOAHBIX YCIOBUSIX
Jaxe Jalie, yeM JIEeMCTBUME OAHOM M TOM XK€ TeMmIlepaTypbl Ha BCe
YacTW M OpraHbl pacTeHMS, HO CBEACHUS O BIUSHUU JIOKAJIBHOTO
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IIPOrpeBa M OXJIAXACHUS Ha YCTOMIMBOCTH CPABHHUTEIHLHO HEMHO-
TOYMCJICHHBI, IIOJIyICHBI TOJIFKO B OTHOILICHWM OTPAaHMYECHHOTO
YHCIa BUOOB PaCTeHMI, YacTO (hparMeHTapHBI U IIOPOM IIPOTHUBOPE-
YWUBEI, U B CWIYy 3TUX IIPUYMH HE ITO3BOJIIIOT YETKO CHPOPMYIUpO-
BaTh MpEACTABICHUs 00 OOIIMX 3aKOHOMEPHOCTSIX Peakiluu pacre-
HUI Ha JaHHBIN TUI TeMmIepaTypHOro BozneiicTBus. Eie meHee
MU3y4eHbl MEXaHM3Mbl alanTallii PacTeHUs K JOKaJbHOMY JeHCT-
BUIO TeMIIEpaTypHOro akropa.

B nanHoit MoHorpaduu, KoTopas SIBIsIeTCS JIOTMYECKUM TIPO-
JOJDKEHMEM HAIlMX paHee YBUIEBIIMX CBET 00001IamlIux pador,
MOCBSIIIEHHBIX TEM WY WHBIM acleKTaM YCTOMYMBOCTH, aBTOpamMu
MpeACTaBICHbI PE3yJIbTaThl MHOTOJIETHUX MCCIEIOBaHUI 3aKOHO-
MepHocTel (hOPMUPOBAHUSI YCTOMYMBOCTU K JIOKAJIBHOMY JEHCT-
BUIO BBICOKMX M HU3KMX TeMmIlepaTyp. B aTux uccienoBaHusx B pa3-
Hble TOAbI TPUHUMAIN y4yacTUE COTPYAHUKHM JIaOOPATOPUU IKOJIO-
ruueckoi ¢usmnonorun pacreHuii MHctutyra 6umonoruu Kapenb-
ckoro HayyHoro neHTpa PAH kaHaumatbl OMOJOrMYECKUX HaykK
T. B. Akumosa, H. 1. banaryposa, 0. B. Benxuk, E. A. Hazapku-
Ha. BceM UM aBTOpHI BbIpaXaloT TyOOKYI0 OiarogapHocTh. Takke
BbIpaxkaeM MPU3HATEIBHOCTh TJIABHOMY WHXKEHepy JabopaTtopuu
H. 1. XunkoBy 3a co3maHue TeXHUYECKOM YCTAaHOBKM JIS TIPOBEAE-
HUSI 9KCIIEPUMEHTOB MO JIOKaJbHOMY BO3IAEHCTBHUIO TeMIIEpaTyphl
Ha OTHEeJbHbIC OPraHbl U YAaCTU pacTeHUs1. ABTOPbI UCKPEHHE MpU-
3HaTeIbHbl HAYYHOMY PeIaKTOpy MOHOTrpachuu YeHY-KOPPECTOH-
nenty PAH, nmokropy OHOJOrMYECKHMX HayK, Hpodeccopy
H. H. HemoBoi1 1 pelileH3eHTaM — TOKTOPY OMOJOTMYECKUX HAyK
JI. B. BeTynHHUKOBOI 1 KaHAumaty ouoigornyeckux Hayk O. H. Jle-
OeneBoi.

B MoHorpagum npeacraBieHbl pe3yabTaThl UCCIEI0BaHUMI, KO-
TOphIe B pa3Hble ToAbl MoauepkaHbl rpanTaMu PODOU (Ne 00-04-
48305, 06-04-49107, 10-04-06550).



TTABA 1
BJIVSHUE JOKAJIBHOTO M OBIIIETO BO3JIENCTBUA
BBICOKUNX 1 HU3KNX TEMITEPATYP
HA YCTOMYUBOCTH PACTEHUN

1.1. Bausinue npoao/zKUTEbHOTO JOKAJIbHOTO
1 0011ero nMporpeBa M 0XJIAXKAeHUs PACTeHUid
HA JUHAMUKY YCTOMYMBOCTH JIMCTHEB U KOPHEi

MHOTroOYMCACHHBIMA HCCIETOBAHUSIMI K HACTOSIIIEMY BpeMEHU
YCTAaHOBJICHBI OCHOBHBIE 3aKOHOMEPHOCTH M3MEHEHUSI XOJIOIO-
TEIUIOYCTOMYMBOCTH JINCTHEB B OTBET Ha JJIMTEIbHOE ACHCTBIE He-
OJIaTONIPUATHBIX TEMIIEPATYP Ha Bce pacTeHue (AnekcaHapos, 1975;
TpyHosa, 1979; Tymanos, 1979; Yoosenko, 1979; Ansteprot, 1981;
TI'enkensb, 1982; TutoB u ap., 1982a; Apo3nos u ap., 1984; Kuciiok,
1985; Markhart, 1986; Boitnukos, 1987; Turos, 1989a; Nover et al.,
1989; Anexcanapos, Kucimiok, 1994; Kpasen, 1996; posnos, Ky-
peir, 2003; TutoB u ap., 2006). B oTiune OT 3TOro0, CBEAEHMS O Xa-
paKTepe M3MEHEHUSI YCTOMYMBOCTH JIMCThEB PACTEeHMM Ha JIOKAJIb-
HOe JelCTBIE HU3KMX U BBICOKMX TEMIIEPATyp HEMHOTOYHCIICHHBI U
dparmenTapubl (Yarwood, 1961a, b; Fuchigami et al., 1971; Dodd
et al., 2000; Becenosa u np., 2006). Takxe KpaiiHe MaTOYMCIEHHbI
JTaHHbIE O peakKlIUM KJIeTOK KOpHEl Ha MAeliCTBUE HU3KHMX
(Smolenska, Kuiper, 1977; byp6anona, 1983; Wilcox et al., 1983;
Perras, Sarhan, 1989; Antununa, 2010; ITonos u ap., 2010) u Beico-
kux (Jlomarun u ap., 1970; Chen et al., 1988; Du, Tachiba, 1994;
Goyal, Asthir, 2010) Temmniepatyp. Mexay TeM B CUJIy CBOMX aHATO-
MO-MOP(GOJOrnYecKUX U (HU3M0J0T0-0MOXMMUUECKUX OCOOEHHO-
CTeil KOpeHb MOXET 3HAYMUTEJIbHO OTJIMYAThCS OT JIMCTA IO yCTOM-
YUBOCTU K HeOJaronpusTHBIM TeMrepaTypaM. [TosToMmy npeacras-
JISIOT MHTEpPEC pe3yabTaThl CPAaBHUTEJIBHOTO M3YUYEeHUS TUHAMUKHU
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TEIJI0- U XOJOJA0YCTOMYMBOCTU JIMCTA M KOPHS MPHU AJIUTEIHbHOM
JIECUCTBUM BBICOKOW WM HU3KOM 3aKAJIMBAIOLICH TeMOepaTypbl Ha
BCE pacTeHMUeE, a TAKKe JJOKAJIbHO Ha KOPEHb WM ITOOET.

Bansinne 1iMTeILHOrO JOKAJBHOTO M 00UIEro MPOrpeBa pacTeHuid
HA TeILUIOYCTOMYMBOCTb KJIETOK JUCTheB U KOPHel. Kak rmoka3biBaioT
HUCCIeA0BaHMSI, MMPOIOLKUTEIbHOE (B TeUEHUE CYTOK) BO3ACKCTBUE
BeICOKOI Temreparypbl 38—40 °C (omTuMaabHOI IS TEIIJIOBOTO
3aKaJMBaHMS pacTeHUI Orypila, MIIEHUIIbI, COM, TOMaTa U STIMEHST)
Ha BeChb MPOPOCTOK WJIM TOJbKO HA €ro KOPHEBYIO CUCTEMY ITPUBO-
JIUT K YETKO BbIPA>K€HHOMY ITOBBILICHUIO TEIJIOYCTOMYUBOCTHU KJle-
TOK JIMCTheB (puc. 1—3). OgHako B fuHaAMMKe (POPMUPOBAHUS YyC-
TOMYMBOCTU JIMCTHEB MPU BTOM OTMEUEHbI OMpPEAcICHHbIE pa3/iu-
YMsi, KOTOpbIe 3aBUCEIM OT TOTO, MOABEPraaoch JU MPOrpeBy BcCe
pacTeHne WIN TOJBKO KOpHM (AKMMOBa U Ap., 1991, 1999; Hazap-
kuHa, 2005a). B yacTHOCTH, 3aMETHBIN NPUPOCT TEIJIOYCTORUMBO-
CTU JIUCThEB TOMAaTa, MIIEHUILbI U SYMEHS MPU JOKAJIbHOM Mporpe-
BE KOPHS MPOSIBISIETCS, KaK MPaBUIO, HECKOJIbKO MO3Xe, U OKa3bl-
BaeTCsl MEHBILMM I10 BeJIMYMHE, YeM MpPU MTPOrpeBe BCero pacTeHUS
(puc. 1).
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Puc. 1. ]lunaMHKa TeMJIOYCTOHYMBOCTH KJIETOK JHUCThEB TOMaTa c. MOCKOB-
ckuii ocennuii 3405 (A), muennnpl ¢. MuponoBckas 808 (b) u sumens
¢. Orpa (B) npu 1auTeILHOM Nporpese Bcero mpopoctka (1) miM ero KopHei
(2) (no: Akumosa u ap., 1991):

Temneparypa nporpesa — 40 °C (tomat, meHuna) wiu 38 °C (SumMeHb)
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Puc. 2. lunaMuka TenI0yCTONYMBOCTH KJIETOK JUCTheB cou c. /Iuana (A) u
Bunana (Bb) mpu amurensHom mporpese (40 °C) Bcero pacrenus (1), ero
nodera (2) i KopHeii (3) (mo: Akumosa u ap., 2004; Hazapkuna, 20052)
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Puc. 3. lnnaMmuka TemjIoycTOMYMBOCTH KJIeTOK JucTheB (A) u kopueii (B)
orypua c. Anva-Atunckuii 1 npu pmureabHoMm nporpese (38 °C) Bcero npopo-
ctka (1), ero modera (2) wim kopaeii (3) (mo: AkumoBa u ap., 1994a)

YcTaHOBIEHO TaKKe, YTO POCT YCTOMIMBOCTH JIMCTHEB IIPOUCXO-
IWT IIPU JIOKAJIBHOM BO3IEHCTBUU BHICOKOI TeMIIEpaTyphl HE TOJIb-
KO Ha KOpeHb, HO 1 Ha mober (puc. 2, 3). Ilpumuem, mmHamuKa
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¢dopMHUpoOBaHUS YCTOMYMBOCTH 3aBHCeJIa OT THUIIA JIOKAJIBHOTO BO3-
neicTBusl. B yacTHOCTH, IporpeB HaA3eMHOM YacTU PacTeHUI COu
(cM. puc. 2) u orypua (cMm. puc. 3, A) BeI3BIBaJI OOJIbIIIEe YBEINIe-
HUE TEIJIOYCTOMYMBOCTU JIMCThEB, YeM IIPOTPEB KOPHEBOU CHUCTE-
Mbl. UHTEpECHO, UTO U TO, U APYTO€ JIOKAIBHOE BO3IECTBUE BBICO-
KO TeMIIepaTyphl OKa3bIBaJIl MEHbIIIEe BIUSHIC Ha YCTOMINBOCTh
JIMCTBhEB, YeM IIPOTPEB BCETO PACTEHUSL.

Hapsimy ¢ 3TuM yCTaHOBIIEHO, YTO XapaKTep M3MEHEHUS YCTOM-
YUBOCTU KOPHEBOM CHUCTEMbI PACTEHWUN MpPU NEUCTBUU BBICOKOM
TeMIIepaTyphbl COBEPIICHHO MHON (AKUMoOBa U 1p., 1994a). Hanpu-
Mep, TeIJIOYCTOMYMBOCTD KJICTOK KOPHSI HE3HAYMTE/IFHO ITOBBIIIIA-
JIach TOJBKO B TiepBble 0,5—1 9 meiicTBust Temrieparypsl 38 °C Ha
BECh IIPOPOCTOK OTyplia, a B JaJbHEHIIEM B Te€UYeHHE CYTOK COXpa-
HsJIach Ha YpOBHE, OJIM3KOM K UCXogHOMY (cM. puc. 3, b). Jlokanb-
HBII TIpOrpeB HaJ3eMHOM YacTH MPOPOCTKA Oryplia TAKKe ITOYTH He
CKa3bIBaJICSl HA TEIJIOYCTOMYMBOCTU KOpHel. B oTiimuue oT 3TOrO,
JIOKAJIBHBIN MPOTPeB KOPHEH MPUBOAMI K 3HAYMTEIIHEHOMY CHIKE-
HUIO uX TerioycTtoiunBocTu. CrenoBaresibHO, ACWCTBUE OMNTHU-
MaJIbHOW 3aKaJMBalOLIEi TeMIlepaTyphl Ha BCe paCTeHUE, JOKAJbHO
Ha JINCThS WM JIOKAJbHO HAa KOPHM WHAYLWPYET OOJBIIMIA WA
MEHBIIINIA POCT TEIJIOYCTOMYNBOCTH JINCTHEB (3aBUCIIINI OT Bapy-
aHTa TeMIIepaTypHOIO BO3JEHCTBHUS), TOrda KakK TeIJIOYCTOMYM-
BOCTb KOpDHEH IIPU 3TOM COXpaHSeTCS IPaKTHUYEeCKM HEeU3MEHHOM
WIN JaXe CHUXKAETCSI.

Ha nipuMepe e HUIIb M3y4eHO BIMSTHHUE JIOKAJTBHOTO TTporpeBa
KOPHS WM modera He ToJbKo npu ontuManbHoil (40 °C), HO u 60-
nee Hu3KuUX (30 u 35 °C) 3akanuBalolUX TeMIepaTypax Ha TeIjoyc-
TOWYMBOCTh KJIETOK JIMCThEB U KOPHEW B CPaBHEHUHU C ITPOTPEBOM
Bcero pacteHus (puc. 4). IlonydyeHHble JaHHBIE CBUIETEIbCTBYIOT
00 yBEJIMYEHUM TEIUIOYCTOMYMBOCTH KJIETOK JMCTBhEB IMIIEHUIIBI
MOJ BJIMSIHAEM BCEX YKa3aHHBIX TeMIlepaTyp, OQHAaKO CTENEeHb €e
MOBBILIEHUS U AMHAMUKa (hDOPMUPOBAHUS YCTOMUMBOCTHU 3aBUCEIU
OT TeMIlepaTypbl M BapMaHTa IiporpeBa pacteHus: (banarypoBa u
np., 1994). B tredeHue Bcero neproaa HabmoaeHus (7 4) HaudoOIb-
LW PUPOCT YCTONYMBOCTH JUCTHEB OTMEUYEH MPU IIPOrpeBe BCETO
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pacrerust npu 40 °C 1o cpaBHEHMUIO C JIOKAJIBHBIM IEHCTBHEM 3TOM
2Ke TeMIIepaTyphl TOJIbKO Ha JINCT WM KOPHEBYIO CUCTEMY (CM. PIC.
4, A). B nenom, uem BEIIIe ObLIa TeMIIepaTypa IMporpeBa (B Ipene-
JIaX 3aKaJIMBAIOIIMX 3HAYeHMIT), TeM 0oJjiee BBICOKOIO YPOBHS IOC-
THTaJIa TEIUIOYCTOMIMBOCThL (cM. puc. 4, A—B). Eciu cpaBHUBaTH
MeXIy co00i1 3(pdeKT TOKaIBbHOTO IIPOrpeBa JIMCThEB U KOPHEH Ha
TEeIJI0YCTOMYUBOCTD JIUCThEB, TO B MEPBOM CiIydae OH ObLI Bceraa
3aMETHO BbILIE, YeM BO BTOPOM.

2 =

VYCTOHIHMBOCTE K 5-MHH
porpesy (AJlTso) °C

o 2 4 6 80 2 4 6 8 0 2 4 6 8

Dkenosunps, 4

Puc. 4. luHaMMKa TenJoyCTOWYMBOCTH KJIETOK JMCTheB MieHuIbl c. Viupo-
HoBckas 808 npu maurenasHom nmporpese npu 40 °C (A), 35 °C (B) umm 30 °C
(B) Bcero mpopoctka (1), ero modera (2) i kopueii (3) (mo: Banaryposa u
np., 1994)

OTMeTHM TakKKe pasindus MEXIy BapHMaHTaMH OIIbITa W II0
BpeMEHH, KOTOpPOe TpeOOBaIOCh IS 00HAPYKEHUS JOCTOBEPHOTO
IIPUPOCTa TEIUIOYCTOMIMBOCTU JIMCTheB. Ilpm meiicTBMU yKa3aH-
HBIX BBIIIE TEMIIEpaTyp Ha BCE PACTCHHE 3TOT IEPHOI 3aHUMAJI He
oonee 30 MUH, B TO BpeMsI KaK IpPHU JIOKAJIbHBIX TEIUIOBEIX 00pa-
00TKax OH 3aBHCEJl OT MHTCHCUBHOCTH TEeMIIepaTypHOI'O BO3OCH-
crBusl. Tak, HOCTOBEPHBIII IPUPOCT TEILUIOYCTOMYMBOCTU JIMCTA
IIpH1 ero JiokKajabHoM mporpese npu 40 u 35 °C mpoucxonui Ipu-
MepHO 4depe3 30 muH, a npu 30 °C — Toabko yepe3 1 4. Jlokanb-
HBII IPOTrpeB KOPHS MHIYLIMPOBAJ MOBLIIICHNE YCTOMIMBOCTI KJIe-
TOK JIMCTa B BapuaHTe ¢ TemrrepaTypoil 40 °C uyepe3 30 muH, mpu
35°C —yepe3 1 4, a npu 30 °C — yepe3 2 4 OT ero HavasIa.



CnenoBaTeIbHO, MOBHIIIEHNE TEILUIOYCTOMIMBOCTH JIMCTHEB IIPO-
HUCXOMUT HE TOJBKO IIPU Pa3IMIHBIX 10 MHTEHCUBHOCTU BO3IEICT-
BUSX BBICOKMX 3aKaJIMBAIOIIMX TEMIIEpaTyp Ha BCE pacTeHUE W
JIOKQJTBLHO Ha JIUCThSI, HO U TIPU JIOKAJIbHOM TIPOTpeBe KOPHEBOU
CHUCTEeMbI MPOPOCTKOB MIieHUIIbl. OMHAKO B TIOC/IETHEM cliydae (-
(hexT TETNIOBOM 3aKaiKu JIMCTHEB ObUT BhIpAXKeH 3aMETHO cjiabee 1
MposBISICS To3xe. [Ipy JIoKalbHOM MpOTpeBe JIMCThEB 3aKaiu-
Baronuii 3¢ ¢eKT ObUT 3HAYNUTETBLHO BbIIIE, HO TAKXKE HE TOCTUTAI
YPOBHSI, XapaKTepHOTO ISl TpOrpeBa BCETO PaCTEHUSI.

B ornuume oT nucTheB, AMHAMUKA M3MEHEHUS TEIJIOyCTOM-
YUBOCTU KJIETOK KOPHS MPU HUCIBITAHHBIX BapuMaHTaX MporpeBa
XapakTepu3oBajiach UHBIMU 3aKoHOMepHocTsaMmu (bamaryposa u
ap., 1994). Hanpumep, npu 30 °C B TedueHuUe MEpBOro yaca oT Ha-
yajia MporpeBa BCETO PacTeHMS WJIM TOJbKO KOPHSI oTMevyauach
TeHJAEHLUS K TOBBIIIEHUIO YCTOMUYMBOCTHU €ro KiaeTok. OnHako B
JajibHEeHIlIeM YCTOMYMBOCTh CHUXKajach 10 MCXOMAHOTO YPOBHS
(puc. 5, B). IlporpeB nucrta He BAWSI Ha TEIUIOYCTOWYUBOCTH
KopHs (cMm. puc. 5, B). Eciu pacteHue mporpeBaiu LEJIUKOM
npu 6osiee Boicokoit Temmeparype (35 °C), To UBMEHEHUS YCTOM -
YUBOCTU KOPHS B T€UEHME ONbITA ObIM HE3HAYMTEIbHBIMU (PUC.
5, b). IIpu nokKajlbHOM Xe MpOorpeBe TOJbKO JIMCTA WU TOJBKO
KopH4 npu 35 °C 0TMEYEeHO JOCTOBEPHOE CHUXKEHUE YCTONUMBO-
CTU KJIETOK KOPHS 4epe3 5 4 OT ero Hayaja, ¥ K KOHIy 9KCII03H1-
IIMW pa3HUIla C UCXOMAHBIM YPOBHEM COCTaBJIsIa yxe okojo 2 °C
(cMm. puc. 5, b). Euie Oosiee 3HAUUTEAbHBIM U OBICTPBIM OBLIO
YMEHBIIIEHUE YCTOMYMBOCTU KJIETOK KOPHS IMpPU BO3ACHCTBUU
BeIcoKoOIt TemmepaTypsl 40 °C (cMm. puc. 5, b).

TakuM obpa3oMm, MpuBeICHHbIC JaHHBIE TOBOPSAT O pPa3HOHA-
MPaBJICHHOM M3MEHEHUHW TEIUIOYCTOMYMBOCTH KIIETOK JIMCTa U
KOpPHSI TTIPOPOCTKOB OTypIla WM MUIEHUIBI MPU JIOKATBHOM JEUCT-
BUM BBICOKOI TeMIlepaTyphl Ha ITo0er 1jiu KopeHb. Bo Bcex ciiyya-
SIX TEIIOYCTOMYMBOCTh JIMUCTA YBEJIMYMBAJIACh, TOTAa KaK YCTOM-
YMBOCTb KOPHS WJIM MPaKTUYECKU HE M3MEHSIach, WM daXe 3Ha-
YUTEIbHO CHUXanach. IlpuyeM, 4yeM Bblllle ObLIa TeMIeparypa
BHEIITHEH cpeabl, TEM paHbIlle U CUJIbHEE MPOSBIsIcs ee 3(pdeKT B
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OTHOIIIEHNH YCTOMYMBOCTU. EC/IM BEICOKAsT TeMIiepaTypa JeiicCTBOBa-
JIa TOJIBKO Ha JIMCThSI, TO 3(P(EKTUBHOCTD 3aKAJIKK ObLIa HECKOJIBKO
HIDKE, YeM IIpU JeHCTBUY TAKOM Xe TeMIIepaTyphl Ha BCE pacTeHUE.

1k A ' b 1 B

[

VeTOMIUBOCTD K 5-MHAH
nporpesy (AJITs0), °C

0 2 4 5 8 0 2 4 & 8

Oxenosurps, 4

Puc. 5. IluHaMHMKA TeILUIOYCTONYMBOCTH KJIETOK KOpHei mimeHunsl ¢. Mupo-
HoBckas 808 npu nmrensHoM nporpese npu 40 °C (A), 35 °C (b) wm 30 °C
(B) Bcero mpopoctka (1), ero modera (2) wiu kopueii (3) (mo: banaryposa u
Ip., 1994)

CormocTaBieHne psma IokaszaTenell (COCTaBISIONINX) TEIIOYC-
TOMYMBOCTH (IIPOAOJLKUTEIHLHOCTh MEPHOAa, B T€YEHUE KOTOPOTO
YCTOMYMBOCTD OCTaeTCs Ha MCXOOHOM YPOBHE — JIar-IIEpHOI, BEIH-
YMHA IPUPOCTa YCTOMIMBOCTH 110 OTHOIIEHUIO K UICXOTHOMY YPOB-
HIO, IPUPOCT YCTOMYMBOCTH 110 OTHOIIEHUIO K TAKOBOMY B BapHaH-
Te «IIPOTPEB BCETO PACTEHUS», BpeMsI, HEOOXOIMMOeE IS TOCTIKE-
HUSI MaKCUMAaJIbHOM YCTOMYMBOCTHA, CKOPOCTD ITOBBIIIICHUS YCTOM-
YUBOCTH), MO3BOJIWJIO BbISIBUTb HE TOJBKO OOIIME 3aKOHOMEPHOCTH,
HO U OMpeaecHHbIe BUAOBBIE U COPTOBBIE Pa3IUUMsI B OTBETHOM pe-
aKlLMM pacTeHUM Ha olllee W JIOKaJdbHbIE BO3ACUCTBUS BbICOKON
TemIieparypsl (AkuMoBa 1 ap., 1994a). Hanmpumep, y Biaaromo0u-
BOro copTa cou JIlnaHa yBeJM4eHUEe YCTORUMBOCTU JIMCTHEB HAUM -
HaJIOCh paHbllIe, YeM y 3aCyXOyCTOMYMBOro copta BuiaHa, mpo-
LIECC ero 3akajKu TpeOoBajl MeHble BpeMEHM, a BeJIUYMHA TIPU-
pocTa ycToiyuBoCcTU ObL1a Oosblie (Tada. 1). KpoMe Toro, cko-
POCTh TEIUIOBOTO 3aKajJWBaHUs (KOTOPYIO PacCYMUTHIBAIM, OTHOCS
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Tabauua 1

IToka3aTenun ¢ropMupoBaHKS TENIOYCTONYMBOCTH KJIETOK JIUCTbEB COM
npy o01IeM U JJoKaabHoM nporpese pactenuii (40 °C) (mo: Akumosa u ap., 2004)

Bapuant Copr
[uaHa | Bunana
Hcxomnsrii ypoBeHb TerioycroituuBoctu (JIT, ), °C
| 53,2 | 52,7
Jlar-nepuon
IIporpeB Bcero pacteHust >0,54 >1y
IIporpeB nobera >0,549 >1y
IIporpeB KopHst >1y >2yq
[pupocT TerioycToumBocTH K cxogHoMy yposHio (AJIT.), °C
IIporpeB Bcero pacteHust 2,2 1,8
IIporpeB nobera 1,7 1,5
TIporpes KOpHs 0,6 0,9
TeroycTOMYMBOCTb B % OT BapMaHTa «IIPOTPEB BCETO PACTECHUsI»
IIporpeB Bcero pacteHust 100 100
ITporpes mo6era 77 83
IIporpeB KopHst 27 50
Bpewmst, HeoOxoaumoe TSt TOCTYDKEHUST MAKCUMATTBHOTO YPOBHSI
TEIJI0YCTOMYMBOCTHU
IIporpeB Bcero pacteHus1 24 54
IIporpeB nodera 24 3y
ITporpeB KOpHSI 24 3q
CKOpOCTb MOBBIIIEHHUS TEMJI0ycToYMBOCTH, "C/u
IIporpeB Bcero pacTeHuUs 1,1 0,4
IIporpes mobera 0,9 0,5
ITporpeB KOpHS 0,3 0,3

BEJIMUYMHY MaKCUMAaJbHOIO IPUPOCTA YCTOMUYMBOCTUM KO BPEMEHHU,
3a KOTOpPOE OHA JOCTUTaIach) y HETO 3aMETHO IIPEBOCXOAMIA TaKO-
BYIO Y 3aCYyXOYCTOMYMBOIO copTa. B yclIOBUSIX BO3NEHACTBUSI BBICO-
KOI TemIiepaTypbl JIOKAJIbHO Ha MOOEr IPUPOCT YCTOUYMBOCTU Y
000MX COPTOB MPAKTUYECKM HE OTIMYAJCsd, U MpPEerMMYyIlecTBa Biaa-
TOJIIOOMBOTO COPTa MO CPABHEHUIO C 3aCYXOYCTOMYUBBIM OBUTH yXKe
HE CTOJIb 3aMETHbI, XOTSI U COXPAHSJINUCH MO OTACJAbHBIM IapaMeT-
pam ycToitanBocTH (cM. Taoi. 1). K BEICOKOI TeMmepaType B KOpHE-
obuTaeMoll 30He, KaK 0Ka3aJoCh, HA0OOOPOT, Jy4llle agalnTUPYeTCs
3aCyX0yCTOMUMBBIA copT. HecMoTpsd Ha OTCYyTCTBME pasidyuii B
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CKOPOCTH 3aKaJIMBaHUS Y 3TUX COPTOB, IPUPOCT YCTOMIMBOCTH JIH -
CTBEB 110 OTHOIICHHUIO K MCXOTHOMY YPOBHIO Y 3aCYXOyCTOMYMBOIO
copTa OBLJI BBIIIIE, YeM Y BIarojiroomnBoro. Kpome Toro, mpomomKu-
TEJBHOCTD €T0 3aKaJIKM B JAaHHOM BapHaHTE OIIbITa COKpallaiach 110
CpaBHEHUIO C IIPOTPEBOM BCETO PaCTECHUsI, B TO BpeMsI KaK Y BJIaro-
JIIOOMBOTO CcOpTa — He M3MeHsIach. biaromaps aToMmy ycTondm-
BOCTh PACTCHUI 3aCYyXOyCTOMUMBOTIO COpPTa IIPU ACUCTBUM BBICOKOM
TeMIIepaTyphl JOKAJbHO Ha KopeHb gocturaia 50 % oT yCcToiuuBo-
ct, GOpMHUPYEMOil MPU MIPOTPeBe BCETO pacTeHUs, TOTHa KakK y
BJIaTOJIFOOMBOTO copTa oHa cocTaBuia MeHee 30 %.

OOHapyXeHHbIE 3aKOHOMEPHOCTU M3MEHEHMST YCTOMYMBOCTHU KJIe-
TOK JINCTBEB IIPY Pa3IMIHBIX BaprMaHTaX TEIUIOBOTO BO3ICHCTBHUSI Ha
pacTeHUsI COM COITOCTABMMBI C JAHHBIMU, TOJYIEHHBIMU B 3KCIICPH-
MEHTax C OTYpILIOM, ITIICHUIICH, TOMAaTOM M STIMEHEM. Y BCEX M3ydeH-
HBIX pacTeHUIA, Cpe KOTOPHIX ObLIM U TEIUIOMIOOMBEIE (Orypell, cosl,
TOMAT), U XOJIOAOYCTOMUMBEIE (IMIIICHULIA, SYMEHbB) BUIBI, IIPU JIOKAIb-
HOM JIEMICTBMM BBICOKOI TeMITepaTyphl (ONITUMAILHOI ISl 3aKaIiBa-
HMS) Ha nober ycroitunBocth gocturana 70—90 % oT ypoBHS, MaKCH-
MaJIbHO BO3MOXKHOTO TIpU TPOTPeBe BCEro pacTeHMsI, B TO BpeMs KakK
TIpY TIporpeBe KOpHsT — TobKo 30—50 % (tabm. 2).

Tabauya 2
TenioycToiYMBOCTD JTUCTHEB MPU 00IIEM H JIOKAJILHOM NPOrpeBe pacTeHui
B YCJIOBHSAX 3aKaJMBaloIeii TeMmepaTypbl (o: AKumoBa u ap., 1991, 2004)

Tem- IIpupoct TemnoycroifunBocty, % OT BapHaHTa
Bux, copr o «IPOTPEB BCETO PACTEHHS
Typa, °C MPOTpPEB BCETO MpOrpeB TpOrpeB
pacTeHust rnobera KOpPHSI

Oryper,
c. AiMa-ATHHCKUIA 1 38 100 88 41
IMenuna, 30 100 80 53
¢. Muponosckas 808 35 100 69 38

40 100 72 45
Cos, c. Bunana 40 100 83 50
Cos, c. lnana 40 100 77 27
Sumensb, ¢. Otpa 38 100 — 43
Tomar, c. MockoBckuit
oceHHui 3405 40 100 — 50
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IlonyyeHHbIe Ha pa3IWYHBIX OOBEKTAX MaHHBIC YKA3bIBAalOT Ha
TO, YTO pacTeHUE pearnupyeT Ha IJIATEIbHOE (Jachl, CYTKHI) JIOKAJIb-
HOE BO3ACHCTBME BBEICOKOM TeMIIEpaTyphl (TOJBKO Ha IT00Er WM
TOJIbKO Ha KOpPeHb) KakK enuHas crucrema. Ilpu aToM B KiieTKax op-
TraHOB, MCITBITABIIMX IIPOTPEB, BO3HMKAET CUTHAJ, KOTOPBIA mepe-
JlaeTcsl 110 paCTeHUIO B APYTHe OpTraHbl (YaCTH), He MOIBEPTaBIIe-
CsI BO3ICHCTBUIO BBICOKOU TeMIIepaTyphl, MHIYLIHUPYS B HAX YBEIIH-
YyeHNe YCTOMYMBOCTU KJIETOK. PesynbTaThl mccaeqoBaHUIT TaKXkKe
CBUACTEILCTBYIOT O TOM, YTO mepemada MHGOPMAIUN O IJINTEIb-
HOM TEIIJIOBOM BO3[IEHCTBMM BO3MOXKHA KaK 13 KOPHS B JINCT, TaK U
B 00OpaTHOM HaIIpaBJICHUM — M3 JINCTa B KopeHb. Ho BO BTOpoM
ciyyae U3MeHeHUe (CHIDKEHME) TeTJI0YCTOMYMBOCTHA KOPHSI TIPOUC-
XOIUJIO TIpU OoJsiee MPOAOKUTEAbHBIX SKCHO3ULIMIX. BO3MOXKHO,
YTO pa3IMius B CKOPOCTH IPOSIBIICHNSI OTBETHOM peaKunu (1o I10-
Ka3aTeJo TermI0yCTOMYMBOCTU) B KOPHE U JIMCTE CBSI3aHbI C HEOAM -
HAKOBOI CKOPOCThIO TepeJauyu CUTHaja B aKpoIleTabHOM U 0a3u-
MeTaJIbHOM HallpaBJICHUSIX.

BwMmecte ¢ TeM, cyast 1o pe3ysbTraTaM IpoBeIeHHBIX 9KCIIEpUMEHTOB,
nHOOpMAIINS O JIeHCTBUN BBICOKOM TeMITepaTyphl MOXET IiepeaaBaTh-
Cs1 TIO paCTeHUIO He TOJIBKO M3 KOPHSI B JIUCT M 13 JINCTA B KOPEHb, HO 1
W3 OJHOTO JIMCTA B IPYroi (akcuaabHO). Tak, mpu MporpeBe OTHOIO U3
CEMSITOJIBHBIX JINCTHEB MPOPOCTKOB Oryplia c. ArMa-ATiuHCKM 1 1 30-
3yJ1s (puc. 6) yBeIMUMBalach YCTOMYMBOCTD HE TOJIBKO JIUCTA, TTIOIBEP-
raBIIIErocs BO3ICHCTBIIO BEICOKOI TeMITepaTyphl, HO 1 JINCTa, HaXOsI-
IIIErocsT B 3TO BpeMsI TIpY OOBIMHOI TeMriepaType. OQHaKo IIpy Hero-
CPEICTBEHHOM BO3IEICTBMI BBICOKOI TEMITEPaTyphl Ha CEMSIIOIbHBII
JIMCT orypua c. AnMa-ATUHCKUIA 1 oTMeueHHBI 3(pdeKT MposIBIIsUICS
paHbIIE U IO CBOEH BeJIMUKMHE ObLT OOJIbIIIE, YEM Y HEITPOTPETOM ceMsi-
nomd. MHTepecHo, 4To y 000MX COPTOB YCTOMYMBOCTD ITPOTPETOil U He-
MPOTPETON CEMSIIONM B KOHIIE IKCIIEpUMEHTA JOCTUTala OMMHAKOBOIO
YPOBHSIL.

TakuM 06pa3zoM, pe3yabTaThl MPOBEICHHBIX UCCIEI0BAaHUI Of-
HO3HAYHO YKa3bIBalOT Ha TO, UTO IJIUTEJIbHbIE JIOKAJbHbBIE BO3IEH-
CTBUS BBICOKOI TeMIIepaTyphbl Ha HaA3eMHYIO WM MOA3EMHYIO Yac-
TH pacCTEHMS BbI3BIBAIOT N3MEHEHUS TeIJI0YCTOMUYMBOCTH KJIETOK HE
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TOJIBKO IPOTPeBaeMbIX OPraHOB, HO U OPTaHOB M YacTeil pacTeHMUSI,
HaXOMSIINXCSI IIPX 3TOM B YCIOBHSIX OOBIMHON TemIieparypsl. Cie-
JIOBaTeIbHO, OOHAPY:KEHHOE M3MEHEHHE TEIIOYCTOMYMBOCTH KIIe-
TOK HEIIPOrpeBaeMoOro opraHa (JIMCTa WX KOPHS) B OTBET Ha JIO-
KaJbHBIN TTPOTPEB IPYrOoro rOBOPUT O Tiepeaaye Mo pacTeHUIO CUT-
HaJla O TEIJIOBOM BO3ICHCTBMM KaK B aKpOIIETAJIbHOM (13 KOPHS B
mo0er) 1 0a3uIreTaJbHOM (13 ITo0Oera B KOPeHb), TaK M aKCHAITbHOM
(13 OTHOTO CeMSIOIBHOTO JINCTA B IPYroii) HaIIpaBJICHUSIX.

57'|:|1 A

o2

56 |

0 025 05 1 3 7

VerolamBoeTs K S-mum mporpesy (J1Tso), °C

b
37 F Ol
B2
56 |
55 F

0 0.5 1 3 5 7
Drcnozurps apu 38 °C, g

Puc. 6. [lunaMuKa TeIIOYCTOIYMBOCTH KJIETOK CEMSIOJIbHbIX JHCTHEB MPOPOCT-
KoB orypna c. Aiva-Aruackuii 1 (A) u 303y (B) npu aeiicTeun TemmepaTypbl 38
°C Ha oauH 13 HuX (mo: Akumosa u 1p., 1991; Hazapkuna, 2005a):

1 — ucT, ToBEePTaBIIUIACS TTPOTPEBY, 2 — JIUCT, HE TIOABEPTaBIINIICS TTIPOTPEBY
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CnenyeT 0co00 IMOTYEPKHYTh, YTO TEILUIOYCTOMYMBOCTh KIIETOK
KOPHSI IIPY UCITBITAHHBIX HAMH OOIIMX M JIOKAJIbHBIX BO3IEICTBUSIX
BBICOKOI TEMIIEPATypPhl WIN CYIIECTBEHHO HE M3MEHSIIACH, WIH I10-
CTETICHHO CHMXXaJach B TEUCHME BCEro Ieproia HaOMIOMCHUI, TO-
rma Kak TeTuIoyCTOMYMBOCTh JMCThEB Bcerga Bospactana. [lpuuu-
HOU pa3HOHAMPABJIEHHOTO M3MEHEHUSI YCTOMUMBOCTU KJIETOK JIMC-
Ta ¥ KOPHS IO BIUSHUEM OJHOM U TOU Xe TeMIepaTypbl, OYeBU/I -
HO, MOXET ObITh pa3Has MPUCHOCOOIEHHOCTh ITUX OPTaHOB K TEM-
neparypHoMy (hakTopy B MPUPOAHBIX YCIOBUSIX, UTO, B CBOIO OYe-
pelb, 0OYCIOBIEHO KaK MX aHAaTOMO-MOP(OJOrMYeCKUMU U (pu-
3M0JIOTO-OMOXMMUYECKMMH OCOOEHHOCTSIMU, TakK M crneuuuKon
TEMIMEePaTypHOTO pexkrMa BO3AYIIHOW M MMOYBEHHOHW Cpeabl oOuTa-
HUS paCTECHUM.

Kak u3BecTHO, KOpHEBas cucTeMa pacTeHWI B OTJIMYME OT Hai-
3eMHBIX OPTaHOB, KaK MPaBUJIO, HE UCTIBITHIBAET B MPOLIECCE aKTHUB-
HOIl BereTalMy pacTeHU Pe3KUX M 3HAYMTEJIbHBIX 110 aMIUIUTYIe
KoJiebaHuii Temmeparypbl cpenbl (Pamuenko, 1966), mostomy ee
MPUCTIOCOOUTEIbHBIE BO3MOXHOCTM IO CPaBHEHMIO C KJIETKaMu
HaJI3eMHBIX OPTraHOB JOBOJILHO OTpaHMYeHbI. B To e BpeMs, Haf-
3eMHBIE OpPTaHbl, KOTOPbIE OYEHb YAaCTO OKA3bIBAIOTCS MO/ BAUSHU-
€M HeOJaronmpusITHBIX TeMreparyp (pa3HbIX 10 MHTEHCUBHOCTH U
MPOAOJLKUTEIBHOCTU AEUCTBUS), 00J1agaroT ropa3no 0oJjiee BHICO-
KWM aJafTUBHBIM IMOTEHIIMAIOM. XOTS HE MCKJIIOUEHO, YTO ajar-
TUBHBIE U3BMEHEHUS B JIMCThSIX MPOTEKAIOT He 0e3 yyacThsi KOpHei
(HampuMmep, 3a CYET MPUTOKA BEIIECTB, BHIMOJHSIONIUX TPOTEKTOP-
Hble pyHKIMKM). Takum o0pa3oM, pa3HOHAIIPaBJIEHHbIE U3MEHEHMS
TEIJIOYCTOMYMBOCTH KJIETOK JIMCTA U KOPHSI O] BIUSIHUEM OOILIero
U JIOKAJIbHOTO JIEWCTBUS BHICOKMX 3aKaJIMBAIOIIMX TeMIIEpaTyp CBU-
JETEbCTBYIOT O Pa3JIMYHONM CITOCOOHOCTU 3TUX OPraHOB K TEIIO-
BOW amarnTamuu.

ITocneneiicTBie JIOKAJbHBIX TNPOrPEBOB HAa TEMJIOYCTOWYMBOCTD
KJIEeTOK JIUCTa M KopHA. Kak mokas3bpIBaloT HAOMIOAEHUS, B IIPUPO/I -
HBIX YCJIOBUSIX IMPOIAOJLKMTEIBLHOCTh BO3MEUCTBUSI HEOIArompusT-
HOI TeMrepaTypbl Ha paCTeHUsI, OCOOEHHO B CIyJyae €€ JOKaJIbHOIO
JIEUCTBUSI, MOXET O4YeHb CUJIBbHO BapbupoBath (PamueHko, 1966;
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Kynbrnacos, 1982; Malone, 1993). Ilpekpaiienue ke mporpesa
WIN OXJIAXISHUS M BO3BpaT TeMIIepaTypbl K (DOHOBBIM 3HAYCHUSIM
MOXKET II0-pa3HOMY OTPa3UThCS Ha YPOBHE YCTOMUYMBOCTH KJIETOK
Pa3HBIX OPTaHOB, UYTO OBLUIO, B YACTHOCTH, ITOKA3aHO IIPU U3YICHUN
IMOCJICAECHCTBHS JTOKAIbHBIX IIPOTPEBOB HA TUHAMMKY TEILIOYCTOM-
YUBOCTU KJIETOK JIMCTA U KOPHS IIPOPOCTKOB IMIIIEHUIIBI. DKCITO3H-
UMY JIs1 JTOKaJbHOrO IporpeBa B BTOM cjlydae COCTaB/IsLIM 15 m
30 MuH (BpeMsi, HEOOXOAMMOE JUISI Ha4aJIbHOTO M3MEHEHUST YPOBHS
TEIJIOYCTOMYMBOCTH JIUCTA WM KOPHSI, COOTBETCTBEHHO) WM 3 4
(mepuon AOCTVKEHUSI MAaKCUMaJIbHOM TETUIOYCTOMYMBOCTU JIMCTA).
Cpasy nociie mporpeBa MpopoCTKU TTOMENIAIN B YCJIOBUST TeMrepa-
Typhl 25 °C 1 yepe3 omnpeneaeHHbIe MPOMEXYTKA BPEMEHU Orpee-
JISUTA UX TETIJIOYCTOMYMBOCTD.

OnbITH MOKa3aau, 4TO JoKaabHbIN mporpes (40 °C) Kak KOpHeid,
TaK ¥ M00ETOB IMPOPOCTKOB IMIIICHUIIBI BBI3EIBACT YBEIMUCHUE TEIl-
JIOYCTOMYMBOCTHU KJIETOK JIUCTheB. BesimunHa mpupocra ycToinumBoO-
CTH 3aBHCeJIa OT MPOAOJIKUTETLHOCTY TEMJIOBOTO BO3ACHCTBUS U OT
TOro, Ha KaKo¥ M3 OpraHOB pacTeHUs AeliCTBOBaJa BbICOKAs TeMIle-
patypa (tabma. 3). Tak, 3-yacoBoOil MpOrpeB MOOETOB U KOPHEU TO-
BBILIAJ TETUIOYCTOMYMBOCTh KJIETOK JIMCTHEB B 3HAYMTENIBHO OOJIb-
el crerieHu, yem 15- wim 30-MUHYTHBIM, a JJOKaJIbHBIA MPOrpeB
MOOETOB MPH 3TOM K& SKCHO3UIMHA UHIYLIMPOBAJ POCT YCTONYUBO-
CTU KJIETOK JIMCTHEB CUJIbHEE, YeM JIOKAJIbHBIA MPOrpeB KOpHeM
(cM. Tab. 3).

B nmocneaeiictBuM TmporpeBa AMHAMUKA TEIJIOYCTOMYMBOCTU
JINCTA TaKXe 3aBHCeNIa OT TOrO, KaKoW M3 OpraHoB MOJBEprajics
BO3IEHCTBUIO BEICOKOI TeMIiepaTypbl (AKuMoBa 1 ap., 1998). B ua-
CTHOCTH, TIOCJIE TIPOrpeBa KOPHS TEIJIOYCTOMUYMBOCTD JIMCTHEB OC-
TaBajach B TEUCHUE S5 4 HA YPOBHE, JOCTUTHYTOM BO BpeMsI IIporpe-
Ba (puc. 7, A), Toraa Kak IocJie IporpeBa HaJ3eMHOI YacTh — OHa
pojaoJixaia elle HeKoTopoe BpeMs Bo3pacTtarth (puc. 7, b). Cineno-
BaTeJIbHO, TIPY MpeKpalleHUH MporpeBa KOPHS U3 HEro B HaA3eM-
HYIO 4acTh pacTeHMs, OYEBUIHO, MOCTYNAaeT CUTHAI (U/WIv TIpe-
KpalllaeTcsl IeMCTBHE MePBOro CUTHaJIa O BO3ACHCTBUU CTpEccopa),
OCTaHaBJIMBAIOIINI POCT TEIJIOYCTOMUYMBOCTU KJIETOK JIUCTHEB.
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Tabauya 3

Bymsiane gokansHoro nporpesa (40 °C) KopHeii 1 M00€roB MIIEHAIIBI
¢. MuponoBckas 808 Ha MX TemI0yCTOWYHMBOCTD (10: AKUMOBA 1 1p., 1998)

TIponomxu- JIT,, k1eToK nmcTheB, °C JIT, x1eToK KopHeit, °C
TEJIBHOCTb oo rnocJie oo nocJie
Tporpesa, MUH | riporpesa | Imporpesa AMIT,, Mporpesa | mporpesa AT,
ITporpeB KopHsI
15 51,1+0,1{52,1+0,1{+1,0+0,1|45,8 +0,2({45,5+0,2|]-0,4+0,3
30 51,1+0,1/52,4+0,1|+1,3+0,1{45,8 +£0,2(45,0+£0,2|—0,8 £ 0,3
180 50,4+0,1{54,1+0,1[{+3,7+0,1]45,5+0,2{44,1£0,2|-1,4+0,3
ITporpeB nobera
15 51,4+0,1/52,7+0,1|+1,34+0,1/45,9+0,2|45,6 £0,2|—0,3+0,3
30 51,4+0,1|52,9+0,1|+1,5+0,1|45,9 £0,2|45,6 £ 0,2|—0,3 £ 0,3
180 50,7+0,1{54,9+0,1{+4,2+0,1]45,3+0,2{44,8 £0,2|-0,5+0,3

B oTanaue oT n1mcTa TEIUIOYCTOMYMBOCTD KOPHSI IO BIMSTHU -
€M IporpeBa Kak KOpHeit, Tak 1 To0eroB He TOJIbKO HE MOBHIIIA-
Jlacb, HO JlaXe HEeCKOJIbKO cHuxanach (cM. Tabiu. 3). [lpuuem
MPOLIECC CHUXEHMS TEIIOYCTOMYMBOCTU MPOIOJIKAICI U ITOCTe
nmpekpaieHus rmporpesa (puc. 7, B, I'). BentnunHa cHuXeHus yc-
TOMYMBOCTM 3aBUCEA OT MPOAOLKUTEBHOCTU TIPOTpeBa U OT
TOTO, KaKOl KOHKPETHO opraH (JIUCT WM KOPEHb) IOABEpraiu
BO3JIEMCTBUIO TEILIA.

s BuISIBIEHUST B3aMMOBJIUSIHYSI OPTaHOB PacTEHUS B ITpoliecce
(opMuUpoBaHMS UX TEIIOYCTOMYMBOCTY OBLIA MPOBEAEHBI OIBITHI C
U30JIALMEN HAN3eMHOM M TIOJ3€MHOMN YacTeil MPpOPOCTKOB JIPYT OT
JIpyra cpa3y nocJjie npekpaiieHus nporpesa (AKMMoBa U ap., 1998).
IlonyyeHHbIE pe3yabTaThl MMOKa3ajlM, YTO 3Ta Mpoleaypa He OoTpa-
Xajach Ha ITMHAMUKE TEIIOYCTOMYMBOCTU JIMCTHEB B BapHaHTaX
OIIbITa ¢ MPOrpeBoM KopHel (puc. 7, A, 8, A), 0IHAKO TeIJIOyCTOM-
YUBOCTb OTIAEJICHHBIX KOPHEN CHUXajach B 3TOM cllydyae MeIJICH-
Hee, YeM y KOpHeil MHTAaKTHBIX MPOopocTKoB (puc. 7, B, §, B).

