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B yue6HOM mocoOuum u310KEHbI COBPEMEHHBIE MPECTABICHUS O MEXaHU3MaX cTpecca y
pacTeHMii, pacCMOTPEHbI CBOEOOpa3re (YHKIMOHUPOBAHUS CHCTEM PETYJALUU B CTPECCOBBIX
YCIOBHSX U UX POJb B YCTOWYMBOCTH pacTeHuit. OnpeneneHsl GU3N0I0ruyeckiue 1 Onoxummuye-
CKHE€ OCHOBbI YCTOMYMBOCTU PAaCTEHUN K HEOJIAronpusaTHbIM (PaKTOpaM Cpenbl: HEIOCTATKY KH-
CJIOpOJia U €ro akTUBHBIM (popMam, 3acyxe M BBICOKOW TemIepaType, HU3KOTeMIIepaTypHbIM
BO3/ICICTBUSM, 3aCOJIEHUIO OYB M HecOaTaHCHUPOBAHHOMY MHUHEpPAIbHOMY MUTAHMIO, 3aras3o-
BAaHHOCTHM BO3/lyXa, MOHU3UPYIOLUIUM H3IydeHUsM, ¢urtonaroreHam. [lokazaHa oOUIHOCTH (u-
3HO0JI0r0-OMOXMMHYECKUX U3MEHEHUHN MPU HecTleUn(PUUYECKUX 3aIIUTHBIX PEaKUsiX pacTeHUN Ha
pas3n4Hble BO3AEUCTBUS U SIBJICHHUE CONPSIKEHHOW YCTOMYMBOCTU. YueOHOe rmocobue npenHa-
3HAUEHO JUIsl CTYJIEHTOB OMOJIOTUYECKUX (DAKyJIbTETOB YHUBEPCUTETOB, (PU3HOIOrOB, OMOXUMHU-
KOB, 9KOJIOTOB PAaCT€HUI U CIEMATNCTOB CEIbCKOI0 XO035HCTBA.

buo¢uzuka, 6Guoxumusi, pU3nN0IOTUs U UMMYHOJIOTHS paCTEHHUM
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B pykax ydeHOro uaimie BCErO MMEIOTCS 4acTH, HO, K

CO’KaJICHHIO, OTCYTCTBYET CBAIICHHAS CBA3YIOIIAs HUTh.

T'eme

Jns Oumornora Takoil HUTBIO MOXET OBITh HJEsS NPUCIOCOONEHUS, afanTaldd opraHu3Ma. JTo

odeHb TouHO moaMmeTun W.I1. I1aBiaoB, KOTOpEIH cunTaj, YTO MPaBHIIHHO MOHATAS HAES O IMPUCIIOCO0IIe-
HUU MPEACTABIACT HCI/IC‘IGPH&GMI:IIZ HUCTOYHUK JIA Pa3/IMYHBIX HAYYHBIX TUIIOTES.

BBEOEHUWE

OpHa U3 OCHOBHBIX 3aJla4 COBPEMEHHON OMOJIOTMH COCTOMT B HCCIIEJIOBAaHHHM OCOOCHHO-
CTEH CYIECTBOBAHMS OPTaHM3Ma B 3aBHCHMOCTH OT 3KOJOTHYECKHX (PaKTOpPOB cpensl. B cury
MPUKPEIUICHHOTO 00pa3a >KU3HU PACTCHHs] OCOOCHHO TOJBEP)KEHBI BIHMSHHUIO psifa CyOOITH-
MaJIbHBIX BHEITHUX BO3ACUCTBUNA. DTO husuueckue ¢pakmopul. BEICOKAsl U HU3Kas TeMIepaTypa
U OCBEIIEHHOCTh, HEJIOCTATOK WJIM W30BITOK BJIar, MOBBIINICHHBIH YPOBEHb paJUaIliH, MEXaHH-
YECKUE BO3JCHCTBUS; XuMuyeckue: BO3POCIIasi KOHIICHTPAIIUS YTICKUCIOTHI, HAKOTUICHHE COJIeH
B TI0YBE, 3arPsA3HEHHBIC TPOMBIIUICHHBIME U OBITOBBIMH OTXOJIaMH BO3IyX W BOJA, HEOCTATOK
WK HecOAlaHCUPOBAHHOCTh JJIEMEHTOB MUTAHWS, BBICOKHE KOHIICHTPAIIMH KCECHOOMOTHUKOB
(repOuIIOB, (PYHTULIUIOB, WHCEKTHIIUIOB); Ouoi02u4ecKue: TIOPAKEHUE BO30YIUTEIIMU 0O-
ne3Hel: TpudbaMu, OaKTepusMU, BUPyCaMu, TeIbMAHTAMU U T.I.

B Hactosmiee BpeMsi MPOUCXOIUT CEPhE3HOE YXYAIICHHE SKOJOTHYCCKON CUTYaIlH Ha
3emiie B pe3ysbTaTe aHTPOIIOTCHHOMN NEATEIHHOCTH: YBEIIMYUBACTCS 3arps3HEHHUE BO3yXa, TO-
BBIIIACTCSI CTETICHb PaJMalli, W3-32 HECOOJOJCHUS MPAaBUJ OPOIICHUS BO3pACTaeT IUIONIA/b
3aconeHHbIX No4B. [loaTomMy s 1000T0 00pa30BAaHHOTO YENOBEKa HEOOXOAMMO 3HAHHME OCO-
OCHHOCTEW BIWSHUSA HA PACTHTEIIbHBIA OPTaHW3M Pa3IMYHBIX HEOJAroNpHUATHBIX BO3JICHCTBHM,
MOHMMAaHUE TOTO, KaK CBOCOOpa3ne MOYBBI U KIIMMaTa CIIOCOOCTBYET paclpOCTPAHEHUIO BHUIOB
pacTeHUM WM OTPaHUYMBaET ero. He MOCTUTHYB CyTH MPOIECCOB, MPOUCXOMSAIINX B PACTECHHSIX,
HEJB3s TTOHSTh, KAK MOYKHO PETYJIMPOBATH X POCT U Pa3BUTHE B MEHSIOIIUXCS YCIOBHUSIX CPEIbI



oOutanus. Llenp HacTosmero yueOHOro mocooust - pacCMOTPETh, KaK PacTeHHs] IPOTUBOCTOST
pa3IMYHBIM HEOJIArONpUSATHBIM BHEITHUM (DaKTOpaM Cpejibl.

M3BecTHO, 4TO OHM PACTEHUS XOPOILIO MPUCIIOCOOMIIUCH K YCIOBUSAM CBOETO IIPOU3pacTa-
HUS (pacTeHus CTerne, MycTbIHb, 0OJIOT U T.A.), APYTHE k€ OBICTPO MOTHOAIOT MPU MOBBILICHUN
HANpPSHKEHHOCTH TOTO WJIM MHOTO (akTopa. Y CTOWYMBOCTH PACTEHHH - 3TO CIIOCOOHOCTH X CO-
XPaHATb OTHOCHUTEIBHOE IOCTOSHCTBO BHYTPEHHEH Cpenbl, T.€. TOMEOCTa3, B OIPEAEICHHOM
JMarna3oHe BHENIHMX Bo3aelcTBUNA. OHa ompesensercs CTENEHbI0 BbDKMBAEMOCTH PACTEHHUH B
HEeOJIaronpusTHBIX YCJIOBUSAX OOMTaHUS. YCTOMYMBOCTh - TaKO€ e HEOThEMJIEMOE CBOMCTBO
YKUBOT'O OpPraHn3Ma, KaK MUTaHWE WIM Pa3MHOKEHHE, KOTOPOE PeasIn3yeTcsl IPU SKCTPEMalIbHbIX
BO3ACUCTBUAX. Pa3znuyaior 6uonozuyeckyio yCTOMYMBOCTh, XapaKTepU3YIOIIyI0 Ipeaen Bo3eii-
CTBHsI, IPY KOTOPOM PACTE€HUsI MOTYT JaTh )KU3HECHOCOOHBIE CEMEHA, U A2POHOMUUECKYIO, OT-
pa)Kkarollyl0 BO3MOXHOCTb COXPAaHEHHMS NPOLYKTHMBHOCTH PACTEHHH. Y CTOMYMBOCTH CIELYET
paccMaTpuBaTh Kak OTPa)KCHHE MEpbl HAJEKHOCTU OpraHu3Ma, T.e. CIIOCOOHOCTH Omojoruye-
CKUX CHCTEM BBINOJHATH CBOM (DYHKIIMHM HE TOJIBKO B HOPMAJIbHBIX YCIOBUSX, HO U MPH OTKJIO-
HEHUM OT HOpMbI. POPMHUPOBAHHUE CUCTEM HAJIEKHOCTU MPOUCXOAUT B MPOIECCE aJalTallUu,
HaIpPaBJICHHOW HA MOJACpKAHUE IOCTOSIHCTBA BHYTPEHHEHN cpelbl. Eciau ycTONYMBOCTH MOBBI-
LIaeTCsl B pe3yJIbTaTe MPEAIIECTBYIONIETO BO3ACUCTBUA, TO PACTECHHUS HA3bIBAKOTCS AKKJIMMATH-
3MPOBAHHBIMU. AJANTalys TeHeTHYECKU NETEPMHUHHUPOBAHA U SIBJIETCS CIEJICTBUEM OTOOpa B
TE€YEHHE MHOTUX MOKOJICHUU. AKKJIMMAIUS )K€ Yallle BCEro He HacleayeTcsl.

VYcToiiunBoCcTh OpraHn3Ma 00ecHeuuBaeTCsd COBOKYIHOCTBIO MEXAaHM3MOB: crieruduye-
CKHUX, 3aBUCSIINX OT OCOOCHHOCTEH (hakTOpa Cpebl, M OOLINX, HeCTIEIM(PUIECKIX, XapaKTEPHBIX
JUISL pa3JInYHBIX BO3ICHCTBUM M OTpa)KalOIMX CBOMCTBA caMOW pearupyromeid cucreMsl. Kom-
TUIEKC HecTIeU(PUUECKUX U3MEHEHNH, BOSHUKAIOUINX TP JEHCTBUN JIIOOBIX HEOIArompusITHBIX
(bakTOpOB Cpefibl, HA3BIBACTCS CMpeccoM, a caMH (DaKTOPbl UMEHYIOTCSI CIpeccopamiu.