Bmecte ¢ TeM ciieayeT 3aMeTUTb, YTO M3OJISILIMS KOPHEU OT Haa-
3eMHOI YacTU IPOPOCTKOB OKa3blBaja BJMSHUE Ha IMHAMUKY
TETUIOYCTONYMBOCTH JIMCTHEB B MOCJIEACUCTBUY TIpOrpeBa MoOeroB.
Tax, D1OCTOBEPHBII POCT TEIIOYCTOMYMBOCTU OTAEIECHHBIX JTUCTHEB
IocJie IIporpeBa IOOEroB 3aperMCTPUPOBaH TOJIBKO Yepe3 5 U
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(puc. 8, b), Torma Kak y TMCTheB MHTAKTHBIX IIPOPOCTKOB — yXKe
yepe3 1—3 1 (cm. puc. 7, b). Ecau mociae nporpeBa mo6eroB cKo-
POCTb CHUXKEHMS YCTOMUYMBOCTU KJIETOK OTAEJIEHHBIX KOPHE, MO
KpaiiHeli Mepe, B IIEpBhIe 3 4, ObIa MPaKTUICCKU OTMHAKOBOM
mpu Bcex 3kcmosunusax (puc. 8, I'), To y KOpHeil MHTaKTHBIX
MMPOPOCTKOB OHAa 3aBUCENa OT MPOMOJIKUTEIBHOCTA MpOTrpeBa
(cM. puc. 7, ') u 6bu1a G0JIee BBICOKOU MOCye mMporpeBa Haa3eM-
HOI 4acTu B TeueHue 3 4.
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Drenozurs mpu 25 °C, o

Puc. 7. luHaMuKa Tem0yCTOHYMBOCTH KIeTOK JucTheB (A, B) u kopueii (B,
I') mpopocTkoB mmenunpl ¢. Muponosckaa 808 B mocieneiicTBun mporpesa
(40 °C) kopneii (A, B) n mooera (b, I') B Teuenne 15 mun (1), 30 mun (2) mwm
34 (3) (no: Akumosa u ap., 1998)
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Puc. 8 ]IlunaMHuKa TeMIOyCTOMYMBOCTH KJIETOK OTIejeHHOro Jucta (A, B) u
kopusa (B, I') npopocTkoB mmennus! ¢. Muponosckas 808 B mocieneiicTeum
nporpeBa (40 °C) kopnueii (A, B) n modera (b, I') B Teyenne 15 mun (1),
30 mun (2) wm 3 9 (3) (mo: Akumosa u ap., 1998)

HMHTtepecHo, 4TO mocjie 3aBepllieHUs JIOKAIbHOTO MpOorpeBa mo-
Oera TEIIOYCTOMYMBOCTh KJIETOK JIMCTHEB MPU OOBIYHOM TeMrepa-
Type (25 °C) He coxpaHsIach HEM3MEHHOM, a MOCTENeHHO B TeUeHUe
HECKOJIbKHX YacoB (KaK I0cJIe IporpeBa KOpHsI) OBbIIIaIach. MOXHO
MPEATOOXUTh, YTO PA3INYMI B AMHAMUKE M3MEHEHMS TEILI0YCTOM-
YMBOCTU KJIETOK JIMCTA IIOCJIE IPOrpeBa 1noodera, ¢ OMHON CTOPOHbI, U
MocJie MporpeBa KOPHSI, C IPYroil, MOTyT ObITh OOYCIOBIEHBI Pa3iu-
YMSIMU B MEXaHM3MaX TOBBIIICHUSI YCTOMYMBOCTH KJIETOK JIUCTA MpU
WCITOJIb30BaHHBIX BApMAHTaX TEIUIOBOIO BO3AEUCTBUS. B mepBoMm ciry-
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Yyae 3TU MeXaHU3MbI IIPOIOJIKAIOT eIl KaKoe-TO BpeMsl (PYHKIIMOHM-
pOBaTh U MpHA OOBIYHON TeMITepaType, TOraa Kak BO BTOPOM — IIpeKpa-
IIAIOT CBOE ACMCTBHE Cpa3y 10 OKOHYAHUHM ITPOrpeBa.

TermoyCcTOMIYMBOCTD KJIETOK KOPHS, B OTJIWYKE OT TEIIOYCTOM-
YUBOCTU KJIETOK JIMCTA, IPOTPECCUBHO CHIDKACTCS IOCJIE OKOHYA-
HUS JJOKaJIbHOTO MpOorpeBa 1 mobera, U KOpHs, TPUYeM BO BTOPOM
ciydyae 3T0 Tpoucxonwyio Obictpee. [lo-BuammMomMy, HemocpeacT-
BEHHOE JIeICTBME BBICOKOW TeMIlepaTypbl Ha KOPEeHb BBI3bIBAJIO B
HeM OoJjiee TTy0oKue M3MEHEHMs, YeM MO BIUSHWEM CUTHaIA, T0-
CTYIAIOIETO U3 MPOTrPETOTO JIUCTA.

Pe3ynbTaThl 9KCIEPUMEHTOB C OTHAEIeHUEM KOPHS OT Haa3eM-
HOM 4acTW TakXe TMOATBEPXKAal0T, UYTO Kak JINCT, TaK U KOPEHb
BJIUSIOT HAa YPOBEHb TEIJIOYCTOMUYMBOCTHU KJIETOK APYT apyra. Jleii-
CTBUTEJIbHO, TETUIOYCTOMYMBOCTh KJIETOK KOPHSI, OTACJIEHHOTO OT
MPOrpeToil HaNI3eMHOM YacTh, CHUXaeTcs B OOJbIIEH CTENeHU Io
CPaBHEHMUIO C TEIJIOYCTOMUMBOCTbIO KOPHSI MHTAKTHOT'O PACTEHUSI.

TakuM 00pa3oM, MPOBEAEHHBIE WCCIECAOBAHUS TOKa3aau, 4TO
pacTeHue pearupyeT He TOJIBKO Ha JOKaJbHBIN TMporpeB (modera
WJIA KOPHS), HO M Ha €ro MpeKpallleHre Kak elruHas cuctema, B KO-
TOPOI1 JIMCT M KOPEHb OKa3bIBaIOT B3aMMHOE BJIMUSHUE Ha TETJIOYC-
TOMYMBOCTb KJIETOK APYT Apyra.

Binsine namMTesIbHOTO JIOKAJIBHOTO W OOIIEro OXJIAXKIEHHS HA XO-
JIOJIOYCTOIYMBOCTD JIMCThEB U KOPHEil pacTeHMii. YCTaHOBJEHO, YTO
Tak Xe, Kak M B ciydae C BBICOKUMU TeMIlepaTypamu, IeHCTBUE
HU3KOM 3aKaJMBalOIIE TEMIIEpATYphl HA BCE PACTEHUE, JIOKAJTBHO
Ha €ro HaA3eMHYI0 4YacTh WIM KOPHEBYIO CHCTEMY I1O-pa3HOMY
BJIMSIET HA XOJOA0YCTOMYMBOCTD inucTa U KopHs (banaryposa u np.,
2001). HanmpuMep, Bo3neiicTBUE HU3KOM 3aKaJavBaloOIIel TeMrepa-
Typbl 10 °C Ha mober ImpopocTKa orypiia MpUBOAUIO K MOBBIIICHUIO
XOJIOAOYCTOMYMBOCTH JTUCThEB YXKe uepe3 1 4 OT ero Havaja, B Jajib-
HeHllleM YypOBEHb YCTOMYMBOCTH €Ill€ HECKOJbKO YBEIMUMBAICI U
COXpaHSIJICS 10 KOHIIa aKcnepuMmeHTa (puc. 9, A). Ilpu atom oxna-
XIeHUe Iodera MpopocTKa orypiia MpakKTUYEeCKU HE CKa3bIBaJoCh
Ha XOJIOAOYCTOMYMBOCTU KOPHSI, HAXOSIIErocs B 3TO BpeMs IpU
25 °C (puc. 9, B).
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Puc. 9. Bmmsanne oxnaxaenus (10 °C) moberos (A, B) u kopneii (b, I') mpopo-
CTKOB Orypna ¢. AiMa-ATHHCKHI 1 HA THHAMMKY X0JI0J0YCTOWYMBOCTH KJie-
TOK JinctheB (A, B) n kopneii (B, ') (mo: Banaryposa u ap., 2001)

JHeiicTBue HM3KOM TeMIepaTypbl Ha KOPeHb IIPOPOCTKA Orypiia
(puc. 9, I') mpuBOOMIIO K CHIXKEHMIO €r0 XOJOMOYCTOMYMBOCTH B
MEPBbIA Yac OXJIAXIECHUS, HO C YBEJIMYEHUEM MPOAOJLKUTEIbHOCTU
OXJIAXKIEHUST YCTOMUMBOCTD KOPHS MOCTEIIEHHO BO3pacTajia U Jaxe
HECKOJIbKO ITPeBbICUJIA UCXOAHBIA ypOBEeHb. BaxkHO, 4YTO JTOKaIbHOE
oxJIaxXAeHWEe KOPHS OKa3blBajlO 3aMETHOE BJIMSHHE HAa YCTOWYM-
BOCTb JIMCTA, KOTOPBII HE MOABEPrajicsi 3TOMY BO3ACHCTBUIO, a HA-
XOIWJICS TP OOBIYHOI TemIiepaType. Tak, yepe3 30 MUH OT Hava-
Jla OXJaXJAEHUS KOpPHS HaOJI0Aald MOBBIIIEHNAE XOJI0I0YCTONYN-
BOCTH JIMCThEB, KOTOPOE MPOJOJIKAIOCH C YBEIMYEHUEM SKCITO3U -
uuu g0 7 4 (puc. 9, b).

AHaJIOTMYHbIE JaHHbIE TTOJIyYeHbI U B 3KCIIEPUMEHTAX C MILIEHU-
ueii. JlokanbHOe nmeiicTBHe 3akanuBarolleil TemrepaTypsl 2 °C Ha
HaA3eMHYIO YacTb PaCTeHUU MPUBOIUIO K 3aMETHOMY YBEJIMUYEHUIO
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XOJIOAOYCTOMYMBOCTU KJIETOK JUCTheB (puc. 10, A), HO He BIUSIIO
IIPY 3TOM Ha yCTOMYMBOCTH KopHeit (puc. 10, B). JlokanbsHOE oxita-
xkaeHue (2 °C) xopHei mmeHnus (puc. 10, ') mpakTuyecku He cKa-
3BIBAJIOCh HA WX XOJIOAOYCTOMYMBOCTH, HO, KaK M B OIBITaX C OTyp-
1IOM, BBI3BIBAJIO MOBHIIIEHNE XOJI0M0YCTONIMBOCTHU KJIETOK JINCTHEB
(puc. 10, B). B wacTHOCTH, X XOJIOAOYCTOMYMBOCTh YBEIUYMIACH
yXe depe3 30 MUH TI0C/Ie Havajia OXJIaXIeHUS KOPHS U B TaJbHEM-
IIIEM COXPaHsUIaCh Ha JOCTUTHYTOM YPOBHE.
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Okenozunus rpa 2 °C, u

Puc. 10. Bmsaune oxnaxaenus (2 °C) noderos (A, B) u kopneii (b, I') npopo-
CTKOB mimeHuIbl ¢c. MupoHoBckas 808 Ha AMHAMHUKY X0JIOAOYCTOHYMBOCTH
KJIeTOK JiucTheB (A, B) u kopneii (B, I') (mo: banaryposa u ap., 2001)

CnenyeT OTMETUTb, YTO €CIW BIMUSIHME HU3KUX TeMIIEpaTyp Ha
XOJIOAOYCTOMYMBOCTDb HaI3eMHBIX OPTaHOB PAaCTEHMIA TOBOJIBHO XO-
poiro u3ydeHo (Pomeroy et al., 1975; Chen, Li, 1976; Rikin et al.,
1976, 1983; Wilson, 1976; Mycuu, Cusoan, 1982; TutoB u ap.,
1982, 2006; Vagujfalvi et al., 1999; Wanner, Junttila, 1999; Rapacz et
al., 2004; Van Buskirk, Thomashow, 2006), To g7aHHBIE O XOJOIO-
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YCTOMYMBOCTU IIOA3EMHBLIX OPraHOB pacTeHUss (parMeHTapHbI U
IIPOTHBOPEYMBEL. B 4acTHOCTH, IMOKAa3aHO, YTO IIPH XOJIOOOBOM 3a-
KaJIKe IIPOPOCTKOB O3MMOM IIMIEHUIIBI M O3UMOM PXU B YCIOBUSIX
TemIrepatypsl 2 °C MOPO30YyCTOMYMBOCTD JINCTHEB ITOBBINIANACH, a
KOPHEBOM CUCTEMBI — OCTaBaJlaCh HEM3MEHHOI B TeueHue 16 cyr
(Chen et al., 1983). C npyroii CTOPOHBI, U3BECTHHI (PAKTHI ITOBBIIIIE-
HUSI XOJIOHOYCTOMYMBOCTUA KJICTOK KOPHS IIpH ACHCTBUM HU3KUX
MOJIOKUTEJIbHBIX TeMIlepaTyp Ha MPOPOCTKU KYKYpy3bl M OTyplia
(bypb6anosa, 1983) 1 mpopoctku o3uMoii pxu (Kerr, Carter, 1990).
HMmMerorcst Takke cBeaeHMsT 0 Oojiee HU3KOW XOJI0J0YCTOMYMBOCTH
KOpHeit B cpaBHeHUHU ¢ JuctbsiMu (byp6anosa, 1983; Chen et al.,
1983; AnTunuHa, 2010).

WN3yuyeHue 3¢pHeKTOB JIOKAJbHOTO OXJIAXKASCHUSI Ha pacTeHUsI Te-
TUTOTIOOUBOTO (OTypell) U XOJOAOCTOMKOTO (IIIIEHUIIa) BUIOB MO-
Kazajio, 4YTO XOJOA0YCTOMUYMBOCTD X JIUCThEB MOXKET TOBOJILHO ObI-
CTpO BO3pacTaTh Jaxe TOraa, Koraa UX Haa3eMHas 4aCcTb HaXOAUTCS
B YCJIOBUSIX OOBIYHOI TeMIlepaTyphbl, a OXJIaXKISHUIO MOABEPraloTCs
TOJILKO KOpPHM. /laHHBIE APYTHX aBTOPOB TaKXKe CBUIAETEIBCTBYIOT O
BO3MOXHOCTHU OBICTPBIX M3MEHEHWI psijia TPOLIECCOB B JIMCTE TIPU
JeWCTBUMY HU3KOM TeMmIlepaTyphl Ha KopeHb. HanpuMep, B oTBeT Ha
oxJaxaeHne KopHs yxe yepe3 10—15 ¢ 3apermctpupoBaHa OMO-
snekTpudeckag peakiys B nucte (I'yHap, [TannukuH, 1967), a Tak-
K€ MPaKTUYeCKW MITHOBEHHOE YMEHbIIIEHUE CKOPOCTU BOIHOTO TO-
Ka B €ro yepelike, M 4yTh M03Ke — KPaTKOBpEMEHHasl aKTUBALIUSs
dorocunTteza (MotopuHa u ap., 1965). [TomrumMo 3TOroO, X0J0I0BOE
BO3MIEICTBUE HAa KOPEHb BBI3BIBAIO OBICTpOE (B TEUEHUE HECKOJb-
KMX MUHYT) CHUXKEHHE CKOPOCTHU POCTa JIUCTheB Yy (pacou (Sattin et
al., 1990), mmenuusr (Malone, 1993) u kykypy3sl (KymosipoBa u
np., 1999), comepxaHus LIMTOKMHUHOB y mieHulbl (KymosipoBa u
ap., 1999; Becenoa u ap., 2006), a Takke U3MEHEHME psia MoKa3a-
TeJeil BomHOoro obMeHa y mineHuisl (Malone, 1993; ®dapxyTauHOB,
2005) 1 cou (Musser et al., 1983). ITocKOIbKY pOCT YCTOMYMBOCTU
MPSIMO MJIU KOCBEHHO CBSI3aH ¢ U3MEHEHUSIMUA OYEHb MHOTUX (DU3HO-
JIOTO-OMOXMMMYECKHUX MPOLIECCOB, MPOUCXOISAIIMX B KJIETKaX U TKa-
HSIX TaHHOTO OpraHa, TO HaOJoJacMoe HaMU U JAPYTMMU aBTOpaMu
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MOBBILIEHUE XOJOAOYCTOMYMBOCTU JMUCTHEB MPU JOKAJIbHOM
OXJIaXXJIEHUU KOPHS SIBJASIETCSI, OYEBUIHO, CIAEIACTBUEM ITOA00-
HBIX M3MEHeHMM (II0 KpaliHel Mepe, 4acTH M3 HUX). B cBoio
ouepedb, UX BOBHUKHOBEHME CTAHOBUTCSI BO3MOXHBIM 0Jaro-
napsl OMCTAaHLIMOHHOW mepemadye M3 OXJaXgaeMOro opraHa B
MNPOCTPAHCTBEHHO YIaJ€HHBII HeoxJaXaaeMblii OpraH cUrHajaa
06 oxnaxaenun (Petusun, Onputos, 1993; Malone, 1993; Io-
JeBoit u ap., 1997).

1.2. Biugnue KpaTKOCPOYHOTO JIOKAJILHOTO M 00IEro mporpesa
U OXJIAK/ICHUS PACTEHUIA HA IMHAMUKY YCTONYMBOCTH JIUCTHEB U KOPHEH

HccrenoBaHusmMuy psia aBTOPOB YCTAaHOBJIEHO, YTO MOBBIIIEHNE
YCTOMYMBOCTU PACTEHMI MOTYT BBI3BIBATH HE TOJIBKO JUIUTEIIbHBIC
(4achl, CyTKM), HO U KPaTKOCPOUYHbIE (CEKYyHIbl, MUHYTbI) BO31E-
CTBUSI HeGnaronpugaTHbIX TemmepaTyp (Jlomarmn, 1961, 1985;
Yarwood, 1961a, b; 3aBanckas, 1963; Anekcanapos, 1985; KoH-
crantuHoBa, I'opbanb, 1985; TuroB u ap., 1987; Turos, 1989a;
Tomuuena, 1994). OgHako BO BTOPOM cllydyae TeMIlepaTypHOE BO3-
JEWCTBUE TOJIKHO OBITH OOJIBIIIMM MO WHTEHCUBHOCTHU. YUMUTHIBAS
9T0, HAMM BKCIIEPUMEHTAIbHO BBISIBJIEHBI JUAMMa30HbI TEMIIEPATYP,
KpPaTKOCPOYHOE AEMCTBHE KOTOPBIX MHAYLIMPYET YBEJIUYEHUE Tell-
JoyctoitunBocTu. Kak okazaioch, KpatkocpoyHoe (30 ¢) nelicTBue
temriepatyp ot 41 go 47 °C Ha nmpopocTku TomaTa (puc. 11, A) nwim
temriepatyp oT 44 no 53 °C Ha mpopocTKu stuMeHs (puc. 11, b) npu-
BOAUT K ITOBBIIIEHUIO X TETIOYCTOMYMBOCTU. Y pPacTeHUI orypla
3G GEeKTUBHBIMUA JISI JTOCTHMKEHUST 3aKaiuBawollero sgdexkra B
clyyae KpaTKOCPOYHOIO MPOTpeBa SBJSIOTCS TeMmepaTyphl oT 42
1o 50 °C (puc. 12, A), ay cou — ot 44 1o 50 °C (puc. 12, b). Ilpo-
TMOJDKUTEIbHOE XK€ NeicTBUEe (J4achl, CYTKM) YKa3aHHBIX TeMIlepa-
TYpP BBI3bIBA€T IMOBPEXIECHHE M TUOENb IEPEeUYMCICHHBIX BUIOB
pacrenuii (Turos u ap., 2006).

KpaTkocpouHoe JoKajibHOE W 0OIlee JeiCTBHE BBICOKHX TeMIle-
patyp. OmHa M3 cepuil HalllMX SKCIEPUMEHTOB Oblla IMOCBSIIE-
Ha CPaBHUTEJbHOMY M3YYEHUIO M3MEHEHUI TEeIUIOyCTOMYMBOCTU
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Puc. 11. Bmanme kpatkocpounoro (30 c) Puc. 12. BausinHne KpaTKOCPOYHOTO
JleiicTBUS BBICOKHX Temmepatyp Ha Te- (30 c) AeliCTBHS BBICOKMX TeMiepa-
IUIOYCTOWYMBOCTh KJIETOK JIMCTbEB TYP HA TEIJIOYCTONYMBOCTD JIMCThEB
NPOPOCTKOB TOMaTa ¢. MoCKOBCKHMii pactenmii orypua c. 3o3yas (A) u
ocennuii 3405 (A) n sumens c¢. Otpa cou c. Bunana (b) (mo: Ha3zapkuna,
(B) (no: Tutos, 19896) 2005a)

JMCTa pu KpatkocpouHoM (30 ¢) aeiicTBUM U B OCJIEACCTBUM BbICO-
Kux Temrepatryp (45, 47 u 48 °C — gis1 Tomara, TILIeHULbI U TYMEHS,
COOTBETCTBEHHO) Ha BCE PacTeHUE, a TAKXKe JIOKAJIbHO Ha KOPEHb WM
nooer (AkumMoBa u Ap., 1991). Y n3ydyeHHBIX BUIOB pacCTEHMII KpaTKO-
CPOYHBII TIPOrPEB BCETO MPOPOCTKA BHI3BIBAJ B MOCACACICTBUM (TIpU
25 °C) yBenuyeHue TeII0yCTOMUMBOCTHY JTUCTheB (puc. 13, A—B). I1pu
5TOM Yy TOMAaTa JOCTOBEpHBII ee MpUPOCT Habmomaau yxe depe3 10
MUH TI0CJIe 3aBepIICHUS IPOrpeBa, TOraa Kak y MieHUIb — 4epe3 30
MUH, a y TdMeHs1 — depe3 1 4. JIocTikeHrne MaKCUMaIbHOM YCTOMYM-
BOCTH IIPOUCXOJMIIO Y TOMATA CITyCTS 1 4, y MIIEHULIBI — Yepe3 2 4, a y
STYMEHST — TIpMMepHO 3a 4 4. Ha JoCTUTHYTOM ypOBHE YCTOMUMBOCTh
JIMCThEB COXPAHSIaCh B TEYCHUE CYTOK.

IIpu KpaTKOCPOYHOM BO3HCHCTBUM BBICOKOM TeMIIEpaTyphl JIO-
KaJIbHO Ha KOPHHU IIPOPOCTKOB TEIIOYCTOMYMBOCTD JIMCThEB TaKXKe
Bo3pacrana (cM. puc. 13, A—B), HO ee mMHaMUKa (B TeUEHUE CYTOK)
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HECKOJIbKO OTJIMYaNach OT OIMCAaHHOM BhIINIEe. B wacTHOCTH, IIpm
IIPOrpeBe KOPHEM MTOCTOBEPHBIM IIPUPOCT YCTOMYMBOCTU JIMCTHEB
IIPOMCXOAMJI TI03Xe, YeM IIpU IIporpeBe Bcero pacreHust. Harmpm-
Mep, B JIMCTBSIX TOMATa IIOSIBIICHUE JOCTOBEPHOTO 3aKAIMBAIOIIETO
adpdexra mocne 30-ceKyHOIHOTO IIporpeBa KOpHei HaOIromaimn
cycts 1 94, B TO BpeMs KaK IOCJIe TaKOTO XK€ TeIJIOBOIO BO3IEICT-
BHS Ha BeCh ITPOpOCcTOK — depe3 10 muH. CylIecTBEHHO, YTO Y BCeX
U3YYEHHBIX 00BEKTOB IIPUPOCT TEILJIOYCTOMUYMBOCTU TIOCTIE KPaTKO-
CPOYHOTO JIOKAJILHOTO IIPOrpeBa KOpHEH OBLI IMOYTH BIBOE MCEHbB-
111e, 4YeM IocJjie Mporpesa BCero NpopocTKa.
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Puc. 13. Bnusinue kpatkocpoynoro (30 c) mporpeBa mpopoctkoB (1) mam ux
KopHeii (2) HA IWMHAMHKY TeILUIOYCTOMYMBOCTH KJIETOK JIMCTbEB TOMATa
¢. Mockosckuii ocennnii 3405 (A), mmennnsi ¢c. Muponosckas 808 (b), su-
mens ¢. Orpa (3) (mo: Akumona u ap., 1991):

Temmeparypa nporpesa: 45 °C (Tomart), 47 °C (mmuenuua), 48 °C (ST9MeHb)

CrnenoBaTeIbHO, JIOKAIBHBIM KPAaTKOCPOUYHBIN IIPOTPEB KOPHS
pacTeHWi1 ToMara, MIIeHUIIB U SYMEHS BBI3BIBAET ITOBLITIICHNE TETT-
JIOYCTOMYMBOCTH JINCTHEB, HE IMOABEPTaBIIMXCS TAKOMY BO3ICHCT-
Buto. Kak nmpaBuito, 3ToT 3¢ eKT IposIBIsIeTCS HECKOIBKO IT03Xe, a
MIPUPOCT YCTOMIMBOCTH OKA3bIBACTCS MEHBIINM II0 BeIMIMHE, YeM
IIPU HEIOCPEICTBEHHOM BO3ICHCTBUM BBICOKOI ITOBpEXKIAIOLICH
TeMIIepaTypbl Ha JIUCThSI PAaCTCHUIA.

B cayyae kparkocpouroro (30 ¢) mporpeBa pacTeHHUIT ABYX COPTOB
con (puc. 14, A, b) Takke 3aMKCUPOBaH POCT YCTOMIMBOCTH KJIETOK
JIMCTa, HAOMOTaeMbIii B TOCAeNeiicTBUM TIpu TeMriepaType 25 °C
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(Hazapkuna, 2005a). IIpryem noBEIIIIeHNE YCTOMIMBOCTH Y 000X COp-
TOB COM TIPOMCXOIIIIO KAaK II0CjIe OOIIETo, TaK M MOCIe JIOKAILHOTO (Ha
mo0er Win KOpeHb) BO3MEHCTBYSI BEICOKOM TeMIIepaTyphl Ha PacTeHUSI.
MakcuMabHBI HPUPOCT YCTOMIMBOCTH OBUI OTMEUEH IIPU IIPOTPeBe
BCETO PAaCTeHMSI, a MUHIMAJIbHBIA — ITPY JIOKAJTHHOM IIPOTIPEBE KOPHSI.
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Puc. 14. lnnaMuKa TeII0yCTOHYMBOCTH KJIETOK JIICTheB cou c. nana (A) u
Bunana (b) B nocieaeiictsun KpaTkocpounoro nporpesa (46 °C, 30 c) Bcero
pacrenns (1), modera (2) unm kopueii (3) (mo: Hazapkuna, 2005a)

AHaJIOTMYHbIE Pe3yJbTaThl MOJYYEHBl Ha PACTEHUSX MIIEHULbI
(puc. 15, A). OmgHako HEOOXOIUMO OTMETHUTD, YTO IIPU KPAaTKOCPOUI-
HOM Bo3aecTBUM TemIteparypsl 47 °C Ha BeCh IIPOPOCTOK ITIIICHM -
Lbl, ero moder Wiu KOpeHb, 3HAYMTEJbHbIX U3MEHEHMUIA TEIIoyC-
TOMYMBOCTH KJICTOK KOPHSI He IIporcxoauio (puc. 15, b).

TaxuM 00pa3oM, He TOJIBKO 0O0Ilee, HO U JIOKAJBHOE (TOJIBKO Ha
mo0er WJIN TOJBKO Ha KOPEeHb) KPaTKOCPOUYHOE BO3IEHICTBIE BHICO-
KMX TeMIIepaTyp UHAYLUPYET POCT TEILUIOYCTOMYMBOCTU KJIETOK M-
cTbeB. Ho Mo cpaBHEHMIO C OOIIMM MPOTPEBOM MPOPOCTKOB JIO-
KaJIbHbI€ MPOTPeBbI MoOeTa WM KOPHS BCeraa BbI3bIBAIM MEHbIIIEe
MO BEJWYMHE MOBBILICHUE YCTOMYMBOCTU JIUCTheB. AHAIU3 AWHA-
MUKM TEIJI0YCTOMYMBOCTU Y Pa3HbIX BUAOB pacTEHUI MMOKa3ai, YTo
MNPUPOCT TEILUIOYCTOMYMBOCTU JIMCTHEB B MOCIEAECUCTBUU KPaTKO-
CPOYHBIX MPOTPEeBOB MobOera ObLI BhILLIE, YEM MOCIE IPOrPEBOB KOPHSI.
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Puc. 15. lnnaMuKa TenjI0yCTOMYMBOCTH KJIETOK JINCThEB M KOPHEM MIIEHUIIbI
¢. Muponosckas 808 B nocieneiictBun Kpatkocpounoro nporpesa (47 °C, 30 ¢)
Bcero npopoctka (1), modera (2) uau kopueii (3) (mo: Oruer.., 2004)

Eciu npu nporpese nmodera yBeJlndeHUe YCTOMYMBOCTU COCTAB-
Js110 0K0J10 75—80 % OT mpupocTa YCTOMYMBOCTHU IIPU BO3AEHCT-
BUM BBICOKOI TeMIlepaTyphl Ha Bce pacTeHUE, TO TIPH JIOKATbHOM
nporpese KopHs — npumepHo 50—60 % (ta6n. 4). M nuisb y pac-
TeHUI oryplia pa3HMlla MeXIy BeJIMUYMHAMU MPUPOCTa TEILIOYC-
TOMYMBOCTU MPU OOIIEM U JIOKATbHOM BO3ICUCTBUU BBICOKOM
MOBpEXIamIIeil TeMIepaTypbl Oblla HE CTOJb 3HAYWUTEIbLHOM
(cMm. Tab6a. 4, puc. 16). Kpome Toro, mpu JjoKajabHbIX KpaTKO-
CPOYHBIX BO3ACUCTBUSX BBICOKMX TeMIlepaTyp, B OTJIMYHE OT
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IJINTEIIbHBIX IIPOIPEBOB, He OBLIO 3a(pMKCHUPOBAHO CYIIECTBEH-
HBIX pa3inyuii B TMHAMHUKE TEIJI0YCTOMYNBOCTH Y 3aCYXOYCTOM-
YMBOTO U BJIAroJI0OMBOTO COPTOB com (Tabia. 5). BepositHo, 310
CBSI3aHO C OIPEACICHHBIMU PA3IMUMIMU B 3aIIUTHO-IIPHUCIIOCO-
OUTEIbHBIX MEXaHM3MaX, KOTOPhIe BKIIIOUAIOTCSI U (DYHKIIMOHU-
PYIOT IIPY AJAUTEIbHBIX U KPAaTKOCPOUHBIX TeMMOEPaTypHbIX BO3-
neiictBusax (Tutos u ap., 1987, 2006).

Tabauya 4
TemnoycToitunBoCTb JUCTHEB NMOCJIE KpaTkocpounoro (30 c)
0011ero u JIOKAJILHOTO TIPOTPeBa PACTEHUI
(mo: Akumosa u ap., 1991; Hazapkuna, 2005a)

Temme- IIpupoct TennoycroifuuBocty, % oT
Bux, copr patypa BapUaHTa «IIPOTPEB BCETO PACTEHUS
’ °C ’ TPOTpeB BCETo | MPOTPeB | MPOrpeB
pacteHust nobera KOpHSI
Orype1, c. 303y 44 100 100 91
IMmenuna, 47 100 75 54
¢. Muponosckas 808
Cos, ¢. Bumana 46 100 77 62
Cos, c. Ilnana 46 100 79 50
Tomar, c¢. MOCKOBCKUIt 45 100 - 46
ocerHuii 3405
SAamens, ¢. OTpa 48 100 — 54
st
g% ——
1 t
2 % s Puc. 16. Innamuka Temioyc-
% g TOWYHUBOCTH KJIETOK JIUCTHEB
E ‘é orypua c. 303yJ14 B Hocjaeneii-
CTBUH KPATKOCPOYHOIO IMpo-
55 | rpesa (44 °C, 30 c¢) Bcero mpo-
v 0 poctka (1), ero mobGera (2)
0 2 4 6 8 wm xopneit (3) (mo: Hazap-
Akcnosumuanpu 25 °C, 0 KuHa, 20052)
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Tabauya 5

IToka3aTtenu ropMupoBaHKS TEMIOYCTONYNBOCTH KJIETOK JIUCTA PACTEHUI
COM NPH O0IIEM U JIOKAJILHOM KpaTKocpouHoM (30 c¢) mporpese pacTeHuit
(46 °C) (mo: Hazapkuna, 20050)

BapuaHt Copr
JwviaHa | Bunana
Hcxonnslii yposeHb Teruoyctoitunsoctu (JIT,), °C
| 53,0 | 52,5
Jlar-nepuon
IIporpeB Bcero pacteHus: >1y 21y
IIporpes nmoGera >1y >1y
IIporpeB KopHsI >2y4 22y
IIpupoct TernoycToiiunBoCcTH K ucxogHoMy ypoBHIo (AJIT, ), °C
IIporpeB Bcero pacteHust 1,4 1,3
IIporpeB nobera 1,1 1,0
IIporpeB KopHst 0,7 0,8
TemnoycTounBOCTh B % OT BapMaHTa «IIPOTPEB BCETO PACTECHUSI»
IIporpeB Bcero pacteHust 100 100
IIporpes mo6era 79 77
TTporpeB KOpHs 50 62
Bpems, Heobxogmmoe 111 AOCTHKEHUST MAKCUMAaJIBHOTO YPOBHS
TEIJIOYCTOMUMBOCTH
IIporpeB Bcero pacteHus1 3q 54
IIporpes mobera 3q 3q
ITporpeB KOpHSI 3q 3q
CKOpOCTBh MTOBHIIIEHUS TEIIOYCTOMUMBOCTH, “C/9
IIporpeB Bcero pacTeHUst 0,3 0,4
IIporpes mo6era 0,4 0,3
IIporpeB KOpHS 0,20 0,3

CaM (hakT IOBBIIICHUS TEIUIOYCTOMYMBOCTU KJIETOK JIMCTa, HE
IMOJIBEPTaBIIMXCSI HEITOCPEACTBEHHOMY KPaTKOCPOYHOMY BO3IEICT-
BHUIO BBICOKOI ITOBPEXIAIOIIEH TeMIIepaTyphbl, OMHO3HAYHO CBUIC-
TeJIbCTBYET O BOBHMKHOBEHUH U Tlepeadye CUrHaua o ACMCTBUU 3TO-
ro cTpeccopa MeXay OTACAbHBIMU YacTSIMU M OpraHaMHu pacTeHUS
(HampumMep, Mexay KopHeM u Imoberom). Bmecte ¢ tem, oOHapy-
KEHHOE YBEJIMYECHWE TEIUIOYCTOMYMBOCTU HE TOJBKO IPOTrPETOro,
HO M HEMPOrPETOTO JUCThEB ABYXHEAEIbHbBIX TPOPOCTKOB MIIEHU-
bl TIpM KPaTKOCPOYHEIX JIOKAJBHBIX IporpeBax (puc. 17, A, b)
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TaKXe yKa3bIBaeT Ha BO3MOXHOCTh KaK 0a3MIeTaJbHOM, TaK U aK-
pOIETAIbHOM Ilepeaayd 10 PacTeHUI0 MH(MOPMALMK O BBEICOKO-
TeMIIepaTypHOM Bo3aeiicTBuu. Hampumep, KpaTKOCPOYHLIA IIPO-
IPEB MEPBOTO JMCTa IPOPOCTKA IIICHUIIBI BHI3BIBAI 3HAYUTECIIb-
HOE ITOBBIIIICHNE TEINIOYCTOMYMBOCTU U IISPBOTO, M BTOPOTO JIMCTA
(cMm. puc. 17, A). B cBoio ouepenp, IIporpeB BTOPOIO JIMCTA IIIe-
HUIBI IIPUBOIMI K IIOBBIIIEHUIO TEIUIOYCTOMYMBOCTH IIEPBOTO
mmcta (cM. puc. 17, b). Tem He MeHee, B 000UX Cy4yasix BeJIUUYMHA
MPUPOCTA TEMJIOYCTOMUYMBOCTH Y TIPOTPETOTO JIMCTA OblJIa 3aMETHO
BBILIIE, YEM Y HEMporpeToro (Tabi. 6).

A b

Y CTOMYMBOCTE K 5-MHH
porpesy (JITs0),°C
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Puc. 17. IluHaMHKa TeIJIOYCTOWYMBOCTH KjeTOK mepsoro (1) u Broporo (2)
JIMCThEB MPOPOCTKOB mimeHuIpI . Muponosckas 808 B mocieneiicTBuu Kpar-
KocpouHoro nporpesa (47 °C, 30 ¢) nepsoro jucrta (A) uiu Broporo Jucta (b)
(mo: Hazapkuna, 2005a)

Tabauua 6
N3MeHeHne TEMI0YCTOWYMBOCTH JJHCThEB B MOCIeIeliCTBIA KPATKOCPOYHOTO
nporpesa (47 °C, 30 c¢) 1ByxHeeIbHBIX PACTEHHUIH MINIEHHIIBI
¢. Muponosckas 808 (mo: Hazapkuna, 20052)

TIpupoct ycroitunBocTH (% OT BapraHTa «IIPOTPEB BCETO
Jluct pacTeHMs») MpU MPOrpese
BCErO pacTeHMsI TePBOTO JINCTA BTOPOTO JINCTA
I1epBoIit 100 72 50
Bropoit 100 81 56
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Bo3MOXHOCTB X aKCHaJIbHON IIepeaadynd TeMIIepaTypHOIO CHUT-
Hajla TI0 PacTeHMIO IIOATBEPXKIAaeT TOT (aKT, YTO IIPOrPeB OMHOIO
13 CeMSIIOIbHBIX JIUCTheB ToMaTa (puc. 18, A) u orypua (puc. 18, b)
WHIYIUPYET YBEIMYCHUE YCTOMYMBOCTH KJIETOK OAPYTOro CeMsI-
IOJBHOTO JIMcTa. HampuMep, B ombITax ¢ KpaTKOCPOUYHEBIM ITPOIpe-
BOM OTHOTO M3 IIapbl CEMSIOJIbHBIX JIMCThEB TOMATOB OTMEYCHO
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Orenosmmus mpu 25 °C, 1
Puc. 18. lunaMHKa TEIJIOYCTOWYMBOCTH KJIETOK CEMSIOJbHBIX JUCTHEB MPO-
pocTKoB TOMaTta ¢. MockoBckuii ocennuii 3405 (A) u orypua c. 3o3yas (B) B

nocjeneiicTBuu KpaTkocpouroro (30 ¢) JIOKaJIbHOro MporpeBa OJHOIO U3 ce-
MSIOJIbHBIX JUCTheB (1M0: AKuMoBa u aAp., 1991; Hazapkuna, 2005a):

1 — nucT, He ToABEepraBLIMIACS TPOrpeBy, 2 — JIMUCT, MporpeThiil npu 45 °C (Tomar),
44 °C (orypel)

33



MMOBBIIIEHUE TEIJIOYCTOMYMBOCTU KJIETOK HE TOJBKO y IPOrPETO-
ro, HO M y HemporpeToro jucra (cMm. puc. 17, A). OmHako IIpu He-
IMOCPEACTBEHHOM BO3IEHCTBMM BBICOKOM TeMIIepaTyphl Ha CeMsI-
IOJIBHBIN JIMCT 3aKaauBamomInid 3¢ GeKT MPOSBISUICS paHbIIe (de-
pe3 30 MUH I10 CpaBHEHUIO C 1 9 y HEIIPOTPeTOTO JIMCTA) 1 10 CBOEHt
BEJIMYMHE OH IPEBBIILIAN MIPUPOCT TEIJIOYCTOMUYMBOCTH, HaOM0Oae-
MbIii B KJI€TKaX HEMPOTpeThIX cemsimojieil. Ilpu KpaTKocpouHOM
JIEUCTBUM BBICOKOM IMOBPEXMAIOLIEH TeMIIEpaTyphl HA OOWH U3 Ce-
MSIIOJbHBIX JIUCTbEB MPOPOCTKOB Oryplia TEIIOYCTOMUYMBOCTD KakK
MPOrpeToro, Tak WU HEMPOrpeToro JUCTheB MOBbIIIAIACh OJHOBpE-
MeHHO (cM. puc. 17, b). O6HapyXeHHOe TMOBBILICHUE TEILJIOYCTOM-
YUBOCTHU KJIETOK HEIMPOTPETHIX JIMCTHEB IMPU JOKAJTbHOM NEHCTBUU
BBICOKOM TeMIlepaTypbl Ha OAWH W3 Mapbl CEMSIOOJIbHBIX JIUCTHhEB
WIN KOPHEBYIO CUCTEMY YKa3bIBaeT Ha CylLIeCTBOBAaHME CUTHaja Te-
IUIOBOM 3aKajIkKu, MOCTYNAIOLIEro U3 NporpeThiX JUCThEB B OCTab-
HbI€ YaCTU pACTEHUS U BbI3BIBAIOILIETO B HUX OIpeae/eHHbIE anar-
TUBHbIE U3MEHEHMSI, KOTOPbIE 1 00ECIEeYMBAIOT YBEIUUYEHUE UX Te-
TJI0YCTOMYHUBOCTH.

TakuMm o06pa3zoM, He TOJBKO MPOAOKUTEIbHOE O0lllee U JIO-
KaJIbHO€ BO3[EHCTBUE BHICOKMX 3aKaJIMBAIOIIMX TEMIIEPaTyp, HO U
KpPaTKOCPOYHOE BO3[EHCTBUE BHICOKMX MOBPEXKIAIOIIMX TeMITepa-
TYp BBI3bIBAE€T ITOBBIIIEHHUE TEIJIOYCTOMUYMBOCTU KJIETOK JMCTHEB
pacTeHUM.

KpaTtkocpounoe J10KajbHOE U 00IIee AeiiCTBHE HHU3KHX TeMIie-
patyp. OCOOEHHOCTU NMHAMUKU U aMIUIMTyda U3MEHEHUS X0JI0-
JIOYCTOMUMBOCTH JIMCTA MPU KPAaTKOCPOYHOM OXJaxKIESHUU pac-
TEHUIA 3aBUCEM OT AEWMCTBYIOLIEH TeMIlepaTypbl M OT TOro, Ha
KaKol opraH pacTeHHUs OHa Bo3aelicTBoBana. B wacTHocTH, 1mo-
BBILLIEHUE XOJO0J0YCTOMYMBOCTU PACTEHUI MILIEHUIIBI OTMEYEHO
nocye KpatrkocpouHoro (0 °C) geiicTBUS TeMIlepaTyp U3 JOBOJIb-
HO y3koro auama3oHa — oT 0 go 3 °C (puc. 19). IIpu s3ToM Max-
CUMaJIbHbIM 3aKaJuBalOIIUKi 3¢ (EKT BbI3bIBAJ0 KPAaTKOCPOUHOE
nericteue Temieparypsl 0 °C, a geiictBue TeMiiepatyp Baie 3 °C
He MPUBOIUIO K IOBBIIIEHUIO YCTOMYMBOCTH.
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Puc. 19. Bnusnue kpaTtkocpouroro (30 c) geiicTBUS HM3KMX TeMIepaTyp Ha
X0JIOJOYCTOMYMBOCTh KJIETOK JICTHEB NMPOPOCTKOB IIIEHUNbI ¢. MHPOHOB-
ckas 808 (mo: Hazapkuna, 20050)

Oxnmaxnenue (0 °C) B Teuenne 30 ¢ Bcero ImpopocTka U mobdera
MIIEHULbI MHAYLXPOBAIO MHOBBIIIEHUE XOJIOAOYCTOMYUBOCTH JIM-
CTheB 4Yepe3 1 4 mociie ero OKOH4YaHMSI, TOrIa KaK OXJIaXIeHUE KOp-
HEBOM CHCTEMBI IIPUBOIUIIO K POCTY XOJIOAOYCTOMYMBOCTU JINCTHEB
ToJIbKO 4epe3 3 9 (puc. 20). [IocTOSHHOrO YPOBHS XOJI0IOYCTONIN-
BOCTb JIMCTBEB JOCTUTAJA TIOCJIe OXJIKISHUST BCETO PACTEHUST WU
TOJILKO mobera yepe3 1 4, a mocsie oxjakaeHus KOpHel — CIycTs
3 4. [Ipu 3TOM IPUPOCT XOJIOMOYCTOMNIMBOCTH JIMCTA IIPU JIOKAIb-
HOM OXJIZXIECHNN KOPHSI OB BCEra HIDKE, YeM IIPU HU3KOTEMIIC-
paTypHOM BO3IEHCTBMM Ha BCe pacTeHUe. AHAIMU3 JAaHHBIX, ITOJY-
YEHHBIX B OIBITaX ¢ OOIIMM U JIOKAIbHBIM OXJIAXKICHNUEM PacTCHHUS,
ITO3BOJIMII CACIATh BEIBO, YTO B IIOBBIIIICHUN YCTOMYMBOCTH KIICTOK
JINCTHEB IIPU JIOKAJILHOM BO3IEeICTBMU HU3KOM TeMIIepaTyphbl OIIpe-
JIeJICHHYIO POJIb UTpaeT KOpHeBasl CMCTeMa, MOCKOIbKY OXJIaXIeHue
BCEro pacTeHUs1 MHAYLMUPYET OoJjiee ObICTPOE MOBBIIIEHUE XOJI010-
YCTOMUYMBOCTH, YeM OXJIaXkJIeHUEe TOJbKO Tobera, a JIOKaabHOe OX-
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JIaXIeHWe KOPHS IPUBOAUT K JOBOJIBHO 3HAYUTEIILHOMY IIPUPOC-
Ty XOJOOOYCTOMYMBOCTHU JIMCThEB, KOTOPOE TOCTUTAET IPUMEPHO
60 % oT BapHaHTa «OXJIaXIEHHNE BCEIO PACTCHUS».
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Puc. 20. InnaMuKa X0J10A0yCTOHYMBOCTH KJIETOK JIUCTbEB MIIEHUIbI C. Mu-
poHosckas 808 B nmocieneiictBun Kpatkocpounoro oxjaxaenus (0 °C, 30 c)
Bcero npopoctka (1), modera (2) uim Kopaeii (3) (mo: Hazapkuna, 2005a)

Wsydenne nWHAMUKY N3MEHEHUS XOJIOJOYCTOMUYNBOCTH KIIETOK
TIEPBOTO M BTOPOTO JINCTA IBYXHEIAEITBHBIX IIPOPOCTKOB ITIIIEHUIIHI
MIPpY KPaTKOCPOYHOM JIOKATEHOM BO3AEUCTBUN HU3KNX TEMIIepaTyp
Ha pacTeHus (T. €. TOJIbKO Ha MEPBHIN MM TOJIbBKO Ha BTOPOIL JIMCT)
I10KAa3aJio, 9TO TaK e KaK M IIPH JIOKAIBHBIX KPaTKOCPOYHBIX IIPO-
rpeBax pacTeHWI, CUTHAJ O BO3OCHCTBUM XOJOIa IlepedacTcs He
TOJIBKO M3 KOPHS B JINCT, HO U OT OZHOTO JIMCTA K apyromy. Ilpu
3TOM AMHAMMKA XOJOMZOYCTONYMBOCTHU KJIETOK IIEPBOTO M BTOPOTO
JINCTA TIIeHUIIEI 3aBHCeIa OT TOT0, KaKOi M3 HUX MOABEPIalll OX-
naxnaeHuto (cM. puc. 21). Hanpumep, npyu KpaTKOCPOYHOM ACHCT-
BUU HU3KOI TeMIlepaTyphl Ha MEPBBIA JINCT €r0 YCTONIMBOCTD YBE-
JIMIMBAIach CITyCT 1 4, Torma KakK XOJIOHOYCTOMYMBOCTH BTOPOTO
JIMCTa Bo3pacTaja yepe3 5 u (cm. puc. 21). Eciu Bo3aeiicTBUe oKa-
3bIBAJIA HA BTOPOM JIMCT, TO XOJIOJOYCTOMUYMBOCTh KaK IIEPBOTO, TaK
1 BTOPOTO JIMCTa yBeJIWUMBanach depe3 1 4. BenuumHa mpupocra
XOJIOJOYCTOMUYMBOCTA TakKXKe 3aBHCEJa OT TOro, Ha KaKOW JIUCT
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BO3IEiCTBOBaIa TeMIlepaTypa. Tak, B ciiydae OXJIaXIeHUS TOJIBKO
IIEPBOTO JIMCTA €T0 YCTOMYMBOCTh BO3pacTaia Ha OOJIBIITYIO BEJIH-
YUHY, 9YeM YCTOMYMBOCTb BTOPOrO JHCTa (HE ITOIBEPraBIIETOCS
neiicTBuIo Xojona) (Tadi. 7). OxmaxmaeHne BTOPOTO JUCTa IIICHH -
IIbI OKA3aJI0 MPAaKTUYECKH OAMHAKOBOE BO3ACUMCTBHE Ha XOJOHO-
YCTOMYMBOCTD U IIEPBOTO, M BTOPOTO JIMCThEB (CM. Ta01. 7).
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Puc. 21. lunamMuKa X0JI00yCTONYMBOCTH KJIeTOK nepsoro (1) u Broporo (2)
JIACTA MPOPOCTKOB mieHunbl ¢. Muponosckas 808 B mocieaeiicTBUM KPATKO-
cpounoro oxiaxaenns (0 °C, 30 c) nmepsoro (A) umm Broporo (B) micra (mo:
Ha3zapkuna, 20050)

Tabauya 7
H3MeHeHHe X0JI00yCTONYMBOCTH JUCTHEB B MOCIEAEHCTBHN KPATKOCPOYHOTO
oxiaaxnenns (0 °C, 30 ¢) nByxHeaeJbHBIX PACTEHHIH MIIIEHUIIBI C.
Muponosckas 808 (mo: Hazapkuna, 2005a)

IIpupoct ycroituuBocTr (% OT BapraHTa
Jluct «OXJIaXICHME BCETO PaCTeHMsI») TIPH OXJIaXKICHUU
pacTeHUsT BCETro pacTeHUSI TePBOTO JINCTA BTOPOTO JIUCTa
I1epBoiit 100 100 100
Bropoii 100 50 110

Takum 06pa30M, ITIOJIYYCHHBIC JaHHDbIC 00 M3MEHEeHUSIX XOJI0J0-
n TCH)IOYCTOfI‘II/IBOCTI/I KJICTOK II€PBOTO M BTOPOIO JIMCTA IIPpU JIO-
KaJIbHOM JICMCTBMM HU3KMX YU BBICOKUX TEMIICPATYP YKa3bIBAlOT Ha
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oOpa3zoBaHue U IIepemady MeXAy OpraHaMHM M YacTSIMM PacTeHUS
TeMIIepaTypHOIO CHTHAajka, MHAYLUMPYIOIIETO 3aKaJluBaloIIui 3¢-
(eKT B 4acTAX pacTeHMSsI, KOTOPEIE HE IMOABEePraalcCh OXJIAXKICHUIO
WIM TIPOTPeBY. BaxkHOo, YTO 3TOT CHUTHAJ MOXET IIepeaaBaThbCs IO
PacTeHMIO B Pa3IMYHBIX HAIIPABICHUSIX: aKpOIETalIbHO, OasuIie-
TaJIbHO ¥ aKCUAJIBHO.

IlocneaeiicTBre KPATKOCPOYHOTO JIOKAJIBHOTO U 00IIEro Mporpesa
H oxymaxjaennsa. VccienoBanue NTMHAMUKM YCTOMYMBOCTU pacTe-
HUI1 IMOCJIe KpaTKOCPOYHBIX (30-CeKyHIHBIX) BO3AEHCTBUI HebIa-
TOIIPUATHON TeMIIepaTyphl ITO3BOJIMJIO YCTAHOBUTH, UTO CHIXKE-
HIE YCTOMYMBOCTH KJIETOK JIMCTA IO MCXOAHOIO YPOBHS IIPOUCXO-
INT B TeYEHME HECKOJIbKMX CyTOK. Tak, mocjie KpaTKOCPOYHOTO
nporpena (44 °C, 30 ¢) Bcero pacTeHUsI UM TOJIbKO mobera orypua
YCTOMYMBOCTD KJIETOK JINCThEB B TeUeHUE 3 CYyT HAXOAMJIACh IIpaK-
TUYECKU Ha MOCTOSIHHOM YPOBHE, 3aTeM HabJ101aloch ee MoCTe-
IIEHHOE CHIKCHME, M Ha IISIThIe CYTKU OHA JOCTUTAaJIa MCXOIHOTO
ypoBHs (puc. 22). ITocie KpaTKOCPOUHBIX BO3AEeCTBUI BbICOKOM
TeMmIlepaTypbl Ha KOPHEBYIO CHCTEMY TOJHOE pa33aKaJuBaHUE
pacTeHui TakxKe ObLIO OTMEUYEHO uepes 5 cyT (CM. puc. 22).

Il

ny
Oxenosup mpu 25 °C, eyt

Puc. 22. IunaMHKa TEIJIOYCTOWYMBOCTH KJIETOK JHCThEB Orypna c. 303yis B
NoCJIeeiiCTBHN JIOKAJILHOrO KpaTtkocpouHoro mporpesa (44 °C, 30 c¢) Bcero
npopoctka (1), modera (2) n kopneii (3) (mo: Hazapkuna, 20056):

MY — ucxogHblii ypoBeHb TEIJIOYCTOMYUBOCTH (10 TTporpena)
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AHAaJIOTUYHBIE Pe3yJIbTaThl OBLIM MOJYYEHBI B SKCIIEPUMEHTAX
IO pa33aKaIMBAaHUIO PACTCHUI IIIEHUIBI MOCJIe KPAaTKOCPOYHOIO
00111eT0 WX JIOKAJILHOTO BO3IEUCTBUS Ha HUX HU3KOU TeMIlepaTy-
pel. B uyacTHOCTH, TTOCEe OXIaXIEHUS LEIBbIX ITPOPOCTKOB WM
TOJILKO ITOOETOB XOJIOAOYCTOMYMBOCTh KJIETOK JIMCTBEB COXpaHSI-
JIach Ha TOBBIIIEHHOM YPOBHE B TedeHUE 4 CYT, a Mocjie OxJIax/Ie-
HUSI KOPHEBOI CUCTEMBI — B T€UEHME 3 CYT, a 3aTeM OHA CHIKAJach
(puc. 23).

a1
o2
¢ L ms
5 5 B .
g5 T
-
Jasf
ES 6|
S &
g
= B
5k
uy 1 2, 3 4 5

Okerozms mpu 25 °C, 1
Puc. 23. ]InnaMuKa X0J10A0yCTONYMBOCTH KJIETOK JIUCTbEB MIIEHUIbI C. Mu-
poHoBckas 808 B mocieneicTBHM JOKAJLHOTO KPATKOCPOYHOTO OXJIAKIEHHUS
(0 °C, 30 c) Bcero mpopoctka (1), ero mooera (2) u kopheii (3) (mo: Hazap-
KuHa, 20056):

MY — ucxogHblil ypoBeHb XOJIOA0YCTOMUNBOCTH (10 OXJIAKICHUS)

TakuM o0Opa3oM, Ipyu KpaTKOCPOYHOM TeMIIEpaTypHOM BO3IEii-
CTBUHU KaK Ha BeCh MPOPOCTOK, TaK U JOKAJIbLHO Ha MOOET Uu KO-
PEHb TEIUIOYCTOMYMBOCTh JIUCTHEB MPU MPOTPEBE M XOJIOIOYCTOM-
YUBOCTb JIMCTHEB MPU OXJIAXKICHUN BO3PACTAIOT X HAXOIITCS Ha MO0~
BBILLIECHHOM YPOBHE B T€YEHUE HECKOJIbKUX CYTOK, M TOJBKO 3aTeM
MPOMCXOAUT CHUXEHUE YCTOMYMBOCTM OO MCXOIHBIX 3HAYEHUIA.
IIpu 3TOM AMHAMMKa U 3aKaJIMBaHUS, U pa33aKaJMBaHUS 3aBUCUT
OT TOr0, KaKOi MMEHHO OpraH pacTeHMsI MOABEPrajiCcs TeMIlepaTyp-
HOMY BO3JICICTBUIO.
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B mesroM pe3ynbTaThl MCCIeIOBaHUM CBUACTEIBCTBYIOT O TOM, UTO
KpaTKOCPOYHOE (CEKYHIHOE) JIOKAJIbHOE BEICOKO- MJIA HU3KOTEMIIE-
paTypHOe BO3IeHCTBUE Ha HAA3eMHYIO MJIU IIOA3EMHYIO YacTH pacTe-
HUS WIX Ha OOWH U3 JIMCTHEB BEI3BIBAIOT U3MEHEHMS MX TEIUIO- VTN
XOJIOMOYCTOMIMBOCTH, a TAKKE YCTOMUYMBOCTH OPraHOB M YacTell pac-
TEHUSI, HAXOMSIIINXCS B 9TO BpeMsI IIp1 OOBIYHOI TemrrepaTtype. Ot-
clofia CeayeT, YTO B ITPOrpeBaeMoM M OXJIaXKIaeMOM OpraHe BO3HU-
KaeT CUTHAJI, KOTOPHIN MepeaaeTcs 0 paCTeHUIO B IPYTHE €r0 YacTh
(He TTomBepraBIIKecs ITPOTPEBY MM OXJIAXKICHUIO) U BHI3BIBACT B HUX
oIpee/icHHbIC afanTUBHBIC U3MEHEHUSI, IIPUBOISIINE, B KOHEUHOM
cyeTe, K YBEIMICHUIO X YCTOMIMBOCTH.

1.3. Oco0eHHOCTH JMHAMUKH Pa3HbIX BUIOB YCTOHYMBOCTH JMCTHEB
¥ KOPHEeii pacTeHuii B yCJIOBHAX JIOKAJIbHOTO MPOrpeBa W OXJIAKIEHHUS

HccnenoBanus peakiiiy pacTeHW Ha pa3HbIe IO CBOSH IIPHPO-
e (pakTopbl BHEIIHEN cpedbl MpHBeId K (POPMUPOBAHMIO TIPEI-
CTaBJICHUI O CYIIECTBOBAaHWU CHENU(PUUECKO W Hecrneuudpuye-
cKoit (oOwieit) ycroitunBoctu (YmoBeHko, 1979; I'enkenb, 1982;
TuroB u 1p., 1983, 2006; Anexcanapos, 1985; Ypmanues, ['yackos,
1986; KysneuoB u nap., 1987; IlaxomoBa, 1995; Kysnenos, 2001;
ITateirun, 2008). CyTh HpeacTaBieHU O HecleuupUIeCcKon yc-
TOMYMBOCTH 3aKJIIOYAETCS B TOM, YTO IIPU IECTBUU Ha pacTeHUE
KaKOIr'0-TO OJHOIO CTpecc-(aKTopa MOXKET ITOBBIIIATLCS YCTONYM-
BOCTb HE TOJIBKO K HEMY, HO M K IPYTMM, UMEIOIINM OTIUYHYIO OT
Hero npupony (Boussiba et al., 1975; TutoB u ap., 1983; Ipo3a0B u
np., 1984; Kysuenos u ap., 1990; Mittler, 2006; Tutos, TamaHoBa,
2009). Hanpumep, Bo3aeicTBME BLICOKOU TeMIlepaTyphbl Ha pacTe-
HUE€ MOXET UHAYLIMPOBATh IMOBBIIIEHNE €0 YCTOMYMBOCTU HE TOJIb-
KO K TeIluly, HO U K xojonay (Anekcanaposn, 1975; Ynosenko, 1979;
Jennings, Saltveit, 1994; TutoB u ap., 2003; Turos, TanaHoBa,
2009), BonHOoMy Aedunuty (Ky3sneuos u ap., 1997; Kuznetsov et al.,
1999; Gong et al., 2001), 3aconenuto (Harrington, Alm, 1988; Ky3-
HeloB U ap., 1990; Tananosa u ap., 2003; Turos, Tananosa, 2009),
BBICOKOMY THAPOCTAaTUYECKOMY HaBieHUI0 (AsiekcaHapoB, 1975),
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nercTBrIo Tskenbix MetayioB (Orzech, Burke, 1988; Neumann et
al., 1994; Tanmanosa u ap., 1996; Turos, Tamanosa, 2009). Xonomo-
BOE 3aKajJMBaHUE, B CBOIO OYepeb, BEI3LIBAET HE TOJIBKO ITOBBIIIIE-
HHE XOJIOMOCTOMKOCTH, HO U TerioycToitunBocty (Kucmok, 1962;
Ilyxtuna, 1962; llep6akona, 1974; Tutos u ap., 1983). 3aconenue
WHAYLWPYET MOBHIIICHNE YPOBHSI YCTOMUYMBOCTU JIMCTHEB K BBHICO-
kuM (Kysuenos u np., 1990; Tamanosa u ap., 1993) u uuzkuMm (Ta-
nmaHoBa u Ap., 1993; Ryu et al., 1995) Temneparypam. boiee Toro,
0Ka3ajoch, YTO TaKe KpaTKOBpPeMEHHOE pa3IpakeHre KOpHE XJ10-
pHMIOM Kajausl W3MEHSIET XOJIOHO- M TeIUIOYCTOMYMBOCTH KJICTOK
aucta (PetuBuH u ap., 1999). HenoBpexxaarouiee neiicTBUE TSKE-
JIBIX METAJIJIOB IIPUBOINT K MOBHIIICHUIO U XOJIOI0- U TeIJIOYCTOM-
YUBOCTH JUCTheB pacteHuii (Tamanosa u ap., 1996; Turos u ap.,
2007; Turos, TanaHnosa, 2009). UHbIMM clOBaMU, JIOKAJIbHOE JIEii-
CTBHE PsIla XUMUUYECKUX (PaKTOPOB Ha KOPEHb TAKKE CIIOCOOHO BhI-
3bIBaTh HeCNeUN(MUIECKOE ITOBBIIIEHNE YCTOMYMBOCTU KJICTOK JIM-
CTBEB.

DTU 1 MHOTHE Jpyrue JaHHbIE CBUIETEIBCTBYIOT O TOM, 4TO pe-
aKIvsl pacTeHWi Ha pas3JIMJIHBIe 3KCTpPeMaJbHBIE BO3IEiCTBUSI
BKJIIOYAET B cebs He TOJNBKO crenududeckre (XapaKTepHbIC IS
JMaHHOTO (pakTOpa), HO U Hecnenuduieckue (00IIMe) N3MEHEHNUS.
OpHako HEOOXOIMMO ITOAYEPKHYTh, UTO OOJIBIIAS YaCTh YKAa3aHHBIX
BbIllle (DaKTOB YCTAHOBJIEHA NPU M3YyYEeHUU BIMSHUS CTPECCOPOB,
TaKMX KakK, HallpuMep, BLICOKasI WIM HU3Kas TeMmIlepaTtypa, Ha BCe
pacrenne. BMecTte ¢ TeM, Y4YWTHIBasi, YTO JIOKAJIbHOE HeiicTBUE
cTpeccopa Ha KOpeHb (JINCT) MOXKET BbI3BIBaTh OAHOTUITHBIE M3ME-
HEHMST OMO3JIEKTPUUECKUX U (PU3UOJIOT0-OMOXMMHUIECKHMX TTPOLIEC-
COB B JIMCTBSIX (KOPHSX), HE TMOIBEPTaBIIMXCS TaKOMY BIUSHUIO
(bemukoB u np., 1962; I'ynap, CunroxuH, 1963; OnpuroB u mp.,
1982; Fromm, Eschrich, 1988; Kynosposa u ap., 1990; IIarbirux,
Onputos, 2004; ITateirud, 2008), JOrMYHO MPEANOI0XKUTh, YTO U
JIOKaJIbHOE BO3JEUCTBUME HEOJAronpUATHBIX TEMIEpaTyp Takxke
CIOCOOHO MHAYLMPOBATh B HEMOABEPraBIINXCS €ro JACCTBUIO Op-
raHax UM3MeHEeHHUE MX Heclelu(PUIecKoil ycTOMUYUBOCTH. B cBsi3u ¢
STUM MHTEPECHO OBLIO BBISCHUTH BO3MOXHOCTH M3MEHEHUS HecTie-
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IU(pUIESCKON COCTABIISIONIEH YCTOMYMBOCTH OPraHOB pacTeHWS,
IIPOCTPAHCTBEHHO yIAJCHHBIX OT MeCTa BO3ACHCTBUS HEOIArompu-
SITHOM (HM3KOI MJIM BBICOKOI) TeMIepaTyphl. Takoro poga maHHbIE
BaXXHBI HE TOJIBKO ISl pacIIMpPEeHUS 3HAHUI 0 MeXaHu3Max (hOpMHM-
POBaHMS ITOBBIIIICHHON YCTOMYMBOCTH OPraHOB IIPY MOCTYILUICHUM B
HUX CUTHajla O JIOKAJIbHOM JEMCTBMM CTpeccopa Ha TMPOCTPAHCT-
BEHHO yIaJICHHbIC YAaCTH pacTeHMSI, HO 1 IS IIOHMMAaHMS TOro, Kak
OCYIIIECTBIISIETCSI B3aMMOICICTBHE MEXIY OTIACIbHBIMUA OpraHaMM
pacTeHusI B YCIOBUSIX CTpecca.

B xome n3yueHUsI TMHAMUKY Pa3IWYHBIX BUIOB YCTOMYNBOCTHU
KJIETOK JIMCTa Y KOPHS IIPH JIOKAJILHOM JIeICTBUM BBEICOKOI 3aKa-
JIMBAIOIICH TeMIIepaTyphl YCTAHOBJIEHO, UTO JIOKAJIbHBIN IIPOTPeB
(40 °C) Hag3eMHOI YaCTH IIPOPOCTKOB MIIEHUIIBI HE TOJBKO IT0-
BBIIIAET TEIJIOYCTOMYMBOCTh JINCTA B TEYEHUE BCETO Meproaa Ha-
omoneHuit (puc. 24, A), HO U, YTO BaXXHO, OTHOBPEMEHHO BbI3bI-
BAaeT YBEJMYEHUE €r0 XOJOM0- U COJIEYCTOMYMBOCTU (AKMMOBA U
Iop., 1999).

Hapsmy ¢ aTuM BeICOKas TeMIlepaTypa, JeiCTBYIOIIAsl JOKAIbHO
Ha TI00er, BIMsJIa Ha YCTOMYMBOCTH KOPHSI, HAXOOWBIIETOCS IIPH
temriepatype 25 °C (puc. 24, b). OgHako xapakTep U3MEHEHUS €T0
YCTOMYMBOCTH OKa3aJICs MHBIM, 4YeM y Jucra. Kak Terio-, Tak 1 Xo-
JIOHOYCTOMYMBOCTE KOPHSI IO BIMSHUEM IIPOTpeBa Imodera CHIKa-
JIUCh, a COJIEYCTOMYMBOCTb OCTaBaJlach MPUMEPHO HA OTHOM YPOBHE
(3a uckiIoYeHreM HeOOJIBIIIOTO €€ CHUXKEHUS Yyepe3 3—5 4 oT Hava-
Ja iporpesa). [Ipuuem, eciid TENI0YCTOMUYMBOCTL KOPHS Mporpec-
CUBHO CHIXXaJIaCh B T€YEHMUE BCel AKCIO3uLMU (7 4), TO ero XoJio-
JIOYCTOMYMBOCTb YMEHBIIIAJIACH TOJILKO B TIEPBII Yac OMbITA, ITOCTIE
Yero B JajbHEMIIIeM OHa COXpaHsIach HEM3MEHHOI.

JlokanbHBI TTPOrpeB KOPHS, KaK Y JIOKAIbHBINA MPOrpeB Hal-
3€MHOU YaCTH IPOPOCTKA IIIEHUIIbI, OKa3bIBaj BIUSHUE HE TOJIb-
KO Ha YCTOMYMBOCTbH IPOrpeBaeMoro opraHa (KOpHs), HO 4 Ha yc-
TOMYMBOCTb IMPOCTPAHCTBEHHO YIaJE€HHBIX OPTaHOB (JIMCTHEB), HAXO-
nsuxes npu 25 °C (AkumMoBsa u 1p., 1999). Ilon BAussHUEM TEILI0OBO-
ro BO3JEWCTBUSI Ha KOPEHb TEIUIO- U XOJOAOYCTOMYMBOCTh JIMCTA
BO3pacTajiyd, XOTsd BEJMYMHA IPUPOCTAa YCTOMUMBOCTHU B 3TOM CIydae
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Puc. 24. Bmusitune nporpea (40 °C) Haa3eMHO# 9aCTH MPOPOCTKOB MIIEHHUIIbI
¢. Muponosckasa 808 Ha Temio- (1), xom0mo- (2) U cosneycToitumBocTh (3)
KJeToK JucTbeB (A) u kopHeii (B) (mo: Akumosa u 1p., 1999)

ObLIa MEHBIIIEH, YeM B BapHaHTe C IIpOrpeBoM mobera (puc. 25, A).
PocT coneycroiiumBOCTH JHMCTa, B OTAWYME OT TEIUIO- U XOJIOHO-
YCTOMYMBOCTH, HOCHJI BpEMEHHBI 1 00paTUMEBIN XapaKTep, U CITyC-
Ts1 7 4 YpPOBEHbB COJICYCTOMIMBOCTH JIMCThEB HE OTIMYIAJICS OT MCXOI-
Horo (mo mporpesa). I1pu moKaaIbHOM IIporpeBe KOpHENM OTMEUYEHO
CHIXCHHUE TEIUIO- U COJICYCTOMYMBOCTH €ro KJIETOK, TOrma KakK XO-
JIOMOYCTOMYMBOCTb B T€UEHME 7 U COXpaHsUIaCh IIPUMEPHO Ha Of-
HOM ypoBHe (puc. 25, b).

B skcniepyMeHTax ¢ MpOpOCTKaMU OTyplia JIOKAJIbHBINA MPOTPeB
nX Ham3eMHOM JacTu Impu 38 °C TakKe ITOBBIIIAT HE TOJIBKO TEILIO-
YCTOMYMBOCTb, HO U XOJIOJO- U COJIEYyCTOMYMBOCTh CEMSIIOJbHBIX
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nuctbeB (puc. 26). Ilpu 3TOM HOCTOBEpHOE YBEIMYEHHUE XOIOHO-
YCTOMYMBOCTH OBLJIO 3apETMCTPUPOBAHO yKe yepe3 30 MUH OT Hava-
Jla TIPOrpeBa, a COJIeyCTOMYMBOCTH — 4epe3 3 4. B xome TerioBoro
BO3IEICTBUS Ha MTOOEr COJIEYyCTOMYMBOCTh KOPHSI JOCTOBEPHO BO3-
pacTana yxe depe3 30 MUH, HO C YBEJTMYEHUEM DKCITO3ULINN CHIKA-
JIaCh, XOTsI 1 ObLjIa BBIIIE UCXOMHOTO (0 MPOrpeBa) ypoBHS, TOrAa
KaK M3MEHEHUI TEIIO- U XOJOAO0YCTOMYMBOCTH KOPHSI HE IPOMC-
xoauio (AkumoBa u ap., 1999).
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Puc. 25. Bimsinue nporpesa (40 °C) KopHeii npopocTKOB mimeHuIp! c. Mupo-
HoBckas 808 Ha Temwno- (1), x01010- (2) M cOIeyCTOIIMBOCTD (3) KIETOK JIH-
ctheB (A) u kopueii (b) (mo: Akumosa u ap., 1999)

ITporpeB KOpHSI MPOPOCTKOB OIyplla, KaK M B OMNbITaX C IIIEHU-
Lieli, MOBBIIIAJ TEIIO-, XOJ0A0- 1 COJACYCTOMYMBOCTb MPOCTPAHCT-
BEHHO yIaJIeHHBIX OT MeCTa MpPOorpeBa CEMSIO0JbHBIX JIUCThEB (PUC.
27, A). TemoyCToMYMBOCTD KJIETOK IIPOTPEBAEMOI0 KOPHSI B TeUe-
HUe 7 4 He3HAYMTEJbHO CHUXKalach, COJIEYCTOMYMBOCTDL BO3pacTa-
JIa, a XOJI0IOyCTOMYMBOCTh OCTaBajach Hem3MeHHo (puc. 27, b).
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Puc. 26. Biusane nporpesa (38 °C) Hag3eMHO# 4acTH MPOPOCTKOB OTypHa
¢. Aimva-Arunckuii 1 Ha Temno- (1), xoao0m0- (2) m coneycToiiuuBocTh (3)
KJeToK JucTbeB (A) u kopHeii (B) (mo: Akumosa u 1p., 1999)

Cynst o mOJy4eHHBIM TaHHBIM, IIPOIPEeB HAA3E€MHOM 4YacTH
MPOPOCTKA, KaK M TIPOTpeB KOPHS, BBI3BIBAJ Heclenudpruueckoe
IMOBBIIIICHNE YCTOMIMBOCTHU KJIETOK JucTa. OMHOTUITHOCTD peak-
UM KJIETOK JUCTa IIPU AEUCTBUM Pa3IUIHBIX CTPECCOPOB Ha-
OnromaeTcs M B ApyTHUX cirydyasx. Hampumep, ObIicTpoe U3MeHEHHE
CKOPOCTH BOTHOI'O TOKa 3aperMCTPUPOBAHO IIPU IOTPYKCHUU
KOpHS B X0JIOOHYIO Boay (MotopuHa u ap., 1965) win pactBop
xnopuzaa Hatpus (I'ynap, [Tanuukun, 1967), a u3MeHeHUs B ra-
3000MeHe JUCTa YCTAHOBJIEHBI MPU ACUCTBUM Ha KOPEHb TaKUX
pazgpaxuTeneil, Kak XJOpua Kaaus uiu cpezaHue credas (be-
JIUKOB U 1Ip., 1962).
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Puc. 27. Bimsinue nporpea (38 °C) kopHueii mpopocTkoB orypua c. Aima-
Arunckuii 1 Ha Temno- (1), xo010- (2) ¥ coJieyCTOWIUBOCTD (3) KIIETOK JIH-
ctheB (A) u kopueii (B) (mo: Akumosa u ap., 1999)

TakuM oOpa3oM, JIOKaJbHOE NEUCTBUE BBICOKOW TeMIIepaTyphl
(TOJIBKO Ha TO0er WJIM TOJbKO Ha KOPEHb) BHI3bIBAET M3MEHEHUE
pPa3IMYHBIX BUAOB YCTOMYMBOCTH KJIETOK HEIPOIPeBaeMbIX Opra-
HOB, IPUYEM TEIUIO-, XOJIOAO0- U COJICYCTOMUMBOCTD JUCThEB B MEP-
BbI€ YacChl IIPOrpeBa BO3paCTalOT He TOJIbKO IIPH IPOrpeBe JIUCTa, HO
U KopHs. O4YeBUIHO, CBSI3b MEXIY Haa3eMHOI YacTbhlO pacTeHUS U
€ro KOpHEBOI CUCTEMOI OCYIIECTBIISIETCS Oaroaaps repeaadye CUr-
HaJla O TeIUIOBOM BO3[EHCTBUM B IIPOCTPAHCTBEHHO yIajeHHbIE Op-
raHbl, KOTOPbII MUHAYIIMPYET B HUX ONpeaeIeHHbIe U3BMEHEHMSI, KaK
cneurdUUIecKoro, Tak M HecrelugUIecKoro xapakrepa, HallpaB-
JICHHbIE, B KOHEUHOM CuUeTe, Ha MOBBIIIEHUE 00Iell YyCTONUYMBOCTHU
PacTECHUIA.

46



JlokanbHOE AeficTBME Ha KOPEeHb PACTEHUil TaKOro cTpeccopa
Kak BbICOKas TeMIlepaTypa BbI3bIBAET pa3HOHAIPABIEHHOE U3MEHE-
HUE YCTOWYMBOCTU JIUCTA U KOPHS: TETUIOYCTOMYUBOCTh KJIETOK
JINCTA YBEJIMUMBAETCSI, 4 YCTOMUYMBOCTh KOPHSI B 3aBUCHMOCTU OT
TEMITEPATypbl COXPAHSAETCSd HEW3MEHHOW WIM JaXe CHUXAeTCs.
BaxHo, 4To Mo BIMSHUEM MTPOTrpeBa KOPHS BO3PACTAET HE TOJBKO
TETUIOYCTONYMBOCTD JIUCTA, HAXOMSIIETOCS TPU OOBIYHONM TeMIIepa-
Type, HO U €T0 XOJIOAO- Y COJIEYCTOMYUBOCTb.

Takum o06pa3oM yCTaHOBJIEHO, UTO JIOKAJIbHOE JECTBUE BbI-
COKO# TemIiepaTypsbl (TOJILKO Ha MOOET WM TOJBKO Ha KOPEHb)
BBI3BIBAET U3MEHEHUE PA3JIMYHBIX BUJOB YCTOWUYUBOCTU KIETOK
KaK MpOrpeBaeMbIX, TaK WU HEMPOTPEeBAEMBIX OPTaHOB, MPUYEM
TEIUIO-, XOJIOJO- U COJEYCTOMYMBOCTh JIUCTHEB B MEPBBIE YACHI
MporpeBa BO3pacTaloT W IPU MPOTPEBE JIMCTA, U MIPU MpPOrpeBe
KopHs. OmHaKO MPU JOKAILHOM MpPOrpeBe mobera ypoBeHb TEI-
JIOBOM 3aKaJKM JUCTHEB OBLI BO BCEX CIIy4asx BbIIIE U OOHapYy-
KMBAJICS paHbIE, a BPEMEHU I TOCTUXEHUS MaKCUMaJIbHOU
(Tpy HaHHBIX YCJIOBUSX) YCTOWYMBOCTH TPeOOBAIOCh MEHBIIE,
yeM MpU MPOTpeBe KOPHS. YCTAaHOBJIEHBI TaKXKe pas3inuyusl U B
IUHaMuKe (GOpMUPOBAHUS IPYTUX BUJOB YCTOMYMBOCTHU JIMCTHEB
B 3aBUCHMOCTH OT TOTO, KaKylo 4acTbh (OpraH) pacTeHUs MOABEP-
rajau JokKaJibHOMY mporpeBy. K mpuMepy, Ipu nmporpeBe moodera
COJIEYCTOMYMBOCTD KJIETOK JIMCTA MIIEHUIIBI B TEUEHUE 7 4 MOHO-
TOHHO YBEJIWYMBAJIACh, TOTJA KaK IPU MPOrpeBe KOPHS €€ POCT
HOCUJI KpaTKOBPEMEHHBIN (B TeueHUue 3 4), oOpaTUMBIA XapakTep.
HemanoBaxHo 1 TO, 4TO IIPM yKa3aHHBIX BUAAX JIOKAJIbHOIO MPO-
rpeBa IpoILEecC YBEAWYECHMS TEIUIOYCTOMYMBOCTU KJIETOK JHCTa
MPOUCXOIUT B CYIIECTBEHHO Pa3HBIX YCJIOBMSAX: IMPU MpPOrpese
nodera — B YCJIOBUSIX TEIJIOBOM 3aKaJIKU, a TP MPOTrPeBE KOPHST —
Npu OOBIYHOW TeMIlepaType, KOraa MpOUecChl 3aKaJIWBaHUS 3a-
MMyCKAKTCSI CUTHAJIOM U3 KOPHSI.

Ilpy uccienoBaHUU BIMSHUS JIOKAJIBHOTO OXJaXAEHUS Ha
JTVUHAMWKY Pa3HbIX BUJOB YCTOMYMBOCTU OXJAXAAEMBIX U HEOX-
JIaXTaeMbIX OpPraHOB YCTAHOBJIEHO, UYTO BO3JEWCTBUE HU3KOU
TeMIlepaTypbl Ha MOOET MO-pa3HOMY BIMSIET HA XOJI0/I0-, TETJIO-
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U COJIEYyCTOMYMBOCTh KJIETOK JincTa 1 KopHs (banaryposa u mp.,
2001). B wacTHOCTH, MOBHIIIEHNE XOJOA0YCTOMYNBOCTH KIIETOK
CeMSIOJbHBIX JINCThEB OrypIa, OTMEUYEHHOE B T€UCHUE IIePBOTO
yaca JDEMCTBUS HU3KOM TeMIIEpaTyphl Ha IMOOEr, COXPaHSIIOCh B
TaJlbHEHIIeM B TeUeHHE BCero akcrnepuMeHTa (puc. 28, A). [Ipn
9TOM HX TEIUIOYCTOMYMBOCTh IIOYTM HE M3MEHWIACh, a COJIe-
YCTOMYMBOCTh HECKOJIPKO YBEJIIMUNBAIACh K KOHIY ITIeproIa Ha-
omoaenuit. OxnaxaeHue noodera He MOBAMSLIO 3aMETHBIM 00pa-
30M Ha XOJIOO- U TeIJIOYCTOMYNBOCTh KJIETOK KOPHSI, HAXOINB-
merocs mpu 25 °C, B To BpeMs KaK UX COJCYCTOMUYMBOCTh CHHU-
xXanachk (puc. 29, B).
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Puc. 28. Bnuanue oxnaxnaenus (10 °C) nanzemnoii yactu (A, B) u kopneii (b,
I') npopocTKoB orypna c. Aiva-Arunckuii 1 Ha xXo010- (1), Temno- (2) u co-
JeycToirauBocTh (3) KiIeToK JucTtheB (A, B) u kopneii (B, I') (mo: banaryposa

u ap., 2001)
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Puc. 29. Bimsinue oxnaxnenus (2 °C) Hagzemnoii yactu (A, B) n kopwueii (b,
I') npopocTkoB mmennnpl ¢c. Muponosckas 808 na xonono- (1), renno- (2) u
coJeycroitunBocTh (3) KiieTok JuctheB (A, B) u kopseii (B, I') (no: Banary-
poBa u 1p., 2001)

Bo3zneiicteue Temmepatypsl 10 °C Ha KopeHb orypua (puc. 28, I)
IIPUBOIMIIO K OMHOBPEMEHHOMY CHIKEHUIO XOJIOI0-, TEILIO- U CO-
JIEYCTOMYMBOCTH €To KJIETOK B MEePBHIN Yac oxnaxmeHus. Ho ¢ yBe-
JIMICHUEM TIPOAOJLKUTEILHOCTH OXJIAXKICHMS B MX TMHAMUKE TTOSIB-
JISUTACHh Pa3IMYMSI: XOJIOHOYCTOMYMBOCTh KOPHSI IOCTEIIEHHO BO3-
pacraiia v IIpeBbICHJIa NCXOTHBINA YPOBEHb, COJIEYCTOMUYMBOCTD IIPO-
JIoJoKajia CHUXKATHCS, a TEIUIOYCTOMYMBOCTD B MaJIbHEHUIIIEM HE W3-
MEHsUIaCh, OCTaBasICh HIDKE MCXOMHOTO ypoBHS. MHTEpecHO, 4TO
JIOKAJIbHOE OXJIaXIeHWE KOPHSI CKa3blBaJlOCh Ha YCTOMYMBOCTHU
JINCTA, KOTOPBI HE TIOIBEPTaJICS 3TOMY BO3JEHCTBUIO, 8 HAXOAWICS
npu odbsyHOM Temnepatype (puc. 28, b). Tak, yxe dyepe3 30 MuH
OT Havaja oxJaXxIeHusl KOpHS HabJ101a10Ch MOBBIIICHUE X000~
YCTOMYMBOCTU JIMCTHEB, KOTOPOE YCUIMBAJIOCH C yBEIWMYCHUEM
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akcro3niy. CoeycToOMIMBOCTD KJIETOK JIMCTA IIPY OXJIAXKIEHIH KO-
Hs BO3pacTajia B TeYeHUe MEPBOro 4aca, Iocie Yero oHa ITOCTEIIEHHO
CHILXAJIACh, TOCTUTAsI UCXOAHOIO 3HAYEHUST K KOHILY OIbITA, a TEILIO-
YCTOMYIMBOCTD HECKOJIBKO YBEJIMIMBAIACh, HO TOJILKO Uepe3 7 4.

AHaJOTUYHBIC JAaHHBIC TMOJYYeHBl HAMM W Ha IMIEHHIE (puc.
29). OxnaxaeHne ee M00eToB IIPUBOAMIO Yepe3 3 9 K POCTY XOJIOIO0-
YCTOMYMBOCTH KJIETOK JrcTa (puc. 29, A). B T0 ke BpeMsI X TeILIO-
YCTOMUYMBOCTh OCTaBajach Ha IIOCTOSIHHOM YPOBHE, XOTS coJie-
YCTOMUYMBOCTh MOBBIIIATACH Yepe3 | 4 oT Havasia AeliCTBUS X004,
HO yepe3 3 4 ee ypOBEHb CHMXKAJICS 10 UCXOMHOTO. XOJI010- U TeTl-
JIOYCTOMYMBOCTb KJIETOK KOPHS IIIEHWIIbI, HE TOABEPraBILIETOCs
OXJIAXIEHWIO, KaK W B OIBITaX C OTYPLIOM, HE U3MEHSUIUCH, & UX CO-
JIEYyCTOMYMBOCTD MTOCTENIEHHO CHMKAIACh.

JlokanbHoe oxyaxneHnue (2 °C) KopHeil mmeHuus! (puc. 29, IN)
MPaKTUYECKN HEe CKa3bIBaJOCh HAa MX XOJOA0YCTOMYMBOCTH, TOTAA
KakK TeIjao- U COJEYyCTOMYMBOCTb MPU 3TOM IMOCTENEeHHO CHUXKa-
juchk. Kak ¥ B ombITax ¢ OTypLOM, JOKaJIbHOE NEWCTBUE XOJIOAa
TOJILKO Ha KOPEHb BBI3BIBAJIO BO3pacTaHUE BCEX M3YYEHHBIX BUIOB
YCTOMYMBOCTH KJIETOK JIUCTa MineHuls! (puc. 29, b). B yactHocTH,
HX XOJIOMOYCTONYMBOCTD yBeUUYMIACh yxke yepe3 30 MUH 1mocye Ha-
yajia OXJIaXIEHUSI KOPHS, a TeIUIOYCTOMYUBOCTD Yepe3 3 4. B oTu-
yye OT XOJIOAO- W TEeIIOYCTOMYMBOCTH POCT COJIEYyCTOMYMBOCTHU
KJIETOK JIMCTa HOCUJI BPEeMEHHBII XapaKTep: OHa Bo3pacraja yepes
0,5—1 9 oT Havaja OXJIAXKIACHUS KOPHS, HO Yepe3 5 4 CHUKajaach 10
HWCXOTHOTO YPOBHSI.

Taxum o6pa3oM, B HAUaJIbHbIM MePUO JOKATBHOTO OXJIaXKIeHUSI
KOPHEBOI CUCTEMBI PACTEHUIA TTPOUCXOAUT HE TOJHKO IMOBBIIICHNE
XOJIOMIOYCTONYMBOCTHY JIUCTHEB, HO 1 YBEJIMYEHHE UX TETLJIO- U COJie-
YCTOMYMBOCTH. [TOCKONBKY OMHOTUITHBIE U3MEHEHUS psifa pr3no-
JIOTUYECKUX MPOLIECCOB HAOIIONATN U TIPU IPYTUX JIOKATBHO TENCT-
ByoIIMx pasnpaxurteisix (beaukoB u ap., 1964), MoxHO ¢ gocra-
TOYHO BBICOKOM CTEMEHbIO YBEPEHHOCTH TIoJlaraTh, YTO OHM OTpa-
’KaloT BO3pacTaHue HeCIeuMPUIecKoil YCTOMYMBOCTH KIIETOK JIUC-
Ta. JlokanbHOEe oxjJaxaeHue Iodera (MM TOJBKO JIMCTa) TakxkKe
MPUBOAUT K HeCMeunpUIeCcKOMY YBEJIMYCHUIO YCTONYMBOCTU
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KJIETOK JIMCTa, ITOA00OHO TOMY, KaK 3TO OBLIO YCTAHOBJIEHO paHee
IIPY OXJIAXKIESHUHN HEIBIX pacTeHuit (AnekcaHapos, 1975; Apo3noB u
ap., 1984). OtMeTuM, 4TO IMHAMUKA Pa3HBIX BUIOB YCTOMYMBOCTHU
JINCTA TP HEIIOCPEACTBEHHOM JIEMCTBMY Ha HETO HU3KOI TeMIlepa-
TYPBI U TIPH JIOKAJIBHOM OXJIAXKIESHUH KOPHS, UMEET OIpeAcICHHBIC
pa3auuus, 1o KpaiiHel Mepe, B TeUeHUEe IEePBhIX 7 9 BO3ICHCTBUS.
Ha Hamm B3171s11, 9TO MOXET OBITh CBS3aHO C pa3IUIUSIMU B OTBET-
HBIX peakIMsIX KJICTOK JINCTA, BRI3BAHHBIX HEITOCPEACTBEHHBIM JICii-
CTBMEM Ha HETO HM3KOM TeMIlepaTyphl, C OMHOM CTOPOHBI, M CUTHA-
JIOM U3 OXJIAXKIAEMOTO KOPHSI, C IPYroii, 9YTO TakxKe MOATBEPXKIAIOT
SKCIIEpUMEHTAIbHBIC IOaHHBIC, IPUBEICHHBIE B APYTMX padoTax
(Musser et al., 1983; Fennell et al., 1990). Tem He MeHee, 11T 000UX
ciydaeB (IIpsSIMOe U OIIOCPETOBaHHOE IeICTBUE HU3KOM TeMIIepaTy-
PHI Ha JIMCT) XapaKTEepHO HeceIndUIecKoe MOBLIIICHNE YCTONIN-
BOCTH KJIETOK JIMCTA.

OnHUM K3 MHAYKTOPOB WJIM, MO KpaiiHell Mepe, YYaCTHUKOB
3TOTO Mpoliecca IocJie MOCTYIUICHWSI CUTHaJa M3 KOPHSI B JIMCT
(KaK ¥ Ipu HETOCPEeICTBEHHOM OXJIAaXIECHUM JIMCTA) MOXHO, 110
HallleMy MHEHHWIO, pacCMaTpuUBaTh (PUTOTOPMOHBI, B YaCTHOCTHU
ayKCHHBI, UTPaloIie BaXKHYIO POJIb B HeCIIEIN(PUIECKOM OTBETE
pacTeHuil Ha AelicTBue pa3Hbix cTpeccopoB (Park, 2007; Tutos,
Tananona, 2009). B ¢Bs131 ¢ 3TUM 0COOBbIII MHTEPEC BHI3BIBAIOT pe-
3yJbTaThl ONBITOB, B KOTOPHIX OOHApy:XeHBl OJHOHAIPaBJICHHBIC
U3MEHEHUSI COolepKaHWs ayKCUHOB B TKaHSX JIMCTa B TeUCHUE
MEePBBIX MUHYT MOCJIe KPaTKOCPOYHOTO JTOKAJBHOTO JAEHCTBUS Ha
KOpeHb KYKYpPY3hl pa3andHbIX cTpecc-pakTopoB (KymosipoBa u
ap., 1990). OrMeTuM, 4TO 00 y4acTUM 3HAOTEHHOIO ayKCUHA B
MEPBUYHBLIX aJAlITUBHBIX peaKLMIX PACTEHUM CBHIETCIHCTBYET
3aMETHOE BO3pacTaHMe KOHIIEHTpallMM CBOOOIHBIX (hOPM 3TOTO
TOpMOHa B II€pBbI€ Yachl KaK XOJOIOBOIO, TaK W TEIJIOBOrO 3aKa-
JIMBaHUS PaCTeHUI OBCSIHULBI M MiueHu1bl (Boakosa u np., 1981,
1991; TuroB, Tamanosa, 2009). YuuTeiBasg 3T0, MOXHO AyMaTh,
YTO ayKCUHBI y4acCTBYIOT B HeCIIeIM(PUUECKOM ITOBBIIIEHUU YC-
TOMYMBOCTH JIMCTA HE TOJBKO IIPU OOIIEM, HO U MPU JOKAJIbHOM
OXJIAXKIEHUU PaCTCHUI.
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ApyruM HMHOYKTOPOM YCTOMYMBOCTU KJIETOK JIMCTa TOPMO-
HaJIbHOM IIPUPOIEI MOCIIE ITOCTYIICHHUS B HETO CUTHaIa 00 oxJia-
XKICHUU IIPOCTPAHCTBEHHO yAaJeHHEIX OPTaHOB, KaK U IIpU He-
IIOCPEICTBEHHOM IEeHMCTBUM TeMIlepaTyphl, BeicTynaeT ABK (Tu-
toB, Tamanosa, 2009), ¢ pocToM comepkaHUsSI KOTOPOM CBSI3aHO
MOBBIIIEHUE YCTOMYMBOCTU PACTCHUN B HAYAJIbHBINA TEPUOL OCHi-
CTBHS HU3KOM 1 BBICOKOM TemrepaTypsl (TamanoBa u ap., 1991),
3aconeHust (Talanova, Titov, 1994), Tskensix meramnoB (Tama-
HoBa U Ap., 1999; TurtoB u ap., 2006) u apyrux ¢pakTopos. Bax-
HO, YTO BKJIIOUEHHE MEXaHU3MOB, IOCPeACTBOM KOTOpbhix ABK
OKa3bIBaeT IIPOTEKTOPHOE ACUCTBHE Ha KJIETKM PacCTEHHI, HE
TpeOyeT NPOAOKUTEIBHOIO BpeMeHU. DTO UMeeT ocoboe 3Haue-
HHE B YCIIOBMSX JIOKAJBHOTO OXJIAXXIEeHWs WJIM IpOorpesa, Korma
BO3pacTaeT He0OXOAUMOCTh OBICTPO U 3 HEeKTUBHONM KOOPIAM-
HaIlUU IIPOIIECCOB B OpraHax pacTeHUsI, HAXOASIINXCS B YCIIOBU-
SIX JICUCTBUSI pa3sHOM TeMmmepaTyphbl (C TeM, YTOOBI IpemoTBpa-
TUTb UX BO3MOXXHOE paccorjiacoBaHue).

Peakiins Ha oxkanpHOE OXJIaXKACHNE KIETOK KOPHS, KaK y ITIIe-
HUIIBI, TaK ¥ Y Oryplia 3HAYMTEIBHO OTINYAIach OT peaKLUU KJle-
TOK JicTa. [IpMUMHBI 3TUX pas3IudMUii OCTAIOTCS ITOKAa HESICHBIMM.
OpgHako M3BECTHO, YTO KOPHM Iopa3no B MEHBINEil CTeleHU CIIO-
COOHBI K XxoyiogoBoit 3akaike (AntumnuHa, 2010; ITomos u np.,
2010). IToMuMo caMoif yCTOMYMBOCTHM, pa3jvMyusl B peaklMu Ha
HU3KYI0 TeMIIepaTypy Haa3eMHOM M MOA3EMHOM JacTeil pacTeHUS
MPOCJICKUBAIOTCSI M B OTHOIIEHUU IPYIUuX GU3NOJIOT0-OMOXMMMIYE-
CKMX IIPOIIECCOB M MoKa3aTelieil, IIPSIMO WJIM KOCBEHHO CBSI3aHHBIX
¢ ycroitunBocThio. HammpuMmep, mucThs pacTeHUi Tabaka pearmpo-
BaJI Ha XOJIOAOBOE 3aKaIMBaHKE YBEJIMUCHUEM CONEPKAHMS JINTTH -
JIOB M JOJW TIOJWHEHACHIIIEHHBIX XWPHBIX KWCJIOT, CHIDKEHHUEM
YPOBHS aKTUBHBIX (popM Kucinopona (ADPK) m "HTEeHCMBHOCTH Tie-
pexucHoro okuciaeHus aunugoB (ITOJI), moBbilIeHMEM aKTUBHO-
CTU aHTUOKCHUJIAHTHBIX (DEPMEHTOB, B TO BpeMsI KaK B KOPHSIX IPO-
HUCXOAWIO CHUXXEHUE COAEePXKAHMS JUIUIOB M BXOASIINUX B UX CO-
CcTaB HEHACHIIICHHBIX XUPHBIX KUCIOT, Bo3pacTaHue ypoBHs ADPK
u I1OJI, cHUXeHue aKTUBHOCTU aHTUOKCUAAHTHBIX (DepPMEHTOB
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(AaTunmaa, 2010; ITomos u ap., 2010). Ilo HameMy MHEHHIO, Ha-
OMromaeMble pa3Idydsl B peakKIy KOPHS M JIMCTa Ha OXJIaXKICHUE
MOTYT OBITb OOBSICHEHbI OCOOEHHOCTSIMU IIPUCIIOCOOJICHUSI ITUX
OpraHoOB K €CTECTBEHHBIM YCIOBUSIM cpelbl oonTaHus. Kak n3Bect-
Ho (Pamuenko, 1966), KojnebaHUS TeMIlepaTypbl Bo3ayxa (B 30HE
rmodera) IIPOMCXOIST Jallle, YeM TeMIIepaTyphl ITOYBHI (B 30HE ITO-
3¢MHBIX OpPTaHOB), M OHM, KaK IpaBWIO, OOJIBIIE IO aMIUIMTYAC.
Ckopee Bcero, 3To W OMNpPEAC]UIIO ropa3no OoJiblliee pa3BUTHE B
IIPOIIECCe PBOMIOLMU CIIOCOOHOCTH K 3aKaJMBAHUIO y KJIETOK Hal-
3eMHBIX OpPTaHOB PACTCHUI1, YeM Y KJIETOK KOPHSI.

Takum o6pa3oM, MpU TOCTATOYHO MPOAOJLKUTEBHOM JIOKAb-
HOM JIefiICTBUU BBICOKOI M HU3KOM TeMIlepaTyphl Ha pacTeHUE He-
cneunduIecKre N3MEHEHNST YCTOMYMBOCTH TIPOMCXOIAT KaK B He-
IMOCPEICTBEHHO IPOTPeBacMBIX 1M OXJIaXKIaeMbIX OpraHax, Tak W B
IIPOCTPAHCTBEHHO YHAJCHHBIX OT HMX. OUEeBUAHO, YTO IOCJICIHUE
00YyCIOBJIEHbI OMNpeAeJeHHBIMU (DU3UO0JIOr0-0MOXUMUUECKUMU U3-
MEHEHUSIMU Y MHIYIUPYIOTCS CUTHAJIOM, KOTOPBII BOZHUKAET ITO1
BIIMSTHAEM CTpeccopa B OMHUX OpraHax M IlepefacTcs B APYyTUe yac-
TH U OpPTaHbI pacTeHUsI, KOTOPEIE HE MCITBITHIBAIM ITOJOOHOTO Ieii-
CTBUS.

J71s1 BBISIBJIEHUSI POJIM HecTielM(PUUIECKUX PeaKInii ITpA KpaTKoO-
CPOYHBIX JOKAJIbHBIX BO3JEHCTBUSAX OBUIO M3YUYEHO BIMSHHE JIO-
KaJIbHOTO KpaTKOCPOYHOIrO ITpOrpeBa Ha XOJIOAOYCTOMYMBOCTH M
BJIMSTHUAE JIOKAJIBHOTO KPAaTKOCPOYHOTO OXJIAXKIEHMSI Ha TEIUIOYC-
TOMYMBOCTb KJIETOK JUCTheB niuneHulbl (HazapkuHa, 2005). Oxka3za-
JIOCh, YTO KPaTKOCPOUYHEBINM ITPOTIPEB BCETO PacTEeHUs] WU TOJBKO
rmoOera BBI3BIBAET KAaK POCT TEIJIOYCTOMYMBOCTH, TaK W TTOBBILIIEHUE
X0JIOZOYCTOMYMBOCTU KJeTok jgucta (puc. 30). ITpu nporpese Kop-
Hell TakKe HaOJIomaeTcs MPUPOCT XOJOMO0YCTOMYMBOCTH KIIETOK
JIMCTBEB, HO €ro CKOPOCTh 1 BeJIMYMHA MEHbIIIE, YEM IIPU BOZAEHUCT-
BMM Ha BCe pacTeHHe WM TojJbKo Ha mober (cMm. puc. 30). Kpome
TOro, TakXe ObLJIO YCTaHOBJEHO, YTO HE TOJIbKO 0Olliee, HO U JIO-
KaJlbHOe KpaTKOCPOYHOE BO3IEMCTBME HU3KOW TeMIlepaTyphl Ha
mober 1 KOpHU MHAYLIMPYET YBEJUUYEeHUE TEIJIOYCTOMUYMBOCTH KJle-
ToK aucTa (puc. 31).
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Oxenoznuys mpu 25°C, 9
Puc. 31. lunaMHKa TemI0yCTONYHU-
BOCTH KJI€TOK JIHCTbEB IIIEHUIbI
¢. Muponosckas 808 B mocieneiicT-
BHH KPAaTKOCPOYHOIO OXJIAXKIEHHUS
(0 °C, 30 c) Bcero mpopoctka (1),
noderos (2) wim kopueir (3) (mo:
Ha3zapkuna, 2005a)

Takum o0Opa3oM, mpeacTaBiIcHHBIE TaHHBIE ITO3BOJISTIOT YTBEP-
XKIIaTh, 9TO HeCTelnpuIecKrne MeXaHU3MBbI TTOBBIIIEHUS YCTOWYM-
BOCTHA PACTEHWI WTPAIOT BaXHYIO POJb B pPEakKIUM pacTeHUS Ha
KpaTKOCPOYHOE JIOKAITbHOE BO3IEHCTBIE HEOIAaTOIIPUATHON TeMITe-
paTypbl. BMecTe ¢ TeM B peaKIIM KJIETOK JICTA B OTBET HA JIOKAJTb-
Hoe IeiicTBUe cTpecc-(PaKTOpOB pa3HOM MHPUPOIBI CYIIECTBYET U
omnpeneneHHas criennduKka, 910, MO-BUAUMOMY, SBISETCS TIPUIN-
HOM OTMEUYeHHBIX pa3Indnuii B JMHAMHKE TETUIO-, XOJIOJO- M coJie-
YCTOMYMBOCTH KJIETOK.