CMUCOK COKPALLEHUA

o ABK - aOcuuzoBas Kuciora

e AJI' - ankoronpaAeTuapoOreHasa

o AJI® - anenosunaudocdar

e TAM® - ruknrueckuii aieHo3nHMOHO(ochaT
¢ AOC - aHTHOKCHUIAHTHAs CUCTEMA

o AT® - anenosuntpudochar

o ADK - aktuBHBIE (POPMBI KUCIOPOAA

o AIIK - aMmrMHOUIMKIIOTIPOTTAaHKAPOOHOBAS KUCIIOTA
o BTIII - Genku TEMIOBOTO IIOKA

o BII - BapuaGenbHbIil nOTEHIMAI

e I'b - rub6epennun

o ['JI® - ryano3ungudocoar

o ['TO - ryano3untpudocoar

o JIAT - auanuiriaumneposn

o JTIHK - ne3oxcupuOoHyKIEHHOBAsI KUCIOTA

e NVK - nHIommMIyKCcyCcHas KMCIIOTa

e D5 - unozurontpudocdar

o JIAI' - nakTaTAeruaporeHasa

e MJIA - ManoOHOBBIN JHAIbACTH]I

e M/II" - manaTaeruaporeHasa

e MD - Manuk-3H3UM

e HAJI(®) - aukoTrHaneHUHAMTYKICOTHT (pocdar)
e [1B - moTenmman Bo30yxKaeHUs

e [1]1 - moTeHIMa 1ecTBUs

o [1JIK - mupyBataexkapbokcuiaza



o [IK - mporennknHasa

o [IH - nupuanHHYKI€OTHUIBI

e [1OJI - nmepekucHOE OKHUCIICHHE JIIIIIIOB

o III] - moTeHManm moxos

o [IDIT - neHTO300ChHATHBIHI ITyTH

e PHK - puboHykienHOBas KHCIOTA

e CBY - peakius cBEpX4yBCTBUTEIBHOCTH

o CII' - cykumnHataeruaporeHasa

e COJI - cyraepokcumaucmyrasa

e CIIVY - cucremnas npuoOpeTeHHasi yCTOHUYHNBOCTh

o TII - TeruioBOM MIOK

e OI'A - pochormuneprHOBBINA anbAETH

e ®I'K - pochormumepruHOBasi KUCIOTA

o OJI - pochonunuast

e DOK - pochodpykroxmHaza

o OIIP - 3HI0MIIa3MAaTHYECKUI PETUKYITYM

e OTII - snexTpoHTpaHCIIOPTHAS 1IETTh

o ABRE - snements! orBeTa Ha ABK

o ARE - aHaspoOHBbIe perymstopabie ateMeHTHl (5'- I'TIT-3'=1/2G-box)
e B ZIP - cemeiictBo (hakTopoB Tpanckpumniuu ¢ Leu-zipper motif
e CAM - tun ¢otocunTesa - Crassulacea Acid Metabolizm

e CDPK - Ca-3aBucnMas IpOTEMHKNHA3A

e DRE - anemeHTHI 0TBETA HA IETHIPATALINIO

« DREB 1 u DREB 2 - He3aBuCHUMBIE ceMENCTBA OEIKOB, CBA3LIBAIOIIMX AJIEMEHTHI OTBETA

Ha JIeruipaTalyio npu HU3Koi Temnepatype (1) u 3acyxe uiam 3aconaeHuH (2)

KaMu

e G-0enxku - ['Td-3aBucumbie OenKu
o GBF-G-box binding factor- 'T®-3aBucumMble 6€TKOBBIE (PAKTOPHI TPAHCKPUIIIIUN
e GPCR (G-protein coupled receptors) - perientopsl, cBsizanubie ¢ [ TD-3aBUCUMBIME O€II-

o LEA-late embriogenesis abundant - 6eiku mo3gHero sMOproreHesa

e MAPK - mMutoreH-akTuBupyemasi IpoTENHKUHA3a

e MAPKK - mporennkunnasa, pochopunupyromas MAPK

e MAPKKK - mporennkunasa, ¢pochopumpyromias MAPKK

e MYB - cemeiicTBO 6enkoBbIX (pakTOpoB TpaHckpurimu ¢ Trp cluster motif
e MYC- cemelicTBO 6enKOBBIX (pakTOpOB TpaHckpunimu ¢ Leu-zipper motif
e PR-pathogenesis related - 6enku matorenesa

* RAB 6enxu - ABA-responsive proteins - 6enku, csizanabie ¢ ABK

e SAR - systemic acquired resistance - cucTemMHasi IpuoOpeTEeHHAsT yCTOMYUBOCTh
e SHAM - canuuuiaruipokcamoBasi KUCJIOTa

e SOURSE-SINK - cucrema 1OHOPHO-aKIIENTOPHBIX OTHOIIEHUI

aBa 1 }
CTPECC U EIO PEryndauuna y PACTEHUU

Tepmun "ctpecc" 6611 BBeZieH B 1936 1. kaHaackum ¢usunonorom ['ancom Cenbe A 060-

3HAYEHUS! COBOKYITHOCTH MEPBUYHBIX HECTIEU(DUISCKUX U3MEHEHHH )KHBOTHOT'O OpraHU3Ma IMoj
BIUSHUEM JIOOBIX BHEIIHMX Bo3AeucTBUi. Mccnemys runoduzapHo-aapeHOKOPTHUKOTPOITHYIO
CUCTEMY Y KHBOTHBIX, OH OTKPBUI "CHHAPOM 00JIe3HU" KaK TaKOBOH, T.€. Heclenu(pUIecKuit oT-
BET OpraHu3Ma Ha Jit000€ MOBPEKICHNE, BBI3BAHHOE OaKTepuaTbHOU HH(EKIHEeH, MHTOKCUKAIIH-
el B CBSI3M ¢ JAeiicTBUEeM (hapMaKOIOTUYECKUX U XUMUYECKUX BEIIECTB, TPaBMaMHU, MEPEOXIIaxK-
JICHHEM WJIU 05KOTaMH, HEPBHBIMU MOTPSCEHUSIMH U T.JI.



Cenbe 0OpaTniI BHUIMaHUE Ha TO, YTO U3MEHEHHS 3aIIUTHBIX CHJI )KUBOTHOTO (M YEJIOBEKA)
IpU pa3lIUYHbIX 3a00JIEBAaHUSAX OOBIYHO COMPOBOXKAAIOTCS YBEJIWYEHHUEM COJEpXKaHHUS B KPOBU
KOPTHUKOCTEPOUIHBIX TOPMOHOB, MOOWIM3yomMx oOMeH BemiecTB. [Ipu sToM opraHmsm, He-
CMOTpPs. Ha U3MEHEHUE CBOETO COCTOSHUS, MPUOOpETaeT COoCOOHOCTh COXPAHATh OTHOCHTEINb-
HYIO CTa0MJIBHOCTh BHYTPEHHEH cpefpl. JTa peakuusi OblIa OIEHEHAa UM KaK aJlalTHBHAs, T.C.
IpUcHocOOUTENbHAsT peakysl 1eIOCTHOIO OpraHu3Ma, U Ha3BaHA ceHepalu308aHHbIM A0anma-
yuonnvim cunopomom. Cornacno Cesbe, CIIOCOOHOCTh K a/IallTallMX SBISETCS Hanboee Xapak-
TEpHOM 4epTOoil )KM3HU M MPUCTIOCOOIEHUE BCEr/la BOZHUKACT B pe3yJibTaTe KOHLEHTPAIUU YCH-
auu (uau HanpsbkeHust). OTcroga ¥ Ha3BaHue "crpecc” (aHri, stress - Hampspkenue). [lomuepk-
HeM, uto ['. Cenbe yBuzen Mexay Hecneun(pUUIecKUMU MPU3HAKAMH ONpEAETICHHYIO CBSI3b, OT-
paKaIOUIyI0 XapakTep 3aIIUTHBIX PEaKIHid OpraHu3Ma Ha BO3JACHUCTBHE, U MOHSII, YTO ATO BaXK-
Helmmii OMoJorudeckuii peHoMeH, MPUCYIIUN BCEM JKUBBIM CYIIECTBAM.

[To Cenne, kpuBasi OTBETHBIX pEaKIUi HA BO3jcicTBHE BKItouaeT Tpu ¢assl ("tpuamga Ce-
awe"): mpesoeu, aoanmayuu u ucmowenus (puc. 1.1). Ha npotspkenuun tpuansl hopMupyercs
HecrenupuIeckas pe3uCTeHTHOCTh, HO MPH yBEJMYEHUH CHITBI d((eKTa 1 MCUepIiaHuy 3aluT-
HBIX BO3MOKHOCTEH OpraHu3ma HacTymnaer ero rudens. B mocnennue roxsl xusHu Cenbe BBel
HOHATHS 2ycmpecc (TIONOXKUATENBHBIA CTUMYJISIIIMOHHBIA CTPECC) U ucmpecc - MaTOIOTHIECKHUI.
I'pannua Mexxay HUMHU pacIuiblBUaTa W 3aBUCHUT OT J103bl BO3AECUCTBUS U MCXOJHON YCTOWYMBO-
CTH OpTaHU3MaA.

Jycrpecc [ncrpecc

i
—
—
—
—

AMITIATYHA PCaKLIHA
n( Bosbyxuaenne
Y

Topmoxenn

Puc. 1.1. "Tpuana" Cenbe u ¢a3za penapanuu. I - ¢pasza tpesorw, Il - pasza aganrammu, 111 -
daza ucromenus, [V - paza penapanun. OObsSCHEHUS B TEKCTE.

Henb3s, oqHako, HE OTMETHUTh, YTO CYIECTBOBAaHHE OOLIMX MEXAHU3MOB BOCIPHUATHUS U
OBICTpOI peakIMy OpraHW3Ma Ha BHEIHUE Bo3neicTBus npennonarai Kinox bepnap B cepenune
XIX B. [IpencraBnenue o Gpa3HOCTH OTBETOB OpraHU3Ma Ha BO3JCHCTBUS, O HECTICIIU(PUIHOCTH
peakuuii HepBa M MBIIIIBI HA pa3indHble pasapaxurenu 10 Cenbe (B Hadane XX B.) pa3BUBal
takke H.E. BBenenckuii. Ero yuenue o mapabuose (GpakTHUECKH CIY>KHT MPEANOCHUIKON CTa-
HOBJICHHS TEOPUHU HeCTIeHU(PUUECKOro aJanTallMOHHOTO CHHApoMma. MM ycTaHOBIEHBI OOIIHe
3aKOHOMEPHOCTH PEAKTHMBHOCTH, a 3HAYMUT, B YACTHOCTH, U CTpecca KaK KOMIUIEKCA PEaKIUi Ha
pa3apaKUTEINN.



1.1. MEXAHU3MbI CTPECCA

VY pacTeHuil HET HEPBHOW CUCTEMBI M, KaK CYMTAJIOCh JI0 MOCIEIHETO BPEMEHH, HET TEX
TOPMOHOB, KOTOPBIE yYaCTBYIOT B CTPECCOBBIX pEaKIMAX y KUBOTHBIX. [loaromy, xota Ceinbe
npeanojarajl BO3MOXKHOCTbh CTpecca y pacTeHUM, Ka3ajgach CIIOPHOM MpaBOMEPHOCTH "aBTOMa-
TUYECKOT0" MepeHoca TEOPUHU CTpecca Ha PACTUTENbHBIE OpraHU3Mbl. BMecTe ¢ TeM M MCKIIIO-
YUTH 3TO OBLJIO HEJB3S, MOCKOJIbKY PACTCHHE, TaK JK€ KaK W KUBOTHBIN OPraHU3M, IPECTABIISCT
c000¥ caMOpPETyTHPYIONTYIOCS OHOJIOTHYECKYIO CUCTEMY .

1.1.1. Oco6eHHOCTM Hecneunpu4yecKux peakumm pacteHumn

BriepBeie moHATHE O KOMIUIEKCE HECHEIU(PUUYECKHX peakluid pacTUTENbHOM KJIETKH Ha
pa3IUyYHbIE BHEIIHUE BO3JEHCTBUS (KHUCIOTHI, LIEJIOYH, MOBBIIIEHHOE NaBJICHHE, TSDKEIIbIE Me-
tainel) BBenu B 1940 r. JI.H. Haconos u B.fl. Anekcannapos. [1o ux HabmoaeHUsIM, P 3TOM
IPOUCXOAWIN YBEIUYEHUE BSI3KOCTU LUTOIUIA3Mbl, MOBBIIIEHUE KHCIOTHOCTH, JAEHATypauus
Oenka U T.M. DTOT KOMILIEKC PEaKINil ObLT HA3BaH NAPAHEKPO3OM.

[To3aHee, Korjga npeAcTaBIeHUE O CTPECCE OBLJIO PACHIMPEHO U BBHILLIO 32 pAMKH M3MEHE-
HUU TOPMOHAIBHOTO OOMEHA, CyIIeCTBOBAaHME HECTICIM(PHUUECKUX PEaKIUil Y pacTeHHH HE BBI-
3bIBaJI0 Bo3paskeHuu. DopMupyercs aAaxke OTAeNbHas 00iacTh HayKH - guroctpecconorus. Mn-
TEpEeC K M3YUEHUIO PEAKTUBHOCTU PACTEHUM CBS3aH C TEM, YTO OHU HAXOMASATCS B IOCTOSIHHO Me-
HAIOLMXCA ycloBusix. Kpome Toro, B arpouroneHo3ax pacTeHus: MOJBEPraroTcs BIMSHHUIO HE-
OOBIUHBIX JJI1 PACTEHUU COCTMHEHUH, B YACTHOCTH KCEHOOMOTHUKOB.

[Tpu comocraBnennu (a3 Tpuambl y pacTeHUH W KUBOTHBIX HAaWOOJBIINE COMHEHHUS BO3-
HUKaJIN B UACHTUYHOCTHU NepBoi (a3pl. Cys Mo JOMUHUPYIOUINM B HEll peakiusM, OHa HE MOT-
na ObITh Ha3BaHa (ha3oii TpeBoru. Ee mpemaraercss IMEHOBATh NEPEUUHOU UHOYKMUBHOU CMpec-
coeoll peaxyuetl. IlpuBeneHHbIC HIDKE MEPBUYHBIC HECTIENU(DUYECKUE PEAKIMU BKIIOYAIOTCS B
BUJIE KacKaJla U KacaroTCsl MHTETPAJIbHBIX MPOIECCOB: PYHKIMA MeMOpaH, SHEPTeTUKH, pOCTa,
COOTHOUIEHUS peaklUid CUHTE3a U pacaja.

VBenuuuBaeTcs MPOHUIIAEMOCTh MEMOpPAH B Pe3yJIbTaTe W3MEHEHUsI MOJIEKYJSIPHOTO CO-
CTaBa UX KOMIIOHEHTOB. DTO MPUBOJIUT K OOpPaTUMOMY BBIXOJy HOHOB KaJUs U3 KJIETKH U BXOAY
MOHOB KaJIbIIUsl U3 KJIETOUHOM cTeHkH, Bakyonu, DIIP, muroxonapuii. [Ipoucxoaur nenomnspu-
3anus MeMOpaH. YBelnndeHHe MPOHMIAEMOCTH MeMOpaH m Topmoxenne H -AT®da3el BeqyT K
3aunCieHnI0 UToIuIa3Mbl. CHmkenne pH muTOrurasmMel crocoOCTBYET aKTHBAaLMU THIPOJIas3,
OOJIBIIMHCTBO KOTOPHIX UMeeT onTUMyM pH B kucioi cpene. B pe3ynbraTe yCUIMBarOTCs Mpo-
LIECCHI pacraja NOJIMMEPOB.

Topmo3uTtcst cuHTe3 Oenka, u3MeHsiercs koHpopmarus 6eTKoBeIX Mosiekyd. [Ipoucxoaut
Je3uHTerpanus noiaucoM, nHpopmanmonusie PHK "noctpeccoBbix" 6€MKOB IHIpOIU3YIOTCS WK
B3aMMOJEHCTBYIOT ¢ 0coObIMH OenmkaMu, oOpa3ys '"'cTpeccoBble TpaHyJbl" B muToIIa3me. Top-
MO3STCSl TPOLIECCHl TPAHCKPUIILIMK M PEIUIMKalMU. BMecTe ¢ TeM Ha 3TOM 3Tamne MpPOUCXOJIAT
9KCIIPECCHsI PETMPECCUPOBAHHBIX TE€HOB W CHHTE3 Psa CTPECCOBBIX OENKOB. AKTHUBHUPYETCS
cOOpKa 3JEMEHTOB IIUTOCKEJIETa, YTO MPUBOAUT K YBEIUYEHHUIO BA3KOCTHU LUTOIIa3Mbl. Topmo-
3UTCS UHTEHCUBHOCTH (DOTOCHHTE3a BCJEACTBUE M3MEHEHUN CTPYKTYpbl OCIKOB M JIIOIIIOB TH-
JTaKOUAHBIX MeMOpaH. Benen 3a poTocHHTE30M HHTHOMpPYETCS ABIXaHUE, IPOUCXOAT CABHUTH B
€ro CTpyKType, CHIKaeTcs ypoBeHb AT®, akTUBUPYIOTCS CBOOOAHOPAIUKATIbHBIE TPOLIECCHI.

B stor meprox mpeoOnagaromuMi CTAaHOBSITCS TPOIECCHl KaTadoau3Ma, T.€. HaKaruTiBa-
I0TCS MPOJYKTHI pacmnaga. X ponbs MHOroodpaszHa, 4To 0COOCHHO MPOSBISETCS B ClEAYIOIIEH
¢aze Tpuanpl. Bo-nmepBIX, OHM MOTYT UTpaTh POJib KOPPEKTUPYIOMIETO (haKTopa, MOCKOIBKY B
X0Jle NECTPYKUMU O0OecreynuBaeTcsl yCTpaHEHHE MOJMMEPOB C OIIMOOYHOW WM HapyLIEHHOU
CTPYKTYpOil. BO-BTOpBIX, MOHOMEpPHBIE COSIMHEHUS MOTYT CIIY)KUTh CyOCTpaTaMH Ui CHHTE3a
CTPECCOBBIX O€IKOB, (PUTOrOPMOHOB U T.A. B-TpeTbux, MOHOMEpPHI HCHOIB3YIOTCS B KauecTBe
CyOCTpaToOB JbIXaHHs, C YEM CBSI3BIBAIOT MX SHEPreTHYECKYIO pOJib. B-ueTBepThIX, TakHe MOHO-
Mepbl, KaK MOHO- U OJMIOCaxapH/ibl, aMUHOKHUCIIOTHI, PEXK/IE BCEro MPOJIMH, OeTanH, CBA3bIBA-
IOT BOJY, YTO OCOOCHHO Ba)KHO JUIsl COXpAaHEHHUsI BHYTPUKJIETOYHON BOJBI IIPU MOBBIIIEHUH TPO-
HUI[aeMOCTH MeMOpaH U O00JIerYeHHH BBIXOJAa BOJBI M3 KiIeTKH. HakoHel, HakaruBaeTcs Bce



0oJbIIIe MHPOPMAITUH O TOM, YTO MPOAYKTHI JIerpaanuy OCITKOB H JIMITHI0B 001aTaf0T CBOMCT-
BaMH aKTHUBaTOPOB W HMHIMOMTOPOB IPOLECCOB MeTa0oIM3Ma, OKa3blBas BIUSHHE HAa pPOCT U
mopdorene3 pacrennit. B 1991 r. MU.A. TapueBCcKUM BBIIBHHYTa KOHIICHIUS O CHUTHAIBHBIX
CBOWCTBaX OJMIOMEPHBIX MPOMEXYTOUHBIX MPOAYKTOB KaTabOoIUu3Ma, peaan3yeMbIX IyTeM BO3-
JEHCTBUS Ha TPAHCKPUIILUIO, TPAHCIALUIO WM Ha aKTUBHOCTb paHee 0Opa30BaHHBIX MOJIEKYJI
(epMeHTOB. DTH TaKk Ha3bIBa€MbI€ CTPECCOBBIE METAOOJIUTHI - (PU3UOJIOTHUECKU aKTUBHBIE MPO-
IYKTBI pacmaja, MoJg00HO TOPMOHAM JKMBOTHBIX, OKAa3bIBAIOTCSI CIIOCOOHBIMHU BBITIOJIHATH Pery-
JATOPHYIO (YHKIMIO B MOCJHENyONIei nepecTpoiike oOMeHa KJIETOK M OpraHu3Ma B IEJIOM Ha
HOBBIN PEKUM B IKCTPEMAJIbHBIX YCIOBHSIX CYIIECTBOBAHMS.

B nepByto ¢azy cTpecca BBISBISAIOTCS CABUTH B FOpMOHaJIbHOM OanaHce. Heckonbko BO3-
pacTaeT MHTEHCHUBHOCTb CHHTE3a STWJIEHa U MHITMOUTOPOB pOCTa, aOCLM30BOM M KACMOHOBOM
kucnoT. KonmuuecTBo jke ropMOHOB, CTUMYJIMPYIOIIMX POCT U pa3BUTHE: ayKCHHA, IUTOKUHUHA,
ru00epesIMHOB, 3HAUUTEIbHO YMEHbBIIAETCS. DTO BEAET K TOPMOKEHUIO JACJIEHUSI U pocTa Kie-
TOK, a TAK)K€ pocTa Bcero pacteHus. Takum oOpa3oM, Ha nepBoM dTamne Tpuaasl Cenbe y pacre-
HU, B OTJIMYUE OT )KUBOTHBIX, 0OHAPY)KUBACTCS HE aKTUBAIHS, a TOPMOKEHHUE TOPMOHAILHOTO
oOMmeHa. B mocnennee necsTuieTne B JIMTEPAType CTAIM MOSIBIATHCS JaHHBIE O COJIEPKAHUU B
PACTUTENBHBIX TKAaHAX TEX K€ TOPMOHOB, KOTOPBIE YYaCTBYIOT B CTPECCOBBIX PEAKIMIX Y KH-
BOTHBIX. OOCy»aaercsi pojib B 0OOMEHE BELIECTB PACTEHUM TaKUX HM3BECTHBIX JAJIS >KMBOTHBIX
HEHUPOTPaHCMUTTEPOB, KaK alleTUIXOJIMH, KaTeX0JIaMHUH, THCTAMUH, CEPOTOHUH, HOPaJAPEHAINH.
Mx paccMaTpuBalOT B Ka4€CTBE BO3MOXHBIX XUMHUUECKUX MEIUATOPOB, PETYISITOPOB META0OIH-
YECKHX TPOIECCOB MPH PA3IMYHBIX HEOIArONPHUSITHBIX YCIOBUAX cpenbl. OMUCaHbI MyTH U JIO-
KaJM3alys CHHTe3a THUX BEIIEeCTB B pacTeHUsAX. MexaHu3M JeicTBUs OMOMEIMaTOpPOB CBSI3bI-
BAaIOT C BO3MOKHOCTBIO X B3aUMOJICHCTBUS C OOBIYHBIMUA (PUTOTOPMOHAMHU PACTCHHIA.

Bosee Toro, Bce Ooble nosiBisieTcst (PaKTOB O CXOAHOM C MMEIOLIeHcs y )KUBOTHBIX Iepe-
Jlaye CUTHAJIOB MPU U3MEHEHUH YCIIOBUN CYIIECTBOBAHUS pacTeHui. [ eHepupupyroTcs: 6nossek-
TPUYECKHE HMMITYJIbChI, [TOXOXKME Ha MOTEHIMad ACUCTBUS HEPBHBIX KIETOK, KOTOpPbIE MOTYT
CIIy>)KUTh CUTHAJIOM 00 U3MEHEHUH BHEUIHHUX yciaoBui. [Ipeanonaraercs, 4To B KauecTBe Meua-
TOPOB B ITOM IIPOLIECCE YYACTBYIOT ALETUIXOJUH U OHoreHHsle amuHbl. CrocoObl mepenadyu
UHPOPMALIMU OYEHb HATIOMHUHAIOT MEXAaHU3MbI MEXKJIETOYHON mepenayd BO3OYXKACHUS B CH-
Harce. TakuM 00pa3oM, OIpeesIeHHO POCIEKNBACTCS aHAJIOTUS B OCYILECTBICHUH NEPBOH (a-
3bl TPUAJBl y )KUBOTHBIX U PACTEHHUH.