B 1niestoM, TmosrydeHHBIE SKCIIEpUMEHTAJIbHBIE TaHHBIE TTO3BOJIN-
JIN BBISIBUTH OOIIME 3aKOHOMEPHOCTH M3MEHEHUS YCTOMYMBOCTH
KJIETOK JIUCTHEB Y TEIUIOJIOOUBBIX (Orypell, TOMAaT, COsI) U XOJIOd0-
YCTOMYMBHIX (IIIIEHUIIA, STIMEHb) BUAOB IIPM IJIUTEIBHBIX U KpaT-
KOCPOYHBIX JOKAJBbHBIX MPOTpeBax M OXJIaXIESHUSIX pacTeHWil. Mx
aHaJIN3 MTOKA3bIBAeT, YTO M3MeHEeHMEe Pa3sHBIX BUAOB YCTOMUYNBOCTH
(X010110-, TEIJIO- M COJICYCTOMYMBOCTH) KJIETOK JIMNCTA 3aBHUCUT HE
TOJIBKO OT MHTEHCUBHOCTU HEOIATOMPUSTHOTO BO3ACUCTBUS, HO U
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OT TOT0, KaKOI OpTraH MJIX 9acTh pacTeHUs (I100eT, OMMH 13 JINCTHEB
WIM KOPEHb) MOABEPraeTcs IeicTBHIO cTpeccopa. OOHapyKeHHOe
HaMU MOBBIIIEHWE YCTOMYMBOCTU KJIETOK JIMCThEB, HE IOJABEPraB-
LIMXCSI HEMOCPEACTBEHHOMY BO3AEMCTBUIO HEOJIArONpUsITHON TeM-
nepaTypbl, OJHO3HAYHO YKa3hIBaeT Ha TO, YTO U3 OPraHOB, UCIIbI-
TaBIINX BO3IEHCTBUE CTpeccopa, B APYyIUe YacTu (M OpraHbl) pacre-
HUSI TIEpeJaeTCsl CUTHAJI, CTIOCOOHBIN BHI3BIBAaTh B HUX T€ WU UHbIE
aJariTUBHbIE M3MEHEHUS, HanpaBJeHHble, B KOHEYHOM cueTe, Ha
MOBBILLIEHME YCTOMUMBOCTU. [IpruueM 3TOT CUTHajl MepegaeTcsl Mo
pacTeHHUIO B aKpomeTaabHOM (M3 KOpPHS B JIUCT, U3 MEPBOro JKUCTa
BO BTOpOI1), 6a3uneTaabHOM (U3 modera B KOpeHb, U3 BTOPOIO JIUC-
Ta B MEPBbI) U aKCUAJIbHOM (M3 OJHOTO CEeMSIOJbHOrO JUCTa B
JIpyroil) HampaBIeHUSIX.
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TTABA 2
BJVSTHUE JIOKAJIBHOT'O ITPOTPEBA 1 OXJIAXKIEHUS
HA ®OTOCUHTETUYECKUI ATIIIAPAT PACTEHU

PaGoramMu MHOTMX aBTOPOB MOKa3aHO, YTO MO BIMSIHUEM HM3-
KNX W BBICOKMX TEMIIEpATyp B PAaCTEHUSIX ITPOMCXOISIT MHOTOUYKC-
JICHHBIC CTPYKTYpHble M (PyHKIMOHAIbHbIE u3MeHeHus (Levitt,
1980; Xoxyosa, 1986; JIykatkuu, 2002; Yupkosa, 2002; Fowler,
Thomasow, 2002; BoiiHnukos u ap., 2004; JIock, 2005; TutoB u ap.,
2006; Tpynosa, 2007; Ky3neuos, 2009), BaxkHOe MECTO Cpeay KOTO-
PBIX 3aHMMAIOT W3MEHEHUs B (QOTOCMHTETUUYCCKOM allrapaTe
(®CA) (MupocnaBos, 1994; Hurry et al., 1995; Yamasaki et al.,
2002; Knumos, 2003; Rapacz et al., 2004; TpyHoBa, 2007; BeHxxuk
u 1p., 2008). B yacTHOCTH, TPU XOJIOAOBOM 3aKaJTMBAHUU PACTEHUA
IIPOMCXOSAT BITOJIHE OIpeae/ieHHBIC N3MEHEHUS B YIbTPACTPYKTYP-
HOI OopraHM3ally KJIETOK JIMCTa M COAepKaHUU (POTOCMHTETHYEC-
ckux murMeHToB (YyryHosa u np., 1975; MupocnaBos, 1994; Tpy-
HoBa, ActaxoBa, 1998; Kratsch, Wise, 2000; Benxkuk u ap., 2008),
napameTpoB ¢ayopecueHuun xiaopopumia (Kao et al., 1997;
Fracheboud et al., 1999; Aroca et al., 2001; Rapacz et al., 2004;
Zhang et al., 2010), akTUBHOCTH (POTOCUHTETUUECKUX (PEPMEHTOB
(Strand et al., 1999; Yamasaki et al., 2002), UHTeHCUBHOCTH (POTO-
cunte3a (bybosno u np., 1988; Kiaumon, 2003). Ctoab Xe 3HaA4YM-
TeJIbHBIC M3MeHeHMs HabmonaoTcst B @CA 1 o BIUSTHAEM BBICO-
kux Temnepatyp (Anderson, 1999; Yamasaki et al., 2002; Kuciiok u
Ip., 2008; Allakhverdiev et al., 2008). CyllecTBEeHHO, YTO MHOTHE U3
HUX IIPOMCXOISIT YK€ B MEPBbIE YaCchl HEOIArOMPUSITHOTO TeMIIEpa-
TYPHOI'O BO3[CHCTBUS W UMEIOT OYEBUIHOE afallTUBHOE 3HAUEHMUE.
OnHako OOJILIIMHCTBO 3TUX JaHHBIX M HaOJIOAEHMIA KacaeTcs
BJIMSHMS HEeOJaronpusiTHBIX TEMIIEpaTyp Ha Bce pacteHue. Cae-
IeHus1 ke o Takoro poaa uameHeHusx B ®CA y pacrteHuit mop
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BJIMSTHHEM JIOKAJIbHOTO MEMCTBUS BBICOKMX MJIM HU3KHX TeMIIE-
paTyp eIMHUYHBI. U3BeCTHO, B YACTHOCTHU, YTO JOBOJBHO OBICT-
pble M3MEHEHUS CKOPOCTU (POTOCUHTE3a IPOUCXOIIT IIPU BO3-
IeCTBUM Ha KOPHM pacTeHUI KaK HU3KOH (HO He IMOBPEXIAI0-
meit) (YyryHoBa u ap., 1975), tak u Beicokoit (He et al., 2001)
TemmepaTypbl. OTHAKO XapaKTep CTPYKTYpHO-(GYHKIMOHAIbHBIX
n3meHeHuit ®CA u ux poib B GOPMHUPOBAHUU YCTOMIMBOCTU
KJIETOK JIMCTa B 3TOM cJiyyae BO MHOT'OM TOKa He SICHBI.

2.1. Binsinue JI0KaJIbHOTO MPOTpeBa KOPHeid
HA YJIbTPACTPYKTYPY XJIOPOILIACTOB JIMCTbEB PACTEHUIA

Kak nmoka3zaHo HaMU W pSIIOM APYTUX aBTOPOB, JIOKAJIIBHOE BO3-
JIeiCTBHE HEONATrONPUSITHONM TeMIIepaTyphl MOXET IIPUBOAUTH HE
TOJIBKO K ITOBBIIIEHHUIO YCTOMYMBOCTY KJIETOK B OpTaHaxX pacTeHMUSI,
MMOJBEPTHYTHIX €€ ACHUCTBUIO, HO U TeX €ro opraHax M 4acTsX, KOTO-
pBle He UCIIBITAJIM ITOAOOHOTO BIUSIHUS, a TaKXKe K CYIISCTBEHHOM
CTPYKTYPHOI TepecTpoiike KieToK JucTta. OnHaKo MmoKa UCClen0-
BaHUs Mogo0Horo poaa exuHudHbl (Malone, 1993, 1996) u He 1o-
3BOJISTIOT COCTaBUTH OOIIYIO0 KapTUHY 3THX M3MeHeHuit. [loaromy
MpeICTaBIsieT OONBIION MHTEpEeC U3ydeHUe CTPYKTYPHBIX M3MeHe-
HU B XJIOpOIUIACTAX, MPOUCXOMSIINX B IIpolecce GOpMUPOBAHUSI
MOBBIIIEHHOM TEIUIOYCTOMYMBOCTH KJIETOK JIMCThEB IOJI BIUSIHUEM
BBICOKOI 3aKaJIMBaIOIIeii TeMIIepaTyphbl HAa KOPHU PacTECHUIA.

IIpoBeneHHbIe MccaeOBaHUS MOKA3aId, YTO JOKaIbHOE BO3ACH-
ctBre TemmnepaTypsl 38 °C Ha KOpHY ITIPOPOCTKOB STYMEHS MHIYIIAPY-
€T TOBHIIICHNE TEIJIOYCTOMYMBOCTI KIIETOK JINCTHEB, (DMKCUPYEeMOe
yxe yepe3 1 4 or Havana nporpeBa. B manbHeillieM ycTOMYMBOCTb
KJIETOK JIMCThEB MPOAOJIKAIa HapacTaTh, M Yepes3 4 4 OHa CocTaBIsiia
0K0J10 50 % OT MaKCMMAaJIbHOIO IPUPOCTA, KOTOPLIA JOCTUTANICS K
KOHIIYy TIepBBIX CYTOK (puc. 32).

VABTpacTpyKTypa XJIOPOILJIACTOB B JIUCThSIX IPOPOCTKOB S9IME-
HSI, KOPHU KOTOPBIX HE ITPOrpeBaiMCh, OblIa BITOJIHE TUITMYHOI:
XJIOPOILJIACTHl MMEJIM MPaBWIbHYIO JUH30BUIHYIO (DOpPMY, XOpO-
10 PA3BUTYIO TUJIAKOUAHYIO CUCTEMY, MHOTOUMCIIEHHBIE TPaHbl U
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TOMYMBOCTH KJIETOK JIMCThEB
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mporpesy (J1Tso), °C

npu JIOKAaJbHOM Mporpese
24 (38 °C) kopneii (mo: TuroB u

Brenozurs mpu 38 °C, g ap., 2007)

MEJIKO3EPHHUCTYIO IUIOTHYIO CTPOMY, B KOTOPOIl pacIIojlarajvch
IUIACTOTIO0Y/IBI WM HEOOJBINNE BBITSHYTBIE KpaxXMallbHBIE 3epHA
(TuroB u ap., 2007) (puc. 33, A). Ho yxe 4epe3 1 4 oT Hayajia mpo-
rpeBa KOpHEH B KJIETKAX JUCTheB OOHAPYKEHBI ONpeaeieHHBIC 13-
MeHeHHUsI. B 4JacTHOCTM, I'paHBlI XJIOPOILJIACTOB CTAJIM PBHIXJIBIMU,
MMOSIBWJIMCh 3HAYWTEIBbHBIC IIPOCBETHI MEXAY OTOSIbHBIMM THIA-
KOUJaMH, a camMa cTpoMa yIutoTHuiIachk (puc. 33, b). Yepes 4 1 mo-
cJie Havajia IIporpeBa KOpHEM B KJIETKAX JINCTHEB OTMEYEHO YMEHb-
IIEHWE Pa3MEpPOB XJIOPOILIACTOB, YBEIMUCHNE YKCa TUIACTOTIIO0YT
U TpaH, a TaKKe KOJIMIECTBA TWIAKOMIOB B rpaHax (puc. 33, B, 34,
Tabis. 8). Kpome Toro, 3apMKCMpPOBAHO YBeJIMYEHHE KpaxMalbHbIX
BKIIIOUeHMIT B xjtoporactax (puc. 33, B). Uepes 24 4 mporpeBa
KOpHeil HaOI01aI0ch n3MeHeHe (OpMBI XJIOPOILIACTOB Ha Oolee
OKpyTayio U (opMUpPOBAaHME B HUX HECKOJbKMX (2—3) KpYHHBIX
KpaxMallbHbIX 3epeH (puc. 33, T).

ITormyTHO OTMETMM, YTO B OTJIMYME OT XJIOPOIUIACTOB B CTPYK-
TYpPHOM OpraHM3allMid MHUTOXOHIPHWI IIOCNIe IIporpeBa KOpHeil He
00HapyKeHO SIBHBIX U3MEHEHUI, XOTSI MOPp(hOMETPUIESCKUI aHAIN3
BBISIBUJI HEKOTOPEIC OTJIMYMS B CTPOCHUM 3TUX OpraHesl y Iporpe-
TBIX IIPOPOCTKOB IO CPaBHECHUIO C HEIPOTPETHIMM ITPOPOCTKAMH.
Tak, yepe3 4 4 OT Hayaj1a IporpeBa KopHei 3a(pUKCUPOBAHO YBEIU-
YyeHMe YKcia KPUCT, a 4yepe3 24 4 mporpeBa OTMEUeHO YMEHbIIIEHIE
pa3MepoB caMUX MUTOXOHAPUiA (CM. TabJI. 8).
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Puc. 33. YAbTpacTpyKTypa XJIOPOILIACTOB B KJIETKAX Me30()HJLIa MPOPOCTKOB
stamens ¢. Orpa npu nporpese (38 °C) kopHueii (mo: Turos u ap., 2007):

A — UcXOHBII BapraHT (J10 iporpesa), b — mporpeB B teuenue 1 4, B — 44, [ — 24 4.
YcnoBHBIe 0003HAUEHUS: TP — TPAHBI, K3 — KpaXMaJIbHbIE 3€pHA, NIT — TIJIACTOTJIO-
Oyabl. MacitabHas auHerka 1 MKm
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Tabauya 8
W3meHeHus yJIbTPaCTPYKTYPbl XJIOPOILIACTOB M MUTOXOH/IPHIA B JIMCThSIX
10/1 BJIMSIHHEM MPOTPeBa KOPHeii mpopocTKoB siumens ¢. Otpa
(no: Tutos u ap., 2007)

DKCITO3UINS paCTeHU I

IMokazaTenn mpu 38 °C, u
0 4 24
IMnowaas cpesa XJA0POILIACTa, MKM 15,1£0,8 8,2+0,4 10,8 £ 0,5

KomnmuecTBo TpaH Ha 10 MKM® Tuomanu
cpes3a XJIoporiacTa, 1iT.
Yucio TUIaKOMIOB B rpaHe, IIT. 7+0,4 10+0,5 9+0,5
CyMmMapHasi Tuloliaab rpaH, % OT 81404 | 215411 | 162+0.8
TUTOIIAIM CPe3a XJIOPOTIAcTa
CyMMapHOe KOJMYEeCTBO TUJIAKOUIOB
rpan Ha 10 wmxM’ miomamu cpesa| 101+5 21+11 177£9
XJIOPOIIJIACTA, IIT.

2
KommaectBo muracrornmodyn Ha 10 MKM 7404 10£0.5 12406
TUTOIIAIM CPe3a XJIOPOILIACTA, IIIT.
Inomans cpe3a MUTOXOHAPUH, MKM' 0,45+0,02 10,40+0,02| 0,38+0,02

2

KonuuectBo kpuct Ha 10 MKM™ 1101 au 18249 310+ 16 21+16
cpe3a MUTOXOHIPUH, IIT.

15+0,8 23+1,2 19+1,0

TakuM 00pa3oM, 3TH HCCIIeNOBAHMS ITOKA3aIM, YTO JOKAJIbHOE
BO3ACIHCTBYE BEICOKOM 3aKaJIMBAIOIIEil TeMIIepaTypbl HA KOPHEBYIO
CHCTEMY STIMEHS BBI3BIBACT HE TOJBKO OBICTPBIA POCT TEILUIOYCTOI-
YUBOCTU KJIETOK JIUCThEB, HO M OIPEACICHHBIC CTPYKTYPHbBIC 3Me-
HEHMS B XJIOPOIUIACTaX M MUTOXOHAPUSIX (YMEHBIICHUE pa3MepOB
XJIOPOIUIACTOB M MUTOXOHIAPWIA, YBeIMYCHHE YMCIIa W Pa3MEpPOB
IpaH, KOJMYECTBa IJIACTOINIOO0YI M pa3MepOB KpaxXMaIbHBIX BKITIO-
YeHWI B XJIOPOILIAcTax, 4Mcjia KPUCT B MUTOXOHAPUSX). BrmoiHe
OYEBHMIIHO, YTO MEXIY KOPHEBOI CUCTEMON 1 HaA3¢MHBIMU YaCTsI-
MM pacTeHUs OCYIIECTBIISICTCS Ilepeaada CUTHaIa, KOTOPBIA W MH-
IYyIAPYET B KJIeTKaX JIUCThEB YKa3aHHBIC N3MeHeHU. [1omydeHHbBIe
HaMM JaHHBIE OJHO3HAYHO CBUIETEIBCTBYIOT O TOM, YTO IIPH 3TOM
IIPOMCXOMASAT HE TOJBKO (PyHKIIMOHAIBHBIC U3MEHEHUSI, HO 1 JOCTa-
TOYHO OBICTpast CTPYKTYpHas TpaHchopMalusl KJIETOK JIUCTa, W
yxe yepe3 1 4 OT Hayasia MporpeBa KOpHei HaOJI0Jal0TCs TIEPBbIe
VIBTPACTPYKTYPHbIE U3MEHEHMSI OpraHell, 00eCIIeunBaoIINX IBa
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Puc. 34. YabTpacTpyKTypHblEe M3MEHEHHS XJIOPOILIACTOB B KJIETKAX JHMCThEB
npopocTKoB sraMeHsA ¢. Otpa mon BimsHueM nporpesa (38 °C) Kopheii (mo:
Turos u ap., 2007)

BaXXHEHIINX JUISl pacTeHUil Ipoliecca — (DOTOCUHTE3 U JbIXaHUE.
Taxske O4eBUAHO U TO, YTO OCHOBHAS YacTh M3 OOHAPYXXEHHbBIX Ha-
MM CTPYKTYPHBIX MU3MEHEHUI HampaBjieHa, B KOHEYHOM cYeTe, Ha
afganTaluio pacTeHUs K M3MEHMBIIUMCSI TEMIEPATypHBIM YCIOBU-
saM cpeabl. Hanmpumep, yBeluueHue IO BIUSIHAEM 3aKaJauMBaHUS
yyrcja MEMOPaHHBIX 3JIEMEHTOB B XJIOPOILIACTAX M MUTOXOHAPHUSIX,
HabJII0gaeMOoe HapsIy ¢ YMEHBIIEHUEM pa3MEpOB CaMUX OpTraHell,
cnocoOCTBYeT MHTEHCU(pUKALIMKU (hepMEHTAaTUBHBIX ITIPOLIECCOB B
kietke (MupociasoB, 1994). O6pa3oBaHre KPYITHBIX I'PpaH B XJIOPO-
IJIaCTaxX XapaKTepHO /IS paCTCHMIA, IMOABEPIHYTHIX ICHCTBUIO BbI-
COKUX TeMIIepaTyp U, CKOopee BCEero, CBSI3aHO C 3allMTOi (POTOCHUH-
TETUYECKOTO amrapaTta OT IEeUCTBUS HeOJIaronpusITHBIX (aKTOPOB
(Anderson, 1999). CyliecTBeHHOE YBeJIMUYEHUE YK CJIa ILUIaCTOIIO0Y I
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00YyCJIOBIIEHO, BEPOSITHO, U3MEHEHUSIMU B MEMOPaHHOM CTPYKType
IJIACTHI, TIOCKOJIBKY M3BECTHO, YTO UMEHHO B ILJIACTOII00YIaX Ha-
KaIUIMBAIOTCSI KOMITOHEHTHI (poTocuHTeTHYeCKUX MeMbpaH (Cu-
naeBa, 1978; Guiamet et al., 1999).

B 11e710M MOXHO 3aKJII0YUTh, YTO JIOKAJIBHBIN IIPOrpeB KOPHEi
IIPOPOCTKOB STYMEHSI BBI3BIBAET HE TOJBKO OBICTPBIN POCT YCTOMYM-
BOCTH KJIETOK JIMCThEB, HO U CYILIECTBEHHBIE CTPYKTYPHbBIE U3MEHE-
HMSI B XJIOPOIUIACTAX M MUTOXOHIPHSIX, BOZHUKAIOIIKME YXKE Yepes
yac OT Havaja Iporpesa. JIOTMYHO IOJIaraTh, YTO BbISIBJIEHHBIE
YABTPACTPYKTYPHBIE MEPECTPOMKU XJIIOPOILJIACTOB M MUTOXOHAPUIA
TECHO B3aMMOCBSI3aHbI C IIPOUCXOISIINMU IIPU JIOKAJTLHOM IIpOrpe-
Be (PYHKLIMOHATBLHBIMUA M3MEHEHUSIMU B KJIETKAX M TKAHSIX PacTe-
Hus. Orcroga ciaeayeT, YTo npouecc GOpMUPOBAHKS MOBBILIEHHON
TEIIOYCTOMYMBOCTA KJIETOK JIMCThEB IOJ BIMSIHUEM JIOKAJIBHOTO
MporpeBa KOpHeW pacTeHUI BKIIIOUAET B Ce0s1 HE TOJBKO Cepbe3HbIE
(p13KMOI0ro-OMOXMMUYECKIE, HO U CTPYKTYPHBIE U3MEHEHMS Opra-
HeJUI, HalpaBJieHHbIe Ha aganTtauuio (OTOCHMHTE3a U IbIXaHUs, a
TaKXe IPYIMX KU3HEHHO BaXKHBIX IMPOLECCOB K U3MEHUBIIINMCS yC-
JIOBUSIM BHEILHEN CPEIbI.

2.2. CTpyKTYpHO-(DYHKIIMOHAJIbHBIE H3MEHEHHS JINCThEB PACTEHMIA
101, BJMSIHHEM OXJIAXKIEHNSA KOPHEi

ITpoucxoasiiye non BIMSIHAEM HU3KUX 3aKaJIMBaIOIINX TeMIIe-
patyp CTPYKTYpHO-GyHKIMOHaNIbHBIe M3MeHeHUss B MCA pacre-
HUU cpaBHUTEIbHO Xopolno udydyeHbl (bamarypoBa m mp., 1987;
MupocnaBoB, 1994; TpyHosa, AcraxoBa, 1995, 1998; Hurry et al.,
1995; Kratsch, Wise, 2000; Yamasaki et al., 2002; Knumos, 2003;
Rapacz et al., 2004; TpyHosa, 2007). OgHako B IUTepaType OYE€Hb
Majio CBEJACHMII OTHOCHUTEIBHO BIUSHUS JOKAJbHOTO IEWCTBUS
Hu3Koi Temmneparypbl Ha @CA pacteHuii. [ToaToMy mpencrapisi-
JIOCh BaXXHBIM TIPOBECTH CpPaBHUTEJIbHOE H3Y4eHUE M3MEHEHMI
®CA, npoucxomsdiux B Ipoliecce (PopMUPOBAHUS TTOBBIIIEHHOR
XOJIOMOYCTOMYMBOCTY KJIETOK JIMCThEB, MO BIAMSIHUEM HU3KOM 3a-
KaJMBaoIei TeMIepaTyphl Ha BCE paCTEHUE U TOJIBKO €ro KOPHU.
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YcraHoBIIEHO, 4TO yXe CIycTs 1 4 OoT Hayaja AeiCTBUS TEMIIE-
patypsl 4 °C IpoUCXOOUT HEOOIbIIOE, HO JOCTOBEPHOE IOBBIIIIE-
HUE XOJIOAOYCTOMYMBOCTU KJIETOK JUCThEB O3MMOM MIIEHUIIbI
(puc. 35, A). B nanpHeiieM oHa IIpogoKajia MOHOTOHHO YBEJIH-
YUBAThCS M K KOHILY YETBEPThIX CYyTOK IEHACTBUS X0OJ0Ja JOCTUTra-
Jla MaKCUMAaJbHOTO I JaHHBIX YCJIOBMI YPOBHS, OCTaBasiCh B
JTalbHEeHIIIeM HEM3MEHHOM (cM. puc. 35, A).

A

| | | ks
=] GO D o
T T T 1
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300
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200

100
0 24 43 72 96 168

Orenozums opu 4 °C, a
Puc. 35. Bmsiue oxnaxnenus (4 °C) npopocTkoB mmenuisi ¢. Mockosckas 39

HAa THHAMUKY X0JI0J0yCTOWYMBOCTH KJIETOK JIUCTheB (A) U IO JUCTOBOI
mnactunku (B) (mo: Bewxkuk u p., 2011):

1 — koHTpOJB (22 °C), 2 —4°C
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Ilox Bmustamem oxnaxneHus (2 °C) TOIbKO KOPHE IIPOPOCTKOB
MMIIEHUIBI YCTOMIMBOCTD KJIETOK JTUCThEB HAUMHAET BO3pacTaTh Ye-
pe3 5 9 oT ero Havyaia, Ha TPETbU CYTKMA OHA JOCTUTAeT MaKCUMyMa
Y B JaJIbHeIIeM He n3MeHsieTcs (puc. 36).

A
&t

mpomopaxemsanio (J1Ts0), °C

VeToHunBOCTE K 5-MUH

24 48 72 96 168

TInomans nucToBoi
[LTACTHHKH, MM *

—
o
o

0 24 48 72 96 168
Oxenozuua mpu 2 °C, 1

Puc. 36. Bnusnne nokaibHoro oxnaaxaenns (2 °C) KopHeil IpopoCTKOB Mime-
Hubl ¢. MocKkoBcKkas 39 Ha TMHAMUKY X0JI00yCTOWYMBOCTH KJIETOK JIMCThEB
(1) n momamu smcrosoii miactunku (B) (mo: Bewxkuk u np., 2009):

1 — koHTpOJB (22 °C),2 —2°C

OTMeTUM, YTO yXe B TeUCHME IEPBBIX CYTOK OT Hayaja BO3IEi-
CTBHUS XOJIOJA MPAKTUYECKHA POCT JUCTOBOM IJTACTUHKM IPOPOCT-
KOB IMIIEHUIIBI ITOJHOCTBIO Ipekpamaics (puc. 35, b). OgHako B
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IajbHeNIIeM (depe3 2 CyT OXJIakaeHNsT) HaOIoOaIoCh €0 BOCCTAHOB-
JIeHWe, U K KOHIIy 3KCIeprMeHTa (depe3 7 CyT) IUIOIIanb JIMCTOBOM
IUIACTUHKY Y 3aKaJICHHBIX pacTeHMii mpumMepHo Ha 30 % mpeBbllIana
HMCXOMHBIN ypoBeHb. OUEBUIHO, YTO POCT JINCTA B YCIIOBHUSIX OXJIaXKIIe-
HUSI He TIPeKpalllaiCs ITIOTHOCTHIO, a JIMIIb 3HAYUTEIIBHO 3aMeIISIIC.

BwmecTte ¢ Tem, B mepBbIe CYTKH JSMCTBUS X0OJI0Ia TOJIBKO Ha KOP-
HU 3a(uKCUpOBaHa TOJIHAS OCTAaHOBKA POCTA JIMCThEB, KOTOPBIN,
OTHAKO, BO30OOHOBIISIICS Yepe3 2 CYT, M K KOHITy onbITa (7 CyT) ILI0-
IIaab JIMCTOBOM TUIACTUHKM Y OXJIaXIaeMBIX PaCTCHUIA IIpeBhIIIaia
HUCXOIHBIN YypoBeHb Ha 60 % (cM. puc. 36).

Taxum 00pa3oM, MOBBIIIEHUE XOJIOA0YCTOMYNBOCTH KJIETOK JIM-
CTBEB IMIICHULIBI B HAYaIbHBIN TIePUOM ICHCTBHUSI HU3KOM 3aKalu-
Baollell TeMIepaTypbl Ha BCEe pacTeHUE WIM TOJBKO Ha €r0 KOPHU
COIPOBOXIATIOCh TOPMOXKEHNEM POCTOBBIX ITPOIIECCOB.

YabTpacTpyKTypHble HM3MEeHeHHMs KJIeTOK JHcTheB. B mpoiiecce
HU3KOTEMIIEPaTYPHOTO 3aKaJMBaHUSI MOPO30CTOMKUX 3JIAKOBBIX
pacTeHMii TPOUCXOISAT 3HAYMTEJIbHBIC aNallTUBHBIE W3MEHEHUS
VJABTPACTPYKTYPhl KJIETOK, BKJIIOUAIOIIME pa3pacTaHue LMTOILIa3-
MBbI, YMEHBIIIEHNE 00BbeMa BaKyOJIM U ITOBBIIICHHE €€ JIEKTPOHHOMN
IUIOTHOCTH, YBEJIWYEeHNE MeMOpaHHBIX 3JIEMEHTOB M KOJIMYECTBa
IU1acTOmI00y1, MCUe3HOBEHUE KpaxMalabHbIX 3epeH (KinuMoB u ap.,
1997; TpynoBa, AcrtaxoBa, 1998; Kratsch, Wise, 2000; TpyHoBa,
2007). ®opMupoBaHUe TaKON CTPYKTYPHI KJIETOK JUCTHEB CIIOCO0-
CTBYET HOBBIIIIEHUIO MOPO30YCTOMUYMBOCTU PACTEHUIA.

HccnenoBanne yiabTpacTPyKTYphl KJIETOK JIMUCThEB ITIIEHUIIHI,
HaXONSIINXCS B YCIIOBUSIX IEUCTBUS TeMIiepaTypsl 4 °C, mokaszao,
YTO 3HAYUTEJIbHBIE M3MEHEHUS XJIOPOIJIACTOB IPOMCXOIST YXKE B
HavaJIbHBIN TIepUOo, OXJIaXKIeHUs Bcero IpopocTtka (Berkuk u np.,
2008). ITpruem camble MiepBbie YABTPACTPYKTYPHbIE U3MEHEHMS Ka-
CalOTCs rpaHAJIbHOIO KOMIIOHEHTA XJIOpOILTIacToB. Tak, yBeJIndeHue
IUJIMHBI MeMOpaH rpaH, YMEHbIIEHEe IMUPUHbBI TPaH U YKClIa TUJIa-
KOHWJIOB B HUX 3a()MKCUPOBAHO YK€ CIIYCTS Yac OT Havyajia OXJIaxie-
Hus (Tabi. 9). ITo-BuIMMOMY, 3TO CBSI3aHO C IIPOLIECCOM (DOPMUPO-
BaHMSI TaK Ha3bIBAEMOI'O «CBETOBOI'O» TUIIA CTPYKTYPHI IUTACTUL, Xa-
pPaKTepHOIo ISl pacTeHWil, BhIpAIllMBaeMbIX B YCJIOBMSIX XOJioAa
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(MupocnaBoB, 1994). Uepe3 5 4 geiicTBUsI HU3KOM TeMIIepaTyphl B
KJIETKaX JICTA IIPOMCXOIMIO YBEIMYEeHIE pa3MepOB MUTOXOHIPUIA,
a TakKe 4YKcia KpUCT B HUX. YBEIMUCHHUE Pa3MePOB XJIIOPOILIACTOB
M TIEPOKCHCOM, a TaKXKe YBEIMUYCHHUE IJIMHBEI MeMOpaH XJIOpoILia-
CTOB OTMEUEHO 4epe3 24 4 oxyaxaeHus. He BhI3bIBaET COMHEHMH,
YTO OOJIBIIAST YaCTh U3 OTMEYEHHBIX CTPYKTYPHBIX M3MEHEHUI HO-
CHUT afallTMBHBIN XapakTep. B dacTHocTH, yBenmdeHHE pa3MepoB
opraHeJii (XJOpOIJIaCTOB, MUTOXOHAPUI, TEPOKCUCOM), a TaKxXKe
YHCIa M JUIMHBI MEMOpPAaHHBIX 3JIEMEHTOB B HMX CBSI3BIBAIOT C WH-
TeHcuuKalrel OCHOBHBIX (DEPMEHTATUBHEIX ITPOIIECCOB B KJICT-
Kax B YCJIOBMSIX ITIOHIDKEHHBIX TemIiepaTyp (MupociaBos, 1994).
OueHb BaXXKHO, YTO MEPBEIE CTPYKTYPHBIC U3MEHEHUS 3a(pUKCUPO-
BaHbI YK€ yepe3 yac Mocjie Hayaja X0JI0J0BOT0 3aKaluBaHusl, U 3TU
M3MEHEHUS KacalTcsd, Mpexae Bcero, (GopMupoBaHMSI MeMOpaH-
HOW CTPYKTYPBI XJIOPOILIACTOB.

Tabauya 9

H3MeHeHHs yAbTPACTPYKTYPHI KJIETOK Me30()H/LIA MPOPOCTKOB MIIEHUIIbI
¢. MockoBckas 39 B HauaIbHBII IEPHO/I X0JI0A0BOr0 3aKATUBAHUS
(mo: Benxuk u 1p., 2008)

IToka3zarens

Okcno3uuys npu 4 °C, u

0 1 5 24
ITnomans cpesa xioporviacta, MkM™ | 8,4+0,4 | 9,1+0,7 9+0,6 [134%1,5
g;;%”am’ CPe3a MUTOXOHIPUH, 1 4 10,03 | 0,3 0,08 | 0,5+ 0,04 |0,5+ 0,02
glfﬁﬁuaﬂ" CPe3a TIEPORCHEOMEL 1 0.7 + 0,06 | 0,6 £0,06 | 0,7 £ 0,04 |0,8 £ 0,08
JlnmHa MeMOpaH rpaH, MKM 64,4+7,3(80,2+7,1]751%3,6[1094%5,5
JlnmHa MeMOpaH CTPOMBI, MKM 40,2+24140,3+4,8[41,2+5,2/66,9+9,7
ﬁ”mi[“{ammpa“ XI0poITiacta, 118,04 10,3|140,0+ 13,2|137,5 + 3,8(212,0 £ 11,4
‘lueno rpan Ka cpes 23+2 | 2641 | 23+2 | 3642
XJIOPOILIACTA, IT.
Yucio TUIAKOWIOB B IpaHe, IIT. 7+0,2 604 6+0,1 6+0,3
IlIupuHa rpaHbl, MKM 0,36 £0,01{0,32%+0,01 (0,32 £0,03/0,33£0,01
BricoTa rpaHbl, MKM 0,13+0,01]0,13+0,01 (0,11 £0,01/0,11+0,01
‘Incno kpucr Ha cpes 13+1 12+1 1541 | 161
MUTOXOHIPHUH, INT.
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TaxuM oOpa3om, Mo BIMSHUEM HU3KOM 3aKaIMBaIOIIeit TeMIIe-
paTypbl IPOUCXOOUT JOBOJIHHO OBICTPOE YBEIUMUCHUE XOJIOI0YCTOM-
YUBOCTU MPOPOCTKOB MIIEHUIIBI, COITPOBOXIAIOIIEECS PSIIOM CePb-
€3HBIX CTPYKTYPHBIX U3MEHECHUM, UMEIOIINX afallTUBHOE 3HAYCHHE.
K HUM OTHOCSITCS TOPMOXEHHME POCTa JIMCTOBOM IIJIACTUHKM, YBE-
JIMYEHUE Pa3MePOB XJIOPOIIJIACTOB, MUTOXOHIPWI U MEPOKCHCOM, a
TaKXe (DOPMUPOBAHNE «CBETOBOIO» THUIIA YIABTPACTPYKTYPHI XJIOPO-
TJIaCTOB.

Psimom aBTOpOB yCTaHOBIEHO, YTO MOHUKEHHBIE TEMIIEPATYPHI B
KOpHEOOUTaeMOl 30HE PACTeHUI TakKe MOTYT OKa3blBaTh Cepbe3-
HOE€ BJIMSHUE Ha YJAbTPACTPYKTYPY XJOPOIUIACTOB KJIETOK JIMCTHEB
pacteHuii, B yacTHOCcTH, orypua (YyryHosa m ap., 1975) m com
(Musser et al., 1983).

PesynbraThl McclienoBaHui, MpOBEAeHHBIX B Hallleil jabopa-
topun 0. B. BeHXuUK Ha pacTeHMSIX MIIEHULBI, TAKXKE CBUJEC-
TEJILCTBYIOT O 3HAYUTEJbHOM BJIUSHUU JOKAJbHOTO OXJIAXKICHMS
(2 °C) KopHeli Ha yAbTPacTPYKTYpy KJeToK JucTbeB (OTuer..,
2011). ITepBbie yIbTPACTPYKTYPHBIE U3MEHEHUS B KIE€TKaX ME30-
(uta TMCTHEB OTMEUEHBI YKe uepe3 | 4 oT Havajia oXJIaxXaeHns
KOpHEN MPOPOCTKOB MIEHUIIBI, B YACTHOCTU, YBEJMYEHUE pa3-
MEPOB XJIOPOILJIACTOB 3a CUET BO3pacTaHUS IJIOIIAAN UX CTPOMBI
(ta6a. 10). Hapsaay ¢ 3TuM B XJOpoIlIacTaX TakxKe OOHapyXKEHbI
U3MEHEHUs, OTpaXxalolliue NepecTPOriKy TUIAKOUIHOMN CUCTEMBI,
B YaCTHOCTHU, CHUXXEHUE YHMCJa TUJIAKOUIOB B rpaHe (cM. TabJI.
10). B sToT mepuoa MPOUCXOAUIO CHHUXEHME TUIOLIAAW TpaH
XJIOpOTIJIacTa U IUIOIIaAd MEXTPaHHBIX TUJIAKOUAO0B, a TAaKXKe He-
KOTOpOEe yMEHbIlIEHUE IJIWHBI MeMOpaH TUJIAaKOUIOB TpaH (CM.
Ta6a. 10). B oTinume OT 3TOro miaoiaab JUIUACOAEPXAIINX 00-
pa3oBaHUil — MJIACTOTJIOOY] CylleCTBEHHO (IIpUMepHO B 3 pasza)
yBeJn4yMBajgach (cM. Tabdiu. 10).

Yepes 5 4 oxaxkaeHUs KOPHEN B XJI0poIuiacTax JUCThEB MPOPO-
CTKOB IIIIEHMUIIBI OTMEUYEHO ellle 0oJiee 3HAUMUTEJbHOE CHIDKEHUE
IUIOIIAAX MEXTpPaHHBIX TUJIAKOWIOB W JUIMHBI TWJIAKOWAOB, KOH-
TaKTUPYIOIIMX CO CTPOMOM, W AajbHEelllee YBeJIUUYeHUE pa3MepoB
XJIOPOIIJIACTOB U TIOLIAAY TIacToryiooy (cM. Tada. 10).
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Cryctst 1—2 cyT OoT Hayaja JOKaJbHOTO IECTBUS XOoJioda Ha
KOPHM IIPOPOCTKOB IMIIIEHUIIBI B KJIeTKaxX Me30(uIjIa JIMcTa HabJro-
JIAJINCh XJIOPOILIACTEI ¢ MHOTOYMCIEHHBIMU BBIPOCTAMU 1 MHBaru-
HauussMu. OMHOBPEMEHHO C 3TMM OTMEUEHO YBEJIMUCHIE pa3MepOB
XJIOPOILJIACTOB M IUTOLIAIN WX CTPOMEI, a TAKXKE YBEIMUYCHNUE pa3Me-
pOB IIacTora00yI B crpoMe (cM. Taba. 10). Ilomumo 3TOrO B XJ10-
poriactTax JMCTbEeB IMPOWCXOAUIIO YBEeJWYEeHUE IJIMHBI MeMOpaH
BCeX TIIAKOUAOB (cM. Tabi. 10).

Yepes 4—7 cyt meiictBus Temiiepatypbl 2 “C Ha KOPHEBYIO
CUCTEMY IIPOPOCTKOB TIIEHUIBI B KJIETKaX Me30(pujjia IIIeHNA-
1kl OTMEUYEHO yBeJUUYEeHUE Pa3MEPOB XJIOPOTIIACTOB, B HUX OOHA-
PYXeHBI MHOTOYMCIICHHBIE KPYITHBIE TPpaHbl, I'PaHAIbHBIN KOMIIO-
HEHT XJIOPOILIACTOB Mpeodanan Had arpaHalbHbBIM (cM. Tab. 10).
[InacTorno0yabl TakKe CYIIeCTBEHHO YBEJIWUYMBAJIUCH B pa3Mme-
pax (cm. Ta6a. 10).

ITonyyeHHBIE pe3yabTaThl IOKA3BIBAIOT, YTO YK€ B IIEPBEIC YaChl
OXJIAXKIEHMSI KOPHEN B KJIeTKaxX JIMCTheB Ha (DOHE pOCTa XOJI0J0-
YCTOMYMBOCTHU MPOUCXOIST 3HAUNTEIBHBIE YIBTPACTPYKTYPHEIC U3-
MeHeHUs. YacTb M3 HUX MMeeT alalnTUBHOE 3HAUCHME UIST pacTe-
Huii. K HUM, HanmpuMep, OTHOCUTCS YBEJUYEHUE Pa3MEPOB XJIOPO-
IUTACTOB 3a CYET MOBHIIIEHHS TUIOIIAAA CTPOMEI, ITOCKOJIbKY MMEH-
HO B Hell JIOKaJIM30BaHbI MHOrue ctpeccoBbie Oenku (Guy, 1990;
KonecHuuenko, BoitHukos, 2003), depmeHTH 1ukia KamabBrHa
(Kysneunos, JImutpuena, 2006), a Takke (hepMeHThI, paclleruIsaio-
mue Kpaxmai 1o MmoHocaxapoB (Kratsch, Wise, 2000). Kpome Toro,
MHOTOYHCJIEHHBIE BEIPOCTHI M MHBAarMHALIMKA XJIOPOIJIACTOB, OTME-
YeHHBIC Yepe3 CYTKM OXJIaXKIeHMST KOpHEW, YBEJIMYMBAIOT MOBEPX-
HOCTb IIJIaCTUJ, YTO, 110 MHEHHUIO HEKOTOphiX aBTopoB (bybosio u
np., 1988), ycmnuBaeT 0OMeH MeTa0OJIMTaMM C IIUTOIJIa3MOM.

IlepecTpoiika TUIAKOUIHON CHCTEMBI XJIOPOILIACTOB MIIEHUIIBI
VK€ B HayaJIbHbIA MEpUOM JIOKAJBHOIO OXJaXIACHUS BKIIOYAET
YMEHbIIEHYE TUIOLIAANU IPaH Y MEXTPaHHBIX TUJIAKOWUIOB, a TaKXkKe
IJIMHBI MeMOpaH TUIaKoMA0B IpaH. OmHaKo yepe3 2 CyT oxaaxie-
HUS KOpHE HauMHAETCsI 0OpaTHBIN MPOLIECC — YBEIUYEHUE OTME-
YeHHBIX oka3aresieil. K KoHIly onbiTa (Ha 7-¢ CyT) B XJ0poIiacTax
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mmpeo0JIagaloT KPYITHBIE TPaHbI, a OTHOIICHHE TpaHAIbHBIX MEM-
OpaH, coaepxaiux ¢dorocucteMy II, K MemOpaHaM TWJIAKOWIOB
CTPOMBI, 3aMETHO IIPEBHIIIAET UCXOAHbIE 3HaUeHUSI. OTMETHM, YTO
dopMupoBaHUE ITOOOOHONM CTPYKTYPHI XJIOPOILIACTOB IIPOUCXOMUT
U TIpU OPYTUX HEeOJArompUSITHBIX BO3MEIICTBUSAX CPEAbl, B YaCTHO-
CTH BBICOKOI1 Temrteparypsl (Kuciiok u ap., 1995).

3HaYNTEIbHOE YBEIMYCHNE Pa3MEpPOB IIACTOIIOOYII, IIPOMCXO-
JISIIEEC OMHOBPEMEHHO C IEPECTPOMKONM TUIIAKOMIHOM CHUCTEMBI
XJIOPOILJIACTOB, ITO-BUANMOMY, CBS3aHO C U3MEHEHUSIMU B MeMOpa-
HaX IJIaCTUI, TIOCKOJIBKY MMEHHO B ILIACTOIIOOYIaX HAKATLIMBAIOT-
Csl COCTaBHBIE KOMIIOHEHTHI (DOTOCHMHTETUYECKUX MEMOpaH — JIH-
NUIbI, OEJIKU U MATMEHThI, BEICBOOOXIAIOIIMECS TIPU TIepPeCTPOiiKe
IpaH B YCJIOBUSX AEHCTBUS 9KCTPEMAaJIbHBIX (PaKTOPOB WMJIH B IIPO-
necce crapenust tucta (Cumaesa, 1978; Guiamet et al., 1999).

TakuM 006pa3oM, JIOKAJIbHOE BO3IEICTBUE X0JIOAAa Ha KOPHEBYIO
CHCTEMY O3MMOM MIIECHUIIbI BHI3BIBACT 3HAUNTEIBHEIC CTPYKTYPHBIC
W3MEHEHUS B XJIOPOIIacTax JIMCTheB. Tak ke Kak 1 B cIydae C BhI-
COKHMMH TeMITepaTypaMiu, MEXKIy KOPHEBOM CMCTEMO# 1 HaJ3eMHBI-
MM YacTSIMM PacTeHUs OCYIIECTBIISIETCS Tepenada CUTHaja O HU3-
KOTEMIICPaTypHOM BO3ICHCTBUM, KOTOPHIH M MHAYLUPYET HOCTa-
TOYHO OBICTPYIO CTPYKTYPHYIO TPaHC(POPMALINIO KJIETOK Y OpraHel
mmcta. OU4eBUIHO W TO, YTO, TI0 KpaifHeil Mepe, 4acTb U3 00Hapy-
>KEeHHBIX HaMM CTPYKTYPHBIX U3MEHEHU1 HallpaBjieHa, B KOHEYHOM
cyeTe, Ha afalTaluio PAaCTEHUN K U3MEHUBIINMCS TeMIIepPaTypPHBIM
YCIIOBUSIM CPEIBI M, CIIeA0OBATEIbHO, HOCUT 3alllUTHO-TIPUCIIOCOOM -
TEJBHBIN XapakTep.

N3menenne pynknuonanbHoii aktusHocTH @CA. B xo1e nccneno-
BaHMsT GIIyOpeCLEHIINN XJIopoduriia HeOONbIIOe CHIKEHNE OTHO-
CUTEJIbHOU CKOPOCTH 3JIEKTPOHHOIO TPAaHCIIOpTa B XJIOPOILIAacTax
MPOPOCTKOB MIIIEHUIIBI OTMEYEHO Yepe3 5 U OT Havajia BO3AECHCTBUSI
Ha HuX HU3Koi temmepatypsl (4 °C) (taba. 11). CriycTs ABO€ CyTOK
3aKaJIMBaHUS CHIDKEHME 3TOTO IMOKa3aTeisl COCTaBUJIO OKOJIo 25 %,
B IajibHEMIEeM (B TeUeHUE 7 CYT) CKOPOCTb 3JEKTPOHHOIO TpaHC-
MmopTa oOcCTaBajlaCh Ha 3TOM ypoBHe. Kpome Toro, depes CyTku
OT Hayajia BO3IECHCTBMSI XOJOJa YMEHbIIaJach M MaKCHUMallbHasl
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addekTuBHOCTE DoTocucTeMmul II, KoTopas mpomoirkana ITOCTe-
IIEHHO CHMKAThCS Ha IPOTSLKEHMU BCETO OIbITa, M CIYCTS 7 CYT
OXJTAXIeHMS oHa cocTaBuia 87 % OT MCXOMIHOTO YPOBHSI.

Tabauya 11

Bimsane Temneparypsi 4 °C Ha moka3aTe, (IyopecueHnun Xiaopoduuia
y npopocTKoB mmeHunpl ¢. MockoBckas 39 (mo: Bew:kuk u ap., 2011)

DKCIO3UIUS CKopocTh MakcumanpHast Koapduiment
mpu 4 °C, 3JIEKTPOHHOTO 3¢ eKTUBHOCTD He(hOTOXMMUIECKOTO

q tpaHcnopTa, ETR | porocucremsr 11, Fv/Fm TyieHust, gN

0 103,8 +£2.0 0,75+ 0,01 0,56 £0,01

1 105,0+ 1,3 0,74 + 0,001 0,59+ 0,03

5 96,7 £ 1,0*% 0,73 +£0,01 0,63 £0,02*

24 99,8 £2,2 0,69 +0,02* 0,62 +0,02*

48 88,3 +1,9* 0,70 + 0,02* 0,66 + 0,03*

72 87,4+ 4,1* 0,63 £0,02* 0,70 + 0,03*

96 86,3+ 2,7* 0,62 +0,02* 0,70 + 0,03*

168 86,4 +2,8* 0,65 +0,01* 0,75+ 0,03*

Ilpumeuanue. *OTinuus ot ucxogHoro ypoBHs (22 °C) noctoBepHsl Iipu P < 0,05.

Hapsny ¢ atum, yxe dyepe3 5 4 AeiiCTBMS X0JIOAa HA TIPOPOCTKU
OTMEYEHO yCWIeHUE He(POTOXMMUYECKOTO TYILIEHUs (pIyopeclieH-
uu xaopodpuiia (cm. Tada. 11). B mpoliecce 3aKkajiuBaHus 3TOT I10-
KazaTeJib MOCTeTICHHO BO3pacTal 1 yepe3 4—7 CyT Ha TPEeTh IIPEBhI-
11aJ1 UICXOTHOE 3HaUYCHUE.

CymmapHoe conepkaHue XJI0pOo(MUIIOB B JIMCTHSIX TIIIEHUIIBI yXKe
yepe3 1 4 OT Havasla OXJIaKAEHUSI HECKOJIbKO CHUXKAJIOCh, HO CITyCTS
CYTKM HaOJIIOJATIOCh €ro TocTeneHHoe yBenndyeHue (taoin. 12). Yepes
4—7 cyt neiicTBUS Xoj00a OO0lIee KOJIUYECTBO XJIOPO(UUIOB y 3aKa-
JIEHHBIX TIPOPOCTKOB MajIi0 OTIMYAJIOCh OT PacTeHU KOHTPOJIbHOTO
BapuaHTa. OTHOIIeHUE XJIOpOoPWILIOB a/b Mo NeCTBUEM XOJIoAa YBe-
JIMYMBAJIOCH B TIEPBHIC JBOE CYTOK OINBITa, a 3aTeM CHIDKAIOCh (CM.
tabn. 12). Ilpu ananmm3se pacrpeneneHust nurMeHToB 1o mynam CCK u
dotocuctem (PCI + PCII) BrIsIBIEHO, UTO comep:KaHue XJopoduiia
B CCK yMeHbIIIan0Cch TOJIBKO B T€UEHUE TIEPBBIX CYTOK 3aKaJIMBaHUsI, a
3aTeM IOCTEIIEHHO BO3PacTallo U Yepe3 7 CyT OXJIaKICHUS IpaKTHuie-
CKU HE OT/JINYAJIOCh OT KOHTPOJISL.
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Tabauya 12
Bimsinne Temnepatypsi 4 °C Ha conepxkanue GpoTOCHHTETHYECKIUX MUTMEHTOB
B JIICTBSX MPOPOCTKOB MineHunbl ¢. MockoBckas 39
(mo: Benxuk u ap., 2011)

Sxe- CymMa x10po¢uiIioB OTHOWICHIE CopepxaHue
no3u- (a+bv), xjopouiioB a/b XﬂoPod)wm? B CCK,
MT/T CBIPOI1 Macchl MT/T CBIPOI Macchl
T, S npu 22 °C npu4°C |[npu?22°C|npud °C| npu?22°C npu 4 °C
0 1,22 £0,02 | 1,22 £0,02 3,7 3,7 0,69+ 0,05 0,69 +0,05
1 1,22 +£0,02 1,13 £0,04* 3,7 3,8 0,69 +£0,05]0,59+0,05
5 1,22+ 0,02 1,16 £ 0,04* 3,7 3,8 0,69 £ 0,05 | 0,54 +0,05*
24 11,45+0,03[1,24 £0,05* 3,3 3,5 0,79 £ 0,02 | 0,62+0,03*
48 11,48+0,03(1,31 £0,05* 3,4 3,5 0,78 £ 0,03 | 0,64 +0,05*
72 11,51x£0,02 (1,34 £0,03* 3,5 3,1 0,69 0,03 |0,70 £ 0,06
96 |11,55+0,05[1,45%0,04* 3,4 3,1 0,77 £0,04 [ 0,81 £ 0,02
168 |1,53+£0,04|1,42 £0,02* 3,4 3,2 0,76 £ 0,04 | 0,80 £ 0,03

Ilpumeuanue. *OTnmumMst OoT KOHTpOJbHOTrO BapuaHTa (22 °C) mOCTOBEpHBI IIpHU
P<0,05.