OnucaHHble U3MEHEHMs B3aUMOCBSA3aHbI M CIIy’KaT IIyCKOBBIM 3BEHOM JJIsl BKJIIOYECHUS Lie-
M MTOCTIeIYIOIUX OOMEHHBIX peakiuii, Ha3Haue€HHEe KOTOPBIX COCTOUT HE TOJILKO B BOCCTAHOB-
JIEHUU UCXOJHOT'O COCTOSIHUS KJIETKH, HO U B aKTHBALlM OOMEHA BEIIECTB.

Bo Bropoii daze tpuaasr Cenbe - ¢paze adanmayuu - y pacTeHH HA OCHOBAaHUH HU3MEHE-
HU, IpOLIOLIEeNINX BO BpeMs NepBoi (as3bl, BKIIOYAIOTCS INIaBHbIE MEXaHM3MbI aJalTaliHy.
OHM XapaKTepU3yIOTCS CHUKEHUEM aKTUBHOCTH THIPOJIUTHYECKUAX U KaTaOONIMYECKUX PeaKIni
U YCUJIEHUEM IpoleccoB cuHTe3a. [Ipu 3ToM o0pa3oBaBiMecs B Hauane BO3AEHCTBUSA MPOAYKTHI
pacmajga crocoOCcTBYIOT "TOTOBHOCTH" 0OMeHa K nepectpoiike. Tak, HaKOIICHHBIH B pe3ysbTaTe
THJIpOIK3a OesKka MPOJUH B3aUMOJEHCTBYET ¢ MOBEPXHOCTHBIMHU I'MIPO(UIBHBIMU OCTaTKaMH
OETKOB M YBEIMYUBACT UX PACTBOPUMOCTbH, 3alIMINAsl OT JeHaTypaluu. B pesynprare KieTka
yZIEpKUBAeT OOJIbIIEe BOJBI, YTO IOBBIMACT KU3HECIIOCOOHOCTh PACTEHHM B YCIIOBHAX 3aCyXH,
3acoJIeHHs], BBICOKOHM TemmepaTypbl. OcMOGMIBHBIMUA CBOWCTBAMH IOMHMO YKAa3aHHBIX BBIIIE
PacTBOPUMBIX YTJIEBOAOB M MX NMPOU3BOAHBIX 00J1aJae€T CUHTE3UPYEMBIH NMpHU AePULIUTE BOBI
6enok ocMoTuH. [IpoIyKTHI Aerpagalii reMULEIUIIONE3, TEKTUHOBBIX BEUIECTB - OJIUTOTIIMKO-
3Bl MHIYLHUPYIOT CUHTE3 (DUTOATIEKCHHOB, BBIMOJIHIIOIINX 3AIUTHYIO (QYHKIMIO NMPU HUH(pEK-
IIMOHHOM TOpa)keHHH pacTeHui. OOpa3yromuecs Mpu pacraje OpraHuYecKHX a30TUCTHIX CO-
€IMHEHUH MOJIMaMUHBI CIIOCOOCTBYIOT CHIDKEHUIO IMPOHMIIAEMOCTH MEMOpPaH, HHIMOMPOBAHUIO
IIPOTEA3HON aKTUBHOCTH, CHM)KEHMIO IIPOLIECCOB MepekucHoro okuciaenus aununos (I10JI), pe-
rymsiuud pH u 1.1, @uU3nonornyecky akTUBHBIE BELIECTBA, CIIOCOOHBIE K PETyJIALUN MeTa0o0Iu-
YECKHUX MPOLIECCOB, UMEIOTCS U CPEelU NPOAYKTOB paclaja JIUINIOB.



CrnenoBaTenbHO, M BO BTOPOH (paze BKIIOUAIOTCS 3AIMTHBIE PEAKINH, TAK)KE B 3HAUUTEIb-
HOU cTtemeHu Hecmeruduunbie. OHU COCOOCTBYIOT Oolieeé MHTEHCHBHOMY CHHTE3y Oenka u
HYKJIEMHOBBIX KHCJIOT, 32 CUeT 00pa30BaHUs CTPECCOBBIX OEIKOB - N30()EPMEHTOB yCHINBACTCS
"MomHOCTh" (hepMeHTHBIX cucTeM. [Ipoucxoaut crabunusanus MeMmOpaH, B pe3ysibTare 4ero
BOCCTAHABIIMBACTCSl MOHHBIN TpaHCTIOPT. [1OBBIMIAIOTCS aKTUBHOCTHh (DYHKIIMOHUPOBAHUS MHUTO-
XOHJPHIA, XJIOPOIUIACTOB U COOTBETCTBEHHO YPOBEHb dHeprooOecrneueHus. CHIKaeTCsl TeHepa-
sl aKTUBHBIX (hopM Kuciopoaa, 1 ropmosutcs [10JI. BozpacraeT poib KOMIIEHCATOPHBIX ITyH-
TOBBIX MEXaHHM3MOB, HAPUMEP, YCHUIUBAECTCA aKTUBHOCTH MEHT030(0c(aTHOTO MyTH IbIXaHUS
KaK IMOCTABIIMKA BOCCTAHOBUTEINS U IMEHTO3, HEOOXOIUMBIX ISl CHHTE30B (B YaCTHOCTH, HYK-
JICMHOBBIX KHCIIOT).

Ha ypoBHe 1e/10CTHOTO OpraHn3Ma MEXaHW3MBbI aJanTallid, CBOMCTBEHHBIE KIIETKE, J0-
MOJIHSIFOTCS. HOBBIMM peakuusiMu. OHM OCHOBBIBAIOTCS HAa KOHKYPEHTHBIX OTHOILICHUSIX MEXKIY
opraHaMu 3a (PU3UOJIOTUYECKU aKTUBHBIC U MTUTATEIbHBIC BEIIECTBA U TIOCTPOCHBI MO MPUHIIUITY
aTTparupyomux (MPUTATUBAIOIINX) HEHTPOB. Takoi MeXaHH3M MO3BOJSET pacTeHUIO (Hopmu-
poBaTh B YCIOBUSX CTpECCa MUHHUMAIbHOE KOJUYECTBO T'€HEPATHBHBIX OPraHOB (aTTparupyro-
[IMX LIEHTPOB), KOTOPhIE MOTYT OBITh OOECIeuYeHbl HEOOXOUMBIMU BEIIECTBAMU JIJIsI CO3PEBa-
Hus. braronaps nmepeOpocke MUTATENbHBIX BEIIECTB U3 HIDKHUX JUCTHEB COXPAHSIOTCS KU3HE-
CIIOCOOHBIMU 00JIe€ MOJIO/IBIE - BEPXHHUE.

Ha monynsiiiioHHOM ypOBHE afanTaiiysi BhIPa)KaeTCsd B COXPAaHEHUHU TOJIBKO T€X WH]IMBH-
IyyMOB, KOTOpbIE OONAar0T HIMPOKUM TUANa30HOM peakUui Ha SKCTPEMAalbHBIN (hakTop W,
OKa3aBIINCh TEHETUYECKHU 00JIee YCTONYMBBIMH, CIIOCOOHBI 1aTh TOTOMCTBO. PacTeHus, reHeTu-
YECKH HE TMPUCIIOCOOJICHHBIE K CTPECCopy, TMOHYT, YCTPAHSIOTCS, YTO BEAET K BO3PACTAHUIO
00111er0 ypOBHSI YCTOMYMBOCTH TMOMYJISIMH. TakuMm 00pa3oMm, Ha MOMYJAIMOHHOM YpPOBHE B
CTPECCOBYIO PEAKIIMIO BKIIIOUAETCS €CTECTBEHHBIH OTOOp, B pe3yJbTaTe KOTOPOTO MOSBISIOTCS
OoJiee MPUCTIOCOOJICHHBIE OPraHU3MbI U HOBBIC BHUIBL [IpeanocChIIKON K 3TOMY MEXaHU3MY
aJanTalyy CIYXUT BHYTPHUIOMYJIALUOHHAS BapUaOEIbHOCTh YPOBHS YCTOMUMBOCTH K TEM WU
WHBIM (DaKTOpaM WK UX KOMIUICKCY.

B ycnoBusix Bo3pactanusi cuibl 3(@dexTa U MOCTETIEHHOTO HCYEpPHaHUs BO3MOXKHOCTEH
3alUThl OPraHW3Ma TakKe JTOMUHHPYIOT Hecnenupuyeckue peakuuu. [Ipu neidcTBuu pazmud-
HBIX areHTOB pa3pyllaloTcs KJIETOUHble CTPYKTYyphl. HabmiomaeTcs nectpykuus siipa, B XJIOpO-
miacTax MPOUCXOAMUT pacmaja I'paH, B MUTOXOHJIPUSX YMEHBIIAETCsA KOJIM4ecTBO KpHUCT. [losiB-
JISFOTCSI JIOTIOJTHUTENIbHBIE BaKyoOJid, T/e "00e3BpeKMBAIOTCSH" TOKCHMYECKHE BeIIecTBa, o0Opa-
3YIOIIMECS] B pe3ysbTaTe M3MEHEHHs] OOMEHa B CTPECCOBBIX YCIOBHUsAX. HapymieHuwe yibTpa-
CTPYKTYpPbI OCHOBHBIX SHEPre€THYECKUX T€HEPATOPOB - MUTOXOHIPUI U XJIOPOILJIACTOB IPUBOJIUAT
K DHEPreTHYECKOMY HCTOIIECHUIO KJIETKH, YTO BIEYET 3a COOOM CABUTH (DU3HKO-XUMHYECKOTO
COCTOSTHUS IUTOILJIa3Mbl. DTU CABUTH, CBUJIETENICTBYIOLINE O CUIIBHBIX, HEOOPATUMBIX TTOBPEXK-
JEHUSIX KJIETKU, 03HAYAI0T HACTYIIJICHHUE MOCJIETHETO dTamna cxeMbl Cenbe - ghazul ucmoujerus.

HekoTtopsle uccienoBareny npemjiararoT AONMOJHUTH Tpuanay Cenbe emie oaHOo# (a3oi -
YeTBEPTOH, Ha3BaB €€ ghazoul peceHepayuu (pecmumyyuu), HACTYIJICHHE KOTOPOI BO3ZMOXKHO T10-
cie ymaneHus ctpeccopa. [lo-BuaumMomy, TaHHBIA 3Talm HE MOXKET OBITh MOBTOPEHHUEM BTOPOU
¢a3bl, MOCKOJIBKY K 3TOMY BPEMEHH OpTaHU3M OKa3bIBACTCS CIUIIKOM OCIIA0JICHHBIM.

Hcxonnas yCcTOMYMBOCTH OMNpPENENSEeT B 3HAYUTEIbHOM MEpe CTENEHb BOCHPUATHSA Opra-
HU3MOM TOW WJIM WHOU "mO3b1" HEOMArompHsITHOrO BO3ICHCTBHS M CKOPOCTh BKIIOUEHHUS (a3
TpHUazbl. YCTOMUMBOCTh B OHTOI'€HE3€ MOXKET MEHSTHCS: OCOOCHHO YYBCTBHUTEIbHBI K CTPECCO-
paM pacTeHus B IOBEHWJIHBHOM BoO3pacTe (IIpU IMpopacTaHUM), a TakKe MPU LIBETEHUHU U ILJI0JI0-
HOILIEHUH, a HauboJsee yCTOWYMBBI B COCTOSIHUU TIOKOS.