IIpoBeneHHbIE MCCAeIOBaHUS TMOKa3aiu, YTO IO BIMSHUEM
HU3KOM TeMIlepaTypbl HapsILy C POCTOM XOJOA0YCTOMYMBOCTHU KJie-
TOK JINCTA TIIEHUIIBI TTPOUCXOANT LB KOMILIEKC U3MEHEHUM B
pabote ®CA (tabu. 13) (Berxuk u np., 2011). B yacTHOCTH, TOBHI-
LIEHUE XOJIOAOYCTOMUMBOCTH KJIETOK JIMCTHEB, HAOII0IaeMOe yKe B
MepBbIe Yachl NEUCTBUS HU3KOM TeMIIEpaTyphl, COIPOBOXAAIOCH
yBeJIndeHueM KoadduimeHnra HePOTOXMMHUYECKOTO TYIISHUS
dayopecueHIuM xjopodusia. Ero pocT cBsizaH ¢ pacceMBaHUEM
M30BITOYHOM DSHEPIMM CBeTa B BUIC TEIUIOBOTO M3IIyYeHUS
(Demmig-Adams, Adams, 2006), 4yTo yacTo HabIOIAETCI Y pacTe-
HU# mon JeiicTBUeM HU3Koi TemriepaTypbl (Yamasaki et al., 2002;
Hendrikson et al., 2004) u aBisieTcsl CBOeoOpa3HBIM MEXaHU3MOM
3aluThl potocucTeMbl 11, Hanboiee YYBCTBUTEBHOM K IMMOBPEXIC-
HusasM (MokpoHocoB u np., 2006). OgHOBpEMEHHO C 3THMM IIOA
BJIMSIHUEM HU3KOI TeMIIepaTyphl HaOII0AaeTC MOJHOEe MHTHUOUPO-
BaHWE POCTa JINCThEB MPOPOCTKOB ITIICHULIBI, a TAaKXKe CHIDKCHUE
MHTEHCUBHOCTU (DOTOCUHTE3a, CKOPOCTU 3JICKTPOHHOTO TpaHC-
IopTa 1 colepxkaHus xjiopoduioB. MU3MeHeHUsI B comepXaHUU
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XJIOpO(UJIIIOB B IIEPBBIC YaChl 3aKaJIMBaHUSI, CKOpee BCETO, CBsI3a-
HBI C TIEPECTPOMKOM MeMOPaHHOTO allfapaTa XJIOPOILIaCTOB, KOTO-
phIii OUYeHb OLICTPO pearupyeT Ha CHUXKeHME TemIiepatyphl (Ben-
XuK u ap., 2008). [Ipu 3ToM mpekpalleHre pocTa JINCTa M CHIDKE-
HUeE ToKa3arejiell (yHKIMOHAIBHOM aKTUBHOCTH PCA, BepOsITHO,
BBI3BaHBI IIPSIMBIM MHTUOMPYIOIIAM IESMCTBUEM HU3KOM TeMIIepa-
Typbl Ha 3TU IIporecchl. TakmM 00pa3oM, B IIEpBbIE YaChl XOJIOIO0-
BOTO 3aKaJMBaHUs IIPOMCXOAUT CBOCOOpa3Has <«IepeHacTpOMKa»
pabotel @CA pacTeHUI K U3MEHUBIINMCSI YCIIOBUSIM CPEIBI.

Tabauua 13

Xapakrep ¥ BeJITYMHA U3MEHEHHUS YCTOMYMBOCTH U MOKA3aTeieil AKTHBHOCTH
®CA y npopocTkoB mimeHuipl ¢. MockoBckas 39
B 3aBHCHMOCTH OT NPOJIOKUTENbHOCTH IKCo3uuu nipu 4 °C
(mo: Turos u ap., 2009; Benkuk u 1p., 2011)

3HavyeHMe TTOKA3aTeJsl 0 OTHOIIEHUTO
K UCXOIHOMY YPOBHIO, %

[Mokazarenu S
skcno3unms nmpu 4 °C, u
0 1 5 124 | 48 | 72 | 96 | 168
X0JI010yCTONYUBOCTh 100 | 109* |125*| 141* | 152* | 150* | 161* | 155*
[nomane mcra 100 | 100 | 100 | 100 |108* | 114* | 111*|134*

MHTeHCMBHOCTH (DOTOCHHTE3a 100 | 100 | 83* | 82* | 81* | 80* | 80* | 83*
CKOpOCTb SACKTPOHHOIO 100 | 101 [93% | 96 | 85 | 84* | 83* |83+
TpaHCIopTa

MaxkcumanbHas 3(p(peKTUBHOCTD
dorocucremsr 11

Kospduunert 100 | 105 [112%| 111%| 118% | 125%| 125% |134*
He()OTOXMMUUYECKOTO TYHICHMSI

Conepxkanue xjaopoduios, a+b | 100 | 89* | 91* | 98 | 103 [106*| 114* |112*
Conepxanue xaopodusia B CCK | 100 | 85* | 78* | 90* | 93* | 101 | 117*|116*

100 | 100 | 100 | 92* | 93* | 84* | 83* | 87*

Ilpumeuanue. *OTinuus oT ucxogHoro ypoBHs (22 °C) noctoBepHsl Iipu P < 0,05.

UYepes 24 4 3akanuBaHus Ha (pOHE JATBHEMIIIET0 YBEIMICHHS YC-
TOMYMBOCTH ¥ HE(POTOXUMUIECKOTO TYIIEHUS (PIyOpeCeHIINN IPHU
IIOJIHOM IIPEeKPallleHN! POCTOBBIX IIPOIIECCOB JIMCTA HAYMHACTCS
CTa0MIM3aIMs CKOPOCTHA (POTOCHMHTE3a. DTHU JaHHEIE ITOATBEpXKIa-
IOT TOYKY 3pSHUSI, COTJIACHO KOTOpOoi nmoaaepxkanue padotel ®CA
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Y O3UMBIX 3JIAKOB OCYIIECTBIISICTCA Ha (pOHE MHTMOMPOBAHUS POC-
ToBBIX IIpouieccoB (Hurry et al., 1995; Kimmmos, 2001; Pocock et al.,
2001; Yamasaki et al., 2002). OTaenpHO claemayeT OTMETUTh BOCCTa-
HOBJICHHE COIepKaHUS XJIOpO(GMIIOB 3a CUET YBEIMYCHHS ITOJIH
xinopodpumna B CCK. IloBeimenne comepxkaHus xiopoduiia B
CCK cunTaeTcst amanTUBHBIM MEXaHM3MOM KOMIICHCAIIUM CHIDKE-
HUSI OOILEro KOJMYeCcTBa 3eJeHbIX MUrMeHToB (Maslova, Popova,
1993; IllepctHeBa u ap., 2007). Bo3MOXHO TakkKe, UTO HA 3TOM XKe
aTane HauMHAeTCS CTA0MIN3aIns ITMTMEHT-0EIKOBBIX KOMILJIEKCOB,
U C 3TUM CBSI3aHO BOCCTAHOBJIEHUE conepxkaHusl murMeHToB. Cra-
OMIM3aLuMs MUTMEHTHBIX KOMITIEKCOB U YBEJIMYEHUE COACPXKAHMS
XJOpoGUIITIOB, B CBOIO OYepe/b, MOAAEPXKUBAIOT paboTy GhOoTOCUC-
tembl 11 B ycmoBusax Huzkux temneparyp (Oliveria et al., 2002). Ko-
ra XoJOJOYCTOMYMBOCTD KJIETOK JIMCTa JOCTUraeT Makcumyma (Ha
3—4 cyT), BO30OHOBJSIETCS JIUHEWHBIN poCT aucTa. Buaumo, agamn-
THBHBIC U3MEHEHMSI B 9HEPIreTUYESCKOM OOMEHe, IMPOM3OIIEIIINE B
PACTUTENBHBIX KJIETKAX IO BIMSHUEM HU3KOM TeMIIepaTyphl, BeCh-
Ma 3HAuUMTEJIbHBI U Ha JAHHOM 3Tare CIocOOCTBYIOT BO30OOHOBJIE-
HUIO pocTa. B menom atot atan (1—4 cyT 3akaJiuBaHwusI), OYEBUIHO,
cJenyeT cunTaTh rnepuoaom ctabuinzaiuu padotsl @CA B yCIOBU-
SIX IEUCTBUST HU3KMX 3aKaJIMBAIOIINX TEMIIEPaTyp.

Ha 3akimouynTelbHOM 3Tame XOJIOAOBOW agamnTtaiuu (4—7 cyT)
OTMeYEeHBI CYIeCTBEHHBIN (6oiee yeM Ha 30 %) mpUpOCT II0IIAIN
JINCTOBOM TUIACTMHKM M Ko3(dduienTa HehOTOXUMUUECKOTO Ty-
meHus GIyopecleHIN XJI0poduilia, B TO BpeMsT KakK B TMHAMUKE
OCTaJIbHBIX MOKa3aTesiell pe3KUX U3MEHEeHUI He Habmoganock. Be-
POSITHO, B 3TOT Neprof, XojonoBoro 3akanuaHust ®CA (yHKIMO-
HUpPYET B HOBOM CTaOMILHOM peXXMMe, HeOOXOIMMOM JIJIsl BEDKMBA-
HUS pacTeHUI B U3BMEHUBIIUXCS TEMIIEPATYPHBIX YCIOBUSIX.

Oco00 noguepKHeM, 4TO Jaxke HabjromaeMoe B IIpoliecce 3aKa-
JIMBaHUS CHIDKEHME OCHOBHBIX IToKa3zaTeseil padotel MCA (ckopo-
CTU 3JIEKTPOHHOTO TpaHCIOPTa U MaKCUMaIbHOU 3(PHEeKTUBHOCTU
¢otocuctemnl II) He OBLJIO 3HAUMTEIbHBIM, U BCE OHU Ha 7 CyT
3aKaJMBaHUS MOIACPXKUBAINCH Ha YPOBHE, TIpeBbIiaiomemM 80 %
OT UCXOOHBIX 3HaueHUuil. [TogoOHOro poma ¢hakThl MIPUBOAITCI U
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JIpYyTUMU aBTOpaMH, paboraBimmu ¢ sumeHeM (Krol et al., 1999) u
osumoii meHuueit (Gray et al., 1996; Yamasaki et al., 2002). Otu
pe3yNbTaThl MTOATBEPXAAIOT, YTO AJIS PACTEHUI, BhIPAIIMBAEMbIX B
YCIIOBUSIX TTOHVKEHHEIX TeMIIepaTyp, CIIOCOOHOCTHb COXPAaHSITh OT-
HOCHUTEJIbHO BEICOKYI0 HHTCHCHUBHOCTH (POTOCHUHTE3a SIBIISICTCS
ouyeHb BaxHoi (Kmumos, 1987; Hurry et al., 1995), mocKoabKy mo-
3BOJISIET M HaKaIUIMBaTh Pe3epBHBIC BEIIECTBA, HEOOXOMMMBIC IIJIST
xoJyogoBoii aganrtanuu (KMo, 2003; Tpynosa, 2007).

BaxHo erie pa3 OTMETUTh, YTO MOJTHOE MpeKpallieHue pocTa JIMcTa
Ha0II0MaeTCs Y IIPOPOCTKOB MIIICHUIIBI TOJIBKO B T€UCHE TIEPBBIX 24 4
3aKajamBaHMs. B manpHeiieM 3abUKCUpoOBaH MEIJICHHBINA POCT JIMCTA,
U B pe3yJibTaTe K KOHILY OIbITa (4epe3 7 CyT OXJIaxKAeHNs) 3aKaJeHHbIe
IIPOPOCTKY MPHMEPHO Ha TPETh ITPEBBIIIAIOT I10 IUIOMIANN JIMCTA HC-
XoAHble 3Ha4YeHUs. [TogoOHOe TOpMOXEHNE POCTa SIBISIETCS MPUCITO-
COOUTENTLHOM peakiuelt, MOCKOIbKY CIIOCOOCTBYET MpeodIagaHuIo 10-
HopHOI (pyHKIIMM ((hOTOCHMHTE3) HaJ aKiienTopHOoU (pocT) (KnumoB u
ap., 1997). Bto, B cBoIO o4epenb, MPUBOAUT K CIABUTY MeTaboIM3Ma B
CTOPOHY YCWJIEHUSI CUMHTe3a BbICOKOMOJIEKYJISIDHBIX COeIMHEHUit. B
YaCTHOCTH, B MeMOpaHaX ITPOUCXOANT YBEJIMICHNE OTHOIICHYS JINTTH-
IIBI/0EJTIKM, BBICOKOMOJIEKYJISIPHBIE/HU3KOMOJICKYJISIPHBIC  JTUTTUIBI,
HEeHACHIIIEHHBIC/HACBIIIIEHHBIE XUPHBIE KUCIIOTHI, YTO OJIaTOIpH-
SITCTBYET NallbHEMIIEH amanTaluyd K HHU3KoM Temmnepatype (Kim-
moB, 1987; KnumoB u ap., 1997; Tpynona, 2007). Kpome Toro, mo-
HIDKEHHBIE HEMNOBPEXAAIOLINe TeMIlepaTyphl, MHTUOUPYs JeJIeHUE
KJICTOK, MPaKTUIYECKN He BIUSIOT Ha MX pocT pactskeHueM (Pom-
YyeHKo U ap., 1988). BeiencrBue 3Toro (popMupyroTcsl xapakTepHble
IS paCTEHWI CeBEPHBIX PETMOHOB KPYITHbIE KJIETKA Me30(WIIa ¢
OOJIBIIIMM KOJMYECTBOM XJIOPOILIACTOB, Mpoaudepaius KOTOPHIX
ycuiImBaeTcs, o0ycaaBarBas JOMOJIHUTEIbHYI0 BO3MOXHOCTh MO/ -
JepXaHus JAOCTaTOYHO BBICOKOM MHTEHCUBHOCTH (DOTOCHMHTE3a
(MupocnaBos, 1994).

Pestomupys BbllliecKa3aHHOE, MOXHO 3aKJIIOYUTb, YTO IIO[
BJIMSTHUEM 3aKaJMBAHUS MIPOUCXOIUT HE TOJIbKO YBEIUYCHUE XO-
JIOAOYCTOMUYMBOCTU TIPOPOCTKOB MIIEHMUIIBI, HO U LIEJbIii KOM-
iekc amanTuBHbIX U3MeHeHUuit @CA. K HUM clienyeT OTHeCTU
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ImoaaepkaHue CKOpPOCTH (OTOCHMHTE3a, 3JIEKTPOHHOIO TpaHC-
nopra U MakcuMaiabHOU 3¢ dexkTruBHOCTU (oTocucteMmbl II Ha
ypOBHE, OJIM3KOM K HMCXOIHOMY, yBelIWdeHHE HePOTOXMMUUE-
CKOTO TyIIeHUs (GIIyOPEeCUEHIIMHN U COACPKAHUS XJIOPO(PHIIOB B
CCK, a TakxXe CHUXXEHUE CKOPOCTM pocTa jucTta. BaxkHo, 4To
9TU U3MEHEHMSI BO3HMKAIOT B OTIpeeIeHHON MOCIe10BaTeIbHO-
ctu. B yacTHOCTHM, UMEHHO B TIEpBbIE Yachl 3aKaJIMBAHUS PACTH-
TeJIbHbI OPraHM3M pearupyer Ha XoJIoJ, HEKOTOPbIM CHVKEHMU-
eMm akTuBHOCTU PCA M MOTHBIM MHTMOUPOBAHUEM JMHEHNHOTO
pocta aucta. B 3T0 Xe BpeMs HauMHAeTCcs afanTUBHOE yBeauye-
HUEe HEPOTOXUMUUECKOTO TYIICHUS (PIyopecleHIIUM XJI0podui-
Jla. B 1esiom mepBbie yachl 3aKaIMBaHWS MOXHO CUYATATh MEPUO-
IIOM CBoOeoOpa3HON (QYHKIMOHAJILHON «mepeHacTpoiikm» PCA
pPacTUTEJLHOTO OpTaHM3Ma K M3MEHUBIIUMCS YCIOBUSIM CPEIIbI.
Otan crabunuszanuu padorsl @PCA B yCIOBUSIX HU3KUX TeMIIepa-
Typ (1—4 cyT) xapakTepusyeTcs cTtabuiusauueid ¢orocuHTe3a U
CKOPOCTHU BJIEKTPOHHOTO TpaHCIIOpTa, YBEIWYEHMEM COaepKa-
Hus xnopodpumina B CCK u Bo300OHOBIEHHMEM pocTa Jaucta. B
9TOT Xe MEPUOJI XOJIOA0YCTOMYMBOCTh TOCTUTAET MAKCUMAaJIbHO-
ro ypoBHs. TaknuM o6pa3oM, 3aKIIOUYUTEIbHBIA 3TAll XOJI0A0BOM
amantauuu (4—7 cyT) XapaKTepu3yeTcsl He TOJbKO MOCTOSHHBIM
YPOBHEM XOJIONOYCTOMYMBOCTH, HO M, IO CYTH Jejia, HOBOU
CTPYKTYpHO-(PYHKIIMOHANbHOU opranusaiueit ®CA, 4To mo3Bo-
JISIeT PacTeHMSIM YCIEIIHO MEPEHOCUTh HEOJaronpusTHbIE TEM-
nepaTypHble YCIOBHUSI.

B ciyyae joKajqbHOTO OXJaXIEeHUS KOPHEW O3UMOM MINEHUIIBI
Hapsay CO 3HAYMTEIbHBIMU U3MEHEHUSIMU YJIBTPACTPYKTYPhI XJIO-
POILJIACTOB TaKKe MPOUCXOMST 3aMeTHbIE (DYHKIIMOHATIbHBIE U3Me-
Henust @CA, BKITIoUasi, B YaCTHOCTH, (IIYOPECLEHIINIO XJIOPODUII-
JIa ¥ cofiepkaHue (POTOCMHTETUYECKMX MMUTMEHTOB B TUCThSIX (BeH-
XUK U ap., 2009). ITon BausHUEM OXJIaXIeHUS KOpHE yXe B Iep-
BbI€ Yachl AEHCTBUS X0JI04a 3a(DMKCUPOBAHO CYIIECTBEHHOE YMEHb-
IIEHWE CKOPOCTU 3JIEKTPOHHOIO TpaHCIOpTa B XJOpoIUIacTax U
yBeJIndeHue KoadpduureHTa HeOTOXUMUYECKOTO TYILIeHUST (Iyo-
pecueHuyun xiopodwia (tadna. 14). K koHuy onbita (Ha 7-¢ cyT)
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CKOpPOCTh DBJICKTPOHHOI'O TPAHCIIOpTAa ObUIAa CHIDKEHA IIOYTH B
2 pa3a o CpaBHEHMIO C MCXOMHON BEIMUYMHOM, a KO3(PDUILIMEHT He-
(GOTOXMMIUYECKOI0 TYIICHMSI, HAIIPOTUB, OBLT YBEIW4YeH 0ojiee deM
Ha 60 % (cMm. Tabn. 14). B ominume oT 3TOr0, MakcMMaabHas 3¢-
¢eKTUBHOCTh (hoTocucteMsbl II U cymMmMapHoe comepXaHue XJO-
podWLIOB B TeYEHUE BCETO OIMbITA OCTABAJNCh TPUMEPHO Ha OJI-
HOM ypoBHEe (cM. Tabn. 14). MckinoyeHne coCTaBISLIN JTUIIb 3—4
CYT OMbITa, KOT/Aa HAOII01aJI0Ch HEKOTOPOE yBeJIUUYeHUE OOIIeTro
KOJIMYeCTBa XJOpoUIIOB y oxjaxaaeMbix pacteHuii. Hebonb-
110€ CHUXXKEHUE COJAepKaHUsI XJI0opoduiisia B CBETOCOOMpalolieM
komiiekce (CCK) mporcxoauio B Te4eHME TIEPBbIX CYTOK OXJia-
KIECHUS KOPHEN, a B TaJIbHEWIIIEM B3TOT ITOKA3aTeJIb BO3BpaIlai-
¢l K UICXOMHOMY YPOBHIO (CM. Tabiu. 14).

CoriocraBieHe pe3yJIbTaTOB MPOBEASHHOTO UCCIEeA0BAaHS TIO3BO-
JIUJIO BBISIBUTH CXOJICTBO B XapakTepe OTBETHOM peaKlIMM MTPOPOCTKOB
MILIEHWIIBI Ha O0I1iee 1 JJOKaJIbHOE JeCTBUE HU3KOM TeMreparypsl. U
B TOM, U B IpyTOM Cjly4ae HaOJII0AaeTCs TIOBBIIIIEHUE X0IOM0YyCTOMUYN -
BOCTH KJICTOK JINCTBEB, C TOIl JIMIIb pa3HULICH, YTO ITOI BIWSIHUEM
HU3KOI TeMIepaTyphbl Ha 1ieJible IPOPOCTKY YBEIMUEHUE YCTOMYMBO-
CTU KJIETOK JIMCThEB MPOUCXOAMIO 3HAYUTEIbHO ObICTpee (YXe yepe3
1 9 or Havaia OeHCTBUS XO0JIONA), a MAaKCUMAJbHbBIN €€ MPUPOCT ObLI
3aMEeTHO OOJIbILIKM, YeM ITPH JIOKATbHOM OXJIaXIeHUM KopHeit. B 000-
HX CJTyYasix MOBBIIIEHNE XOJI0A0YCTOMUNBOCTU JIMCTHEB COMPOBOXK/IA-
JIOCh CHIKEHMEM CKOPOCTH 3JICKTPOHHOTO TPAHCIIOPTa U I0JIA XJIOPO-
dumta B CCK, a Takke yBeanmdeHUEM KoadduiimeHTa HeoToXuMu-
YEeCKOTo TYIICHMS] M TOPMOXKEHHUEM POCTa JIMCTA, 3a(MKCUPOBAaHHBIMU
yKe B HauaJIbHBIN TIeprol (B TIepBhIe CYTKM) AeicTBrs xonona. Ode-
BUIHO, YTO NPU JCHCTBUM 3aKaJWBalOLIei TeMIIepaTyphl Ha BECh
npopoctok u3MeHeHUsT OCA BO3HUKAIOT HEMOCPEACTBEHHO IIOM
BJIMSTHUEM XOJI0[a, TOTAAa KaK MpPH JIOKATbHOM OXJIaXXIEHUU KOpPHE-
BOI CHCTeMbI — B OTBET Ha NIMCTAHLIMOHHBII CUTHA O BO3ACUCTBUM
XOJI0[1a, TTOCTYITUBIINIA 13 KOPHS B JINCThSL.

ITockonbKy XapakTep BbISIBIEHHBIX n3MeHeHuin MCA ObUT OTHO-
TUITHBIM, JIOTUYHO TOJIaraTh, YT0 UMEHHO 3T uaMeHeHus PCA yya-
CTBYIOT B MeXaHU3MaX (hOpMHUPOBaHMS MOBBIILIEHHOMN X0JI010yCTONYN-
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BOCTH KJIETOK JIMCTheB. Harpumep, 3adbrkcrpoBaHHOE HAMK yBEIMIe-
HHEe He(OTOXMMMUYECKOTO TYIISHMS CBSI3aHO C pacCerBaHUEM H30bI-
TOYHOM SHEPruy cBeTa (B BUAE TEIUIOBOro m3mydeHus) (Demming-
Adams, Adams, 2006), 4yTo crmocoOcTBYeT 3ammTe orocrctemsl 11 ot
nepeoxyiaxkaeHus: (MoKpoHOCOB u Ap., 2006). M3MeHeHUS B conepxKa-
HUU XJI0pOo(UIIOB, BO3HUKAIOLIYE TTPY OXJIAXKIEHUU KOPHEM, CKopee
BCEro, CBSI3aHbI C MEPEeCTPONKOI MEeMOpPaHHOIO amrapaTa XJI0poILia-
CTOB, KOTOPBIi1, KaK ObLIO MOKA3aHO HaMM paHee, OYeHb ObICTPO pea-
TUpyeT Ha CHIDKEHUE TeMreparypbl. OTMeUeHHOE 10/ BIMSIHUEM JIO-
KaJIbHOTO OXJIAXKAECHUSI KOPHSI TOPMOXKEHHE POCTa JIMCThEB CIOCOOCT-
BYET HAKOIUICHUIO MPOAYKTOB (POTOCHHTE3a C OOJIbILIECH MOJEKYISpP-
HOI1 Maccoil U CTeNEeHbI0 BOCCTAHOBJICHHOCTU (YIJICBOMAbI, JUIIUIBI),
YyTO, B CBOK O4Yepedb, BeAET K M3MEHEHMIO COOTHOILLCHUS
AT®/HAJPH (Ycmanos u ap., 2001). Ceg3aHHOE ¢ 3TUM HAKOILIC-
Hue AT® B pacTUTENILHBIX KJIETKAX BHI3LIBACT CHIDKeHME 3(PdeKTHB-
HOCTU PabOThI 3IEKTPOH-TPAHCIIOPTHOI Liernu (YcemaHoB u ap., 2001),
OTMEUYEHHOE HaMU TIpY OXJIAKACHUU KOpHeil. Bce nmepeunciaeHHbIe 13-
MEHEHMSI CIIOCOOCTBYIOT MOAAEPKAHUIO COITTACOBAHHOCTU M CKOOPAU-
HUPOBAHHOCTU METa0OJUUYECKHX ITPOLIECCOB B PACTEHMSX, HAXO.s-
LLIMXCS B HEOIArONPUSITHBIX YCTOBUSIX.

Taxkum o06pa3oM, yBeIMYeHNE XOJIOA0YCTOMYMBOCTU KJIETOK JIMCTA,
MPOUCXOILIEe IO BIUSIHUEM OXJIaXKIeHUsT KOpHEl MIIEHUIIbI, CBSI3a-
HO C OIIpelic/IeHHBIM KOMIUIEKCOM M3MeHeHuil B aktuBHOCTH (DCA.
YuurbiBasi, 4To BhIABIIeHHBIE M3MeHeH1ss DCA Hab1r0maloTest Kak Ipu
JIOKaJIbHOM OXJIAXKJIEHWM KOPHEM, TaK U IO, JeCTBUEM HU3KOMN TeM-
repaTrypbl Ha Bce paCTeHME, MOXKHO 3aKJTIOYNTh, UYTO OHU HOCSIT 3all1T-
HO-TIPUCTIOCOOUTEILHBIN XapaKTep, y4acTBYIOT B MexaHU3Max (popMu-
PpOBaHUsI MOBBILLIEHHON X0JIOA0YCTOMYMBOCTU KJIETOK JIMCTA, YTO SIBJISI-
€TCS MPENNOCHUIKON 1 YCJIOBUEM BbDKMBAHUS PaCTeHUM, HAXOMAIIAX-
Cs1 B YCJIOBUSIX TOHMKEHHBIX TEMIIEPATYP.

B 11ie10M mosydyeHHbIE HAMM JaHHBIE MO3BOJISIIOT CAEIaTh Bbl-
BOJI, UTO JIOKAJbHOE BO3JECTBUE X0J10a Ha KOPHEBYIO CUCTEMY
pacTeHU BBI3BIBAET HE TOJBKO OBICTPBIA POCT XOJOA0YCTOUYM-
BOCTM KJIETOK JIMUCThEB, HO M MLEJbIii KOMILJIEKC CTPYKTYpPHO-
(GYHKIMOHAIbHBIX U3BMEHEHU I, U MIPEX/e BCETO B XJOpOIlacTax,
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BO3HUKAIONIMX B OMNpEACIEHHON TOCIeI0BaTeIbHOCTU (CM. TalJI.
14). Yxe B mepBble yachl JACUCTBUS XOJIOAA HA KOPHU B KJIETKaXx
JcTa 3aMKCUPOBAHO CHUXKEHUE CKOPOCTHU 3JIEKTPOHHOTO TpaHC-
nopra, yBeiauueHue KoadduimeHta He(pOTOXMMUYECKOTO TyIle-
Husl, cHmXeHue moiau ximopodwmmia B CCK, TopmoxkeHHe pocTa
JINCTA, YBEJIWYEHHE Pa3MEpPOB XJIOPOIJIACTOB 3a CYET IUIOLIAAN
CTPOMBI, YBEIMUYEHNE Pa3MePOB IJIACTOTI00Y, a TAaKKe YMEHbIIIe-
HUE TJIONIaIeH TpaH, MeXTPaHHbIX TUJIAKOUIOB U JJIMHBI MeMOpaH
TUJIAKOMIOB B XJoporiactax. B TepMuHax cTpecca 3TOT TNepuoi
MOXHO CUMTATh 3TAlOM TMEPBUYHON CTPECCOPHOI peakilnu, Koraa
CUTHAJI O TeMIIepaTypHOM BO3IEMCTBMM, TTOCTYIAIONINI U3 KOPHS B
KJIETKM JIMCTA, BBI3BIBACT Psij ObICTpbIX M3MeHeHuT DCA.

Ha BTopowMm artamne, atane agantaiuuu @CA B yCI0BUIX JOKaIb-
Horo oxjaxnaeHus (1—2 cyT), X010d0yCTOMYMBOCTh KJIETOK JIMCTA
YBEJIMUMBAETCA M A0CTUTraeT Makcumyma. OMHOBpPEMEHHO C 3TUM
MPOVICXOAUT BO30OHOBJIEHUE POCTOBBIX MPOLIECCOB JIMCTA, YBEINYE-
Hue goiu xnopodwmmia B CCK, a Takke HaUMHAETCS TTepecTporika
TUJIAKOMIHOW CHUCTEMBI XJIOpOIIacTa B CTOPOHY IpeobiamaHus
rpaHaJbHOTO KOMITIOHEHTA.

Ha 3axmounTensHOM 3Tarme Tpoliecca ajantaiuu K JIOKaTbHOMY
OXJI&XIECHUIO KOpHEHN (4—7 CyT) JMUCThS pacTeHUI XapaKTepU3YIOTCS
HE TOJIBKO TTOCTOSTHHBIM YPOBHEM XOJIONOYCTOMYMBOCTH, HO YU HOBOM
(yHkimoHansHOI opraHuzauueir @CA. OueBUAHO, 4YTO OOJIbIIAs
4yacTh (€C/IM He BCe) M3 OTMEUEHHBIX CTPYKTYPHO-(YHKIIMOHAIbHBIX
n3meHeHnit @CA HampapjieHa Ha IPUCIIOCOOICHIE PAaCTEHUI K M3Me-
HMBILMMCS YCJIOBUSIM M TPU3BaHa 00ECIIeYUTh BbDKUBAHUE PACTEHMIA
B HEOJIArOMPUSITHBIX TEMIIEPATyPHBIX YCJIOBUSIX.

2.3. CTpyKTypHO-(PYHKIMOHAJLHBIE H3MEHEHHS B KJIETKAX
JINCThEB PACTEHHIA B MOC/IEAEHCTBHN KPATKOCPOYHOTO O0IIEro
1 JIOKAJIbHOTO OXJIAXKIEHHS KOPHeid

J11s1 TOHMMaHUsI MEXaHU3MOB TIOBBIILIEHHST YCTOMUYMBOCTH Opra-
HOB PaCTEHMI1, TTOIBEPTHYTHIX KPATKOCPOYHOMY OOIIEMY MJIA KpaT-
KOCPOYHOMY JIOKAJIbHOMY TE€MIIEpaTypPHOMY BO3IEHCTBUIO, BaXKHO
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YCTAaHOBUTh KOHKPETHBIC CTPYKTYPHBIC U (DYHKIIMOHAJIBHEIC U3Me-
HEHMSI, BOSHUKAIOIINE B MX KJIETKAX B ITOCICACHCTBAM HEOIArOIpu-
SITHOM TeMIIepaTyphl. YUMTBIBAs 3TO, M3YYEHO M3MEHEHHE YCTOI-
YUBOCTA M HEKOTOPBIX CTPYKTYPHO-(DU3NOIOTMICCKIX N3MEHEHUI
KJIETOK JIMCTa B TIOCJIEIECHCTBUM KPAaTKOCPOYHOTO OOIEero (Bech
MPOPOCTOK) U KPATKOCPOUHOTO JIOKATBHOTO (TOJBKO KOPHU) OXJia-
xaeHns mmeHunl (Bermskuk, Tutos, 2006, 2007).

IIpoBeneHHBIE MCCAEOOBAHMS TTOKAa3aIM, UYTO 10-MUHYTHOE BO3ICiI-
cTBre TeMItepaTyphl 2 °C BBI3bIBAET JOCTOBEPHOE MOBBIIICHNUE YCTOM-
YMBOCTHU KJIETOK JIMCThEB, HaOI0gaeMoe yxke uepe3 1 4 oT Havasa aeii-
CTBUSI X0JIO/Ia HAa BECh IPOPOCTOK 1 Yepe3 5 U — ITOCIIe JIOKAJTbHOTO OX-
naxaeHus: KopHeir (puc. 37). B mambHeieM yCTORYMBOCTL KJIETOK
MpoJIoJKajia HapacTaTh, TOCTUrasi MaKCMMyMa K KOHITY TIEPBBIX CYTOK.
HHrepecHo, 4TO BeMMUMHA MAaKCUMaIbHOTO IIPUPOCTa YCTOMUMBOCTH B
0001X cTyJasix ObLIa IIPUMEPHO OTMHAKOBOIA.

'
-3

-Dl

]

Drcnosunpst npu 25 °C, u
Puc. 37. IlunaMuKa X0J1010yCTOHYMBOCTH KJIETOK JIMCThEB MIIeHHUIbI ¢. Moc-
KoBckas 39 B mocueneiicteun (mpu 25 °C) oxnaxaenns (2 °C, 10 mun) Bcero
npopoctka (1) miu ero Kopueii (2) (mo: Bewxuk, Turos, 2007)

'
(=)

mpomopaxiannto (JITso), °C
&

YCTOHYMBOCTE K S-MUH

K aTtomy Xxe MoMmeHTy (depe3 24 9 mmocjie KpaTKOCPOIHOIO OXJIa-
XKIEHUS) B KJIETKAX JIMCTA IIPOPOCTKOB IMIIIEHUIIBI OOHAPYXKEH KOM-
IUIEKC YIbTPAaCTPYKTYpHBIX M3MeHeHMit (Tabi. 15). B wactHOCTH,
3a(pMKCUpPOBAHO YBEIWYEHUE PAa3MEPOB XJIOPOIIACTOB U MATOXOH-
NIPUN, a TAaKXe 3HAYUTEIbHbICE U3MEHEHUS B YJIBTPACTPYKTYpPE TLIA-
ctuf (cMm. Taoa. 15).

81



Tabauya 15

YIIbTpacTpyKTypHbIe H3MEHEHHs1 KJIETOK JIMCTheB mieHuIIbl ¢. MockoBckast 39
B nocJjeneiictsum (24 49) kpaTkocpouHoro oxiaaxaennsa(2 °C, 10 mun)
BCEro MPOPOCTKA MM ero KopHeii (mo: Bewxuk, Turos, 2007)

KonTpoab OxJytaxaeHue
IToka3zaTeinn K —
(22 °C) MPOPOCTKA KOpHEeU
ITnomans cpeza MUTOXOHIPUH, MKM’ 0,4+0,03| 0,5+0,05 |0,8 £0,04***
Inomank cpesa XJI0poIuIacTa, MKM 10,0+ 0,7 | 13,5+ 1,0%* | 12,8 &+ 0,4%**
2

Yucio rpad Ha 10 MKM” cpesa 2% +2 2 + 2+ 1
XJIOPOILJIACTA, IIIT.
BbIcoTa TpaHbl, MKM’ 0,13£0,01{0,18 £0,01***| 0,15+ 0,01
Yucio TMIAaKOUIOB B rpaHe, 1MIT. 7,002 | 8,0%0,2%* 7,4+0,2
Jltia MeMOpaH IpatabHbIX 94,5+56| 113,783 | 86,4+4,5
TUJIAKOMIIOB, MKM
JlnrHa MeMOpaH MeXTpaHHbIX 62.146,6| 537459 |334+47%
TUJIAKOUIOB, MKM
OO0r11ast yIMHA MeMOpaH TWJIAKOMIOB, MKM | 175,0£9,5 | 192,0+£11,6 | 138,44+7,5**
KoaddulmeHT rpaHaaIbHOCTU 1,2 1,5 1,8
TlapumanbHbIil 06beM CTPOMEI, % 44+1,5 61+1,2 70+0,9
TlapumanbHbIi 06beM IpaH, % 29+1,3 26 +1,1 23+0,9
ITapuuanbHbIil 00beM MEXTPaHHbBIX 26+ 14 11407 6405
TWIAKOUIOB, %
TTapuyaabHbIil 00beM mIactornobya, % | 1 £0,03 210,2 10,1

Ilpumeuanue. OTIMYIUA OT KOHTPOJSI IOCTOBepHHI mpu *p < 0,05, **p < 0,01;

**%p <0,001.

ITon BausiHMEM OOILLEro OXJIaXIEHUS IIPOPOCTKOB B KJIETKax

JINCThEB MPOUCXOAMIIN OIpeleIeHHbIC MU3BMEHEHUS TUIAKOUIHOM
CHCTEMBI XJIOPOILJIACTOB: YBEJIMYEHUE BBICOTHI TpaH U YMCJIa TH-
JIaKouJ0B B HUX. OQHAKO YBEIUUYECHME MPOTIKEHHOCTH TpaHallb-
HBIX MeMOpaH ObLIO HEe TOCTOBEpHBIM (cM. Tabi. 15). JlokansHOe
BO3JEICTBYE X0J100a HA KOPHU MPOPOCTKOB TAKXKE MPUBOAUIIO K
U3MEHEHUSM B YJIbTPACTPYKTYPE XJIOPOILJIACTOB JUCThEB, HO OHU
HOCWJIM MHOI xapakTep (cM. Tadu. 15). B yacTHOCTH, BBISIBIIEHO
yMEHbIIIEHUE 001Ieii IJIMHBI MEMOpPaH B XJIOPOILJIACcTaxX, BCICACT-
BUE YMCHbIIECHUS MPOTSIKEHHOCTH MeMOpaH MEXTIPaHHBIX TUJIA-
KOWJIOB IpU HEU3MEHHOU AJuHe MeMOpaH rpaH. B pesyabrate
9TOTO yBeIMYHUBAaJcSI KO3((OUIUEHT rpaHaJbHOCTH, OTpaxalo-
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IIWI IIpeBaJIMpOBaHME TPaHAIbHBIX TUJIAKOUIOB Hal MEXIpaH-
HbeIMU. KpoMme Toro, B 000MX BapHaHTax OIIbITa OBLIO 3a(hUKCHU-
pOBaHO 3HAYUTEIbHOE YBEINMYCHUE ITapaIbHOTO 00beMa CTPO-
MBI xJopoIruiacta (cM. Ta6a. 15). OTMeTuM TakXke, YTO CYIIECT-
BEHHOE YBEJIWYEHUE TAKOTO TMOKa3aTessl, KaK «IUJIOIaab cpe3a
XJIoporacTa» B 000MX BapuaHTax OMbITa MPUBEJO K CHUXKEHUIO
MapiuaIbHOTO 00beMa TPaHAIBHOTO KOMITOHEHTA, MEXTPaHHBIX
TUJIAKOUJIOB, & TaKX€ KOJIMWYECTBA TpaH Ha €IWHUIY TUIOIIAIN
XJIOpOILIaCTA.

Cniyctst 24 4 mocjie KpaTKOCPOYHOTO OXJIaXIeHUS B KJIEeTKax
JmcTa Habmomanuch n3MeHeHus B padbore @CA. B oboux BapuaH-
Tax ombITa (BO3AEWCTBUE HA BECh MPOPOCTOK WIU TOJHKO Ha KOp-
HU) 3a(UKCUPOBAHO CHUXEHWE COAEPXKAHWUS KApPOTUHOWIOB WU
XJIOpO(UIIIIOB, KaK CBETOCOOMPAIOIIETO KOMIUIEKCa, TaK W ITyjia
MUTMEeHTOB (oTocrcTeM (Taba. 16). [Ipu 3TOM CyIIeCTBEHHBIX OT-
JIMYAI TI0 TIoKazaTensiM (IyOpeCIEeHIMUA XJopodwia MEXIy
W3YyYeHHBIMM BapuaHTaMM He oOHapyxkeHo (Taba. 17). Cnenyer,
OIHAKO, OTMETUTh, YTO JIOKATHLHOE OXJIaXJIEHWE KOPHEW MPUBO-
IWIO K 3aMETHOU CTUMYJISILIAM CKOPOCTU 3JIEKTPOHHOTO TpaHC-
nopta (cM. Taba. 17).

Tabauya 16

Conepxanue (hoTOCHHTETHIECKMX MUTMEHTOB (MT/T ChIPOii MACCHI)
B JIUCTHAX MieHuIpl ¢. MockoBckas 39 B nociaeneiicreuu (24 9)
KpaTtkocpounoro oxjaxaenns (2 °C, 10 mun)

BCEro MpopocTKa uim KopHeii (mo: Bewxuk, Turos, 2007)

Kontpoinb OxymaxaeHue
[TurmeHTHI o -
22°C) MMPOPOCTKA KOpHEW
Xnopoduii a 1,145+ 0,004 [0,985 £0,003***| 0,923 £ 0,004***
Xiopodui 6 0,333 £0,010 | 0,258 £0,014* 0,223 £0,005*
Xiopopuiisl a+6 1,478 £ 0,007 | 1,243 £0,010%** | 1,145 £ 0,008***
Xnopodpmmr CCK 0,766 £ 0,020 | 0,593 £ 0,020** | 0,513 £ 0,010***
Xnopodpmrr ®CI+ ®CII | 0,712 £0,017 | 0,650 +£0,015* | 0,633 £0,010**
KapotnHounas! 0,446 £ 0,005 | 0,390 £ 0,006** | 0,412 +0,008*

Ilpumeuanue. OTAMYUSA OT KOHTPOJSI IOCTOBepHBI mpu *p < 0,05; **p < 0,01;

4 <0,001.
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Tabauya 17
IMoka3arenu duryopecuennuu xopoduiia y mmenuip ¢. MockoBckas 39
B nocaeaeiicteuu (24 4) KparkocpouHoro oxaaxaenus (2 °C, 10 mun)
BCEro MPOPOCTKA WM ero KopHeii (mo: Otyer.., 2007)

KoHTtposb OxJytaxaeHue
(22 °C) MPOpPOCTKa KOpHeH

103,5 1,7 105,1 £ 1,5 114,8 £ 2,0*

INokazarens

CKOpPOCTb 2JIEKTPOHHOTO
TpaHCIIOpTa, OTH. el
KoappuumeHt poroxummye-
CKOTO TYIIEHHUSI

KoappuumeHt HehoToxumuue-
CKOTO TYIIEHHUSI

MakcumanbHas 3(ppeKTUB-
HOCTb (hoTocucTeMsl 11

1,06 + 0,04 1,02+ 0,04 1,11£0,03

0,53+0,03 0,58 £ 0,03 0,50 £ 0,01

0,72+ 0,01 0,74 £ 0,01 0,71+ 0,02

Tpumeyanue. OTIMYYS OT KOHTPOJISI OCTOBEPHBI TIpH p < 0, 05.

TakuM 00pa3oM, MpOBEAEHHbIE MCCIEAOBaHUS ITOKa3aau, 4TO
KpPaTKOCPOYHOE OXJaXIeHWE HEe TOJIbKO BCEro IpOopoCcTKa, HO U
KpPaTKOCPOYHOE JOKaJbHOE OXJaxKIEHWE €ro KOpPHEW BbI3BIBAIOT
CYLIECTBEHHYIO YJbTPACTPYKTYPHYIO MEPECTPONKY KIETOK JIMCTA,
COIMPOBOXIAMONIYIOCS (YHKIMOHANBHBIMU u3MeHeHussMu POCA
(TIOBBILIEHWE CKOPOCTH 3JEKTPOHHOTO TpaHCIOpPTa, YMEHbIICHUE
CcoJiep>XaHUsI KapOTUHOUIOB U XJI0PpO(PUIJIOB) M POCTOM YCTOMYM -
BOCTHM pACTCHUI K HU3KOU TeMIIepaType.

B Hammx skcriepyMeHTaxX YCTaHOBJIEHO, UTO ITOKa3aTean (Piryo-
pecueHIUM xuopoduiia (Ko3huLreHTs GoTo- 1 HePOTOXUMU-
YeCKOro TYIICHMSI, MaKCUMaabHas1 3¢ (GEeKTUBHOCTh (POTOCUCTEMBI
II) B mocneneiicTBUKU KPaTKOCPOUYHOI'O OOIIETO M JTOKAJbHOI'O OXJIa-
XKIESHUS HE OTIMYAIOTCS CYIIECTBEHHO OT KOHTPOJIBHBIX 3HAYCHUIA.
Ilpruem JoKanbHOE OXJaXIeHWE KOPHEH, KakK IoKa3ald Hallu
OITBITHI, Jaxe CTUMYJIMPYET CKOPOCTh 3JIEKTPOHHOIO TPaHCIIOpPTa.
DTU NaHHBIE CBUIETEIbCTBYIOT O HOPMAJIbHOM MpPOTeKaHUU (HOTO-
XMMHMYECKHUX IIPOILECCOB B IOCICASHCTBUN KPAaTKOCPOYHOTO O0IIe-
IO U JIOKAJBLHOTO OXJIAXKIEHMS.

Kak BugHO u3 Ta6i. 16, cHuKeHue comepxXaHusd (DOTOCUHTETH-
YECKMX MUTMEHTOB IMPOMCXOAUIO B IMOCIEAEHCTBUM KaK OOIIEro,
TaK 1 JIOKQJIBHOIO OXJaXIeHUs pacTeHMit mireHunbl. [TogobHoe
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CHIXCHHUE COAePXKaHMS XJIOPOPUIIIIOB ¥ KAPOTUHOMIOB ITOJ IEICT-
BHMEM HU3KHMX TeMIIepatyp 3adUKCUPOBAHO IPYrMMM aBTOpaMM Ha
mieHuiie (Yamasaki et al., 2002), romarax (Venema et al., 1999),
06000BBIX (Lidon et al., 2001), a Takke y pacTeHHI, ITPOMU3PaACTAIO-
X B ceBepHBIX permoHax (Maslova, Popova, 1993). Oto obcrosi-
TEJIBCTBO CBUAETENbCTBYET B TOJB3Y MPEIIOJIOXEHUS, UTO Jaxe
KpaTKOCPOUHBIN TeMIepaTypHbI CTpecc CrOCOOEH BbI3bIBATH YCU-
JIeHUe erpajaly MMrMEHTOB JIM00 TOPMO3UTh UX CUHTE3. OHaKO
HE BCEraa TaKoro polla U3MEHEHWSI O3HAYAIOT YTHETEHUE pPadOThI
O®CA. Ero akTmBHOCTb M YCTOWYMBOCTb MOTYT OMpPENESIThCS HE
TOJILKO COJAEPXKaHWEM MUTMEHTOB, HO M CITOCOOHOCTBIO MUTMEHT-
HOTO arnmnapara K ObICTpO KaueCTBEHHOM TMepecTpoiike. YUUTHIBAs
CYILIECTBEHHBIE CTPYKTYpHbIe M3MEHEHUS MEeMOpPaHHOIO armapara
XJIOPOTLJIACTOB, BBISIBJIEHHBIE B HAIIIMX OMBITaX, MOXHO TpeaIoa-
raTh, 4YTO UMEHHO C MEePECTPOKON MeEMOpaH XJIOPOIJIACTOB CBSI3a-
Hbl UBMEHEHUSI B COiepKaHUU (DOTOCUHTETUYECKUX TUTMEHTOB.

OxJaxaeHue 1eJIbIX TPOPOCTKOB UJN TOJBKO MX KOPHEI BbI3bI-
BJIO CYIIECTBEHHOE YBEJIMUYECHNE Pa3MEPOB U XJIOPOIUIACTOB, U MU-
ToxoHApuii. U3BeCTHO, UTO B CTPOME 3TUX OpPTaHEeJIT JOKATM30BaHbI
MHOTOYMCIEHHBIE (PepMEHTHI, HEOOXOAMMBIE M (DOTOCHMHTE3a U
neixanust (MoxkpoHocoB u nip., 2006). [TonmnepxaHue 3TUX BaxKHe -
IIAX TPOLIECCOB HAa BBICOKOM YPOBHE MOXET OCYILECTBISIThCS
WMEHHO 3a CUeT YBEJIMUYEHMS Pa3MePOB XJIOPOILJIACTOB U MUTOXOH/I -
puit (MupocnaBoB u ap., 1984). BaxkHO OTMETUTh, UTO JIOKAJTbHOE
OXJIaXXI€HWE BBI3BIBAJIO OOJIbIlIee YBEINUEHNE PAa3MEPOB MUTOXOH/I -
puii W, cAenoBaTebHO, MOXHO MpEearnojiaraTb HEKOTOPOE CMelle-
HME HaMpaBJIEHHOCTU CUHTETUUECKUX MPOLIECCOB B CTOPOHY YCUJIE-
HUS AbIXaHUS B TOCACAECUCTBUM UMEHHO JIOKAJBbHOTO OXJIaXKIEeHMS
PacTEeHMUIA.

HemanoBaxHo, 4TO YJbTPaCTPYKTYpHbIE W3MEHEHUS XJIOPO-
IUIACTOB, BBISIBJIEHHBIE B IMOCIEACHCTBUM OOILIETO M JIOKAJIbHOIO
OXJIAXXIEeHMSI, IO OOJIbIIE YacTH HEOMMHAKOBBI. O0IIee oxaaxie-
HY€ MPOPOCTKOB MHUIIMMPOBAIO M3MEHEHUSI TUJIaKOUIHON CHUC-
TeMBbl, BbIpaX€HHbIE B YBEJIMUYEHUM Pa3MEpPOB I'PpaH U KOJUYECTBE
TUJIAKOUJIOB B HUX (cM. TabJ1. 15). B oTinume oT 3TOrO0, JIOKaJIhHOE
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BO3IEICTBME X0JI0Ja Ha KOPHU IIPOPOCTKOB IIPUBOINIO K YMEHb-
LMIEHWIO OOIIel IJWMHBI MeMOpaH TWIAKOMIOB B XJIOPOILIACTAX,
BCJICACTBHE YMEHBIICHUS IIPOTSKEHHOCTH MeMOpaH MEXTPaHHBIX
THIaKonaoB. B pe3ynbraTe KO3(pPUIIMEHT IpaHAILHOCTH Y pacTe-
HUI1 0Ka3aJIics BBIIIE UCXOMHBIX 3HAUSHUI, UYTO CBUACTEIBCTBYET O
IIPEBAIMPOBAHUY TpaHAIBHBIX THJIAKOUIOB, COIepxKallux (poTo-
cuctemy 1I, Hag TMIIAaKOMTAME CTPOMBI.