Heo0xoaumMo 0TMETUTh, 9YTO OOBIYHO CTPECCOPHI ICHCTBYIOT HE IO OJHOMY, a B KOMILIEK-
ce. Tak, NOBBIIIEHHAs TEMIIEpaTypa U UHTEHCUBHASI MHCOJISILIUS CONIPOBOKIAIOTCS 3aCyXOU, MpH
3aTOIUICHUHU TIPOSIBIISIETCS] HE TOJIBKO KUCIOPOAHAs HEAOCTaTOYHOCTh, HO U MHTOKCHUKAIUS 5110-
BUTHIMHM COEIMHEHUSMHU, HU3KON TeMIlepaType COMyTCTBYIOT ci1adasi OCBEIIEHHOCTh U U30BITOK
BJIarY U T.J. BMecTe ¢ TeM K cTpecCcy Helb3s OTHECTH TaKHe OOBIYHBIC PUTMHUUYECKUE CABUTH Me-
TaboJaM3Ma, KaKk U3MEHEHHE CKOPOCTH (POTOCHHTE3a, JAbIXaHHs WM TPaHCIHMpALUH MPU CMEHE



peXrMa OCBEIIEHUS (COIHIIE-TYYH, JeHb-HOYb) WIN APYTUX yciaoBuid. He oTHOCATCS K cTpeccy u
MeTaboIMYecKre CIBUTH BO BpeMsl IIBETEHUS WJIH TUIOJAOHOIIICHUS, a TAK)Ke MPU CTAPEHUH, XOTS
U3MEHEHHsT OOMEHa BEIIECTB B KOHIIE OHTOTEHE3a OYEHb HANIOMHUHAIOT OTMEYAIOIIUECS MpH
cTpecce.

[ToHATHO, YTO B OTBET HA JEHCTBHE CTPECCOPOB BOZHUKAIOT M CICHU(PHUECKUE PEaKIUH,
XapaKTepHbIE A7 KOHKPETHOTO CTPEeCcCOBOro BO3AeicTBHs. K HUM MOKHO OTHECTH YBETUYCHUE
KOHIIGHTPAIlMd MOHOB TP 3aCOJICHWH, MOXKEITECHUE JIUCTHEB (XJIOPO3) MpH HecOaTaHCUPOBAH-
HOM MHUHEPAJILHOM MHUTAHUU, Pa3pacTaHUE KOPHEBO MIEHKH MPH 3aTOMJICHUH KOPHEH, yCUIeHNe
TPaHCIHMPAIMK TIPU 3aCyXe, CHHTE3 TeX WJIM MHBIX CTPECCOBBIX OENKOB M T.A. TeM He MeHee
MMEHHO Hecnenu(uueckre 3alUTHRIE PeaKIMK BBICTYNAIOT Hanbosee "9KOHOMHBIM" U YHUBEP-
CAJIbHBIM CPEACTBOM COXPAaHEHUS paBHOBECHUS OMOCHCTEM C BHEITHEH cpenoi, obecrieunBas ux
HA/ISKHOCTh B OBICTPO MEHSIIOIIMXCS YCIOBHSIX CyliecTBoBaHMs. [locre Toro xak mepBUYHAs,
KpPaTKOBpPEMEHHas afanTalysi JOCTHTHyTa U MPHUPOJa CTpeccopa I OpraHu3Ma sICHa, 3aITycKa-
IOTCS MEXaHM3MBbl OCHOBHOH (ha3bl alanTaliui, B KOTOPOW Hapsity ¢ OONBIION ToNeil HecTelu-
¢uueckux peakuil 0OHapy>KUBAIOTCS U CIIEU(UUECKUE OTBETHI.

1.1.2. O6wasn cTpartermsa agantayum pacteHUn K pasfiuidHbIM cTpeccopam

Ha Bcex sTamax BIusiHUSI cTpeccopa oTMeuaroTcs Hecrnienuduueckue peakuuu. Kpome to-
ro, HeCEU(PUIHOCTh MPOSBISETCS U B CTPATETUH BKIIOUEHUS AJANTHBHBIX MEXaHU3MOB pac-
TEHUU B OTBET HA BO3JIEUCTBHE. JTa CTpATErus, KOTOpas paHbIlle IPYTUX UccieaoBareneid Opuia
npeiokeHa JIx. JIeBIIToM, COCTOMT Mpekae BCEro B MOIBITKAX OpraHU3Ma WK M30exarh He-
OJIaronpusATHOTO BIUSHUS JJIS1 TOrO, UTOOBI COXPAaHUTh TMHAMUYECKOE paBHOBecHE 0€3 cepbhes-
HBIX OTKJIOHEHHUH OT OOBIYHBIX YCIOBHM, WM MPUCTIOCOOUTHCA K Hemy (puc. 1.2). YXoa oT BO3-
JEHCTBUSI MOKET OBITh 0O€CTIeueH, HanpuMep, 00pa3oBaHUEM MTOBEPXHOCTHON KOPHEBOMW CHCTE-
MBI [IPH HEJOCTaTKe KUCIOPOJa, OMYIICHHOCTBIO JIUCTHEB, UX PEAYKIUEH, OMaJeHHEeM WM 3a-
KPBIBAHUEM YCTBHUII JJIsi CHHXKEHUS TIOTEPU BOJIBI MPH 3aCyXe, CMEIIEHUEM CPOKOB BereTaluu u
T.. EClIM YKIIOHUTBCSL OT CTPECCOBBIX BO3JEHCTBHI OKa3bIBAECTCS HEBO3MOXKHBIM, OPTaHU3MY
MPUXOJIUTCS MPUCTIOCAOIMBATHCS UHBIMH MyTSIMH K CYIIECTBOBAaHUIO B M3MEHHUBIIMXCS YCIOBU-
SIX.

CTPECCOP

Yxoa 0T BO3AEHCTBHA [lpucnocobnenue K
CYICCTBOBAHUIO B
YyCNOBMAX CTpecca

v

MeTtabonmuueckue
npucnocodneHua

Topmoxenre obMeHa m:mam*a‘l

Puc. 1.2. nyTn agantauuu pacTeHUM K CTpeccopam

OpMH U3 TakuX COCOOOB COCTOUT B TOPMOKEHHH OOMEHA BEIIECTB, MOCKOJIBKY MPH 3TOM
YYBCTBUTCIIbHOCTD OGT’CKTa maagacrt. Kax YKa3bIBAJIOCh BBIIIC, XOPOIIO U3BECTHO, YTO HaI/I6OHCC
YCTOMYMBBI PACTCHHS B TIOKOSIIEMCSl COCTOSHHH (CeMeHa, JTyKOBHIbI, KIyOHU). JIpyroi myTh
AJId TpCOA0JICHHUA CTPECCOBBIX BO3,[[CI>'ICTBI/II>'I - IBMCHCHUC O6M€Ha BCIICCTB, T.C. BOSBHMKHOBCHUC
MeTabonnyeckux npucrnocobnenuit. [Tocnennue TpeOyrOT OOIBITUX YPHEPTETHICCKUX 3aTpaT, TaK
KaK CBA3aHbI C BKIIIOYCHHUCM PCIIapaTOPHBIX (BOCCTaHOBI/ITeJ'IBHBIX) MCXAaHU3MOB, HAITPAaBJICHHBIX



Ha MPEIOTBPALICHUE WM UCHPABJIEHUE MOBPEKICHHS. BBOI B IECTBME TaKOTrO KOMILIEKCA 3a-
HIMUTHBIX PEAKINi CIIOCOOCTBYET MOAIEPKAHUIO U YITTMHEHUIO (Pa3bl aJanTalluu.

CrnenyeTr OTMETUTH, YTO TOT WJIM MHOM HAOOp 3aIMTHBIX peakluil UMeeTcs y Jr0oro pac-
TEHUS] He3aBUCUMO OT ero mpucrnocodseHHocTd. OIHAKO CTENeHb COMPOTUBISIEMOCTH PAaCTeHUN
(dakTopy OKa3bIBAETCS peHIaloiel B UX CTPECCOBOM peakIuu. Y HEyCTOWYUBHIX PACTCHUM TaKue
peakiuu, OBICTPO BCTymas B JIEHCTBUE, OKA3bIBAIOTCS KPATKOBPEMEHHBIMU W HECIOCOOHBIMU
MPEIOXPAHUTh OpraHu3M oT rubenr. Oco00 YyBCTBUTEIBHBIC OPraHU3MBI MOTYT ITOTHOATh JaKe
B Hayasie HeOJIarompusTHOTO BO3ACHCTBUS - B IEPBYIO (dazy TpHUabl, T.€. 4O HACTYyIIEHUs (asbl
anganrtanuu. [lepexox Ha HOBBIM PEKUM YCTOWYUBBIX OOBEKTOB, B OTIMYUE OT HEYCTOWYUBBIX,
MPOUCXOINUT MOCTETIEHHO, HO MPHU 3TOM obecreunBaeTcs: 0ojiee ATUTENbHOE MOAIePKaHNue PaB-
HOBECHOTO COCTOSIHHSI OOMEHa BEIIIECTB.

TakuM 00pa3oM, pazHble IO YCTOMUMBOCTH PACTEHHUS MOTYT pearupoBaTh Ha BO3JICHCTBUE
OJTHOTHITHO, HO CKOPOCTh M aMILIUTyJa (U3HOJIOTHUSCKUAX TIEPECTPOSK Y HUX pa3nndaroTcs. B
pe3yNbTaTe y OPraHu3MOB, YCTOMUUBBIX K CTPECCOPY, BpPEMEHHBIE paMKu (a3bl aJanTaiuu, Ko-
rJja COXpPaHAETCS TOMEOCTa3 U BO3MOXKHA pernapanus U3MEHECHHI MPU BO3BPALICHUH B HOPMaJib-
HbI€ YCJIOBUS, OKa3bIBAIOTCS 3HAUMUTEIBHO IIHUPE, YeM Yy HeycToWuuBbIX. [loaTOMy y Henpucno-
COOJIEHHBIX PAaCTCHUH TOpa3/0 PaHbIle UCTOIIAIOTCS MPUCITOCOOUTETHHBIE BO3MOKHOCTH U BO3-
HUKaIOT HeoOpaTHUMbIe U3MEHEHUS.

1.1.3. HagexHocTb

[Tpu ycuneHuu NeHCTBHS CTPECCOPOB YBEIMUMBACTCA YacTOTa HapyLIICHUH B paboTe cuc-
TEM >KU3HEeOoOecleueHus, YTO CBUICTEIbCTBYET O CHUKEHUH HAJEeKHOCTH opraHusma. PaccMoT-
PEHHUIO TOHATUS HAAECKHOCTH M CO3/IaHUI0 TEOPUHM HAJEKHOCTH CTajO YAENATbCS BHUMaHUE
JUIIb B NOCIIEHUE NECATUIIECTUS. BaxkHas posib B M3y4EHHM ITHUX BOIPOCOB Y PACTEHHUU NpPH-
Hajmexut /.M. I'ponzuHckomMy.

HanexHocTh - IpeIMET MCCIEeNOBaHUs TEOPETUYECKONW OMOJIOTHH, 3aHUMAIONIEHCs HHTE-
rpanueil OMOJIOTHYECKUX MPOILIECCOB B Pa3IMYHbIX acriekTaX. OCHOBHBIE TEPMHUHBI 3aUMCTBOBA-
Hbl U3 MHXEHEPHOU TEOpUHU HaAECKHOCTU. OJJHAKO €CIM B TEXHUKE HAJIEKHbIE MEXAHU3MBI BbI-
OupaeT 4eloBeK, TO HAJACKHOCTh OMOJIOTMUECKUX CUCTEM BBISBISIETCS B MPOIIECCE €CTECTBEHHO-
ro oro6opa. HaiexHOCTh KUBBIX CHUCTEM 00ecTIeYBaEeTCsl UX THOKOCTBIO, PETYISATOPHOCTHIO, 1ie-
7€cCO00pPa3HOCTHIO M MYJIbTHU(PYHKIIMOHATHHOCTHIO, B TO BpeMs KaK B HEOMOJOTHYECKHX CHUCTE-
Max HaJeKHOCTb CBSI3bIBAIOT OOBIYHO C MPOYHOCTHIO M KECTKOCThIO CBsi3el. B pesynbrare xu-
BBIE CHCTEMBI OKa3bIBAIOTCS 0oJiee HA/ICKHBIMU, YEM HEXKHBBIC.

Bricokas HaeKHOCTh CBOWCTBEHHA CHHE-3€JIEHBIM BOAOPOCISAM, CIIOCOOHBIM OOWUTATh B
KUISIIIMX rei3epax U MepeHOCUTh BBICOKHE J03bl paualliy; JIMIIAHHUKaM, BBIACPKUBAIOIINM U
neperpes, U 00€3BOKMBAHUE; CIIOpPAM MHOTHUX I'pHOOB, CTOMKHUM K BBICOKON TeMIeparype, 0X-
JaXJEHUIO0, yIbTpaduOIETOBBIM yuaM. [IuKue pacTeHHs OTINYAIOTCS OT KYJIbTYPHBIX MPUPO-
HOM HAJIEKHOCTBIO. B mpornecce cenekium Ha BBICOKYIO YPOXKaWHOCTh YEJIOBEK JIMIIAET pacTe-
HUE MHOTMX MPEUMYIIECTB, KOTOPbIMU Hajenwia ux npupoaa. [loaromy y KyJabTypHBIX pacrte-
HUW TIPUPOJHAST HAJEKHOCTh 3aMEHEHAa CHCTEMOW HAJEKHOCTH, 00CCIICYMBAEMON YEIIOBEKOM.
Ecnu B TexHUKe 3aMeHa HapyLICHHBIX KOHCTPYKLMM MPOBOAMTCS MPHU MOJIOMKE, TO B KHBBIX
CUCTEMaX IPOLEeCC CaMOOOHOBIIEHUS TPOUCXOJUT TIOCTOSIHHO, @ HE TOJILKO IOCJIE UX MOBPEXK/Ie-
HUSL.

PaznuuaroT HECKOJIBKO BUOB HAIE)KHOCTH.

1. Cmabunuzupyrowas HadexcHocms: OTACTbHBIE CUCTEMbI KIETKH XapaKTePU3yIOTCs BbI-
COKOM CTEINEeHBI0 0S30TKA3HOCTH (YHKIIMOHUPOBAHUA. B TeXHWKE CTAOMIM3MPYIOMIAs HAICK-
HOCTb aCCOLIMUPYETCS C MPOYHOCTHIO, @ B OMOJIOTUHU C YCTOMUHUBOCTBIO.

2. Boccmanasnusarowas HadexscHocmyb, KOTOpasi 00eCreunBaeTCsi CUCTEMaMu, 0OHAPYKH-
BAaIOIIMMU U YCTPAHAIOIMMHU HapyIIeHUs (PU3HOIOTHIECKUX (QYHKITUH.

3. Aoanmayuonnvie cucmemvl, ¢ TIOMOIIbIO KOTOPHIX OCYIIECTBISETCS MPUCIOCOOIEHUE
OpraHu3Ma K U3MEHSIOIMMCS YCIOBHSIM CYIIECTBOBAHUS B OHTOIE€HE3€ PACTEHUM.



CucTteMbl HaJIS)KHOCTH HEOOXOUMO pacCMaTpUBATh C YUYETOM HEPapXUM OMOJIOTHUECKUX
CUCTEM: Ha CyOKJIETOYHOM ypOBHE, HAa YPOBHE KJIETKH, TKaHH, OpraHu3ma, B ¢utoreHose. Ha
BCEX YPOBHSAX HEPAPXUU CIIOCOOBI 0OECTIEUCHNUS HA/IS)KHOCTH OJTHH U T€ XKeE.

1. Pezepsuposanue, T.e. N30BITOYHOCTh CTPYKTYPHBIX WU (DYHKIHMOHAIBLHBIX BO3MOXKHO-
CTEH KIIETKH.

2. I'emepozeHnOCmMb KOMNOHEHNO8, CBUIETENBbCTBYIOIAS O TAOUIFHOCTH KUBBIX CUCTEM B
OTJIMYUE OT TEXHUYECKHUX YCTPOMCTB. DTO O0JIee TOHKUI MEXaHU3M, YeM pe3epBHPOBAHUE.

3. Penapayus, T.e. CHOCOOHOCTH K BOCCTAHOBJICHUIO HAPYIIEHHBIX ()YHKIIHIA.

PaccmoTpumM, Kak 3TH crOcOOBI 00eCTIeUYMBAIOT HAJIE)KHOCTh CUCTEM Ha Pa3HBIX YPOBHSX
uepapxuu. Ha cyOK/IeTOUHOM YpOBHE MOBBIIICHUIO HAJEKHOCTH PACTUTENBHOTO OpraHu3Ma
CHOCOOCTBYIOT PE3epBUPOBAHME U JTyOJMpPOBAHNE TEHETHYECKOTO MaTepHala, 4To oOecredrnBa-
eTcsi, HampuMmep, nBoitHoN crupanbsio JJHK, yBennmuenueM miaougHOCTH, T.€. KOJTHYECTBA TE€HO-
MOB BHYTpH s1pa. brnaronapst paznooOpa3zneiM Mosiekynam nHpopmammronaoit PHK obpasyrores
reTepOreHHbIC MOIHUIENTH I, YTO MOBBIMIAET HAJACKHOCTh Pa0OTHI KJIETKH B M3MEHUBIIIMXCS yC-
JIOBUSAX Cpebl. BOocCTaHOBIECHMIO HAPYIICHHBIX (YHKIMNA TOMOTAaET MEXaHU3M MOUCKA TTOBPEXK-
neHuu - koppekuu JTHK.

Hanexnoctu pyHKUMOHMPOBAHUS LIETOM KIETKU CHOCOOCTBYIOT TaKKe M30BITOYHOE, 10
CPaBHEHHMIO C HEOOXOTUMBIM Jisi HOPMAaJbHOW >KHU3HENEATEIbHOCTH, COJEP>KaHUE BEIIECTB;
MHOT000pa3HbIe OOXOJHBIC IyTH MeTaboJM3Ma; MPOCTPAHCTBEHHOE Pa300INEeHUE 3aracoB CO-
€MHEHUU, 00ECTICUNBAIOIINX OTACNIbHbIE METa0OIUYEeCKHEe CUCTEMbI KJIETKH, U T.1. Penapanus
HAapyIIEHNH B KJIETKE JIOCTUTAETCS YCTPAaHECHHEM BO3HHKIINX cOOEB HE TOJIBKO TOCIE, HO U BO
BpeMsl BO3/ICHCTBHSI M TIOBBIIIICHUEM YCTOWYMBOCTU. MEXaHU3M penapaiii MOXET ObITh CBSI3aH,
HanpuMep, ¢ OOHOBJIEHUEM OeJIKa UJIM CUHTE30M CTPECCOBBIX OEIKOB.

[TosiBNIeHHEe MHOTOKJIETOYHBIX OPTaHHW3MOB B SBOJIOIMHM O3HAUYAJIO MOBBIIICHHE HAJICKHO-
CTH, TaK KaK CO3[aBAJICh T€TEPOTCHHBIC CIEIHAIM3UPOBAHHBIC KIETKHM W TKAaHH, YTO JIydYlle
obecrneunBasio pe3epBUPOBAHUE METAOOIUTOB, COBEPIICHCTBOBAIO CUCTEMBI perapaiiu 1 pery-
msimn GysKiui. CrocoObl MPosSBIEHHUS HAJISKHOCTH HAa YPOBHE OpraHM3Ma BBIPa)KAIOTCS U B
Pa3BUTHUHU 3aMEIIAIOIINX MOOEroB, MpoOyKIEHNUH Ma3yUIHbIX OYEK, B Pa3HOBPEMEHHOM 3aKiia-
Ke 0OJIbIIero, 4eM TpeOyeTcsl Al CMEHBI MMOKOJICHUH, Yrciia TOOeroB, IBETKOB, B OTPOMHOM KO-
JIMYECTBE MbUIbLIBI, KOJIOCKOB, CEMsIH. TakuM 00pa3oM, i pelieHus npo0aeM HaIeKHOCTH, TaK
e KakK 3T0 ObUIO OTMEYEHO JJISl CTpecca U yCTOMYMBOCTH, UCTIONIB3YIOTCS OOIIME IMyTH U TPUH-
IUIIBI, XOTS MEXaHU3MbI 00€CIeYeHHs ee Ha KaXKIOM M3 ypOBHEH HMepapXuu MHOro0Opa3HbI U
HalpaBJICHbI HA BHIIIOJHEHUE CTIEHUANIBHBIX 3a/1a4.

1.1.4. 3akanuBaHue pacTeHMN N YCTOMUYUBOCTbL. ConpsikeHHasa ycton4um-
BOCTb

CraHOBIIEHUE CUCTEM aJaNTally IPOUCXOAUT B MPOLIECCE IBOJIIOIUH, OJHAKO, 3HAsA MeXa-
HU3MBI 3TOTO MpoIecca, MyTeM LIEJIEHANPaBICHHOIO 3aKaJlMBaHUs (aKKJIMMalMu) OpraHu3MOB
MO>KHO TIOBBICUTH UX YCTOWYMBOCTH B XO/I€ OHTOTEHE3a. ITOMY CIIOCOOCTBYIOT MOBTOPSIOIINECS
B HEBBICOKHX J103aX CTPECCOBBIE BO3JACHCTBHSA, K KOTOPBIM IPOBOJAUTCS 3aKanka. B Tom ke Ha-
MPaBJICHUU JIEHCTBYET BBEJICHUE 3aAIUTHBIX BEIIECTB, HOpManu3ywomux oomeHn (ATD, moHoca-
XapoB MPHU HApYUIEHUU MeTaboIu3Ma, MEMOPAaHOTPOI-HBIX COCIMHEHUM, T.€. CIIOCOOCTBYIOIINX
cTabunuzanuu MeMOpaH, pu ux paspyuierun). [Ipu 3akanuBaHuM pacTeHUS TPOXOIAT dazy dy-
cTpecca, BO BpeMs ACUCTBUS KOTOPOIO 3aKJIAJbIBAlOTCA MEXaHW3MBbI amantanuu. [IoHATHO, 4TO
MOJIOKUTENBHBIN 3((EKT 3aKaloK JOCTUTAETCS B OMPEICICHHBIX IPaHUIIaX BO3EHCTBUI, KOTaa
pacteHust HaxoATcs B (aze ajanTalnuy, HO HUKaK HEe UCTOILEHHUS.