Takum obpazom, obiiiee (Bcero mpopocTka) U JoKaabHOE (TOJb-
KO €ro KOpHeil) KpaTKOCPOUYHOE OXJIaXKIEeHUE MIIESHUIIB BHI3BIBACT
B KJIETKaX €€ JINCTHEB OIlpeAc/icHHbIe (PYHKIIMOHAIBHEIE U CTPYK-
TypHBIE U3MEHEHHUSI, COITPOBOXIAIOIINE POCT XOJI0I0YCTOMIMBOCTHI
IIPOPOCTKOB B ITOCIICACUCTBUM HU3KOTEMIIEPATYPHOTO BO3IEICT-
Bus. CylIeCTBEHHO, YTO M3MEHEHMS, BBISIBJICHHBIC B KJIETKAX JINCTa
B TOCJIEAEHCTBUU KPATKOCPOYHOTO OOIIEro M JIOKAJTbHOTO OXJIaX-
JIeHusI, OOJbIlIeil YacThi0 HeomMHAKOBHI. ClemoBaTelIbHO, MOXHO
MpeIojiaraTh, 4YTo0 B 3aBUCMMOCTH OT BapHMaHTa oxXJaxmeHust (00-
1ee WIu JIOKaJIbHOE) OHO CIIOCOOHO MHMIIMMPOBATh Peain3aliuio
Pa3HBIX aZalTUBHBIX ITPOrpaMM, IIPUBOMSIINX B KaXKAOM ciIydae K
GOpMHUPOBAHNIO KAYECTBEHHO HOBOW CTPYKTYpHO-(YHKIIMOHAIb-
HOIT OpraHM3allii PaCTUTEJIbHBIX KJIIETOK.

B 1eoMm, MOXHO pe3loMHUpPOBaTh, YTO JIOKAJBHEIE ITPOTPEeB WU
oxXJIaXkIeHNEe KOPHEBOM CHUCTEMbI PaCTeHMII BBI3BIBAIOT HE TOJIBKO
OBICTPBII POCT YCTOMYMBOCTH KJIETOK JIMCTHEB, HO U LIEJIbIA KOM-
IUIEKC CTPYKTYPHO-(PYHKIMOHATBHBIX U3MEHEHWI B HUX U, TIPEXKIIe
BCero, B xJjoporuiactax (yBeJMUYEHUE Pa3MepOB XJIOPOILIACTOB U
IJTAHBI MeMOpaH TUJIAaKOMAOB, CHIDKEHUE CKOPOCTH 3JIEKTPOHHOTO
TpaHcriopta 1 noju xjopoduiina B CCK, yBennyeHre HeOTOXU-
MMYECKOTO TyIIeHUs1 (GIyopeclieHIMU XJIopoduiia), BO3HUKAIO-
IIMX B OIpEIEIeHHON MOCIEeI0BaTeIbHOCTH W OTpaXKalolluX 3a-
IIUTHO-TIPUCITOCOOUTENbHYIO PEaKIIMI0 PacCTEeHUI Ha TeMmepaTyp-
HBIN CTpecc.
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F'TABA 3
MEXAHU3MbI ®OPMUPOBAHUA YCTOMYUBOCTU
IPU JIOKAJIbHOM JENCTBUU BBICOKUX
N HU3KUX TEMIIEPATYP

Bompoc 0 MexaHM3MaX YCTOMYMBOCTH PACTCHHI K JIOKAJTbHOMY
JIEMCTBUIO HEOIATOIIPUSITHRIX TEMIIEPaTyp OCTACTCS OMHUM U3 Hau-
MeHee M3YYeHHBIX, a MMEIOIINECsI Ha 3TOT CUET CBEACHMSI HOCST
dparMeHTapHBIM XapakTep. B 4acTHOCTM, M3BECTHO, YTO IIPOTPEB
WIN OXJIAXICHUE OTIOCIbHBIX YAaCTe pacTeHUs] OKa3bIBaeT CYIIECT-
BEHHOE BJIMSIHME Ha psi (PU3MOJIOr0-0MOXMMHUIECKUX ITPOLIECCOB U
nmokazatesieii — cuHrte3 Oenka (PacropryeBa, 1964; Davies et al.,
1986), comepxanue putoropmoHosn (Dieleman et al., 1998; Kynos-
poBa u np., 1999; Windt, Hasselt, 1999; Sauter et al., 2002; Fisahn et
al., 2004) u noanamuHoB (Ky3HewoB u ap., 2002), cKopocTb TpaHC-
nopta accumuiisiToB (Fromm, Bauer, 1994), skcnipeccuto psiaa re-
HoB (Herde et al., 1999; Vian et al., 1999; Fisahn et al., 2004).

OCHOBBIBasICh Ha aHaJIN3€ paHee ITOJYYSHHBIX U JINTePaTyPHBIX
JaHHBIX, MBI TIPEATIOIOXWIN, YTO MOBHIIIIEHNE YCTOMUMBOCTH pac-
TEHUI MPU JIOKAJTLHOM JEUCTBUM BBICOKMX M HU3KUX TeMIIEpaTyp
CBSI3aHO C KOMIUIEKCOM CHEeIM(PUIECKUX U HecneIuPUIecKuX
peakunii (Tutos u ap., 1983; Tutos, 1989a; Turtos u ap., 2006;
TutoB, Tananosa, 2009) u aj1s MPOBEPKU ITOTO MOJIOXKEHUS MPOBe-
JIM pSIT UCCIIETOBAHMIA, pe3yIbTaThl KOTOPHIX ITPEACTaBICHBI BBIIIIE.

3.1. BinsiHe MHTMOMPOBAHMS ¥ CTUMYJISIMHM OMOCHHTE32 0eJIKa
HA YCTOWYMBOCTb PACTEHMI PH JIOKAJILHOM NpPOrpeBe

K HacCToAdleMy BpPpEMEHU CPaBHUTC/IbHO XOPOIIO M3YYCHbLI MEXa-
HU3MBI MTOBBIICHUS YCTOMYMBOCTU IIPU TIPOAOIKUTEIILHOM IECTBUU
HM3KMX N BbICOKMX 3aKaJIMBAalOIIMX TEMIICpATyp Ha BCC paCTCHUC U
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YCTaHOBJIEHA TECHAsI CBSI3b MEXIY IIpoliecCoM (DOpMUPOBAHMUS I10-
BBIIIICHHOM YCTOMYMBOCTY KJIETOK JIMCTAa M U3MEHEHUSIMU B paboTe
reHeTH4ecKoro ammapara kiaetku (TutoB u ap., 1983; KysHenos u
ap., 1987; Turos, 1989a; Kysuemnos, 1992; Houde et al., 1992;
Pearce, 1999; Thomashow, 1999; Xin, Browse, 2000; Thomashow et
al., 2001; Rizhsky et al., 2002; Rabbani et al., 2003; Sung et al., 2003;
Wang et al., 2003; Shinnusamy et al., 2004; Vinocur, Altman, 2005;
TuroB u ap., 2006; TpyHosa, 2007; Nakashima et al., 2009; Li et al.,
2010; Chauhan et al., 2011). IIpu 3TOM BaXHBIM apTyMEHTOM B
MOJIb3Y 3aBUCMMOCTH U3MEHEHUS YCTOMYMBOCTU OT aKTUBHOCTH Oe-
JIOKCMHTE3UPYIOIIe CUCTEMBI, SBJsIeTCS TOT (hakT, YTO NMPUMEHE-
Hue nHruoutopoB cuHTe3a PHK u Genka nmpu neiicTBUM Ha pacTe-
HUSI 3aKaJIMBAIOIIE TeMITepaTyphl MPEISITCTBYET ITOBBIIICHUIO X
ycrovunBocty (TpyHoBa, 3BepeBa, 1977; Tutos u ap., 19826, 2006;
HposnoB u np., 1984; Kpurenko, 1987; Kpurenko, Tutos, 1990),
TOrJa Kak MCIOJb30BaHME [IMTOKMHUHA, CTUMYJIMPYIOIIETO CUHTE3
0esika B KJIETKaX pacTeHUI, HA000POT, TPUBOAUT K €€ YBEIUUEHUIO
(10 cpaBHEHMIO C BApMAaHTOM 3aKaJIKU pacTeHUI 0e3 MpUMEeHEeHUs
sKk3oreHHoro ropmoHa) (Kpurenko, Tutos, 1990; TutoB u np.,
2006; Tutos, Tamanosa, 2009).

Bmecte ¢ TeM, posib GETOKCMHTE3UPYIOLIETrO anmnapaTa B MOBbI-
IIEHUW YCTOMYMBOCTM PACTCHUU IIPU JIOKAJIBHBIX UIMTEIBLHBIX W
KPaTKOCPOYHBIX BO3AEHCTBUSIX HEOJAroNpHUsITHLIX TeMIIEpaTyp OC-
TaeTcs MoKa HeBBIACHEHHOM. [l perieHus 3Toro Bompoca HaMu
ObLIM MPOBEIEHBI SKCIEPUMEHTHI ¢ UCIIOJIb30BAHMEM MHTMOMTOpA
cunre3a PHK aktnnomuumHa I (AKT) (Ammmapun, Kitowapes,
1975) v uuTOKMHWHA B (POpME ero CMHTETUIECKOTO aHaiora 6-06eH-
3unamuHonypuHa (bAII).

Bimsnue oopadorku AKT Ha ycTOWYMBOCTb KJIETOK JIMCTHEB NPH
JJIATEILHOM JIOKAJIbHOM TporpeBe. B sKcrneprMeHTax ¢ MpopocTKa-
MM OTyplia YCTAaHOBJIEHO, UTO JOKAJIbHBIN IIPOrPeB IIPU TEMIIepaTy-
pe 38 °C nobera (puc. 38, A) uiu KopHs (puc. 38, B) BbI3bIBaI MO-
CTENIEHHOE YBEJWYEHUE TEeIUIOYCTONYMBOCTU KJIETOK CEMSIIOIbHBIX
JIMCThEB B KOHTPOJIbHOM (0€3 MHIMOUTOpa) BapuaHTe OIbiTa (AKU-
MoBa u 1p., 2001). OgHako eciu Npu Nporpese nmoodera yBeaudeHue
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TEIUIOYCTOMYMBOCTY JINCThEB HaOIOmanyu depe3 1 4, To IIpu IIpo-
rpeBe KOPHS TOJIBKO 4epe3 3 4, a ee mpupoct 0601 MeHbIe. AKT He
BIIMSII HA YPOBEHD TEIUIOYCTOMYMBOCTHU KJIETOK JIMCTA IIPU IIPOTpe-
Be KOpHSI, HO OKa3aJl MHTMOUPYIOIIee NeiiCTBUE Ha ITOBBIIICHUE MX
YCTOMYMBOCTHU IIpU IIpOrpeBe Imodera, MposiBUBLIEECS Yyepe3 7 4 OT
Hadvasia TeruioBoro Bo3umeiicTtus (puc. 38). AKT takke ImpensTcTBO-
BaJj MOBBILIEHUIO TEIIOYCTOMYMBOCTHU JIMCTA U MIPU TTPOTPEBE BCETO
pacTeHus orypla: HeOOIbIIOe JOCTOBEPHOE YBEIUUYEHUE YCTONYM-
BOCTH B €T0 IIPUCYTCTBMM HAOJIOMAIM TOJBKO Yepe3 2 4 OT Havaia
Iporpesa, Toraa Kak B KoHTpose (mporpeB 0e3 AKT) — yepe3 1 g
(puc. 39). Takum ob6paszom, mHruouTop cmHTe3a PHK Topmosun
MOBBILIEHUE TEIJI0YCTOMYMBOCTU KJIETOK JIMCTA TPU MPOTrpeBe Io-
oera (cM. puc. 38, A) u Bcero pacteHus (cMm. puc. 39), HO He BAUSI
Ha Hee MpU JOKaJbHOM Nporpese KOpHs (cM. puc. 38, b).

58t

EO

57+

56 F

55+

Puc. 38. Bimsinne aKkTHHOMM-
mmHa /I (AKT) na Ttemnoyc-
TOWYMBOCTh KJETOK JIUCThEB
NPOPOCTKOB Orypua c. Aiama-
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2001): 55 |
1 — nporpeB 6e3 AKT, 2 — npo-
rpeB ¢ AKT (1.9 MmxM).
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miaa /I (AKT) na Temnoyc-
TOIYHUBOCTh KJIETOK JIUCTHEB
orypua c. Aiava-AtuHcKui 1
npu nporpese (38 °C) Bcero
npopoctka (mo: AKuWMoBa H
ap., 2001):
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Drerosumms mpu 38 °C, o rpeB ¢ AKT (1.5 MxM)
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W3 moirydeHHBIX OAHHBIX CJIETyeT, YTO MeXaHu3M (OpMHUpPOBa-
HUSI TEIIOYCTOMYMBOCTH IIpH JIOKAJIBHOM IIPOTpPEeBe Io0era, Tak XKe
KaK 1 BCETO PACTeHMS CBSI3aH C MHAYLMPOBAHHBIM CHUHTE30M, T. €.
HOBOOOpa3oBaHMeM onpeaeacHHbIX TUNnoB MPHK 1 cooTBeTCTBY10-
IIMX UM OeJIKOB. DTOT BEIBOJ, COITIACYETCSI C COBPEMEHHBIMH IIPEe/I-
CTaBIeHUSIMU 00 0Opa3oBaHUM ITOH BIMSHHEM HeOJIarompHUsITHBIX
TeMIIepaTyp B KJIETKaX PacCTeHUI CTPECCOBBLIX OCJIKOB M WX 3aIllUT-
Hoit ponu (BoitHukoB u ap., 2004; Vinocur, Altman, 2005; Ky3He-
uoB, Imutpuena, 2006; Turos u ap., 2006; Tpynosa, 2007; Zhu et
al., 2007; Ky3uenos, 2009; Komkus, 2010). B yacTHOCTH U3BECTHO,
YTO BBICOKAS TEMIIepaTypa MHAYIUPYET SKCIIPECCUI0 OTHUX TeHOB
W TIpeKpallaeT Wi CHUXaeT JKCMpeccuio apyrux. B pesynbrare
3TOTO B KJIETKaX MPOTpeBaeMbIX TKaHEH YK€ B TeUeHHUE IePBBIX
5 MuH obOHapyxuBawT HoBble MPHK, a B TeueHue 15 MuH —
CTpPeCCOBBIC OEJKM, YacTh M3 KOTOPHIX clieu@UUIHA IJIs JaH-
Horo ctpeccopa (Kymaesa, 1997). Mx HakoIieHUE CONPOBOX-
JlaeTcs pOCTOM TerioyctoiumBocTH kKieTtok (Lin et al., 1984;
Vierling, 1991; Pareek et al., 1995; Timperio et al., 2008; Zou et
al., 2009), 1, HanpoTUB, TOPMOXEHUE CUHTEe3a OEJIKOB de novo
C TTOMOIIBIO CHelIN(PUUECKUX NHIMOUTOPOB MMPUBOAUT K THOETN
KJIETOK Ipu TeruioBoM BozaeiicTBuu (Nover et al., 1984).
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BinsinHe NHTOKMHMHA HA YCTOMYHMBOCTb KJIETOK JHCTbEeB NpPH
JJINTEJIbHOM M KPATKOCPOYHOM JIOKAJbHOM mporpese pactenmii. C
LIEJIBbIO TOTIOJHUTEIBHOM IIPOBEPKU IIPEAIIONIOXKEHUS 00 YIaCTUH
cuHTe3a 0eIKOB de novo B GOpMUPOBAHUN YCTOMUYMBOCTH JIMCTA
IIpU IPOrpeBe IM00EroB OBLUIN IIPOBEICHBI OIBITHI C MCIIOJIbh30Ba-
HHUEM CMHTETHYECKOTO aHajiora IIpupomHoro uutoknanHa bAII,
CMOCOOHOCTh KOTOPOI'O0 aKTUBU3WPOBATh OMOCHMHTE3 Oejka B
kieTrkax (Maab, Kldmbt, 1977; Kynaesa, 1997, 2002; Hare, van
Staden, 1997; Kende, Zeevaart, 1997; Schmiilling et al., 1997;
3aypamoB 1 np., 2000; Iakmposa, 2001; KymaeBa, Ky3Henos,
2002; PomanoB, Measenes, 2006; Hwang, Sakakibara, 2006; Po-
MaHoB, 2009) u ycroituuBocth pacrenuii (Kuraishi et al., 1966;
TutoB u nap., 2006; Wang et al., 2009) xopouio usydera. [Tomumo
BapMaHTOB C IIPOIOJLKUATEIBHBIM BO3ICHCTBUEM 3aKaIMBAIOIINX
TeMIIepaTyp Ha IIPOPOCTKU MIIEHUIIBI, B YMCIIO M3y4yaeMBbIX Ba-
PUAHTOB TEIIOBBIX BO3ICICTBUI BKJIIOUMIN BBEICOKHE ITOBPEXK-
Jalolle TeMIepaTypbl, KOTOPEIE IIPH KPaTKOCPOYHBIX (CEKYH-
IIbI) BO3AEUCTBUAX (OOIIMX W JIOKAJBbHBIX) Ha PACTEHUS TaKXKe
CIIOCOOHBI BBHI3BIBAaTh 00pPaTUMOE YBEJIMYCHUE TEIJIOYCTONYMBO-
CTU KJaeTok aucta (AKuMoBa u ap., 2002).

PesynbraThl McciegoBaHUMi TMOKa3aaM, 4TO POCT TeEIJIoOyC-
TOMYMBOCTHU KJIETOK JIMCTheB NMPOMCXOMUT KaK IIPU HEIOCpe-
CTBEHHOM JeHCTBUU BBICOKOM TeMIepaTyphl Ha JIUCT (IpOTpeBa
BCEro pacTeHUs WU mobera), Tak U MPU JIOKaJbHOM MpPOrpeBe
KopHs (puc. 40). Hampumep, mporpeB mobera U BCEeTro IMpopo-
CTKa MIIeHulbl nmpu temreparype 38 °C yxe yepe3 30 MUH OT
Hadajla BO3AeiiCTBUSI IIPUBOAMII K YBEJINYESHHUIO TEIIOYCTOMUM -
BOCTU KJIETOK JUCThEB B KOHTPOJbHOM BapuaHTe (0e3 00padboT-
ku BAII). YcToilunBOoCTh BO3pacTaja B T€YEHHUE 5 4, MOCTE Ye-
ro ocTraBajach Ha JOCTUTHYTOM ypoBHe. B oTBeT Ha mporpes
(38 °C) xopHe#l TenJoyCTOMYMBOCTbL JUCTHEB, HAXOAUBIIUXCS
npu 25 °C, Takxke yBeJUYMBaldach, OJHAKO €€ POCT B YCIOBUSIX
OOBIYHOI TeMIlepaTyphbl OTMEUEH HECKOJIbKO mo3xe (uepe3 1 u).
Poct ycToiiunBocTu HabMIOMANIM €llle B TeYeHUE 2 U, a 3aTeM OH
nmpeKpamancs.
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Puc. 40. Bnusnue BAIl Ha TenI0yCTOIYMBOCTh KJIETOK JHUCThEB MINEHUIBI
¢. Muponosckag 808 npu nporpese (38 °C) Bcero npopoctka (A), modera
(B) um kopus (B) (mo: Akumosa u ap., 2002):

1 — nporpes 6e3 BAII, 2 — nporpes ¢ BAII (1 mr/n)

V pacrteHuii, mepeHeceHHbIX Ha pacTBop BAII 3a cyTku g0 Ten-
JIOBOTO BO3IEiCTBUS, 3aUKCUpOBaHA 0ojice BHICOKAS MCXOAHAs
(Tepea HaYaJIOM OITbITA) TEIJIOYCTOMYMBOCTh JUCThHEB MO CpaBHE-
HUI0 ¢ KOHTpoJieM (cM. puc. 40). [Ipu Bo3aeliCTBUM TeMIIepaTyphl
38 °C BAII cniocobGcTBOBA TOMOJHUTEIBHOMY MPUPOCTY TEILIO-
YCTOMYMBOCTHU JIMCTAa KaK IIpM IMPOrpeBe Iobera, Tak U LIEJOro
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pacteHust. B wactHocTH, IIpy mporpeBe ImoOera IOJIOXUTEIbHBIN
apdexkr BAIl ObLT 3aMeTeH Yepe3 5 94 OT Havajla TeIUIOBOIO BO3-
IeiicTBUS U ycwiuBajicsd K 7 4. HampoTtus, Ipu mporpeBe KOpHS
pa3InIus B YCTOMIMBOCTH MEXAY KOHTPOJBHBIM M OIBITHEIM Ba-
puaHTaMu oTcyTcTBoBaiiM. CiemoBaTeIbHO, TTpenoopadboTKa pac-
teHuir BAII cnocoGc¢cTBoBajla JONOJHUTEIBHOMY IIPUPOCTY TeM-
JIOYCTOMYMBOCTHU JIMCTHEB IIPU ITOCIEAYIOIIEM IIpOorpeBe noodera u
BCEro pacTeHUsI, HO He B/IMsUIa Ha Hee IIPU IIPOTrpeBe KOPHS.

B cnenyroueii cepuu 3KCIIEpMMEHTOB HaMM ObLla M3ydeHa JU-
HaMMKa TEIJIOYCTOMYMBOCTA KJIETOK JIMCTA IIPU KPaTKOCPOYHBIX
(CeKyHIBI) BO3IEUCTBUSIX MOBPEXKIAIOIICH TeMIlepaTyphl. B oTBeT
Ha JIOKaJIbHEIN ITporpeB nooderos B TeueHue 30 ¢ mpu 47 °C ycToii-
YMBOCTb JIMCTA yBeJU4MBaiaach yepe3 30 MUH, 3aTeM ellie B TeueHue
yaca IpoJoJskajia Bo3pacTaTh, IOCJIE Yero B TeYeHUE BCEro nepruoaa
HaOMoIeHNI ocTaBaslach HeudMeHHoM (puc. 41). ITocne okanbHO-
ro IporpeBa KOPHSI TeIUIOYCTOMYMBOCTD JIMCTA MOBHIIIAIACH Yepe3
3 4 ¥ B majdbHeHWIEeM COXpaHSJach Ha JOCTUTHYTOM YPOBHE.
IIpenoopabotka pacteHuit BAII B Tex XXe KOHLIEHTpaLMsIX, KaK U
B BapHMaHTaX C MPOAOJIKMUTEIBbHBIM IIPOTPEBOM, HE IIPUBHOCHUIIA
CYIIECTBEHHBIX W3MEHEHWHM B IMHAMUKY TEIUIOYCTOMYMBOCTU
KJIETOK JKcTa (CM. puc. 41).

OO6cyxxaast MoJlydeHHbIe Pe3YyJIbTaThl, CJIEIYET ellle pa3 MoauepK-
HYTb, YTO TIOBBIIIEHNUE TEIJIOYCTOMYMBOCTH KJIETOK JINCTHEB pacTe-
HUI B HAIIMX SKCIIEPUMEHTAX BBI3LIBAJIN JBA Pa3HBIX TUIIA TEMIIC-
paTypHBIX Bo3aeiicTBuii. I1epBhIit N3 HUX XapaKTepU3yeTCsI TEM, UTO
BO3pacTaHue YCTOMYMBOCTHU JIUCThEB IMPOMCXOAUT HEITOCPEACTBEH-
HO B TIEpUON NeiCTBUS Ha JIUCThbSI TIOBBIIICHHOW TeMIIEpaTyphl
(TIporpeB BCeTo pacTeHMsI WX MPOrpeB mobdera), Torma Kak BO BTO-
POM cCJIydae TEeIJI0YCTOMYMBOCTD JIMCTHEB YBEINUMBAETCS B YCIOBU-
sIX OOBIYHOM TemIlepaTypsl (IIpU MPOrpeBe KOPHS WX B MOCene-
ctBumM 30-ceKyHIHBIX mporpeBoB). Pasznuunbie apdexrol AKT u
BAII B OTHOIIEHUM TEIJIOYCTOMYMBOCTU KJIETOK JIMCTA B 3TUX JABYX
clTyJyasix MOATBEPKIAI0T, [0 HallleMy MHEHUIO, BBICKa3aHHOE paHee
MPEAIoa0XeHNe O CYIIECTBOBAaHUN pa3IMuMii B MeXaHU3Max I0-
BBILIEHMST YCTOMYMBOCTA B 3aBUCUMOCTM OT BapHaHTa TEIUIOBOIO
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Puc. 41. Bnusinne BAII Ha TemIOyCTOWYHBOCTD KJIETOK JIUCTHEB MIICHUIbI
¢. Mupononckas 808 B nocaeneiicreun (mpu 25 °C) KpaTKOCPOYHOro Mpo-
rpesa (47 °C, 30 c¢) Bcero npopoctka (A), modera (b) uim kopua (B) (mo:
AxkumMoBa u ap., 2002):

1 — mporpes 6e3 BAII, 2 — mporpes ¢ BAIT (1 mr/m)

Bo3AeicTBUS (AKMMOBA U 1p., 19946). OTMeTUM, YTO K HACTOSIIIE-
My BpeMEeHU HaubOoJjiee MOJHO U3YyYeHbl MEXaHU3Mbl (POpMUPOBa-
HUS TEIJIOYCTOMYMBOCTU JINCTHEB MPU MPOJOJLKUTEIBHOM ACHCT-
BUU BBICOKOI 3aKaJMBaloOIeil TeMIepaTyphl Ha Bce pacteHue. Kak
IMOKA3bIBAIOT MHOTOUYMCIEHHBIE JaHHBIC, POCT TEILIOYCTOMYMBOCTU
TKaHeil JIUCTa B 3TOM Cllydae CBS3aH C OMpeldeIeHHBIMU M3MEHe-
HUSIMU B padOTe TeHETMYECKOTO armapara KJIETKM U CHUHTE30M
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crpeccoBrix 0eakoB (Key et al., 1981; Nover et al., 1984; biaexman,
1987; Guy, Haskell, 1987; Boitnukos, 1989; Kynaesa, 1997; Jinn et
al., 1997; Downs et al., 1998; Burke et al., 2000; Jlo6os, 2001;
Fowler, Thomashow, 2002; Ky3nenos, mutpuena, 2006). Ha sto
Ke YKa3bIBaeT M TOT (haKT, YTO IPHMMEHEHNEe MHTMONTOPOB CHTE3a
PHK u 6enka npu AeiicTBUM BBHICOKOM 3aKaJMBalolleil TeMIiepary-
PHL Ha BCe pacTeHHUE IPEISITCTBYET BO3PACTAHUIO TEIIOYCTOMYMBO-
CTH JINCThEB, TOTAAa KakK ucmoyib3oBaHue BAII, ctumynupyrolero
CHHTe3 0eyika, Ha000pOT, IIPUBOAUT K €€ YBEJIMYECHUIO 10 CpaBHE-
HUIO C BApUAHTOM 3aKajaku pacteHuit 6e3 bAIT (Tutos u ap., 1989,
2006; Tutos, Tananosa, 2009). YCTaHOBJIEHO, YTO B 3TUX YCIOBUIX
B pe3yJbTaTe U3MEHEHUI B OKCIIPECCHM TeHOMAa B KJIETKAX ITPOMVC-
XOIUT TOPMOXEHHE CHHTe3a OCIKOB, XapaKTepHBIX IS OOBIYHOI
TeMIIepaTyphbl, a BMECTE C TeM MIeT aKTUBHOE HOBOOOpa30BaHME U
akkymyJasiumst O0eiakoB TerutoBoro 1moka (Ristic et al., 1991;
Trofimova et al., 1999; Keeler et al., 2000; Tutos u ap., 2006), Baxk-
Hasl TIPOTEKTOPHAsI pOJIb KOTOPHIX YOeIUTEILHO TOKa3aHa B SKCIIe-
pMMEHTaX ¢ pa3IWYHBIMM OpraHU3MaMHM, BKitodast pacreHust (Ky-
nmaeBa, 1997; Kysneuos, JImurpuena, 2006; Kysueros, 2009).

VBennueHue TeII0YCTOMYNBOCTH KJIETOK JIMCTA TP JTOKAITbHOM
Iporpese Mmodera, Kak W IpY IIPOrpeBe BCETO pacTeHUs, IPOUCXO-
IHUT HETIOCPEICTBEHHO BO BpeMsI ASMCTBUS Ha JINCT BEICOKOM TeM-
nepatypsl. Cynsl 110 BceMy, POCT TEIJIOYCTOMYMBOCTH B 3TOM ClIydae
TaKXKe CBSI3aH C M3MeHeHMeM (YHKIMOHAIbHON aKTUBHOCTHU
TPaHCKPUILIMOHHO-TPAHCISIIIMOHHO# cucTteMbl. O06 3TOM, B 4acT-
HOCTH, CBUAETEILCTBYIOT Pe3yJIbTaThl KCIIEPUMEHTOB ¢ 00paboT-
KO pacTeHMI CTUMYJISITOPAMU WJIM MHTMOUTOpaMM CHHTE3a OeKa:
MPOIOJKUTENBHBIN MpOrpeB modera B mpucyTcTBUU BAIT BbI3bIBaN
TIOTIOJIHUTEJbHOE YBEJIMYEHUE YCTOMUYMBOCTU KJIETOK JIMCTa, B TO
Bpems Kak AKT mpernsTcTBOBaJI €€ MOBBIIIEHUIO.

B ornuumMe OT pacCMOTPEHHBIX BBIIIE BapUaHTOB, MPOMOJIKU-
TeJbHBIIA IPOrpeB KOPHS U KPaTKOCPOUYHBIE TEILJIOBbIE BO3AEHCTBUS
(Cc Mcmoap30BaHMEM ITOBPEXIAOIIEH TeMIlepaTypbl) Ha pacTeHUS
BBI3BIBAIOT (POPMUPOBAHME TOBBIIIEHHONH YCTOWYMBOCTU JIMCTA,
HaXOJsIIEerocss B 3TO BpeMs B YCJIOBMSIX OOBIYHOI TeMIIepaTyphl.
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OTCyTCTBHE B 9THX CIyJasx 3(pdeKTOB B OTHOIIEHNH TEeILIOYCTOMIM-
BOCTHU KJIETOK JiMCTa co cTopoHbl, Kak AKT, Tak 1 BAIT monrsepxnaer,
YTO e¢ MOBBIIICHNE MPH YKA3aHHBIX BapHaHTaX IIpOIrpeBa pacTeHUI He
3aBUCUT OT CHHTE3a OeJIKOB de novo. I1pu KpaTKOCpOYHBIX TETUIOBBIX
BO3ICHCTBUSIX, YIMTBIBAasE MX HEOOJIBIIYIO IPOMOLKATEIBHOCTD (Ce-
KYHIBI), BEpOSITHES BCETO, POCT YCTOMUMBOCTU JIMCTAa OIIPEHEISICTCS
M3MEHEHMSIMU TIPEICYIIECTBYIOIINX 2JIEMEHTOB KiIeTku. K mx uumciy
MOXHO, HaIllp¥Mep, OTHECT! KOH(MOPMAIIIOHHbIC ITEPECTPOMKN MaK-
POMOJIEKYIT KiIeTKU (Asekcanapos, 1975; Jlomarun, 1985) u usmeHe-
Hue cBoiicTB MeMOpaH (Yupkona, 2002).

TakuM o0Opa3oM, Ha OCHOBAaHMHM BBIIICU3IOXKEHHOTO MOXKHO
cIeaaTh BEIBOJ, YTO MPU IPOMOJKUTEIBHOM IIpOorpeBe Imodera Wim
BCETO PACTEHMSI POCT TEILIOYCTOMYMBOCTH KJIETOK JIMCTA CBS3aH C
W3MEHEHUSIMU (DYHKIIMOHAJIBHON aKTUBHOCTH OCJIOKCHUHTE3UPYIO-
IIei CHCTEMBI, TOTAA KaK B OCTaJbHBIX BaprMaHTaX TEIUIOBBIX BO3-
JIEVCTBUIT OH OIpenesisseTcss MHBIMM MeXaHM3MaMM, KOTOpEIE pea-
JIM3YIOTCS Ha ITOCTTPAHCKPUITIIMOHHOM M IIOCTTPAHCISIIMOHHOM
YPOBHSIX.

3.2. DkcnpeccHs reHOB CTPECCOBBIX 0€JIKOB B KJIETKAX JJHCThEB
IPHA JIOKAJIbHOM OXJIA2KI€HUUN KOpHeﬁ

Kaxk nmokasbIBaloT MCClIeTOBaHMS MMOCIEIHUX JIET, peaKls pac-
TEHWI1 Ha IeiCTBUE pa3IMYHBIX aOMOTHYeCKMX (haKTOPOB CBsI3aHa C
BKCITpecCHeii JOBOJIBLHO OOJIBIIOTO YKCiIa TeHOB CTPECCOBBIX OEJIKOB
U TpaHCKPUIMIMOHHBIX (pakTopoB (Thomashow, 1998; Shinozaki,
Yamaguchi-Shinozaki, 2000; Xin, Browse, 2000; Knight, Knight,
2001; Xiong, Zhu, 2001; Seki et al., 2002; Kreps et al., 2002; Rizhsky
et al., 2002; Xiong et al., 2002; Arnholdt-Schmitt, 2004; Rizhsky et
al., 2004; Chinnusamy et al., 2006; Shao et al., 2006; Beck et al.,
2007; Bhatnagar-Mathur et al., 2008; Ganeshan et al., 2008; Lenka
et al., 2009; Chen et al., 2010; Hu et al., 2010). B yacTHOoCTH, YyC-
TAaHOBJICHO, YTO MHAYKLUS HU3KUMU TeMIepaTypaMu 3KCIpec-
cun Cor-reHoB (cold-regulated), xomupyromux COR-6enku,
KOppeaupyeT C MOBBILIEHMEM MOPO30YCTOMYMBOCTU pacTeHUM
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(Thomashow, 1999; Ohno et al., 2001; Kobayashi et al., 2004; Kume
et al., 2005; Ishibashi et al., 2007). M3BecTHO TakXe, YTO HU3KHUE
TeMIePaTypbl UHAYLMPYIOT 3KCIPECCUI0 T€HOB TPAHCKPUIILIMOH-
HBIX akTopoB CBF/DREB (C-repeated binding factor/dehydration
response elements binding protein) (Kume et al., 2005; Chinnusamy
et al., 2006). B cBowo ouepenb, CBF ¢akTopbl aKTUBUPYIOT 3KC-
npeccuto TeHoB psma COR-0eKoB, KOTOphIe B IPOMOTOPHEIX 00-
nactax comepxat CRT/DREB yuc-snementsr (Thomashow, 1999;
Chinnusamy et al., 2006; Heidarvand, Amiri, 2010). YcTaHoBieHO
Takke, YTO B Mepenadye HU3KOTEMITepaTypHOTO CUTHAJIa U PeryJisi-
nuu sKcrpeccur Cor-TeHOB YYacTBYIOT U MHOTHE IPYTHMe TpaHC-
KPUITLMOHHBIE (pakTopbl, B TOM uucie bZIP (basic leucine zipper),
MYB (Myeblastosis), MYC (Myelocytomatosis) (Christmann et al.,
2006; Shinozaki, Yamaguchi-Shinozaki, 2007; Jan et al., 2009;
Weltmeier et al., 2009; Agarwal, Jha, 2010).

CaelieHUsI O TOM, YTO ITOBBIIIEHKWE YPOBHS TpaHCKpUIITOB Cor-
TeHOB U psiIa TPAaHCKPUITIIMOHHBIX (DAKTOPOB MOXET MMETh BasKHOE
3HAUYCHUE ST HU3KOTEeMIIEpaTypHOU afmalTalliy pacTeHUI, IOIy-
YeHBI Ha 1IeJIbIX pacTeHUsIX. PoJb ke SKCIpeccuu 3TUX TeHOB B IIPO-
1eccax XoJI0I0BOM afanTallMy PacTeHWM K JOKaJbHOMY JIEWCTBUIO
HU3KMX TeMIepaTyp He UcciieloBaHa. YUUThIBas 3TO, HAMU U3yYe-
Ha DBKCIpeccHs TeHa HEOAaBHO OTKPBITOTO TPAaHCKPUITIIMOHHOTO
daktopa WRKY (Euglem et al., 2000; Dong et al., 2003; Jing et al.,
2009) u Cor-TeHOB y MIIEHULBI TPU JEWCTBUM HU3KOM 3aKaJIMBa0-
el TeMIlepaTypbl Ha BCE pacTeHUE WIM TOJIbKO Ha €ro KOPHEBYIO
CHUCTEMY.

YcraHOBJIEHO, UTO MO BAUSHUEM TemIiiepatypsl 4 °C ycToiyu-
BOCTb IMPOPOCTKOB IMIIIEHNIIBI HAUMHAET BO3pacTath yxke yepes 0,5—
1 9 oT Hayaja XOJIOAOBOrO BO3ACICTBUS, Ha BTOPHIE CYyTKM OHA J0C-
THUTaja CBOETO MaKCMMAaJbHOTO 3HaYeHUsI U B JaJIbHEHIIEM HE W3-
meHsiach (puc. 42). C ucnonabzoBanueM Metona ITHP B pexume
peajbHOro BpeMEeHU HaMM OOHapyXeHO OblcTpoe (YK€ B IEepBBIC
15 muH geiictBusa Temmnepatypbl 4 °C) u 3HaUYUTEbHOE (B JI€CATKU
pa3 Mo CpaBHEHMIO ¢ UCXOAHBIM YPOBHEM) YBEJIMUYEHUE IKCITPEC-
cuU reHa TpaHckpurnioHHoro ¢akropa WRKY, npeaiiectByloiiee
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Puc. 42. lnnaMuka X0J1010yCTOHYMBOCTH KJIETOK JHUCTbEB (A) M YPOBHS 3KC-
npeccun rena WRKY (B) B imcThax npu aeiicteuu Temneparypsi 4 °C Ha Bech
npopocToK mmeHunpl ¢c. Mockobckas 39 (nmo: Tananosa u ap., 2009):

3nech 1 Ha puc. 43—45 ypoBeHb 3KCIIPECCUU TeHa Y PACTEHUI KOHTPOJIBHOTO Ba-
puanTa (22 °C) IpUHSAT 3a €IUHUILY

POCTY XOJIOAOYCTOMUYMBOCTU MTPOPOCTKOB (CM. puc. 42). B nanbHeii-
1IEM OHa MOCTENeHHO CHUXXAJIACh B TeYEHHUE TEPBBIX CYTOK 3aKaIu-
BaHUS U 4yepe3 7 CYT MPaKTMYECKM HE OTJIMYAjJach OT MCXOIHOIO
ypoBHS. U3 MOJy4eHHBIX JAHHBIX CJIEAYET, YTO MOBBIIICHUE YCTOM -
YUBOCTU ITPOPOCTKOB O3MMOM IMIIEHUIIBI CBSI3aHO C MHAYKIUEH
aKcrnpeccuu reHa WRKY B HadyalnbHBIN MEPUOI HU3KOTEMIIEpaTyp-
Hoil amantauuu. [Ipeamonaraercs, 4To TPAaHCKPUIIIIMOHHBIE (hak-
Topel WRKY perynmmpyior sKCIpeccHi0 TeHOB, YYacTBYIOIIMX B
OTBETE pacTeHMil Ha pa3IMuHbIe HeOJaroNnpUsITHBIE BO3IACHCTBUS,
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yepe3 HMX CBSI3BIBAaHME C yuc-dyIeMeHTamMu W-0JI0Ka mpomoTepa
(Euglem et al., 1999, 2000; Mar¢ et al., 2004; Liu et al., 2007;
Ciolkowski et al., 2008; Wei et al., 2008; Li et al., 2009; Pandey,
Somssich, 2009; Wu et al., 2009; Zou et al., 2010). OgHako mno-
CKOJIbKY B HaIlIMX OMBITaX ypoBeHb 3Kcrnpeccuu reHa WRKY u xo-
JIOMOVMHAYLUMPYEMBIX TeHOB Wcorls, Wrabl7, Wrabl9 u Wesl120 'y
pacTeHUil MIIeHUIIbl HAaYMHAET IMOBBIIIATHCS IMPaKTUYECKUA OTHO-
BpeMeHHO (yXKe B IepBble 15 MUH AEHCTBUS HU3KOM TeMIIepaTyphl),
TO, OYEBUIHO, TpaHCKpUMTUMOHHBIA akTop WRKY He yyacTByeT B
PEeTyJIsIAU SKCIIPECCUU YKa3aHHBIX TEHOB.

VpoBeHb akcrnpeccun reHa Wceorl5 B AUCTBIX MPOPOCTKOB
MIIEHUIIBI TTOBBIIIAJICS yXKE B IIepBbie MUHYTHI 1€HCTBUS TEMIIE-
patypsl 4 °C u nocturaa HauOOJIbIIEH BeJIUYMHBI Ha BTOPHIE CYy-
TKUA 3akaluBaHus (puc. 43), Korga XoJIOZOYCTOWUYMBOCTh YyXe
OblLJTa 01M3Ka K MaKcUMaldbHOMW. JlanmbHelas 3KCIO3UILIUS Mpo-
POCTKOB B YCJIOBUSIX 3aKaJIWBaHUA NPUBOAMIIA K CHUKEHUIO 3KC-
npeccumn gaHHoro reHa. Maaykuus skcnpeccuu reHoB ABK-3a-
BUCUMBIX reHOB (Wrabl7 u Wrabl9) u rena Wesl20 B 1ucTbIX
IIPOPOCTKOB IMIIEHUIIBI TaKXe MPOUCXOAuaa TOBOJIbHO OBICTPO
(B Teuenue nepBbiXx 15—30 MUH), TIpUYEM ee TTOBBILIEHHBIN YpO-
BEHb B IIEPBOM CJIyyae COXpaHsSJICS B T€UCHUE BCEr0 HU3KOTEM-
nepatypHoro Bosueiictsus (Wrabl7), B mepBbie OBOE CYTOK
(Wrab19) unu Heckonbko yacoB (Wes120) (cm. puc. 43).

CrnenoBaTebHO, (POPMUPOBAHME IIOBBIIIEHHONW YCTOMYMBOCTU
pacTeHUil MIIeHULIBI, OOHAPYKEHHOE B HAILIMX OIIBITAX, COIPSLKEHO
¢ OpIcTpoit aKkcmpeccueid Cor-reHoB. BaxkHO OTMETUTD, YTO YBEIM-
YEeHNE XOJIOAOYCTOMYMBOCTU IIIEHMUIIBI IIPU KPAaTKOCPOYHOM Jeii-
CTBMAM HM3KOM TEMIIEpPATyPhI CBSI3aHO C 3KCIIPECCUE BCEX U3YUCH-
HBIX TeHOB — Wcorl5, Wrabl7, Wrab19 u Wes120. Bmecte ¢ TeM,
IIPY TIPOAOJIKUTENIFHOM (10 7 CyT) e AeHCTBUY MOBBIILIEHHBIN YPO-
BE€Hb YCTOMUYMBOCTU CBS3aH MPEXAE BCETO C BKCOPECCUE T€HOB
Weorl5wn Wrabl7.

Takum o6pazoM, 0OHAPY>KEHHOE HAaMM 3HAYUTEJIbHOE yBeJIMYe-
HUE YPOBHS OBKCIOPECCHMM TIeHa TPaHCKPUIIIMOHHOTO (dakTopa
WRKY, mpemniecTByioliee pocTy yCTOMIMBOCTH, CBUIETEIBCTBYET
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00 ero yyactuu B (OPMHPOBAHUN ITOBBIIICHHOM XOJIOI0YCTOMYM-
BOCTH MIICHUIIBI B HAYAJIBHBIM IIEPHOJ XOJOMOBOIO 3aKaJIiBaHUS.
YBenuueHre yCTOMIMBOCTH IIPA KPATKOCPOYHOM ASHCTBUM HU3KOM
3aKaJIMBaloIIeil TeMIIepaTyphbl Ha paCTCHUS MIIICHUIIBI TAKKE CBSI3a-
HO ¢ 9Kcripeccuel reHoB Wes120, WeorlS, Wrab17 v Wrab19, a ipn
IJIATEJIPHOM HU3KOTEMIIEPaTYpPHOU amanTalliid — IIPeXKIe BCEro C
aKcmpeccueii reHoB Weorl5w Wrabl7.
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Puc. 43. Jlunamuka ypoBHsi 3Kcnpeccun reHoB WesI120 (A), Weorl5 (B),
Wrab17 (B) u Wrabl9 (') B iucTbsix npu aeiictBuu temmnepatypbl 4 °C Ha
BeCh MPOPOCTOK mmeHnnpl ¢. Mockockas 39 (mo: Taxanosa u 1p., 2009)

CaefeHUs ke 0 BO3BMOXKXHbBIX UBMEHEHUSIX B OKCIIPECCUM T€HOB B
KJIETKaxX JIUCThEB B CIydae JOKAIbHOTO OXJIAXKICHHUS KOPHEN pacTe-
HUIi B U3BECTHOI HaM JIUTEpaType OTCYTCTBYIOT. YUUTBIBAs 3TO, Ha-
MM Ha MPUMEPE O3UMOW TILIEHULBI U3YYEHbl U3MEHEHUS B IKC-
Mpeccuu psiia reHoB (TpaHcKpuITUMoHHOro daktopa WRKY, Cor-
reHoB Wcorl5wn Wes 120, a takxke ABK-3aBucumbix reHoB Wrabl7n
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Wrab19) B KIeTKax JIUCTa MPHU JIOKAIHBHOM OXJIAXACHUN KOPHEBOM
cucTeMbl pacTeHuii. KOpHM IPOpPOCTKOB MIEHUIBI OXJIAXIAIA B
TeyeHue 7 ¢yt npu temneparype 2 °C. HamseMHast yacTh IpopoCT-
KOB HaXOIWIACh IIPHA 3TOM B YCJIOBUSX TemItepatypsl 22 °C.

IIpoBeneHHBIE HCCAEOOBAHUS IIOKAa3ald, 4YTO CTaTUCTHUIECKU
JIOCTOBEPHOE YBEJIMUYEHUE XOJOJOYCTOMUYMBOCTH KJIETOK JIMCTBHEB
IMIICHUIIBI IIPOUCXOAUT YKe uepe3 24 9 OT Havaia OXJIaXKIeHMS KOp-
Hell (puc. 44). Croyctst 48—72 94 X0JI0I0yCTOMIMBOCTh KJIETOK JIM-
CTBhEB JOCTUTaa MaKCUMAaJIbHOTO ISl JaHHBIX YCJIIOBUI YPOBHS U B
JNAJIbHEHMIIIEM HE U3MEHSJIACD.

8F

=2
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5 24 48 72 9% 168
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YpoBeHb SKCIPecCHH, OTH. efl.
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Puc. 44. ]IlunaMuMKa X0JI0A0YCTOMYMBOCTH (A) M YPOBHSI 3KCHPECCHH TeHa
TpanckpunuuonHoro ¢akropa WRKY (B) B JIMCTbsIX NPU JIOKAJBHOM JIEHCT-
BuM Temmeparypsl 2 °C Ha KOPHH MPOPOCTKOB mineHunp! ¢. MockoBckas 39
(mo: Tananosa u ap., 2010)

101



BaxHo, 4TO y:Ke B HauaJIbHBIN ITIEpHOI NeICTBHS X002 Ha KOpP-
HU IIPOPOCTKOB B KJIETKAX MX JIUCTHEB IPOMCXOAUIIO OBICTpOe (B
nepBble 15—60 MUH) yCUJIeHHME SKCIIPECCUU TeHa TPAHCKPUITLIMOH -
Horo ¢akropa WRKY (cm. puc. 44). B nanpHeiieM oHa OCTEIICH-
HO CHIZKalach M Ha 6—7-¢ CyT MpaKTUIECKU BO3Bpalllaiach K ypOB-
Hi0 KoHTpos (22 °C).

Iloxm BnMsIHMEM OXJIaXIEeHWSI KOPHEUM B JINCTBAX IIPOPOCTKOB
TakKe OTMEUYCHBI 3HAYUTEJIbHBIC U3MEHEHMSI B YPOBHE 3KCIIPECCUN
peryampyeMbIx xonomnoM TeHoB Wceorl5 m Wes120. Tak, ypoBeHb
aKcrpeccun reHa Wes120 pe3ko TToBBITIANICS Yepe3 15 MUH nmeiict-
BUS Ha KOpHU TemIrepatypsl 2 °C, 3aTeM JOCTUTHYTHIN YPOBEHB CO-
XpaHsUICS B TeUeHMe 1 U meiicTBUS X0JI0/1a, IOC/IE Yero OH CHIKAJICS
W OpaKTUYECKU He OTIUYaICsSd OT KOHTpous (puc. 45). YpoBeHb
aKcIpeccuu TeHa Wcorl5 B NMUCTBSIX MPOPOCTKOB IIIEHUIIBI IIPHU
JIeficTBUM Ha KOpHU TeMIepaTyphl 2 °C Takke Bo3pacTall yxKe yepe3
15 MUH 1 ocTaBaJICs TTOBBIIIEHHBIM B TeUeHME 1 U, 3aTeM MOCTEIICH-
HO CHIXAJICS, HO Yepe3 YeTBEPO CYTOK OTMEUYEHO €Tr0 ITOBTOPHOE
noBbllieHUe (CM. puc. 45). HanbHel1as 9KCIO3ULIMs TPOPOCTKOB B
3TUX YCIIOBUSAX IIPUBOAMIIA K CHIDKEHUIO 9KCIIPECCUH JAaHHOTO TeHa
IO YPOBHSI KOHTPOJIS.

HeobxonuMo oTMeTUTh, uTo aKcnpeccust AbK-3aBucrumMoro reHa
Wrab 19 Takke yBeaIMuuMBajaach yepe3 15 MUH OT Hayaja BO3IEHUCT-
BHS X0JI0Ja, HO B JaJIbHEMIIIEM OHA CHUKAJIACh IO YPOBHS KOHTPO-
74 (cM. puc. 45). B oTaiMuue ot 3Toro ypoBeHb 3KCIIPECCU APYTOro
ABbK-3aBucumoro reHa — Wrab 17 — ocTaBajcs MpU 3TUX YCITOBUSIX
HEM3MEHHBIM.