OTMmeTHM, 4TO U MpH 3aKallkaX MposBIsieTcs Hecneuuduyeckas yCTOMYUBOCTb, OITOMY
3aKaJIMBAaHUE K OJHOMY areéHTY MOJKET MOBBIIIATh CTOMKOCTh U K HEKOTOPBIM JAPYTUM CTPECCO-
pam. I1LA. I'enkenb Ha3BaNl ATO ABJICHUE CONpsdiceHHOU ycmotdusocmyio. Hanpumep, 3akannBa-
HUE O3UMOMH IIICHUIIBI K HU3KOU TeMIIepaType BeIET K BO3PACTaHUIO CTOMKOCTH €€ U K HeJO0C-
TaTKy KHCJIOPOJa, KOTOPBIM UCIBITHIBAIOT PACTEHUS MPHU 00pa30BaHUU HAa O3MMBIX IOCEBax Je-
JISTHOM KOpPKHU. XOPOILO M3BECTHA MOJIOKUTENIbHAS POJIb COJIEBOM 0OpabOTKH B MOBBIIICHUHU YC-



TOMYMBOCTH PacTEHUN K BBICOKOM TeMIIepaType, 3aCyXe U Jake 3aTOIUICHHUIO, YTO OOBACHSAETCS
HOpMaJu3alel BOJIHOTO peKUMa, KOTOPbIM 00ObIYHO HapyIlaeTcs MPU BCEX ITUX BO3JEHCTBUSX.

TakuMm 00pazom, IpH UCMOIB30BAaHUM METO/IA 3aKaJIMBAHUS B MPAKTHUYECKUX LIEISIX BaXKHO
IpPEACTaBIATh ce0e BECh KOMILJIEKC U3MEHEHUH, B XOJle KOTOPHIX (OpMUpPYETCs YCTONUMBOCTh
OpraHu3Ma B €CTECTBEHHBIX YCIOBHUSIX OOUTaHUS.

1.2. CUCTEMbI PEIYNsaunn B YCNOBUAX CTPECCA

Bo Bpems mepekitoueHrss oOMeHa BEIISCTB Ha HOBBIA PEKHUM IMPH CTPECCOBBIX BO3CHCT-
BUSIX pE3EpBHBIE BO3MOXKHOCTH OpraHu3Ma OOBEAMHSAIOTCS Onaromaps CHUCTeMaM pPeryJISIuU
(puc. 1.3). JIns xoopauHauu QyHKIIMOHAIBPHONW aKTUBHOCTH KJIETKHA B HOPMAJIBHBIX U HEOJ1aro-
NPUATHBIX YCIOBUSX CpeAbl HEOOXOAUM ammapaT PeryJislHd, BKIIOYAIOIIUN TECHO CBS3aHHBIC
MEXIy CO0OH TEHETHYECKYl0, METa0oJIMUecKyro ((epMEeHTHYI0) W MEMOpPaHHYIO CHCTEMBI.
B3anMoieicTBHIO pa3NTUYHBIX OPIaHOB PACTEHUH CHOCOOCTBYIOT MEXKKJIETOYHBIE IHCTAHIIMOH-
HbIE CUCTEMBI: TOPMOHaJIbHAs, TpoHuUecKas, MEeKTPOPU3NOIOTUYECKASI.

CHUCTEMbI PET YJISLIUMH
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Puc. 1.3. Cucrema perynsuuu y pacTeHui

1.2.1. MNMepuenuua n TpaHcAyKUUA curHana

Ob6s3arenbHOE yciioBUe pabOThI CUCTEM PETYJISIMHU COCTOUT B BOCIIPUATUH (PELIETIIUH WIH
NepLenuun), nepeaade u npeodpa3oBaHuy (TPAaHCAYKIMH) BHEUTHUX CUTHAJIOB, YTO OMOCPEdY-
eTCs CHelMaIbHBIMK pelenTopaMu OeTKOBOK Npupoabl. MexaHu3Mbl 3TOH nepenadu, UiIU CUT-
HAJILHOW TPAaHCAYKIIWH, - TIPEIMET HOBOM 00JIacTH OMOXUMHH, MTOTYYHBIIEH Ha3BaHHUE "Kiemou-
nas cuenanuzayusa" (anri, cell signaling). OHa BKIIOYAaeT MCCIIEOBAHUE MOJIEKYJIAPHBIX
MEXaHU3MOB PETyJISIIUU KIETOYHOTO METa0OoJM3Ma BHEIIHUMH cUrHayiamu. lloHsTHe "KieTod-
Hasl CUTHaJM3anus" Mojapa3yMeBaeT He TOJIBKO INepejady CUTHAJIOB Ha T'€HETHUYeCKUil ammapar
KJICTKH, HO U BECh KOMITJICKC COOBITUH, C HEW COIPSHKCHHBIX (YCHIICHHE, OCIa0JIcHHe, TI0JaBie-
HHUe curHaioB). Hanpumep, B3aumozeicTBUe OHOM CUTHAIBbHOM MOJIEKYJIBI C PEENTOPOM MO-
KET MPHUBECTH K MOSBICHUIO MUJUTMOHOB MOJIEKYJI, ONPEACIISIONINX OTBETHYIO PEAKIIUIO KICTKH.
[Ipexxne yem nepeTu K pacCMOTPEHUIO MPOLIECCOB MEPLENIMH U TPAHCAYKLUHU PA3TUUHBIX CHUT-
HAJIOB BHEUTHEW Cpebl, HEOOXOAMMO OCTAHOBHUTHCS HA OTIEIBHBIX KOMITOHEHTAaX 3TUX CUCTEM.

OcHogHnble munvt MeMOPAHHbIX peYenmopos



B ocHoBe Bcex (hopM BHYTPUKICTOYHOW PETYIISAINU JIGKUT SIUHBIA TICPBUYHBIA pEIeTi-
TOPHO-KOH(OPMALIMOHHBIN MPUHIIMIL: OEIKOBasi MOJIEKyJIa - peuentop "y3Haer" cnenuduueckuit
JUIsl Hee (pakTop W, B3aMMOJAEHCTBYS C HUM, U3MEHSET CBOIO KoH(urypauuoo. CymiecTByoT TpU
OCHOBHBIX THIIA PEIENTOPOB, HHTETPUPOBAHHBIX BO BHEIIHIOK KJIETOUYHYI0 MeMmOpaHy: 1) pe-
LEenTophl, conpsikeHHble ¢ (G-Oenkamu; 2) pelenTopsl - HOHHbIE KaHAJbL; 3) pelenTophl, acco-
UUpOBaHHbIe ¢ (hepmeHTamu. BeriecTBa, MHUIMHUPYIOMIME TPaHCMEMOpPaHHYIO Mepeaady CUr-
HAJIOB, aKTUBHUPYIOT PELENTOPHI, MOCIE YEro aKTUBHUPOBAHHBH PELENTOP MEpeAaeT CUTHAI K
BHYTPUKIETOYHBIM MuUlieHsM. Ecnu mutiens, nin 3¢ dekTopHbiit 610k npeacTaBieH GepMeH-
TOM, TO CUTHaJ MOJAYJHUPYET (YBEIMUMBAET WM YMEHBIIAET) €ro KaTaAIUTUYECKYI0 aKTUBHOCTB;
ecnu 3G (HEeKTOpHBIM OEJIKOM CIY>KUT MOHHBIA KaHaj, TO MOAYJIHPYETCS MPOBOIUMOCTH 3TOTO
kaHaja. Bo Bcex ciywasx pe3yiabTaToM OyneT U3MEHEHHME aKTUBHOCTH KaKOH-TO MeTadouue-
CKOM cTamuu Au0O0 IUTOIIa3MaTHYECKONH KOHIEHTPAIMU TOTO WJIM WHOTO MOHA U, KaK CIEACT-
BH€, BOSHUKHOBEHHUE KJIETOYHOI'O OTBETA.

Peuentopsl, compsikennnle ¢ G-Oenkamu (Takue peuentopbl obo3nauairor GPCR - G-
protein coupled receptors), mepenaroT CUTHAJI K BHYTPEHHHM MHIICHSM C MOMOIIBIO KacKaja
GPCR- G-6enok- a¢pdextopublil Oenok (puc. 1.4, a). Otu I'TD-cBsa3pBarone OEIKH MEHSIOT
koH(popmarnuto nipu cBsizbiBaHud ¢ [T wimm ['JI®. N3yueHbl oHU B OCHOBHOM Ha >KMBOTHBIX.
[TpencraBistroT coboii rerepoTpuMepHbie Oenku (puc. 1.5), cocTosmiye U3 TpexX pa3IMYHBIX
cyovequnni: Gy (45-55 k1), Gp (35 x/I) u G(8 k). Tpu-mepsl MOTyT B3aUMOJIEHCTBOBATH C
perentopoM. Cyoweaunnna G, nmeet cBsizbiBatoiue HeHTpsl U ¢ [T, u ¢ I'ID. Ces3siBanue ¢
I'T® Beaer k usmeHnenuto koHpopmanuu G, U OTICICHUIO CyOBeAMHUIIBI OT TpuMepa. CBs3aH-
Hast ¢ [ T cybvenununa G, QYHKIMOHUPYET KaK aKTUBATOpP AH3UMOB, UTPAIOIIUX POIb TO-
CPEIHUKOB B Iepeaue CUrHaioB. Tak, B UBOTHBIX KleTKax Gq-I'T® ctumynupyer ajeHumnar-
LUKJIa3y, Katanuzupyomyto cuate3 TAM® u3z AT®. Onnako qis pacreHuid yyactue tAM® B
CUTHAJIbHOM TPAHCAYKIIMU TIOKA HE YCTaHOBJEHO. [IepBHUHBIMU CUTHAJIAMH JIJIsl STHUX PEIENTO-
POB CIy’)KaT pa3HOOOpa3HbIE MOJIEKYJbl, B TOM YHCJIE€ TOPMOHBI, ACHCTBYIOIIHME OOBIYHO MpHU
OYEHb HU3KHUX KOHLEHTpAIUsIX, MOpsaKa 10 monb/n 1 Huke. OMH U TOT XKe MEePBUYHBIN CHUT-
HaJl MOXKET MHUIIMUPOBATH Mepeady cUrHaia depe3 Heckoiabko pa3Hbix GPCR, Tak 4ro ecnm
yucio BHemHUX curHanoB st GPCR cocTapisier HECKOJIBKO JAECITKOB, TO TaKUX PELEHNTOPOB
n3BectHO Oonee 200. IIpu Bcem pasznooOpazun GPCR oHuM mpenctaBisioT co00i MOHOMEpPHBIS
WHTETpaJIbHbIe MEMOpPaHHbIE OCJIKH, MOJUIENTHIHAS [[eMb KOTOPBIX HECKOJIBKO pa3 mepeceKaeT
KJIETOYHYI0O MeMOpaHy. Bo Bcex ciyyasx yyacTOK pelenTopa, OTBETCTBEHHBIN 3a B3aUMOJEICT-
BHE C MEPBUYHBIM CHUTHAIIOM, JIOKQJIH30BaH Ha BHEIIHEW CTOPOHE MEMOpAaHBI, a Y4aCTOK, KOH-
TakTHpyromui ¢ G-0eIKoM, Ha €€ IIUTOIIa3MaTUYECKON CTOPOHE.