CorrocTaBiieHHe 3TUX TaHHBIX C IPUBEICHHBIMM BBIIIIE (CM. PUC.
42—43) BBISIBIISIET OYEBUAHOE CXOACTBO B XapaKTepe peakluu Ipo-
POCTKOB O3MMO IMIIIEHUIIBI Ha O0Illee 1 JIOKaJbHOE AeHCTBUE HU3-
KOI 3aKaJIMBAIOIIEN TeMIIepaTyphl: U B TOM, U B IPYroM cIydyae Ha-
0JIr01aeTCs MOBBIIIEHUE XOJIOA0YCTOMUYMBOCTU KIETOK JUCTheB. Of-
HaKo B IIEPBOM U3 HMX OHO ITPOMCXOAWJIO 3HAYMTEILHO OBICTpee
(yxe yepe3 1 4 oT Hayajla IEMCTBMSI X0JI0Ja), a MaKCUMaJIbHBIA
MPUPOCT YCTONIMBOCTHU OBbLIT 3aMETHO OOJIBIINM, YeM TIPU OXJIaxKIe-
HUM TOJIbKO KOpHei. [ToguepkHeM, 4To B 000MX CIydasix 3TOT IIpo-
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Iecc IPOMCXOOMJI Ha (pOHE YCUJICHUS SKCIIPECCHUM psiia TeHOB
(WRKY, Wes120, Weorl5 u Wrab19) yxe B HadallbHBINM nepuon (B
nepBbie 15—30 MuH) meiicTBUS HU3KOM TemIrepatypel. Ho Tak ke,
KaK ¥ B OTHOILICHUM XOJIOAOYCTOMYNBOCTH, Ha0O0JIee BhIPAKCHHbBIC
M3MEHEHHUS TAaKOTO poja HaOII0IaINCh IIPY BO3IEICTBUHY X001 Ha
BCE pacTeHUE.

- Winonana fATn0 AR
S monnonnong flonnonnnn

0
02505 1 5 24 48 72 96 144 168 02505 1 5 24 48 72 96 144 168

Drenozums npu 2 °C, Oxenosmmsa mpu 2 °C, 1

Puc. 45. Jlnnamuka ypoBHs 3kcnpeccud renoB Wes120 (A), Weorl5 (B),
Wrabl17 (B) u Wrab19 (I') B mucTbsix npu aeiicteumn temmeparypbl 2 “C Ha
KOPHH NPOPOCTKOB mieHuIpl ¢. MockoBckas 39 (mo: Tananosa u ap., 2010)

OueBUAHO, YTO €C/IM IIPM OENCTBUM HU3KOM TeMIIepaTyphl Ha
BECh IIPOPOCTOK M3MEHEHHUS B 3KCIIPECCUM T€HOB B KJIETKAX JINCTh-
€B BO3HMKAIOT HEIOCPEICTBEHHO ITOf BIMSHHEM XOJIOAAa, TO IIPpH
JIOKAJIbHOM OXJIAXIEHUM KOPHS — B OTBET HA NOCTYIIMBIIMKA W3
KOPHS AMCTAaHIIMOHHBII CUTHAJI O XOJOI0BOM Bo3deiicTBuM. BmecTe
C TeM, OMHOTHITHBIN XapaKTep BBISIBJICHHBIX M3MEHCHMI B SKCIIPEC-
CHM T€HOB IT03BOJISIET CYUUTATh, YTO UMEHHO 3TH U3MEHEHMS YIaCTBY-
0T B MeXaHU3Max (D)OPMUPOBAHMS TTOBBIIIEHHOI X0OJI0I0YCTONINBO-
CTH KJIETOK JINCThEB B 000MX cirydasx. [IpmaemM HanOobIme u3me-
HEHUS B SKCIIPECCUM T€HOB U B TOM, 1 B IPYTOM CJIy4ae OTMEUYCHBI
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B HAYaJIbHBIN MEPUOM ACHCTBUS XOJI0Aa, MPEAIIeCTBYSI W/UIN CO-
IIPOBOXIAsl TIPOIECC ITOBBIMICHMUSI XOJIOAOYCTOMYMBOCTH KJIIETOK
mmcTheB. Korma ke Mx X0J10I0yCTOMYMBOCTh CYIIECTBEHHO ITOBBI-
IIaJIach, MU3MEHEHMS B 9KCIIPECCHMU T€HOB CTAHOBIUIMCH MEHEE BEI-
PaXeHHBIMU.

ITonyyeHHbIe pe3yabTaThl U3ydyeHUs skcrnpeccun AbK-3aBucu-
MbIX 1 ABK-He3aBUCHMMEBIX T€HOB, KOAVPYIOIINX TPAHCKPHUITIIIOH -
Hble pakTopel 1 COR-0eIK1 B TUCTHSIX IIPOPOCTKOB O3MMOI ITIIIe-
HUIIBI, YKA3bIBAIOT Ha CYIIECTBOBAHKE OIIPEIEICHHON 3aBUCUMOCTH
MEXIy TUHAMMUKOI YPOBHS 9KCIIPECCHMU 3THX T'€HOB, C OIHOM CTO-
POHBI, ¥ IPOIIECCOM MOBHIIICHUS XOJI0I0YCTOMIMBOCTH B YCIIOBUSIX
ICUCTBUS HM3KOM 3aKaJMBAIOLICH TeMIIEpaTyphl Ha BCE pacTCHUE
WJIA KOPEHD, C APYTOM CTOPOHBL.

M3BecTHO, UTO 03UMBbIE 371aKKU 001agal0T 6oee A3PPEeKTUBHBIMU
MeXaHM3MaMU aJanTaluy K HU3KUM TeMIleparypaMm. B Hammx skc-
IEPUMEHTAaX Yy IIPOPOCTKOB O03MMOM MIIEHUIIBI CKOPOCTh Y BEJIMUM -
Ha IIPUPOCTAa YCTOMIMBOCTU K HU3KOM TeMIlepaType ObLIa JOCTa-
TOYHO BBICOKOM. YCUIIEHNE SKCIIPECCUN TeHa TPAaHCKPHUITIIMOHHOTO
¢akropa WRKY Takxke MpOUCXOAUIO TOBOJBHO OBICTPO (YX€ B Ha-
YaJIbHBINA TIEPUOMA XOJIOAOBOTO 3aKaJWBaHMUsI) W IIPEIIIeCTBOBAJIO
WIM COBIANaJio IO BpPEMEHW C TOBHIIIEHWEM HX YCTOMYMBOCTH.
Kpowme Toro, y pacTeHmii IIIeHNIIB OblJIa BBISIBJIEHA TTOJIOXUTETh-
Hasi KOppeiasaumsl MexXny WHAyKumeil skcrpeccun Cor-reHOB
(Wrabl7, Wrabl9, Wesl120, Weorl5) n ypoBHEM YCTOMYMBOCTU B
YCIIOBUSIX XOJIOIOBOTO 3aKainBaHus. CXOIHBIE pe3yJIbTaThl IOJTyde-
HBI TIPU U3YYEHUU UHIYKIUU 3Kcnpeccuu reHoB Wrab17 v Wrab 19
(Tsuda et al., 2000; Ganeshan et al., 2008), Wes120 (Ouellet et al.,
1998) u Weor 15 (Kume et al., 2005) B yCIOBHSIX XOJIOJ0BOTO 3aKa-
JIMBAaHUS U Y IPYTUX COPTOB O3UMOIA ITIIIEHUIIBI.

CrenyeT OTMETUTh, YTO U3 M3yYeHHBIX HAMU reHOB K ABK-3aBu-
cuMbiM Cor-reHaM oTHocstcsa Wrabl7 (Sun et al., 2009), Wrab19
(Tsuda et al., 2000), a kK ABK-He3aBucumbiM — Wes120 (Ouellet et
al., 1998) u Wcorl5 (Takumi et al., 2003).

Kak mn3BectHo, B ABK-3aBrcuMble MyTH TpaHCAYKLUU Tepeaadu
CUTHaJIa BOBJIUEHbI TPAHCKPUITIMOHHBIE (PaKTOphl ceMeicTB bZIP,
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MYB, MYC (Chrisymann et al., 2006; Sun et al., 2009; Gao et al.,
2011). AbK-3aBrucuMbie Te€HBI TPAaHCKPUIILIMOHHBIX (PAaKTOPOB Ce-
MelictBa bZIP comepxkaT B IIPOMOTOPHOI OOJACTH yuC-37IE€MEHTHI
ABRE (ot ABA-responsive element) (Gusta et al., 2005). ABK mo-
JKeT aKTUBUPOBATh 3KCIIPECCUIO T'€HOB, KOAUPYIOIIUX TPAHCKPUII-
LIMOHHBIE (hakTOphl ceMelicTBa bZIP, KoTopbie, B CBOIO OYepelb,
perynupyoT skcrapeccuio Cor-TeHOB IMyTeM CBSI3BIBAHUS C yUC-3JIC-
mentamu ABRE (Nakagawa et al., 1996; Xiong et al., 2002; Gusta et
al., 2005; Kim, 2005; Kobayashi et al., 2008; Xiang et al., 2008; Sun
et al., 2009; Agarwal, Jha, 2010). B To Xe BpeMsI, MHIYKIIAS 9KC-
npeccuu reHoB, peryaupyeMbix ABK TpaHCKpUNLIMOHHBIMU (pak-
Topamu MYC, TpoucXoauT TIpU cHelUPUIECKOM CBSI3LIBAHUU C
yuc-3nemeHramMmu MYCB (Haake et al., 2002; Dai et al., 2007; Seo et
al., 2009; Agarwal, Jha, 2010). MmeroTcsl maHHBIE O TOM, YTO IeH
TpaHcKpunuuoHHoro daktopa CBF4 (DREBID) y apadbunorncuca, B
OTJIUYMe OT ApYrux reHoB cemeiictBa CBF, MOXET 3KCIpeccupo-
BaTbCsl B OTBET Ha 00E3BOXMBAHME M Ha OOpabOTKY 3K30T€HHOI
ADBK, uto no3Bonuiao npuuucauth ero K AbK-3aBucumbiM (Haake
et al., 2002; Knight et al., 2004).

B cBs3u ¢ 3TM, HEOOXOAMMO MTOAYEPKHYTh, YTO YCUJICHUIO BKC-
npeccun AbK-3aBucumeix Cor-reHoB Wrabl17 i Wrab19 B Hammx
9KCIepMMEHTax IMpPealleCTBOBAIO YCUJIGHWE HSKCOPECCMM TIeHa
TpaHCKpUMNIMOHHOTO (pakTopa CBF4, coBnagas mo BpeMEHU ¢ I10-
BbILIEHUEM 3Kcnpeccuu reHa Wabil5 (cemeiictBa bZIP) u MYBS0
(Tamanosa u ap., 2011). IpyrumMmu aBTOpaMu Takke ObLIO IOKa3a-
HO, 4TO YpoBeHb akcnpeccuu bZIP renoB (Wlip 19, Wabi5) n Cor-te-
HoB (Wrabl5, Wrabl7, Wrabl§, Wrab19) y o3uMoii MIIEHULBI COP-
ToB 97003 1 97014 yBenmuuuBaICsd MPU XOJIOIOBOM CTPECCE MPaKTHU-
yeckM ogHoBpeMeHHo (Sun et al., 2009).

Kak nokazanu uccnemoanusi, AbK-He3aBUCHUMBIE T€HBI B IIPO-
MOTOpPHOI 00JacTH coAepxXaT cHeuudUuIecKue yuc-371eMEeHThI
CRT/DRE (C-repeated transcription elements/drought responsive
elements), ¢ KOTOPBIMU CBSI3BIBAIOTCSI TPAHCKPHUITIIMOHHbBIE (PAaKTO-
pst CBF1/DREBI1b, CBF2/DREBI1c, CBF3/DREBIla (Haake et al.,
2002). B sToM ciydae HU3Kasl TeMIlepaTypa 3aIycKaeT 3KCIIPECCUIo
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WHOYLUPYEMBIX XOJIOOOM T€HOB TPaHCKPUIILIMOHHEIX (DaKTOPOB
CBF/DRE (Kume et al., 2005; Egawa et al., 2006; Chen et al., 2009;
Gao et al., 2009), koTopble, B CBOIO o4epedb, aKTUBUPYIOT Cor-TeHbI
(Thomashow, 1999). K HUM, B 9aCTHOCTH, OTHOCSITCSI peryIupye-
MbIe HU3KOW TeMIlepatypoii TeHs Wes120 u Weorls, conepxatiue
yuc-3nemenTel CRT/DRE (Ouellet et al., 1998; Takumi et al., 2003;
Agarwal, Jha, 2010).

OTMeTUM, UTO yKa3aHHEIe BhIlIe Cor-TeHbl KOOUPYIOT 3alIUTHEBIC
0eJiku, OTHOCSIIMECS K OOJbIIOMY CEMENCTBY OETKOB IMO3IHETO
aMmbpuoreHesa LEA (Late Embryogenesis Abundant), KoTopbie xa-
PaKTEPU3YIOTCS BBICOKOU TMAPOMUILHOCTBIO M BEITIOIHSIIOT (PYHK-
LU0 MOJIEKYJISIPHBIX IHAIEPOHOB, O0ECIEYMBAIOIIMX COXpaHEHUE
(GYHKUMOHAIBLHOI aKTUBHOCTHA MaKpoMoJjeKya npu ctpecce (Goyal
et al., 2005). B yactHoctH, reH Wes 120 kogupyet rpyniny COR-6en-
koB cemeiictBa WCS (ot Wheat Cold Specific) ¢ mon. m. ot 12 1o
200 k]I, OTHOCSIIMXCS K YCTOMUYMBBIM K 00€3BOKMBAHUIO TETUAPU-
HaM, oobenuHeHHBIM B rpymmy II wiu D 11 cemeiictBo LEA 6enkoB
(Sarhan et al., 1997; Ouellet et al., 1998). Cuutaercsi, YTO yCUICHNE
SKCITPECCUN TeHOB ACTHIPUHOB M HAKOIJICHME MX OEJIKOBBIX ITPO-
IYKTOB MMEET BaXKHOE 3HAYCHWE I ITOBBIMICHUS YCTONYMBOCTH
pacTeHuil K HuskoremmeparypHomy ctpeccy (Campbell, Close,
1997; Close, 1997; Thomashow, 1999; AnnarynoBa u ap., 2004; I11a-
kupoBa u ap., 2005, 2009). Ykaxem, uro reHsl Wrabl7 v Wrabl9
TakKe KOAUPYIOT JETMIPUHBI, XapaKTepU3yIOIInecs BBICOKO CTe-
NeHblo roMojiornu ¢ 6eakamu rpymmsl I11 cemeiictBa LEA, Hakomn-
JICHHE KOTOPBIX KOPPEIUpPYyeT C ITOBBIIMIEHHEM XOJOM0YCTONYNBO-
ctu pactenuit (Tsuda et al., 2000). Takum oOpa3oM, 3HAUUTETbHOE
ycuJieHue 3Kcrpeccuu reHoB Wrabl7 v Wrab19 nipennonaraet ux
HEIOCPEACTBEHHOE yJacTHe B TIpoliecce (hOpMUPOBAHUS MOBBIIIEH-
HOH XOJ0I0YyCTOMYMBOCTU Y SIpOBOI MiieHUIBI. ClaenyeT OTMETUTD,
YTO eIlle OOWH W3 M3YYEHHBIX HaMU TeHOB — Wcorl5 xomupyet
CORI15 06enok, KOTOPBIM MOBBIIIAET KPUOCTAOWJIBLHOCTh IlJIa3Ma-
JieMMBI M1 MemMOpaH xyoporactoB (Takumi et al., 2003).

B 1menoM MOXHO 3aKJIIOYMTb, YTO POCT XOJOAOYCTOMUMBOCTHU
KJIETOK JIMCTa, HAOJIOAaeMblid MpHU JOKAIbHOM OXJIaXIASHUU KOp-
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Heil TIIEeHULBI, COIPSLKEH C BO3pacTaHMEM 3KCIIPECCUM TIeHOB
TpaHCKpUNLIMOHHOTO pakTopa WRKY, a Takxke Cor-reHoB Wesi20,
Weorl5 n Wrabl9, m 3T0 MO3BOJISIET COeaTh BBIBOA OO0 y4acTHU
9TUX T€HOB M KOOUPYEMBIX UM OSIKOB B MeXaHM3Max (popMUpoBa-
HUSI TOBBIIIIEHHOM XOJIOAO0YCTOMYUBOCTH.

3.3. Poas ABK B Mexann3max hopmupoBanus
MOBBINIEHHON YCTOWYMBOCTH PACTEHMIA IPH JIOKAJIBHOM NPOrpese

®dutoropmon ABK, 9BISSICh BaxkKHBIM KOMIIOHEHTOM PETyJIsi-
TOPHOM CHCTEMBI pacTeHMIi, UIpaeT BaXXHYIO POJIb B 3aIUTHO-
MIPUCITIOCOOUTEBHBIX peaKLMsIX PacTeHUI, 00eCIeUNBAIOIINX MX
BBDKMBAHNE B HeOJaronpUSITHHIX YCIOBUSIX BHEIIHEUM Cpembl
(Iépdnunr, 1985; Farkas et al., 1985; KocakoBckas, Maiine6ypa,
1989; Lee et al., 1993; Illakupona, 1999, 2001; TapueBckuii, 2001;
Pastory, Foyer, 2002; Gusta et al., 2005; Nambara, Marion-Poll,
2005; Rook et al., 2006; KpaBeu u np., 2008; HoBukoBa u ap.,
2009; Tamanosa, 2009; Okamoto et al., 2009; Klingler et al., 2010).
Ee sHmoreHHbIil ypoBEHb B pacTEHUIX CYILIECTBEHHO YBEJIMYMBa-
eTCs MoJ, BIUSHNEM HU3KUX M BeICOKMX TeMIiepatyp (Waldman et
al., 1975; Daie et al., 1981; Chen et al., 1983; Unpswmyk, JIuxonar,
1989; TamanoBa u ap., 1990, 1991; Edbpemos u ap., 1992; Ruy, Li,
1994a, 6; Akxumosa u ap., 1995; 3aypanos, [1yraes, 1995; Bravo et
al., 1998; Becemos, 2001; Becemos u np., 2002; Janowiak et al.,
2002; Becenosa, 2003; Aroca et al., 2003), BomHOTO HeduIMTa
(Hiron, Wright, 1973; XKonkesuu, I[TycroBoittoBa, 1993; Cowan et
al., 1997; Zhang et al., 1997; Hansen, Dorffling, 1999; Qin,
Zeevart, 2002; ITycroBoiiToBa u ap., 2004), 3aconenus (Walker,
Dumbroff, 1981; Talanova, Titov, 1994), Tskenbix Metauion (Ta-
JaHoBa u ap., 1999). C apyroii ctopoHsl, 3k3oreHHass ABK cro-
coOHa TIOBHINIATh YCTOMYMBOCTH PACTEHMH K PSAYy CTPECCOpPOB
(Boussiba et al., 1975; Chen, Gusta, 1983; TuroB u ap., 1985;
Robertson et al., 1987; Tananosa, Tutos, 1989; Prasad et al., 1994;
Janoviak et al., 2002; XoxnoBa, Onunesund, 2003; TanaHosa u 1p.,
2006; Khardi et al., 2007; Turos, Tananosa, 2009).
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Kax nmokazaHo BbIIIIe, CTPECCOPHI, AEHCTBYS JTOKAJIbHO Ha OTHU
yacTH (OpraHbpl) pacTeHMSI, IIPUBOIAT K Pa3IMIHBIM U3MEHEHUSIM B
IPYyrux ero yactsx (opraHax). K mpumepy, aeiicTBre BEICOKOI TeM-
IepaTypsl Ha HaA3eMHYIO 9acTh WA KOPHEBYIO CHCTEMY PacTCHUS
WHOYLUPYET W3MEHEHHE TEIUIOYCTOMYMBOCTH KJIETOK HE TOJIBKO
IIPOTPETHIX OPTaHOB, HO M TeX OPTaHOB, KOTOPhIE HEITOCPEACTBEHHO
HE MOIBEPTaIiCh IIPOTPERY.

Taxoro poma maHHBIE YKa3bIBAIOT HA TO, YTO B IIPOIPETOM OpraHe
pacTeHust 00pa3yeTcst HEKWil CUTHAJI, KOTOPBIH ITOCTYIIaeT B HEIIPO-
IPEeThIe OPTaHbl 1 BHI3BIBACT B HUX KOMILUICKC amallTUBHBIX U3MEHE-
HU, 00yCIIaBIMBAIOIINX IOBBIIICHUE TeIuioycToiumBocTu (bana-
ryposa u ap., 1994). Ograko Bommpoc 0 TOM, KaKiie UMEHHO U3MEHE-
HUs B MeTaboJIM3Me, U B YaCTHOCTH, B TOPMOHAJIBLHOI CHCTEME,
IIPOMCXOAST IIPA 3TOM, OCTAeTCs MOKa OTKPBHITBIM. BMmecTte ¢ TeM,
CYIIECTBYET TOYKA 3pEHMSI, cOorIacHO KoTopoii ABK MoXeT BhICTY-
IaTh B KaYECTBE XMMUYISCKOIO CUTHAJIA, IIOCTYIIAIOIIETO U3 KOPHEH
B IIOOET B YCJIOBMSIX CTpecca (BOTHBIN Ae(UILINT) U yIaCTBYIOIIETO B
peryysiiu  (pU3MOJOTMYECKUX IpoleccoB B JUCThSAX (Davies,
Zhang, 1991; Davies et al., 2005).

YyuthiBas BBILIEU3I0KEHHOE, HAMU TIPOBEACHO UCCIIeIOBaHNE
IMHAMUKK copepxXaHus ABK B IMCTBSIX M KOPHSIX M UX TEIDIOYC-
TOWYMBOCTU KaK IIPY BO3JICWCTBUU BBICOKOW 3aKAJIMBAIOLIEN TEM-
rnepaTypbl Ha BCE pacTeHHUE, TaK W JIOKAJbHOM €€ BO3IEeHCTBUM Ha
HaA3eMHYI0 YaCTh WJIM KOPHEBYIO CUCTEMY MPOPOCTKOB OTyplia.

MN3meHenne sH10reHHOro ypoBHsa ABK B TMCTbSIX M KOPHAX pacTe-
HWii PU JIOKAJTBHOM nporpese pactenuii. [1py Bo3neiicTBUN BBICOKOM
temnepatypsl (38 °C) Ha Bech MpOpOCTOK orypla cogepkanue AbK
B KopHaX 4epe3 0,5—1 4 oT Havama 3aKaJIMBaHUS, TaK Xe KaK U B
JIMCTBSIX, PE3KO YBEIMUMBAIOCH, HO YK€ Yepes3 2 U IIPOMCXOIUIIO €TI0
CHUXXEHHUE 0 YPOBHS, OJIM3KOTO K UCXOTHOMY 3HaUeHMIO (puc. 46).
TermoycToMYMBOCT, KOPHEH IIpM 3TOM M3MEHSJIach B Iopas3io
MEHbIIIE CTEIeHU, YeM JIMCThEB: JIMIIb HEOOIbIIIOE €€ MOBBIILICHUE
otMmedeHo yepe3 0,5—1 4 mociie Havana nporpesa. M3 aToro cieny-
€T, YTO KOPHM pPaCTeHMI XapaKTepU3yIOTCS MEHEE BbIPaXKEHHOI
CHOCOOHOCTHIO K TEIUIOBOM amamnTalluy, YeM JIMCThbsI, a SHAOT€HHAs
ADBK He uHayuupyeT 3TOT IPOLIECC B KOPHSIX.
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Puc. 46. Ilnnamuka cogepxanusi ABK (1) B smctbax (A) u kopuax (b)
U X TemioycroiuuBocTu (2) mpu nporpese (38 °C) Bcero mpopocTka orypna
¢. Aimma-Arunckuii 1 (mo: Tamanosa u np., 2003)

ITpu noKaaIbHOM MpPOrpeBe TOJbKO HAaA3eMHOM YacTH MPOPOCTKa
orypua coaepxxanue ABK B JucThsIx Bo3pacraio mpuMEpPHO B
2,5 pa3za uepe3 0,5—1 4 ot ero Havana (puc. 47). B TeueHue ciaenyio-
LIEro Yyaca MPOUCXOanIo cHuKeHne ypoBHS ABK, xoTsa oH 3Haum-
TeJbHO IMPEBBIIIA] UCXOAHOE 3HAaYeHUE. TeruioycTOMYMBOCTh KJle-
TOK JINCThEB MPU JIOKAJIIBHOM IIPOrpeBe IMo0dera 3aMeTHO YBEJIMUKMBA-
Jlach uepe3 1 4 Imocse Havaja ImporpeBa, a yepe3 7 4 — JAocTHraja
MmakcumyMa (cMm. puc. 47). Uepes 1—2 4 ot Havyaia mporpesa mmoodera
cogepxxanne ABK B KopHe MOBBIIIAIOCH ITOUTU B 2 pas3a, a K KOHILY
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(uepe3 7 4) TeMMepaTypHOTO BO3AEUCTBUSI — CHUXKAJIOCH 0 UCXO[I-
HbIX 3HaUYeHUii. BMecTe ¢ TeM mporpeB Haa3eMHOI YacTu TTPOPOCT-
Ka TPaKTUYEeCKU HE BJIMSII Ha TEMJIOYCTOMYMBOCTh KJIETOK KOPHSI
(puc. 47).
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Puc. 47. Nnnamuka conepxanusi ABK (1) B muctesx (A) u kopusx (b) n ux
TemioycToitunBocT (2) mpu nporpeBe (38 °C) Hag3eMHO# YaCTH MPOPOCTKA
orypua c. Ainma-Aruackuii 1 (mo: Taxanosa u p., 2003)

B ciyyae jiokanbHOro mporpeBa KOpHEi IMPOPOCTKOB Oryplia
npu 38 °C xapakrep uameHeHUs1 YpoBHSI ABK B JMCThIX U KOpPHSIX
paznmuuancs. B yactHoctu, conepxkanue ABK B nucthsax yepes 0,5—1 4
rocJjie Hayasa Iporpesa Bo3pactajio (puc. 48), XoTs U B MEHbIIIEH cTe-
MEeHM, YeM MpY MpOrpeBe BCEro MPOPOCTKA WM TOJBKO €ro Imodera.
Bcenen 3a mukom conepxkanusi ABK oTMedeHo ero rmocreneHHoe CHU-
KeHue. B ormume ot atoro koHieHTpaiys AbK B KOpHsIX B TeueHure
IEPBOro Yaca TeMIIepaTypHOro BO3ACICTBYSA, HAOOOPOT, CHIXKAIACh U
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JIMIIIG B TTOC/IeAytome 2—7 9 IIporpeBa — Bo3pacTaia. Teroycroiym-
BOCTbh JINCTBEB IOBHIIIATACH Yepe3 1—3 4 1mociie Havama JIOKaJTbHOIO
IIporpeBa KOPHEBOM CUCTEMBI 1 B JaJIbHEHIIIEM IIPaKTHIECKH HE M3Me-
HSUIach, @ YCTOMYMBOCTD KOPHS IO Mepe YBEIMYCHMST IPOIOJLKIATEIIb-
HOCTH IPOrpeBa ITIOCTEIICHHO YMEHBIIIAIACh.
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Puc. 48. Innamuka conepxanusi ABK (1) B muctesx (A) u kopusx (b) n ux

TemioycroituuBocTy (2) mpu mnporpese (38 °C) KopHeii mpopocTKa orypia
¢. Amma-Arunckwii 1 (mo: Taxanosa u np., 2003)

TakuM 00pa3oM, TPOBEACHHBIC 3KCIIEPUMEHTBI MO3BOJIMIN BbI-
SIBUTh PA3IMYHBIA XapakKTep U3MEHEHHUsI TEeIUIOYCTOMYMBOCTU U YPOB-
Hst ABK B JIMCTBSIX M KOPHSIX TIPY JIOKAJTbHOM JICHCTBUM TeMIIepaTyphl
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38 °C. IlporpeB IMCTHEB BBI3BIBAT Y HUX KaK ITOBBLIIICHUE YPOBHSI
ABK, TaK 1 TeII0yCTOMYMBOCTH, YTO IIO3BOJISIET TOBOPUTH O TOM, UTO
B JINCTBSIX TEIUIOYCTOMIMBOCTD MPSMO WIM KOCBEHHO CBSI3aHA C YPOB-
HeM 3HaoreHHol ABK.

Bricokas ckopocTh HakoruieHuss ABK, HaGiogaemas B HaYallb-
HBII IIEpHOI IIPOrpeBa, CBUACTEILCTBYET O BOBJICUCHHOCTH 3TOTO
TOPMOHA B IIporecc (OPMUPOBAHNS TTOBBIIIICHHON TEIIOYCTONYM -
BOCTH JUCTheB. OMHAKO B AajbHelneM comepxxanue AbK B 1ucTh-
SIX CHMXKAJIOCh, XOTSI MX YCTOMYMBOCTb MpOAOJIKajda BO3pacTaTh.
WHbiMU cnoBamu, yBelndyeHue ypoBHS ABK Hocuio BpeMeHHbIH,
TPaH3UTOPHLIN XapaKTep U AaxKe Mocje ero CHUXEHUS MOBbIILICHUE
TEIUIOYCTOMUYMBOCTU mpojorkaaock. OueBuaHo, ABK B nucThsx
nposiBisia cedsl KaK TpUITep, 3aIycKas WJIM Yy4acTBYS B 3aIlyCKe
npolecca IMOBBILIEHUSI YCTOMYUBOCTU, B JAJTbHEWIIEM 3TOT IIPO-
LIECC pa3BUBAJICS YK€ HE3aBUCUMO OT COAEPKaHUS B TKAHSIX JAHHO-
o TOPMOHa.

ITporpeB xe KOpHeid, B OTJIMYME OT JMCThEB, MPUBOAWII K ITOBBILLIE-
Huio ypoBHI ABK B MX TKaHSX, HO IpH 3TOM WIKM IIPAKTUIECKA HE
BJIMSLT Ha TEIJIOYCTOMUMBOCTD, WM e MPUBOAWI K e CHUXKeHU1o. 13
3TOTO CJIEAYET, YTO B KieTkax KOopHSI ABK, oueBUIHO, HE y4acTBYET B
WHAYUUPOBAHUH MTPOLIECCA MOBBILLIEHUS] YCTOMYMBOCTH.

CpaBHeHUe peaKlUU JIMCTheB Ha MPOrpeB KOPHEM, ¢ OJHOI CTO-
POHBI, ¥ peakliM KOpHEW Ha MPpOrpeB JUCThEB, C APYroit, MoKas3aao
cnenyroniee. JIokalbHBIN MporpeB KOpHe# (CM. puc. 48) BbI3bIBAT B
JIMCThSIX TE K& U3MEHEHMSI, YTO U TIPOrPEB CAMMX JIMCThEB. BpeMEH-
Hoe ToBbIlIeHue ypoBHSI ABK 1 MOHOTOHHO HapacTalolllee YBeJIM-
YeHue TerioycToiunuBocTh. CleqoBaTeabHO, JIOKAJTbHO MPOTPEThIE
KOPHU HampaB/IsJIM B MOOEr CUTHAJI O TeMIlepaTypHOM BO3IeicCT-
BUH, KOTOPBI MHAYLIMPOBaI (hOpMHUPOBAHME MOBBIIIEHHOU TEILIO-
YCTOMYMBOCTU JIMCThEB, XOTS YCTOMYMBOCTH CaMUX KOpHEH mpu
9TOM Jaxe HECKOJbKO CHUXKaNach.

JlokanbHBII Xe MPOrpeB JUCThEB XOTS M HE MOBBILIAJ TEILJIOYC-
TOMYMBOCTh KOPHEI, HO U HE BbI3bIBAJ €€ CHUXEHUS (CM. puc. 47),
npu 3ToM coaepxaHue ABK B KopHsx yBennuuBajioch. Q4eBUIHO,
MPOTrpeThie JIMCThs TaK XK€ HAIpPaBIsId B KOPHU CUTHAJ, UHAYLIM-
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PYIOLINI B €70 TKaHSX OIpeaeIeHHbIE U3MEHEHNSI, KOTOPhIE, OMHA-
KO, HE COIPOBOXIAINCH IOBBIIIIEHUEM YCTOMIMBOCTH.

IlonyyeHHbIC HAMM PE3yJIbTATHl COTJIACYIOTCS C MMEIOIINMUCS B
JMTepaType cBedeHUsIMU 00 m3MeHeHUM ypoBHSI ABK B ogHMX
opraHax pacTeHUSI B OTBET Ha IEMCTBUE BBICOKOM (MJIM HU3KOIT)
TeMIIepaTyphl Ha IPYTHUE €ro opraHbl. B yacTHOCTH, ITO1 BIMSHU-
eM TEepMHYCCKOIo IIoKa (0XKOr INTaMeHEeM), KOTOPOMY ITOABep-
rajcs 4-il IUCT pacTeHU ToMaTa, Yepe3 5 4 ObUIO OTMEUEHO TOBbI-
mreHre KoHneHTpaur ABK He TonbKo B 3TOM, HO ¥ BO 2-M JIMCTe, KO-
TOpbIi He moaBeprajics nomodHomy BosaeicTBuio (Herde et al.,
1999). Kpome Toro, Bo3meiicTBue HU3KoM TeMnepaTyphl (4 °C) B Te-
yeHue 4 cex (Ilomesoit u ap., 1997) umm 10 cex (Epmakos, Ilome-
Boit, 1993; ITonesoii, 1993) Ha moGern MPOPOCTKOB KYKYPY3hl yxkKe
yepe3 10 MUH BBI3BIBAJIO Bo3pacTaHue comepxaHus ABK B auc-
TaJIbHOM YaCcTU KOpHEMH. Y pacTeHWil IIIEeHUIIbl MOBBIIICHUE WIN
CHIDXEHHUE TeMIlepaTyphl B 30HE KOpHEl M/WIM Haa3eMHON 4acTh
TaKKe MHAYLIMPOBAJIO ObICTPHIC (B TeUCHNE HECKOJIBKMX MUHYT) U3-
MeHeHus B cogepkaHnu ABK 1 IUTOKMHWHOB B MOOEre U B KOPHSIX
(®apxytouHOB U ap., 2003; @apxyrouHoB, 2005).

TakuM obpa3oMm, IOJlydeHHbIe HaMU U JIUTEpaTypHEIC TaHHbBIC
CBUACTEILCTBYIOT O OBICTPBIX I 3HAUMTEIHHBIX KOJICOAHUSIX YPOBHS
sHporeHHoil ABK B pacTeHMSX IIpM JIOKAJIBHOM JEUCTBUM TEMIIC-
paTyphl, 4TO, B CBOIO OUYepedb, YKa3bIBaeT Ha CYIIECTBOBAHUE Y HUX
OINepaTUBHOIO MeXaHMW3Ma, 00eCeyrBalollero N3MeHeHus CoIep-
>KaHUS 3TOrO TOPMOHa.

ITockonbky ABK crHTe3upyeTcss Kak B JUCTBSIX, TaK U B KOPHSIX
(Kedenu u ap., 1989), ee NOBBIIIEHHBIN YPOBEHb B 3TUX OpraHax, 00-
Hapy>XKeHHBIIA HAMU TIPH JIOKAJIGHOM JEHCTBMY BBICOKOI TeMIIepary-
PbI, MOXET OBITh CBSI3aH C YCHUJIEHUEM ee obpa3zoBaHMs. Kpome Toro,
ABK, cuHTe3nMpoBaHHasl B KOPHSIX, CIOCOOHA OOBOJBHO OBICTPO
TPaHCIIOPTUPOBATHCS B JIUCT MO KCUJIEME C TPAHCHMPALIMOHHBIM TO-
koM (Bano et al., 1993; Shashidhar et al., 1996), 4T0 MOXET COIIPOBOX-
JIaTh JJOKaJIbHBII ITpOrpeB KopHeil. BMecTe ¢ TeM, B Tex ciydasix, Koria
ckopocTh TpaHcnopta ABK M3 Mecta ee OMocHHTE3a HeBelIMKa, Ha-
MpuMep, TIpU MepeMelIeHUH U3 TTo0era B KOpeHb, ObICTPOE ITOBBIIIIE-
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HHE ee YPOBHSI, BEpOSITHEE BCETO, IIPOMCXOIUT 3a CUYET TUAPOIN3a CBSI-
3aHHBIX (hopM ropmoHa (Hansen, Dorffling, 1999).

Cy1ecTByeT To4YKa 3peHus, coriacHo Kotopoit ABK B cTpecco-
BBIX CUTYaIUsX (B IIEPBYIO 0Yepelb, CBI3aHHBIX C BOIHBIM AeDUIIM -
TOM) BBICTyIIaeT B KayecTBE IJIMHHO-AMCTAHLIMOHHOIO CHUTHAaja,
MOCTYIIAIOIIEr0 U3 KOpHEH B JIUCT MO cocynaM KcuiaeMbl (Bano et
al., 1993). OnHako HeOoIbIINe TPOMEXYTKM BpeMEHU MEXIy Hava-
JIOM IIpOTrpeBa U MOBBIIICHUEM TEIUIOYCTONYMBOCTU B HAILIMX OIThbI-
Tax, MO-BUAMMOMY, MCKJIIOUYAIOT BO3MOXHOCTb Iepenadyu MHQOp-
MallMi OT OpraHa K OpraHy ¢ IIOMOIIbIO TOPMOHAIbHBIX CUTHAJIOB,
ocobeHHO M3 mobera B KopeHb. bojiee BeposiTHO, 4TO (PYHKIIUIO
JIMCTAaHIIMOHHOTO CUTHAaJIa IPY JIOKAJIbHOM JIeCTBUY TeMIIepaTyphl
BBINOJIHSIET 2ekTpuuyeckuit (Petusun, Onputos, 1993; [lonesoit u
np., 1997; Bonenees, 2009) unu ruapasindeckuit ummyibsc (Ilone-
BOi1 u 1p., 1997), KOTOpHIii IpeallecTBYeT TOPMOHAIbHOMY OTBETY.

Takum o6pa3oM, MOKHO 3aKIIOUUTh, UTO OBICTPOE MOBBIIICHNE
ypoBHSI ABK B TMCTBSIX MMPOPOCTKOB Oryplia He TOJBKO MPHU UX He-
IIOCPEICTBEHHOM IIPOrpeBe, HO U MPU IeMCTBUU BHICOKOI TeMIIepa-
Typbl HA KOPHM BBICTYMNAEeT B KAYECTBE OJHOro 13 (PaKTOPOB, yIacT-
BYIOIIMX B (DOPMHUPOBAHUM TEIUIOYCTOMYMBOCTU JIMCTheB. Kpome
TOrO, OBICTpBIe M3MeHeHUs ypoBHSI ABK, HaOmogaemMble B opraHax
(9acTsIx) pOpPOCTKa, MPOCTPAHCTBEHHO YHAJEHHBIX OT MecTa JIO-
KaJIbHOT'O IeiICTBUS HEOIATrONPUSTHOM TeMIIepaTyphl, IIOATBEepKaa-
0T BaXXHYIO POJIb 3TOI0 TOPMOHA B MHTEIrPallM 3alllUTHO-IIPUCIIO-
COOUTENbHBIX PeaKIIUil B CUCTEME LIEJIOT0 PACTCHMUSL.

eiicTBue 3k30rennoii ABK Ha ycTOIUMBOCTD JIMCTHEB NMPH JIOKAJIHHOM
JIeCTBIM BBICOKOI TemmepaTypsl. CUMTaeTCs, YTO YBEJIMICHHE COIEP-
Xanmst sHporeHHOM ABK B kieTkax B Ha4aJIbHBINA TIEPHOJ 3KCTPE-
MaJTbHBIX BO3ICHCTBUI SBJISIETCS OJHON M3 HecHelIMPUUIeCKUX 3a-
IIUTHO-TIPUCITOCOOUTENTBHBIX peakinii pacteHuit (Boussiba et al.,
1975; Lalk, Dorffling, 1985; Zeevaart, 1988; Kocakosckast, Maiineoy-
pa, 1989; Lafuente et al., 1991; Zhao et al., 1991; Pardossi et al., 1992;
Talanova, Titov, 1994; Zhang et al., 1995; Wilkinson, Davies, 2002;
Tutos, Tananosa, 2009). D10, B YaCTHOCTHU, MOATBEPKAAETCS TEM, UTO
00paboTKa 3Kk3oreHHoit ABK pacreHuit ToMara W IIIEHULBI Tepen
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Ha4yaJIoM TEIUIOBOTO WJIM XOJIOMOBOTO 3aKAJIMBAaHMS BBI3BIBACT OMHO-
BPEMEHHOE TTOBBIIICHNE TEIUIO- U XOJIONOYCTOMYMBOCTH KJIeTOK (Tu-
TOB, 19892, 6). Ipyrum cBuaeTenbcTBOM TOrO, YTo ABK BEICTYIIAaeT Kak
dakrop obmero (HecnemMPUISCKOro) IOBBIMICHUS YCTOMYMBOCTU,
SIBJISICTCSI TO, YTO K30reHHas 00pabOTKa pacTBOPOM 3TOr0 TOPMOHA
IIOBBIIIACT YCTOMIMBOCTD pacTeHUIA B IIPUCYTCTBUM MHITUOUTOPA CUH-
Te3a Oenka uukinorekcummna (Kpurenko, Turos, 1990; Turos, Tana-
HoBa, 2009).

YkazanHas ocobeHHOCTh aelicTBust ABK Ha ycToiunMBOCTB pac-
TEHUI MO3BOJIMJIA MCMOAb30BaTh €€ B 9KCIIEPMMEHTe, HarpaBIeH-
HOM Ha MPOBEPKY TMIIOTE3bI O TOM, YTO BO3pacTaHUE TEILIOYCTOM-
YUBOCTH JINCTA MIPU OOILIEM MPOTPeBe M MPOTpeBe Mmodera CBSI3aHO C
KOMILIEKCOM CIelM(PUIEeCKUX U Hecrneunpuiyeckux (oOIIMX) peak-
uuit (TutoB u op., 1983), Torma Kak npu ImporpeBe KOpHs 00yCI0B-
JICHO, TJIaBHBIM 00pa30oM, HecIelnUIeCKUMI U3MEHECHUSIMU, BbI-
3BaHHBIMU CUTHAJIOM M3 IIPOTrPeBaeMOI0 KOPHSI.

B pesynbrare mpoBeAeHHBIX 3KCIIEPUMEHTOB YCTAaHOBJIEHO, YTO
sk3oreHHass ABK cItocoOGcTByeT yBEIMUECHUIO TEIIOYCTOMYMBOCTH
KJICTOK JIMCTa IIPU JIOKAJIBHOM ITporpeBe Mmobera 1 KopHsi. Brisasie-
HO, 4TO 00paboTKa npopocTtkoB ssuMeHs ABK mnepen JioKalbHBIMU
nporpesamu (38 °C) mobGera mau KOPHSI OKa3bIBAET IOJIOXUTEb-
HBI 3(Pp(PeKT Ha TEIMIOYCTOWYMBOCTh KJIETOK JUCThEB (puc. 49).
Tax, yxe yepe3 1 4 oT Hayasa mporpeBa nodera u yepe3 3 4 OT Haya-
JIa TIporpeBa KOPHS TEIJIOYCTOMUYMBOCTD JIUCThEB Y 00pabOTaHHBIX
ABK pacTteHuii 6bu1a JOCTOBEPHO BHILLIE, YEM Y KOHTPOJBHBIX (He
noaBeprapiuuxcs oopadorke AbK). BriocimeacTsuu pasHuiia B Ten-
JIOYCTOMYMBOCTU MEXAY KOHTPOJBHBIMU U 0O6paboTaHHBIMU ABK
pacTeHUSIMM COXpaHSJIach HEM3MEHHOI 0 KOHIIA 3KCIIepUMEHTa.
OTO TOBOPUT B I0Jb3y ydyacTuss ABK B MexaHM3Max MOBBILLIEHUS
TEIUIOYCTONYMBOCTU KJIETOK JMCTa MpPHU JIOKAJIbHOM AEWCTBUM BbI-
COKOIi TeMIepaTyphl, KaK Ha ITO0er, TakK U Ha KOPEHb.

Kak nokasbiBaroT ucciaenoBaHus psifa aBropos, ABK ciocobHa BbI-
3bIBaTh OIpPENEICHHbIE NU3MEHEHNSI B HA0Ope CUHTE3UPYEMbIX B YCJIO-
BUSIX HeOnaronpusaTHOW Temrieparypel OeinkoB (Chen, Li, 1982;
Heikkila et al., 1984; Lang et al., 1989; Xin et al., 1993; Goday et al.,
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1994; Robertson et al., 1994; Xiong et al., 1999; Larkindale, Knight,
2002; Huang et al., 2008). B mmocieqsue rogsl ycraHoBIeHO, 9T0 ABK
CIIOCOOHA BIIMSATH Ha SKCIPECCUIO psiia TEHETUYECKUX IpOorpaMM B
knetkax. OHa, B yactHocTH, TomasngeT cuATe3 MPHK m cootBercT-
BYIOLLIX M O€JIKOB, XapaKTEePHBIX AJISI HOPMAJILHBIX YCJIOBUIA, U MHITY-
UpyeT paboTy OIpeneeHHBIX TSHOB 1, COOTBETCTBEHHO, CUHTE3 CITe-
mrprIecKnx 0eIKOB, TaK Ha3bkiBaeMbIX Rab-0enkoB (regulated abscisic
acid), 1. e. AbK-3aBucumbix 6e1koB. K MX 4uCily OTHOCIT pa3inyHble
PeryJIsITOpHBIE OCJIKM — TPaHCKPUIIIIMOHHBIE (DaKTOPBI, ITPOTEUHKH-
Ha3bl, a TaKKe 0eTkn ceMelicTBa 14-3-3, KOTopble KOHTPOJUPYIOT IO~
CIEOYIOIIYI0 SKCIIPECCHI0 TE€HOB CTpeccoBbIx OenkoB (Holappa,
Walker-Simmons, 1995; Chrisymann et al., 2006; Wasilewska et al.,
2008).

YeroiunBocTs K 5-MuH oporpesy (JITso), °C

0 0.5 1 3 5 7
3xenosmms mpu 38 °C, g

Puc. 49. Bnuanne ABK Ha TemioycToiYnBOCTDb KJIETOK JHCTHEB MPH MPOTPeBe
(38 °C) mpopocTkoB srumeHs c. Otpa (mo: Akumosa u ap., 2001):

1 — mporpeB 6e3 ABK, 2 — nporpes ¢ ABK (1.5 MM).

Pactenus nepeHocuv Ha pactBop ABK 3a cyTtku 1o nporpesa
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K crpeccoBeim ABK-3aBrcMBIM (yHKIIMOHAIBHBIM O€IKaM OT-
HOCST, HaIpUMep, 3allMIIA0LINE KJIETKY OT 00e3BoxuBaHus LEA-
oenku (Thomashow, 1999), B Tom uncie neruapunsl (CTYITHUKOBA,
2001; Illakuposa u ap., 2005, 2009; AnnarymnoBa u ap., 2007), a Tak-
ke wuHmynmpyemble xomomoM bBXII, COR, LTI, KIN O6enmxu
(Kurkela, Borg-Franck, 1992; Lang et al., 1994; Mintyli et al., 1995;
Xiong et al., 1999, 2002; CrynmHukoBa, 2001; KonecHnyenko, Boii-
HukosB, 2003; BoitHukoB u ap., 2004). K ABK-3aBucumbeiM 6e1Kkam
OTHOCSIT TaKK€ aKBaIlOPUHBI, OCMOTUH, (hepMEHTHI aHTUOKCUIAHT-
Hoii 3amuThl (Hwang, Goodman, 1995; Grillo et al., 1995; Hare et
al., 1999; Parent et al., 2009).

C npyroii CTOpOHBI, YCTAHOBJEHO, UTO 3KCIIPECCUSI MHOTHX
WHIYLYPYEMbIX HU3KMMU TeMIlepaTypaMu T€HOB U CUHTE3 COOT-
BETCTBYIOIIMX IOJUIENTUIOB MOXET HE U3MEHSITHCSI B MPUCYT-
cTBUM 3K30TeHHOU ABK 1 He 3aBUCeTh OT €e SHIOTEHHOI'O YPOB-
Hg (Gilmour, Thomashow, 1991; Yamaguchi-Shinozaki,
Shinozaki, 1994; Ristic et al., 1998; KonecanueHko, BoiiH1KOB,
2003). Tak, HarmpuMep, Ipu AEHUCTBUU BBICOKUX TEMIIEpaTyp 3K-
3orenHass ABK wuHpynmupoBana TOBBIIIEHWE YCTOWYMBOCTU U
cuHTe3 RAB-0e1K0B B CyCclIeH3MOHHOM KyAbType KIIETOK Bromus
inermis Leyss. (Robertson et al., 1994), onHako He BiusJIa Ha
cunte3 BT y apabunornicuca (Ky3Heuos u ap., 1997) u, cieno-
BaTeJIbHO, yJyacTBOBajJa B peaKIMy pacTeHMI Ha 3TOT THUII BO3-
IEeMCTBUS yepe3 MHble MeXaHM3Mbl. B 1ienom, momoOGHOro poja
JaHHbIE YKa3bIBaIOT Ha cyllecTBoBaHUe KakK ABK-3aBucuMbix,
Tak 1 ABK-He3aBUCUMBIX ITyTell peryasluy WHIYLHUPOBAHHBIX
HeOJIarONPUSITHBIMA TeMIIEpaTypaMy M3MEHEHUIl B DKCIPECCUU
rerHoB, HakoreHun MPHK 1 ctpeccoBbix 6enkoB (Ishitani et al.,
1997; Heidarvand, Amiri, 2010).

Bwmecrte ¢ Tem, Hanbonee OvicTpoe aerictBue ABK cBsizano c ee
BIMSHIEM Ha MeMOpaHbI KieTokK (Jacobsen, Higgins, 1978; Penny,
Penny, 1978; Chen, Li, 2002; Bakhat et al., 2006). YuurtsIBasi, 4TO
OIHMM U3 TJIaBHBIX 3((EKTOB HEOMArOMpUATHON TeMIIepaTyphl Ha
pacTeHUsI SABJISIETCSI O0C3BOXMBAHME TKaHel, BaXXHOE 3HAYCHHE
WMeEET U TO 00CTOSATENbCTBO, YTO ABK mpensaTcTByeT motepe BOAbI
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myTeM ObICTporo 3akpbeiBaHusa ycThull (IlomeBoit, 1982; Assmann,
Shimazaki, 1999; Dodd, 2003; Pospisilova, 2003). Kpome Toro,
ABK u3MeHseT NMpOHMUAEMOCThb IIa3MajeMMbl 11 MOHOB H',
BJIMSIIOIIYI0 Ha (DU3MKO-XUMMYECKME CBOMCTBA IIMTOILIa3Mbl U
c6opky nosucom (ITosesoit, 1982) u nonos Ca’ (Owen, 1988), ko-
TOpbIE CYNTAIOT CTAOMUIM3aTOpaMU MOJIEKYJT OeKa, a Takxke HaKOIl-
JIEHHE B KJIETKaX MPOTEKTOPHBIX BELIECTB, TaKUX KakK mpojuH (Hare
et al., 1997, 1999; Verlues, Bray, 2006) u caxapa (Tanino et al.,
1990). BaxxHo Takxke, 4TO 3TOT T'OPMOH YBEJIWYMBaeT TepMOCTa-
OUJILHOCTB (POTOCMHTETUUECKUX MeMOpaH xjoporiacToB (Ivanov et
al., 1992), noBblIaeT aKTMBHOCTh aHTUOKCUIAHTHBIX (DEPMEHTOB
CYIIEPOKCUIAMCMYTa3bl, aCKOpOaTIepOKCHIa3bl, KaTajia3bl, IJIyTa-
TuoHpenykTasbl (Zhu, Scandalios, 1994; Gong et al., 1998; 2001;
Zhou, Guo, 2009; Hu et al., 2010). IlepeyncieHHbIe COOBITUS, 1O
BCeil BUAMMOCTM, BHOCSIT OIpeIeeHHbIA BKJad B Hecrneuudpuye-
CKOE ITOBBIIIEHUE YCTONYMBOCTU JIUCTHEB.

WUcxons 3 u3noXeHHOro BbIIIE, MOXHO 3aKJIIOYUTh, YTO 0Opa-
6otka pacrenuit ABK nHaynupyer 1ensiii criekrp ¢pu3noaoro-omo-
XMMMYECKUX M3MEHEHUI, KOTOphIe, B CBOIO OYepelb, IIPUBOIAT K
MOBBIIIEHUIO 001Iel (Hecre(pUIECKOil) YCTOMYUBOCTU KJIETOK U
TKaHel. [IpryeM, B OTIIMUME OT CUHTE3a HEKOTOPBIX OOBIYHBIX OeJI-
KOB (XapaKTepHBIX ISl (PU3UOJOIMYECK HOPMAIbHBIX TeMIIepa-
Typ), CUHTE3 CTPECCOBBIX OEJIKOB, C KOTOPHIMHU, IO HAIlleMy MHE-
HUIO, TJIABHBIM 00pa3oM, CBSI3aHbl MEXaHM3MBbI ITOBBIIIIEHUS CIIELIM -
¢UYeCcKO yCTOMYMBOCTU TIPW 3aKaiauBaHuM pacteHuit, ABK, 1o-
BUAMMOMY, HE TOJIbKO He ITOJABJISIET, HO U CIIOCOOHA UX MHIYLIUPO-
BaTh (110 KpaiiHei Mepe, KaKylo-TO 4acTb 13 Hux). ClnemoBarebHo,
MOXHO TOBOPHUTbH O TOM, YTO IIPH JIOKAJIBHBIX IIPOTpeBax moodera u
KOpHSI, paBHO KakK U IIpu Iporpese Lejoro pactreHusi, AbK BricTy-
rnaeT OOHUM U3 (HaKTOpOoB o0IIei (HecenpnIecKoil) yCTOMUYNBO-
CTH JIUCTHEB.

TakuM ob6pa3zom, Heclenu(pUIeCKNe MEXaHHU3MBI ITOBBIIICHMS
YCTOMYMBOCTU PACTeHMI MIPAIOT BaXKHYIO POJIb B peaKIIUM pacTe-
HUSI HE TOJIbKO IIPH IMTEIbHBIX M KPAaTKOCPOUHBIX BO3IEHCTBUSIX
HeOJaronpusTHON TeMIlepaTyphl Ha BCE pacTeHHUE, HO W IIpH
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JIOKaJIbHOM AEMCTBUU cTpeccopa. BeposiTHO, UMEHHO OHU 00y-
CJIOBJIUBAIOT USMCHCHUCEC YCTOI7I‘II/IBOCTI/I OpraHoB, MPOCTPAaHCT-
BCHHO YIJAJICHHBIX OT ME€CTa HeﬁCTBHH cTpeccopa.

B 1ICJIOM, IMTOJIYYCHHbBIC HAMU JAHHBIC ITO3BOJIAIOT IIPCAIIOIaraTb,
4YTO MECXAaHHN3MBbI, O6€CH€‘II/IBaIOH_[I/IC pocCT YCTOPJI‘II/IBOCTPI KIICTOK
JIMCTA TIPU IeHCTBUU BBICOKOM TeMITepaTypbl Ha IoOeT WX KOPEHb,
paznuyarotcs. IlepBble U3 HUX, KaK U MIpU MPOTpeBe LEJ0ro pacre-
HUS, IpeXIe BCEro, CBA3aHbl C (DYHKIIMOHAIbHON aKTUBHOCTBIO Oe-
JIOKCUHTE3UPYIOLLIEN CUCTEMBI U CUHTE30M OEJIKOB de novo, Toraa
KaK BTOPBIC 3aBUCAT OT HEC B MEHBIIEN CTEIEHU WJIU HE 3aBUCST
BOOOIIIE.

3.4. Bo3aMoKHBIE MEXaHM3MbI NlepeIadd TEMIEPATYPHOTO CUTHAIA
0 JIOKAJIbHOM BO3/I€CTBUU U3 OJHOT0 OPraHa PACTEHMIi B IPYrou

OOHapyXeHHOE TTOBBIIIEHNUE TEIIO- U XOJI0I0yCTOMYUBOCTH JIA-
CTbEB pAaCTeHUI MO BJIMSHUEM UIMTEIBHOTO M KPaTKOCPOYHOTO
JIOKAJIbHOTO BO3JEWCTBUSI BBICOKMX M HU3KUX TEMIIEpaTyp Ha KOp-
HEBYIO CUCTEMY, TTOOET WJIM OAWH 13 JINCTbeB OTHO3HAYHO yKa3biBa-
€T Ha BO3MOXHOCTb O0Opa3oBaHUs W Mepeaayu TeMmIlepaTypHOTO
CUTHAJIa, WHAYLWPYIOIIETro 3allUTHO-TIPUCIIOCOOUTENbHbBIE peak-
My (B TOM YKCJIEe YBEIMYCHUE YCTOMYMBOCTI) B OpraHax M 4acTsx
pacTeHMi, He UCTILITABIIMX Ha ceOe NelCTBUSI TeMITepaTypPhI.

B Hacrosiiee BpeMsi npupojia yKa3aHHOTO CUTHAJa O JIOKAJTbHOM
CTPECCOBOM BO3JIEUCTBUU OJHO3HAYHO HE YCTAHOBJIEHA. DTUM CHUT-
HAJIOM MOXET OBbITh, HaNpUMEpP, 2JEKTPUYECKUN CHUTHAJ, BO3HU-
KalollMi B opraHax (4acTsIx) pacTeHMsI, TTOJBEPTHYTHIX MPOIPEBY
WIN OXJIAXISHUIO U TepeJarolIuiica B Te ero opraHbl (4acTu), Ko-
TOpBbIE HaxXomsATcs MpU OOBIYHONW TemmepaType. [lo MHeHUIO psiga
aBTOPOB, MO BIUSHUEM DPa3IMYHBIX CTPECCOPOB B TKAHSX pacTe-
HUIA BO3HMKAET 3JIEKTpUYECKasl BOJIHA pas3lipaXeHUs, KOoTopas C
OOJIBIIION CKOPOCTBIO PAacpOCTPAHSIETCSI OT oYara pa3apaxeHus B
JIpyryue OpTaHbl, BbI3bIBAsI B HUX Pa3IMUHble QYHKIIMOHATbHBIE U3-
MEHEHWSI: YCUJIEHWE Ta3000MeHa B JIMCThSIX, aKTUBALIMIO (DOTOCHUH-
Te3a U TpaHCTIMpPALIVU, 3aMesIeHre (GJIOAMHOTO TPAHCTIOPTA, UHT -
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OupoBaHMe CHMHTe3a OeIKa, MHIYKIIAS 3KCIPECCU TeHOB MHITUOM-
TOpa MUCTEMHOBOM IIPOTEMHA3bI ¥ KaJIbMOIYINHA, MHAYKIIMS O1O-
cHHTe3a XacMoHOBoM Kuciothl (I'yuap, CuntoxuH, 1963; benukos
u ap., 1964; I'ynap, [Manuwukun, 1967; Wildon et al., 1989, 1992;
OmnpurtoB u gp., 1993; Fromm, Bauer, 1994; Stankovic, Davies,
1996; IMonesoii u op., 1997; Measenes, 1998; Isareirud u ap., 1999,
2006; Herde et al., 1999; Mishra et al., 2001). PacnpoctpaHsioiue-
Csl TIPA 3TOM TUCTAaHIIMOHHBIC DJIEKTPUUECKNE CUTHAIBI IIPEICTaB-
JIS10T coboil moreHuuan aeicreus (I11), KOTopblil BOBHUKAET B OT-
BET Ha HEMOBpeXaalollee NeMCTBUE CTpeccopa, WM BaprabeabHbIN
noteHuuan (BIT), KoTopblit HHAYUMPYETCS MOBPEXIAIOLIUM IeHCT-
BueM ctpeccopa (ITomeBoit u ap., 1997; Ilareirun u ap., 1999; I14-
TeiruH, 2008; BoneHees, 2009) (taba. 18). CkopocTh pacmpocTpa-
Henud I1J1 cocrabnser 0,08—4 cm/c, a BIT 0,6—1 MM/c, 4TO 3HAYM-
TEJIbHO BHIIIE, YeM XUMMYECKOTro (TOpMOHAJBHOIO) CHTHajia
(Zawadzki et al., 1991). Pacnpoctpanenue I1 u BII o pacreHuio
MIPUBOAUT K BPEMEHHOMY ITOBBIIICHUIO PE3UCTEHTHOCTU TKaHEH 1
OpraHoB, Ha3BaHHoro npeaaganrauuveid (PetuBuH u ap., 1997,
1999). I1pu 3TOM TUCTAaHIIMOHHBIN SIEKTPUIECKUI CUTHA HA MTYTH
CBOETO pacCIpOCTpPaHEHUS BHI3bIBACT (PaKTUUECKM T K€ HEeCICLM-
duueckue QyHKIIMOHATbHBIE TPAH3UTOPHEIC N3MEHEHMS (TTOBBIIIIC-
HUe TPOHUIIAEMOCTH IUIa3MaTUuecKoil MeM6paHbl, Bbixox Ca’'B
nuroruasmy, Beixog K B anorutact, Bospactanue oouieir ATd-as3-
HOIl aKTMBHOCTH, YCWJICHHE ObIXaHUs, YTHeTeHUe (POTOCHHTE3a U
IIp.), 9YTO U CTPECCOp B JIOKAJIBbHOI 30HE pasapaxeHus (OIpuToB u
ap., 1991; Iareirud 1 ap., 2006; Fromm, Lautner, 2007). BTo maer
BO3MOXXHOCTb PACTEHUIO TOCTATOYHO OBICTPO KOOPAUHUPOBATH MH-
TEHCUBHOCTb 1 HAIIPaBICHHOCTb (PM3UOJIOTMIECKUX IIPOIECCOB U
obJieryaer rnepexkxMBaHue COCTOSIHMSI HACTYMUBIILIETO cTpecca A0 Ha-
yaja coOOCTBEHHO aganTuBHbIX u3MeHeHu# (I1sateirun, 2008).
Habmonaemoe HecneuudUUIECcKOe TOBBIIIEHUE YCTOMYMBOCTU
MMEET MHOTO OOIIET0 ¢ KOMIUIEKCOM BBIIIEYKAa3aHHBIX M3MEHEHUIA,
npoucxoasiux npu reHepauu I1/1 B pacTuTenbHbIX KileTkax (Petu-
BUH U Ap., 1997). O6 3TOM CBUAETENBLCTBYET U TO, 4TO 111 y pacTeHuit
BO3HMKAET B OTBET Ha IEMCTBUE CaMbIX Pa3IMUYHBIX pa3apakKuTesei
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Tabauya 18

Hexkotopsie dusnonornyeckue 3¢ dexrsi
3J1eKTPHYECKMX CUTHAJIOB B PACTEHUSIX

Crpeccop Cnr; Pacre- ®usznonornyeckuii acdexr Hcrounuk
HaJ HUe
Mexanunueckuii | I1J1 |pocsiH- |[dBrKeHUe UynaabUeB 1St Williams,
Ka 3axBaTa HACEKOMOTO Pickard, 1972
XonomoBoti oK, | [T |Mumo3sa|Perynsius npuxkeHus Fromm,
MeXaHUYEeCKUIA JINCTHEB Eschrich, 1988
Xomnomosoii mok | ITJ1 |KyKy- |CHUIXeHME (PIO3MHOTO Fromm, Bauer,
py3a TpaHcOopTa 1994
Onexkrpuueckuii | [T |tomat |MHIyKumMs skcnipeccuu reHa |Stankovic,
in2 Davies, 1996
Onexkrpudeckui, | 1 |modda |CHmkeHue yomuHeHus pocta |Shiina, Tazawa,
OXJIaK/ICHHE cTebJst 1986
OxmaxieHre I |TeixBa |[ToBbIlieHUe ycToituuBocTM |PeTuBUH u ap.,
KJIETOK 1997
XomomoBoii mok | T [kyky- |M3MeHeHMe ypOBHS Tlonesoii u ap.,
py3a TOPMOHOB 1997
Oxor miameHeMm | BIT |tomat |MHmyKums skcnpeccuu TeHOB |Stankovic,
inl v cal Davies, 1996
IIporpes BIl |Buka |YcuneHue abIxaHuUs Filek,
Koscielniak, 1997
[Iporpes BIl |kapto- |MHIyKIMSI OMOCUHTE3a Fisahn et al., 2004
derb  [KACMOHOBOI KMCIOTHI
9KCIIpeccuy rexHa pin2
IIporpes BI1 |{Mumo3a|TpaH3uTopHOE CHUXKEHUE Koziolek et al.,
doTocuHTE3a 2004
IIporpes BIl |Buka |YcuneHue abIxaHUs Filek,
Koscielniak, 1997
[NoBpexneHue BII |ropox |MHrubupoBaHue cuHTE3a Davies et al., 1986
0esika, 00pa3oBaHUs MOJKUCOM

Ilpumeuanue.* 1] — noreHuman aeiicteus, BI1 — BapuaGenbHbIi MOTEHIIMA.

(cBeT, MexaHuueckue aedhopmaliuu, TEMIOBOE BO3AEHCTBUE, XU-
MuJecKas dJIeKTpuueckas cTuMmyasuus u ap.) (Onputos u ap.,
1991), u 1o, uro IlJI MHULIMHPYET OIEPEKAIOIIYIO 3aIIUTHYIO
MEePeCcTPOKy pPACTUTEIbHBIX TKAaHEW W TIOBBIIIAET YCTOWYU-
BOCTb T€X TKaHel, KOTOpble caMu 1O cebe HMKAaKOTO BO3IeHCT-
Bus He ucnbitanu (PetuBuH u np., 1997). Kpome Toro, naHHbie
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06 yuactuu Ca’" B re”epauuu I1/1 y pacteHuit (Onpurtos u ap.,
1991) MO3BOJAIOT CYUTATh, UTO M ITOT MOH KaK BTOPUYHBIMI
MECCEHIXep CIOCOOeH WHMIMMPOBATh BO3pacTaHME KIIETOY-
HOM yCTOMYMUBOCTH mof BausHueM I1J]. OTMeTUM, 4TO B psiae
paboT BeICKa3aHO MHEHHeE, 4To uMeHHO I1/] mpencrasisieT co-
001 HayaIbHOE 3BEHO CTPECCOBOI peakuuu y pacteHuit (Om-
putoB u ap., 1993; PetuBuH u ap., 1997).

BaxHo ormeTuth, uTo IpoxoxaeHue [ BBI3BIBaeT COIpSi-
XKEHHOE M3MEHEHHE KOHIICHTpALUMM CBOOOMHBIX M CBSI3aHHBIX
¢opM TOPMOHOB, MOAOOHOE TOMY, KOTOpOE HaOIIOmaeTCs IIpu
IECTBUM CTpeccopa Ha Bce pacTeHue. Hampumep, U B TOM, U B
IPYroM cliydae MPOMCXOAUT MU3MEHEHUE COIepXKaHWsS ayKCUHOB
(KymosipoBa u ap., 1990), ABK (Itai et al., 1978; KocakoBckas,
Maiinebypa, 1989; Talanova, Titov, 1994; IloneBoii u ap., 1997;
Herde et al., 1999; TananoBa u ap., 2003) u uutokuHuHoB (Ky-
nIosipoBa u Ap., 1999).

OnHako B peaklMy KJIETOK JIMCTa B OTBET Ha JIOKAJIBHOE JEUCT-
BHUE cTpecc-(paKTOpOB pa3IUYHON IPUPOIEI Ha COCEIHUE OPTaHBI
CYIIECTBYET M OIpeaecHHasl CIIelIn(PUIHOCTh, 00yCIaBINBaIOIIas
HEKOTOpBIe OCOOCHHOCTM IWHAMMKHU TEIUIO-, XOJIOAO- M COJe-
ycTOMYMBOCTU KiaeToK (ITateiruH u ap., 1999). 310 MOXET OBITh
OOBSICHEHO pPSAOM IIPUYMH. B YacTHOCTH, IMPOIOJLKUTEIHLHOCTh
Jar-nieprona mist nosgeieHus I1J1 m HeKoTophle ImapaMeTpbl OMO-
BJIEKTPUUECKOI peakKlMU JIUCTa 3aBUCAT OT THUIIA pa3dpaxkKUTENIs
(F'ynap, [Mannukus, 1967; PetuBuH u ap., 1997).

Crnenyer, omHaKo, elle pa3 MOJYepKHYTb, YTO PACIIPOCTPAHSIIO-
mmiics 1] He HeceT MHMOPMAIINIO O XapaKTepe pa3apaxkaromiero dax-
TOpa, a JIMIIb CUTHAIM3UPYET O HaJaJle ero IeHCTBYS, T. €. 3TO HecIle-
MUIeCKri OMO3IEKTPUIECKUIT CUTHAJI, HE 3aBUCAILINNA OT IIPUPOIBI
pa3apaxkuTesisi ¥ BBI3bIBAIOIIMI Hecrelupuieckre (yHKIMOHAIbHBIE
M3MEHEHUS B TKAHSIX U OpraHax, KOTOPbIX JOCTUTAeT.

HeobxoguMo Takke OTMETMThb, YTO MHPU M3YYECHUU IPUPOIbI
CUTHaJIa, MepeAalollero Mo pacTeH!o H(POpMAaIMIO O JIOKATbHOM
XOJIOMOBOM BO3AEHCTBUU, YCTAHOBJIEHO, YTO 1o KopHio T1J u BII
He pacnpocrtpanstorcs (OmpuroB u ap., 1991; Ilonesoit u ap.,

122



1997). Ha ocnoBanuu atoro B. B. INonessiM ¢ coaBr. (1997) BeicKa-
3aHO TMPEATIOOXEHNE, YTO (PYHKIIUIO CTPECCOBOTO NTUCTAHIIMOHHO-
TO CHTHajJa B KOPHE MOXET BBITIOJHSITh MECTHBIN 3JIEKTPUYECKUIA
MTOTeHIIMAJ W/WJIY TUAPABINICCKUI UMITYJThC. O BaXKHOM pOJIA THI-
pPaBIMYECKOTO CUTHAJA B Tiepenavye MHGOPMAIIKY O NEWCTBUM XOJIO-
Jla U3 KOPHEe B JIUCT TOBOPSIT TaKKe pe3ysbTaThl paboThl ManoyHa
(Malone, 1993).

Cy1iecTByeT TouKa 3peHHMsI, COTJIACHO KOTOPOI TIPY BOITHOM JIe-
(uure B KayecTBe ITMHHOAMCTAHIIMOHHOTO CUTHAJIA, TTOCTYMAal0-
IIETO M3 KOPHEH B JIMCT IO COCYIaM KCHJIEMbI, MOXET BBICTYIATh
ADBK (Bano et al., 1993; Jackson, 1997). OnHako cpaBHUTEIbHO HE-
OoJbIIIasi CKOPOCTh €¢ TTePeMEIIeHUST NCKITI0YaeT BOZMOXKHOCTD TIe-
penayu CUTHaJIa O TeMIIepaTypHOM BO3IEUCTBUM C TIOMOIIBIO 3TOTO
TOPMOHa, 0COOEHHO M3 HaJ3¢eMHOI 9aCTH B KOPHMU.

TakuMm o6pa3oM, aHaJIM3 MMEIOIIUXCS TaHHBIX O BO3MOXKHOI
MPUPOJIE CUTHAJIA O TEMITEPaTypHOM BO3ICHCTBUN CBUICTEILCTBYET
0 TOM, YTO, BEepOSITHEE BCETO, 3Ty (DYHKITUIO B PACTCHUHU BBHITIOJTHSICT
MTOTeHIIMAJ ACUCTBUS 1/VITA TUAPABIMYSCKUN MMITYJThC.



3AK/IIOYEHUE

MHoroJieTHIe UCCIIeA0BaHNS, IIPOBOIUBIIMECS HAMU C PA3IMIHEI-
MM BUAAMU PacTEHMIA, TIO3BOJIMIIM BHISIBUTh OCHOBHBIEC 3aKOHOMEPHO-
CTU peakKIIMy pacTeHUI He TOJIBLKO Ha o0lllee, HO M JIOKAJIbHOE AEMCT-
BHE SKCTPEMaIbHBIX (HU3KMX 1 BBICOKMX) TEMIIEPATyp, YTO OCOOCHHO
BaXXHO, ITOCKOJIbKY B IPUPOTHBIX YCIOBMSIX Pa3HBIC OpraHbl M YacTH
pacTeHus1 OYeHb YacTO ITOABEPIaloTCsS BO3ICHCTBUIO PA3INIHBIX TEM-
nepatyp. B Xxome 3THx McciaenoBaHuii ObIIO YCTAaHOBJICHO, YTO M3MEHe-
HHE YCTOMYMBOCTHU KJIETOK JIMCThEB M KOPHEBOM CHUCTEMBI 3aBUCHUT HE
TOJIBKO OT MHTEHCUBHOCTH 1 IIPOIOJDKMTEILHOCTU (Yachl, MUHYTHI,
CeKyHIbI) HEOJIArONMpPUSITHOIO BO3ICHCTBUSI, HO M OT TOTO, KakKoit
MMEHHO OpraH WIM Y4acTh pacTeHUs (II00eT, ONUH U3 JIMCTHEB MM KO-
peHB) TIOIBepraeTcs OXJIAXKICHUIO WX IIporpeBy (AKMMoOBa U Ip.,
1991, 1998, 1999; banaryposa u ap., 1994, 2001; TuroB u ap., 2003,
2007; Benxxuk u ap., 2009; Tananosa u ap., 2010).

BrIsgBiieHHBIE HAMM 3aKOHOMEPHOCTH M3MEHEHUS YCTOMYUBOCTHI
KJICTOK JINCThEB U KOPHEI IpX OOIIEM 1 JIOKAJIbHOM IEeICTBUU BhI-
COKMX ¥ HU3KUX TEMITEpaTyp CBUACTEILCTBYIOT 00 OOMHOTHUITHOM pe-
aKIM TETUIONIOOMBBIX (Orypell, TOMAaT, COsI) U XOJOJ0YCTONUMBBIX
(TMIeHuIa, SYMEHb) pacTeHWIA Ha M3ydeHHBIE TUIIBI TeMIIepaTyp-
HBIX BO3aeiicTBUiA. B 4acTHOCTM, OKa3alloCh, YTO TEIJIOYCTOMYM-
BOCTb KJIETOK JINCTHEB BO3pACTAET HE TOJBKO P MPOJOJIKUTETh-
HOM JIeICTBUY BBICOKOM 3aKaJIMBAIOIICii TeMIIepaTyphl, TaK W MOCJIE
KpPaTKOCPOYHOIO BO3AEUCTBUSI TMOBPEXIAIOIIEH TeMIIEpaTypHhl,
MpUYeM Kak B cIyvae ee IeMCTBUS Ha BCe PaCTeHUE, TaK U JIOKAJb-
HO Ha noOer uiau kopeHb (AkuMoBa u ap., 1991, 1994, 1998). Cy-
IIECTBEHHO U TO, YTO TEIJIOYCTOMYMBOCTb KJIETOK JIMCThEB ITOBbI-
1IaeTcs Mpu IporpeBe modera B OOJIbIIEH CTENEeHU, YeM TPy Mpo-
IpeBe KOPHS: ee IPUPOCT MpHU Mporpese moodera coctasisn 70—90 %
OT MPUPOCTAa YCTOMYMBOCTH, AOCTMTAeMOIO IIpU IPOTPEBE BCETO
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pacTeHus1, a IIpu IporpeBe KopHs — Tojibko 30—50 % (AkumoBa u
Ip., 2004). OTMeTrM TakxKe, 4TO IPU JIOKAJIBHOM IIpOrpeBe modera
oG @eKT TEIIOBOM 3aKajlKu OOHApYXUBaeTCs 3HAUMTEJBHO paHb-
1e, a BpeMEHU I JOCTHXKEHUS MAKCUMAJIbHOM YCTOMYMBOCTU
TpebyeTcs 3aMETHO MEHBIIIE, YeM IIPU IIporpeBe KopHs. TouHOo Tak
Ke TIOBBIIICHNE XOJIONOYCTOMYMBOCTUA JIMCThEB IIPOMCXOOUT HE
TOJIBKO IIPY HETIOCPEACTBEHHOM IEHCTBMM HU3KUX TeMIIepaTyp Ha
BCE pacTeHUe WM Mober, HO U B cyvae JAEeMCTBUS X0J01a Ha KOop-
HeByl1o cucremy (AkuMmoBa u 1p., 2000; banaryposa u ap., 2001; Tu-
TOB 1 Ap., 2003; Bermxuk u ap., 2009).

B otnnune OT KJIETOK JMCTAa, XOJOAO- M TEILIOYCTOWYMBOCTD
KOpHEW pacTeHUil, KaK MpH OO0IIeM, TaK U JOKAIBHOM NEUCTBUU
HU3KOM M BBICOKOM TeMIIepaTyphl M3MEHSIETCSI B COOTBETCTBUU C
WHBIMUA 3aKOHOMEPHOCTSIMU. B OoJbIIMHCTBE ciyyaeB yCTOWYM-
BOCTb KOPHEI UM He U3MEHSIETCS, WU AaXKe CHUXKAETCS, YTO CBU-
JIETEILCTBYET 00 MX HU3KON YCTOMYMBOCTU K JAEHCTBMIO HebJaro-
MPUSATHBIX TEMIIEpaTyp MU, YTO OCOOEHHO BaxkHO, HECTIOCOOHOCTH K
CKOJIbLKO-HMOYb OILIyTUMOI TeMmeparypHoil agantauuu (bamary-
poBa u ap., 1992, 1994, 2001; Akumona u ap., 1994a).

B xone Hammx uccienoBaHuii yCTAHOBIEHBI TAKXKe pa3IMuMS U B
IWHAMUKe (DOPMUPOBAHUS pa3HBIX BUIOB YCTOMUYMBOCTH (XOJIOI0-,
TEIIO- U COJIEYCTOMYMBOCTU) JIMUCTHEB, B 3aBUCUMOCTH OT TOTO, Ka-
KO opraH WM KaKkyl 4acTb pacTeHHUs MOABEPraju MporpeBy Wiu
oxnaxaenuio (Titov et al., 1998; AkumMoBa u np., 1999; bamaryposa
u ap., 2001). Hanpumep, npu mporpeBe moodera Xojomo- U coJjie-
YCTOMUYMBOCTh KJIETOK KOPHS pacTeHWil MOHOTOHHO BO3pacTalorT,
TOraa Kak Mpu MporpeBe KOpHs MoJo0Hoe YBeJUUeHUEe HOCUT KpaT-
KOBPEMEHHBI W 00paTUMBbI xapakTep (AkuMoBa M np., 1999).
BaxxHo M TO, UTO IpY yKa3aHHBIX BapHaHTaX JIOKaJbHOTO IIporpesa
MpOoLECC YBEIUYCHUS TEIUIOYCTOMUMBOCTU JIMCTA TIPOUCXOIUT B CY-
IIECTBEHHO pa3HbIX YCAOBUSIX: MPU MPOrpeBe modera — B YCIOBUSIX
BBICOKOI TeMIlepaTypbl, a MPU MPOrpeBe KOPHS — IpU OOBIYHOM
TeMIeparype, KOorma Mpolecchl 3aKaJluBaHUs 3allyCKalOTCsS CUTHa-
JIOM U3 KOpHS. AHAJIOTUYHBIM 00pa3oM JeiCTBUE HU3KUX 3aKaju-
BaIOIIMX TEMIIEpaTyp UHAYLMPYET IIOMUMO POCTa XOJ0A0YCTONYM-
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BOCTH U3MEHEHNE TEIIO- M COJIEYCTOMIMBOCTHU HE TOJIBKO B OXJIaX-
JlaeMbIX OpTaHax, HO U B OpraHax, IIpOCTPAaHCTBEHHO yIaJIeHHBIX OT
Hux. IlomydyeHHBIe JaHHBIC 00 U3MEHEHUH Pa3HBIX BUAOB YCTOMYM-
BOCTH IIPU afallTalliy PACTCHUI K JIOKAJIBHOMY JEHCTBUIO BEICOKMX
1 HU3KUX TeMIIepaTyp pacCMaTpUBAIOTCSI HAMU KaK IIPSIMOE CBUIC-
TEJIbCTBO HecIenM(pUIECKOro Xapakrepa (hH3MO0JIOTr0-0MoXuMude-
CKHUX peakiivii, 00yCIaBIMBaIOIINX ITOT MIPOIIECC.

HemanoBaxHo, 4To (QYHKIIMOHUpPOBAHME HeCIEeM(PUICCKUX
CHCTEM YCTOMYMBOCTU K HEOJATOIMPUATHBEIM (haKTOpaM OCYIIECTB-
JISIeTCsl He TOJBKO Ha KJIETOYHOM YpOBHE, HO M Ha YPOBHE IIEJIOTO
opranusma. B ciydae JoKajabHBIX BO3ACUCTBUI Ha pacTeHUE IO-
clieqHee CTAaHOBUTCS BO3MOXKHBIM OJlarofgapsi TMCTAaHIMOHHON Tie-
penadye cuTHaja U3 opraHa, IOJBeprHyTOTO ACHCTBUIO CTpeccopa, B
IIPOCTPAHCTBEHHO yIaJleHHbIe OpraHbl U yacTh pacteHus (I1oaeBoit
u ap., 1997; ITareirun, Onpuros, 2004; ITateiruH, 2008; BoaeHees,
2009), yTo Mo3BOJISIET UM OBICTPO U I(PPEKTUBHO 3aIyCcKaTb U KO-
OpPAMHUPOBATh (PU3UOJIOTUIECKIE TTPOLIECCHI, BOBJICUEHHBIE B IIPO-
LIECC TIOBBIIICHUSI YCTOMYMBOCTU. B HaIImx ombITax mIpy BO3IEICT-
BUU CTPECCOPOB Ha KOPHM IIOBBIIICHUE YCTOMYMBOCTU JIMCTHEB
MMEJIO WJIM MTOCTOSTHHBIN, MOHOTOHHBIN M OXHOHAIIpaBJIeHHBIN Xa-
pakTtep (HampuMep, XOJIOAOYCTOMYMBOCTU IIPU IeCTBUN OXJIaXKIe-
HUsI), WIM TPaH3UTOPHEINA, KpaTKOBPEMEHHBIN XapakTep (HaIIpH-
MEp, COJIEYyCTOMYMBOCTU MPHU OXJAXKAEHUU). DTO TOBOPUT O TOM,
YTO CTPECCOPHI MOTYT JEeHCTBOBATh HAa pacTeHUE JABOSIKO: MO0 He-
MMOCPEICTBEHHO WHIYIAPOBAaTh MOBHIIIEHNE YCTOWYMBOCTH, JIHOO,
HAaIIpaBJIsisd M3 KOPHS B ITOOET ONpene/ieHHBIM CUTHAJ, CITIOCOOHBIM
WHAYLIMPOBATh T¢ WV MHBIC afaliTUBHBIC M3MEHEHMS, TPUBOISIIIINEC
K TTOBBIIIEHUIO YCTOMYMBOCTH KJIETOK JIMCTHEB.

ITonyyeHHbIE B XOA€ MCCICIOBaHUN pe3yabTaThl MOKA3bIBAIOT,
YTO HU3KOTEMIIEpAaTypHOE 3aKaJBaHUE PACTCHUI COITPOBOXKIAETCS
IIUPOKUM CHEKTPOM CTPYKTYPHO-(PYHKIIMOHAJBbHBIX M3MEHEHMI,
BKJIIOYAIOIIMX B C€0sI MOBBILIEHUE COACPKAHUS IMTMEHTOB B CBETO-
co0uparIIeM KOMIUIEKCE, YBEIMYEHNE Pa3MePOB KIJIETOK Me30(uI-
Jla, pa3MepOB XJIOPOILJIACTOB, MUTOXOHIAPHUI 1 TIEPOKCUCOM, a TaK-
Xe yCHIIeHHne He(hOTOXMMMUECKOTO TYIIeHUS (QIyopecleHIIMN XJI0-
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podwia, yMeHbIIeHEe MaKCUMaIIbHOU 3(deKTUBHOCTH DoTOCHC-
temsl 11 u op. (Berxuk m np., 2008, 2011; TutoB u ap., 2009). bia-
rogapsl 3TUM M MHOTUM JPYTUM M3MEHEHUSIM, 3a(pUKCUPOBAHHBIM
B paboTax OPYrMX aBTOPOB, PACTCHUSI OKa3bIBAIOTCSI CIIOCOOHBIMU
MMOJACPXKUBATh B YCIOBUSIX HEOJIAarONPUSITHOM (HEIIOBPEXKIAIOIICH)
TeMIIepaTypbl OTHOCUTEIBLHO BBICOKMI YPOBEHb WHTCHCHUBHOCTH
IIPOIIECCOB OBIXaHUS U (POTOCUHTE3a, KOTOPBIE CUMTAIOTCS Hambo-
Jiee BaXKHBIMM JUISI UIX KU3HEIESI TS IbHOCTH.

HMHTepecHO, 4TO JIOKAJIbHOE ASUCTBHE HU3KOM TeMIlepaTyphl Ha
KOPHM pacTeHMI TakKKe BBI3BIBAJIIO 3HAYUTEJbHBIC (DYHKIIMOHAIb-
HbIe U CTPYKTYpPHbIE M3MEHEHHs B KJIETKAX JIMCTA, B YACTHOCTH,
yBEJIMYEHNE Pa3MEPOB XJIOPOIJIACTOB, U OCOOEHHO MMTOXOHJPUIA,
YTO MO3BOJISIET MPEANoaraTb CMEIIeHe HallpaBJIeHHOCTH CHHTe-
THUYECKUX IIPOIIECCOB B CTOPOHY YCUJICHUS IBIXaHUS B ITOCICHEICT-
BUM KPaTKOCPOUHOIO JIOKaJAbHOIo oxjaaxaeHus. OgHaKo HeoOXo-
IMMO CKa3aTh, YTO YJABTPACTPYKTYPHBIE M3MECHEHMS XJIOPOILJIACTOB,
BBISIBJICHHbIE B IMOCJAEACHCTBUM OOILETO0 U JIOKAIBHOTO OXJIaXKIe-
Hug, paznunuatorcs (Bewxuk, Tutos, 2007). OOluee oxiaxaeHue
(Bcero mpopocTKa) BBI3BIBAJIO YBEJIMUCHHUE Pa3MEpOB I'paH U KOJIH-
YeCTBO TWJIAKOMIOB B HUX. B oTIuMe oT 3TOT0, 10KaIhHOE BO3MIEi -
CTBHME X0JIOJAa Ha KOPHM IPOPOCTKOB MPUBOIMIIO K YMEHBIICHHUIO
o0111eil IMHBI MEeMOpaH TUJIAKOUIOB B XJIOPOILJIAcTaxX BCJIEACTBUE
YMEHBIIEHUS TTPOTSLKEHHOCTH MEMOpaH MeXTPaHHBIX TUJIAaKOUIOB,
B pe3yJbTare rpaHajibHble TUJIAKOMIBI, colepKalire (POTOCUCTEMY
II, mpeBanupoBaiM Han TWJIAKoMIaMu CTpoMbl. ClemoBaTellbHO,
JIOTUYHO MpeAIoaaraTb, 4YTo odllee M JIOKaJIbHOE KPaTKOBPEMEH-
HO€ HM3KOTEeMIIepaTypHOe BO3ACHCTBME CIIOCOOHO MHIYLIMPOBATh
pean3alinio pasHbIX aJlalTUBHBIX IPOLECCOB U/MIIM IIPOTpaMM,
MPUBOISAIINX K (DOPMUPOBAHUIO KAaUueCTBEHHO HOBOI (IO CpaBHe-
HUIO ¢ OOBIYHBIMU YCIOBUSMU) CTPYKTYPHO-(YHKIIMOHATBLHOU Op-
raHU3alU1 PaCTUTEIbHBIX KJIETOK.

JlokanbHBIIA TIPOrpeB KOPHEH MPOPOCTKOB TAaKKE BHI3BHIBAET HE
TOJIBKO OBICTPBII POCT YCTOMYMBOCTM KJIETOK JIUCTHEB, HO U 3HAYM-
TeJIbHbIE CTPYKTYPHbBIE N3MEHEHMSI XJIOPOILIACTOB M MUTOXOHIPUIA B HUX
(TutoB u ap., 2007). OueBUAHO, YTO BHISIBJICHHbIE YILTPACTPYKTYPHBIE
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IePeCTPOKI XJIOPOIUIACTOB M MUTOXOHAPHI TECHO B3aMMOCBSI3aHbI
C MPOUCXOOSAIINMU IIPU JIOKAJIIBHOM IIPOTpeBe (DYHKIIMOHATBLHBIMH
M3MEHEHMSIMM B KJIETKaX M TKaHAX pacteHms. Mcxoms u3 artoro,
MOXXHO 3aKJIIOUUTh, YTO IIpoliecc (GOPMUPOBAHUS TTOBBIIIECHHON YC-
TOWYMBOCTUA KJIETOK JIUCTHEB MO BIUSHUEM JIOKAIBHOTO MPOrpeBa
KOpPHEW pacTeHWI BKIIIOYAET B CE0S YIBTPACTPYKTYPHBbIE U3MEHEHUS
OpraHeJlJI, HalpaBJIeHHbIC HAa amanTaiuio (OTOCUHTE3A, NBIXaHUS U
JIPYTUX MPOLIECCOB K N3MEHSIONIUMCS YCIIOBUSIM BHEIITHEN CPE/IbI.

Y4uteiBasg BaXHYIO pOJIb WHAYIIMPOBAHHOTO CHUHTE3a Oelka B
TMOBBIIEHUN TETUIOYCTOMYMBOCTU TIPU TEILIOBBIX 3aKajKax pacTe-
Huit (Turos, 1989a, 6; Kymaesa, 1997; Sabehat et al., 1998a, 6; Jlo-
6oB, 2001; TutoB u ap., 2006; Komkun, 2010), 6bUI0 BBICKa3aHO
MPEIOJIOKEHNE O TOM, YTO M B MEXaHU3MaX YBETUYECHUS YCTOUIM -
BOCTH KJIETOK JIMCTA TIPU JIOKAIBHOM ITPOTpeBe Mmodera CyIiecTBEH-
HYIO pOJib UTpaeT (PyHKIMOHAIbHAS AKTUBHOCTb OEJIOKCUHTE3U-
pytoleit cucteMsl. M3 MOIy4eHHBIX HAMU JAHHBIX CIEAYET, YTO Me-
XaHU3MBbI (H)OPMUPOBAHUS TETIJIOYCTOMUYUBOCTHU TIPU MPOTPEBE TTO0E-
ra (Kak ¥ BCEro pacTeHWUs) NEUCTBUTEIBHO CBS3aHbBI C MHIYIIUPO-
BaHHbIM cuHTe30M MPHK u cooTBeTcTBylOlIMX MM OeiakoB. OO0
9TOM, K IPUMEPY, CBUAETENBCTBYIOT JAHHBIE O TOM, YTO B YCJIOBMSIX
TEMCTBUS BBICOKOM 3aKaJWBalOIIEH TeMIlepaTypbl Ha ITOOET MogaB-
JieHue cuHTe3a 6enka (¢ momoiisio AKT) mpensaTcTByeT, a ero cTu-
myJasaums (¢ momolubio BAIT), HAMPOTUB, MOJOXUTENBLHO CKa3bIBa-
€TCsl Ha pocTe TerjaoycToiunBocTu (AkumMoBa u ap., 2001, 2002). B
OTJIMYKME OT 3TOTO, MPU JIOKaJTbHOM ITporpeBe KopHsa U AKT, u BAII
He BJUSIOT Ha IMOBBILIEHUE ycTOHYMBOCTU (AKumMoBa u ap., 2001,
2002). IIpu KpaTKoCcpoYHBIX IMporpeBax pacteHuili bAIl Takxe He
MPUBHOCUT CKOJIbKO-HUOYAb 3aMETHBIX M3MEHEHUN B IMHAMUKY
TEIUIOYCTONYMBOCTH KJIETOK JIMCTA.

TakuM ob6pa3oM, Mpu MPOIOLKUTEIHLHOM ITPOrpeBe moodera B yc-
JIOBUSIX 3aKajuBalolllell TeMmIepaTypbl (bYHKIIMOHAJIbHAsl aKTUB-
HOCTb OEJIOKCMHTE3MPYIOIIEe! CUCTEMbl UTpaeT KIIOYEBYIO POJb B
MPOIIECCe ITOBBIIICHMUST TEIJIOYCTOMYMBOCTH KJIETOK JIMCTA, TOTAA
KaK B OCTaJbHBIX BapuMaHTax TEIJIOBOIO BO3NAEWCTBUS (IIPOIrpeB
KOpPHS MpH 3aKaJIMBaOIIEl TeMrepaType WIM KpaTKOCPOYHOE 00-
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IIIee 1 JIOKaJbHOE IefCTBIE MOBPEXKIAIOIICH TeMIIepaTyphl) OH OII-
penensieTcsl MHBIMA MEXaHM3MaMM, pPEeaM3YIOIIMMUCS, KaK Ham
IIPeICTaBISICTCS, Ha IIOCTTPAHCIIIIIMOHHOM YPOBHE.

Kaxk ycTaHOBIEHO B HAIIIMX SKCIIEPUMEHTAX, ITOBBIIICHNIE XOI0-
JIIOYCTOMYIMBOCTH KJICTOK JIMCTa, HaOJMI0IaeMo¢e IIpU ICHCTBUM HU3-
KO 3aKaJMBaIoIICii TeMIIepaTypbl Ha BCE paCTeHHE, COIPSIKEHO C
YCUJICHMEM OKCIPEeCCHMM TeHa TPaHCKPUIILIMOHHOTO (akTopa
WRKY u Cor-renoB (Wcorl5, Wesl120), a Takke ABK-3aBucuMbIx
reHoB Wrabl7 n Wrabl19 (Tananoa u np., 2008, 2009). ITomyueH-
HBIE IIPY 3TOM pe3yJIbTaThl yYKa3bIBalOT Ha yyacTue Kak AbK-3aBu-
cuMblXx, Tak M ABK-He3aBUCMMBIX T€HOB M KOOUPYEMBIX HMU
CTPECCOBBIX OCIKOB B MEXaHM3MaX aJallTallid PAaCTCHUN K IEICT-
BHUIO Xoyiofa. Ilpu oKabHOM JeMCTBUM HU3KOM TeMIlepaTyphl Ha
KOpHU M3MeHeHMs1 akcnpeccur reHoB WRKY, Weorls, Wes120 n
Wrabl9 B muCThsIX OBLIM MEHEe BBIPAXKEHBI, a 9KCIIPECCHMU TeHa
Wrab 17 ne obHapyxeHo Boobie (Tananosa u ap., 2010). Bmecte ¢
TeM, OTHOTHMITHBIN XapaKTep BBISIBICHHBIX U3MEHEHMI B DKCIIpEC-
CHU psiia TEHOB ITO3BOJISIET CUMTATh, YTO UMEHHO 3TU M3MEHCHUS
YYacTBYIOT B MeXaHM3Max (hOPMMPOBAHUS ITOBBIIIEHHON XOJIOIO-
YCTOMYMBOCTH KJIETOK JIMCThEB B TOM U APYTOM CITydasix.

YuuTeIBast, 4TO B HeCITeIM(UIECKOM OTBETE pacTeHMI Ha IeiicT-
BHE CTPECCOPOB BAXKHYIO POJIb UTPAIOT (puToropMoHsl (TuToB u ap.,
2006; Tutos, TanaHosa, 2009), TOrMYHO paccMaTpUBaTh UX B Kade-
CTBE OJJHOTO 13 ITOTEHIIMAIbHBIX MHAYKTOPOB WJIH, TT0 KpaiiHel Me-
pe, aKTMBHBIX YYaCTHMKOB IIpollecca MOBHIIIEHUS YCTOMYMBOCTHU
MOJI, BIMSTHUEM TTOCTYIMBIIETO M3 KOPHS B JINCT CUTHana. B monb3y
3TOTO0, B YACTHOCTH, CBUACTCILCTBYIOT Pe3yIbTaThl HAIlIUX OIBITOB,
MoKa3aBIINe, YTO B HaYaJIbHBII IEPUOI BO3ICHCTBHSI HA KOPHEBYIO
CHCTEMY PacTeHHUS BBICOKOI TeMIIepaTyphl IIPOUCXOIUT PEIKOE yBE-
nuyeHue ypoBHs ABK B nauctesx (Tamanosa u ap., 2003; Tutos,
Tamanosa, 2009). Ho MocKoJbKY MOBBIIEHNE COAEPXKAHMSI 3TOTO
TOPMOHA MMEJIO TPAaH3UTOPHBIN, KPaTKOBPEMEHHBIN XapaKTep, BO3-
MOXHO, YTO IpHY IEeMUCTBUU BBHICOKOI TeMmepaTypbl Ha KopHu ABK
BBICTYIIa€T B KaUe€CTBE TPUITEPaA, 3aITyCKAIOIIETO MPOoLeCChl (hOpMM-
POBaHMSI TTOBBIIIIEHHON YCTOMYMBOCTU KJIETOK JIUCTHEB.
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ITomumo 3TOrO, OBICTPBIC M3MEeHEHUS ypoBH ABK, Habmonaembie
B OpraHax (J9acTsx) IIPOpPOCTKa, IIPOCTPAHCTBEHHO YIAJICHHBIX OT MeC-
Ta JIOKAJIBHOTO BO3ICWMCTBUS HEOIArOIPUSITHON TeMIIepaTyphl, MOMI-
TBEPXKIAIOT BaXKHYIO POJIb 3TOTO TOPMOHA B MHTETPAlM 3aIUTHO-
IIPUCIIOCOOUTENBHBIX PEAKIIMil B paCTCHIH B YCJIOBUSIX cTpecca. Bmms-
HHE TaHHOTO TOPMOHA Ha aJallTUBHBIC ITPOIIECCHI B PACTCHUSIX MOXET
IIPOSIBJISITLCS Yepe3 pPa3IMIHbIC MEXaH3MbI, BKIIIOYAIONIE KaK ObICT-
pble peakuy Ha ypoBHe MeMOpaH (Pospisilova, 2003), Tak 1 Oonee
MeJJIEeHHbIC U3MEHEHUSI B 9KCITPECCUU TeHOB 1 cHTe3¢e 0ekoB (Gusta
et al.,, 2005). BbeicTpoe BKIIIOUEHHME MEXaHU3MOB IPOTEKTOPHOIO
nevictBust ABK B yCIOBUSIX JIOKATBLHOTO JEHCTBUS CTpeccopa 0COOEHHO
BaXXHO, IOCKOJIbKY B 3TOM CiIydae pPe3KO BO3pacTaeT BEPOSTHOCTb
JIUCKOOpAVHALMKY (DU3MOJIOTMYECKUX IIPOLIECCOB B HAI3eMHON U
MOA3€MHOM YaCTIX PACTCHUSI.

B uenoMm, mosydeHHbIE SKCIepUMEHTaIbHbIE JAaHHbIE IO3BOIWIN
BBISIBUTH OOIIIME 3aKOHOMEPHOCTH M3MEHEHHUs YCTOMUMBOCTU KJIETOK
JIUCThEB M KOPHE pacTeHMil IIPU IMTENbHBIX 1 KPAaTKOCPOUHBIX JIO-
KaJIbHbIX BO3IEMCTBUSIX BEICOKMX 1 HU3KMX TeMIlepaTyp. VX aHamu3 1o-
Ka3bIBaeT, YTO M3MEHEHME Pa3HbIX BUIOB YCTOMYMBOCTH (XOJIOMO-, TETI-
JIO- U COJICYCTOMYMBOCTHM) KJIETOK JIMCTa 3aBUCUT HE TOJIBKO OT MHTEH-
CHBHOCTH HEOJIarOIPUSITHOIO BO3ACMCTBIUS, HO U OT TOr0, KAKOM MMEH-
HO OpraH WJIM 4acTh pacTeHus (IT0Oer, OOWH W3 JIMCThEB WM KOPEHD)
ToABepraeTcs AecTBIIO cTpeccopa. OO0Hapy:KeHHOe TTOBBIIICHUE (MITH
CHIDKEHNE) YCTOMYMBOCTY OPraHOB, HE ITOIBEPraBILMXCS HEIIOCPEICT-
BEHHOMY BO3IEMCTBMIO HEOJArONpUsITHOM TeMmeparypbl, OMHO3HAYHO
yKa3bIBaeT Ha TO, YTO M3 OPTraHOB, UCTIBITABIIIMX BO3ICICTBUE CTpECCopa,
B JIpyTve 9acTy (1 opraHbl) pacTeHus nepenaercs curHair. Ero mpupona
OKOHYATEJILHO HE OMpe/ie/ieHa, HO HanboJIee BEPOSITHO, YTO UM SIBIISIETCS
MHOTEeHIMAa ASUCTBUS WX TUAPABIMYECKUI UMITYJIbC. BaXHO, 4TO 3TOT
CUTHAJI IepeIaeTCs IO PaCTEHMIO U B aKPOITETATBHOM (M3 KOPHSI B JIVCT,
13 TIEPBOTO JIMCTA BO BTOPOI1), B 0a3uIieTaIbHOM (13 II00era B KOPEHb, 13
BTOPOTO JIMCTAa B TEPBbIil) U B aKCHAJILHOM (13 OIHOIO CEMSIIOIBHOIO
JIMCTA B APYroii) HaIlpaBIeHWSIX, BbI3bIBASI B HUX TE WM MHBIC alallTB-
HBIe U3MEHEHMSI, IPUBOISIITE, B KOHEYHOM CUYETe, K ITOBBIIIICHUIO YC-
TOMYMBOCTH.
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