PerienTopsl - MOHHBIE KaHAIBI - 3TO HHTETPaJbHbIE MEMOpPaHHBIC OEIKHU, COCTOSIIUE U3 He-
CKOJIbKUX CyObEIUHHI], MOJMIENTUIHAS IeNb KOTOPBIX TaK e, KaKk U y CBsA3aHHbIX ¢ G-
OenkaMu, HECKOJIBKO pa3 mepecekaeT MeMOpaHy. OHM JEHCTBYIOT OJJHOBPEMEHHO KaK MOHHBIE
KaHaJbl U KaK PelenTopbl, KOTOPbIe CIIOCOOHBI CHEU(PUUECKH CBI3bIBaTh C BHEUIHEH CTOPOHBI
MIEPBUYHBIC CUTHAJIBI, N3MCHSIOIINE UX NOHHYIO (KAaTHOHHYIO WM aHHOHHYIO B 3aBUCUMOCTH OT
THIIAa pelenTopa) NpoBoAuMOCTh (puc. 1.4, 6). B oTcyTcTBHE CUTHANIA KaHAJ 3aKPHIT, OH OTKPHI-
BAETCS MPU CBS3bIBAHUU C PELICITOPOM.

VY penentopoB, acCOIMUPOBAHHBIX ¢ (PEPMEHTOM, YUaCTOK JJISi CBSI3bIBAHHS MEPBUYHOTO
CUTHaJIa JIOKAJM30BaH HA TOH CTOPOHE, KOTOpasi oOpalieHa BO BHEKIETOUYHOE MPOCTpaHCTBO. T1o
MEXaHU3MY B3aUMOJEHUCTBUS C IIUTOILIA3MAaTUYECKUMH MHUILIEHSAMH 3THU PELENTOPBI pa3ieistoT-
Csl Ha JIB€ IPYIIIBL. Y PEeLeNTOPOB OJHOM I'PYIIIbl KATAIUTUYECKUN y4aCTOK, aKTUBUPYEMBIN IIpU
JIEWCTBUM BHEITHETO CUTHAIA, HAXOAUTCS Ha IUTOIUIa3MaTH4YeCKOr cTtopoHe (puc. 1.4, B, ciesa).
PenienTopsl 1aHHOTO THIA YYaCTBYIOT B PETYJISILIMM BOAHO-COJIEBOTO OTBETa. Perentopsl apyroi
TPyl COOCTBEHHOW (hepMEHTATUBHON aKTHBHOCTHIO HE oOmamaroT (puc. 1.4. 6, cmpasa). On-
HAKO TOJI ICHCTBHEM BHEIIHETO CUTHAJNIA, KaK MOKA3aHO /ISl )KUBOTHBIX, OHU IPUOOPETAIOT CIO-
COOHOCTH CBSI3bIBATh LIMTOILIa3MAaTHUYECKUE (HEPELENTOPHbIE) MPOTEMHTUPO3UHKHUHARBI, KOTO-
peie B CBOOOJAHOM COCTOSIHUM HEAKTHUBHBI, HO B KOMIUIEKCE C PELENTOPOM aKTUBUPYIOTCS H
dbochopunupyroT ero. Brimrouenue ¢ochaTHBIX OCTAaTKOB B TaKOW perenTop-"sKopb" co3maeT



YCIIOBHS JIJISI CBSI3BIBAHHSI C HUM JPYTUX OEIKOB-MUIIEHEH, KOTOpBIe Takke (pochoprmupyroTes
Y TEM CaMbIM IEPENAIOT CUTHAJ JAJIbILIE B CUCTEMY TPAHCIYKLIHH.

a

[TporenHxmHasa

KaramarHgeckHit
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Puc. 1.4. OcHoBHbIe THIIBI MeMOpaHHBIX perenTopoB [mo: [1.I1. dununmos, 1998].

C| - BHEIIHUM curHai; P - penenTtopHblii 6€10K; 3Be3/104K0 OTMEUEHBl KOMIIOHEHTBI CHT-
HaJBHOW CHCTEMBI B COCTOSIHUM "BKIIIOUEHO", o - cyObenuania G-0emnka, KoTopas HaXOJIUTCS B
cesizanHOU ¢ ['JI® nmu ['TO dopme; xommeke o B v - cyobeaunun G-6enka; @ - pocdarnpiii
OCTaTOK, KOBAJEHTHO CBA3aHHBIN C PELENTOPOM; a - PELIETITOPbI, CONpsbkeHHble ¢ G-OenkaMu; 6
- peLenTOphl - HOHHBIE KAHAJIBL; 6 - PEIENITOPBI, ACCOLMUPOBAaHHBIE ¢ (hepMeHTaMU. OOBsCHEHUS
B TEKCTE.



lerepo-
TPHMEPHLIA
G-6enox

(HeakrusHasn)

L
TAD

Gochoni-

nasa C

47—1‘1"‘.11

Puc. 1.5. Cxema ¢ynkunonupoBanusi G-0eyika Mo aHAJIOTUU C METAaOOJIU3MOM KUBOTHBIX.
O06o03HaueHus T€ Ke, 4To Ha puc. 1.4.

Komnonenmui cuenanvrou mpancoykyuu

[lepenaya u npeoOpa3oBaHHE CUTHAJIOB OT PELENTOPOB K BHYTPUKIETOUHBIM MHUILIEHSIM
MPOUCXOAT C MOMOIIBIO HECKOIBKUX OENKOBBIX KOMIIOHEHTOB, COBOKYITHOCTh KOTOPBIX HAa3bl-
BAIOT KAacKaJoM Tepenadn cUrHaioB. [loMrMo OEIKOBBIX NMOCPETHHKOB B IEpenavy CHUTHAJIOB
BOBJICKAIOTCSl U OTHOCUTEIFHO HEOOBIIINE MOJIEKYJIIBI, CyXKalllie BTOPUYHBIMU CUTHATIAMU. ITO
BTOPHYHBIC TTOCPEIHUKH, WM MecCeH/Kephl. PasHuIa GyHKINI OEIKOBBIX W HEOEIKOBBIX ITO-
CPEITHUKOB COCTOUT B TOM, UTO OEIKH 00pa3zyIoT CBOe0Opa3Hy0 MOJIEKYIISIPHYIO MaIINHY, KOTO-
pasi, ¢ OJTHOW CTOPOHBI, YyYBCTBUTEIbHA K BHEITHEMY CHTHAITY, a C Ipyroi - obnanaet gpepmenra-
TUBHOM WJIM MHOW aKTHBHOCTBIO, MOIYJIUPYEMON 3TUM CUTHAJIOM, B TO BpeMsl KaK Malible MoJe-
KyJbl (HalpuMep, MOHBI KajblUsl), AEUCTBUTEIBHO, CIY’KaT MOCBUIBHBIMH (MECCEHKEpaMHU)
MEXy pa3TUYHbBIMU OelKaMH, MOTU(PEPMEHTHBIMU KOMIUIEKCAMHU WU KJIETOYHBIMU CTPYKTY-
pamu.

G-6eaxn. Bocnpunumaemslii GPCR curnan nepenaercst Ha G-0e10k. 9TO MOXET OBbITh
aktuBupoBanne I Td-3aBucumoit G, pochomumnazer C (puc. 1.5). @ochonunasst (4;, Az, C, D)
pa3InyaTCs B 3aBUCMMOCTH OT TOTO, Ky/a HAampaBJIeHO HX JEHCTBUE B MoJieKyne docdoaumm-
na (puc. 1.6). C aktuBupoBanueM ¢ochonmmazsr C CBA3aHO OCBOOOKICHUE KAJIBIHS KaK IO-
CpenHuKa CUrHaNbHOM TpaHcaykuuu. CBs3b G, ¢ ['TO yke yepes3 HEeCKOIbKO MUHYT THIPOIH3Y-
etcs ['Tdazoii no ['/ID, B pe3ynbpTare MeHsIeTCS KOHPOPMAITMOHHOE COCTOSIHUE OElTKa U aKTHBA-
TopHas ¢pyHKIus ero Tepsercsa. Onnako G, MOKET CHOBAa BOMTU B COCTaB TPUMEPA, U LUK OY-
JeT noBTopeH. HecMoTps Ha KpaTKOBPEMEHHOCTh KU3HU CUTHAja, a TaKXKe IMOCPETHUKOB, yda-
CTBYIOIIMX B €T0 JajbHeHIIel nepeaayde, IpoIecc ero TPaHCIyKIIUU 04eHb (P PeKTHBEH.

Kak ormeuanocs Bblllle, IIpH Nepeaaye CUrHaia B Kackajie oT peuenTtopa uepe3 G-0enok 1o
s dexropHOTO OeNKa (HarmpuMep, YH3UMAa) UCXOTHBIM BHEITHUN CUTHAJ MHOTOKPATHO YCHJIUBA-
eTcsl, TIOCKOJIBKY OJIHa MOJIEKYJIa pelenTopa 3a BpeMs NpeObIBaHus B aKTUBUPOBAHHOM COCTOSI-
HUU yCIIeBaeT MepeBEeCTH B aKTUBUPOBAHHYIO (OPMY HECKOJIbKO Mosekyl G-0enka. Y aykapuo-
TOB UMeIOTCs Takxke Manble G-Oenku (Ras-0enku), KOTOpbIe COCTOST U3 OJTHOM CyOBEAMHUIIBI U
JEHCTBYIOT KaK MOJICKYJISIPHBIE TIEPEKITIOYATENH, MOA00HO O0bM G-0enkam.
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Puc. 1.6. O603nauenus docdonunaz (i) B 3aBUCUMOCTH OT JIOKATU3ALUU UX ACUCTBUS B
MoJtekye hochomumuaa

Honbl kanbuus. K xapakTepHbIM CBOMCTBaM BTOPUYHOIO MECCEHKE-Pa, POJIb KOTOPOTO
UTPAIOT MOHBI KaJbLUS, OTHOCUTCS €ro HeOOJblIas M0 CPAaBHEHUIO ¢ OMOMOIMMEPaMH MOJIEKY-
JsipHAs Macca, YTO HEO0OXOAMMO IJIsi BBICOKOM CKopocTH AM(QPYHAMPOBAHUS B LIUTOILIA3MeE.
Kpome Toro, Mec-ceHpKep JOMKEH OBICTPO PacHICIUIATHCS WIN yJalsaThes. MHaue curHanpHas
CHCTEMa MOXET OCTaThCS BO BKIIFOYCHHOM COCTOSTHHH I1OCJIE TOTO, KaK JACHCTBUE BHEITHETO CHUT-
HaJia MpeKpaTuTCs.

CurHaibl MHIYUUPYIOT OTKPBITHE KAJIBLUEBBIX KaHAJIOB, KOHIEHTpAIMs KaJblUsi B IIUTO-
30J1€ PE3KO BO3PACTAET, YTO CTHUMYJIHMPYET aKTHBHOCTH ITOYTH BCEX YYACTBYIOIIUX B PETYIISALUH
sn3uMoB. CHIDKeHne Konnentpaun Ca’” B uTo3071e obecnednsaercs Gmarogapst padore ATd-
3aBUCHMBIX KaJIbIIMEBBIX HACOCOB (pHC. 1.7), KOTOpbIE COCOOCTBYIOT HAKOIUICHUIO KAJIBIHUS B
BaKyOJIM WIM TPAHCIIOPTY Yepes3 IUIa3MajJIeMMy B KJIIETOUHYIO CTEHKY.

Hrozuron-1, 4, 5S-rpadocdar
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Puc. 1.7. [leiictBue AT®-3aBUCUMOr0 TpaHCI0KAaTOpa HOHOB Ca®". OGBsCHEHNS B TeKCTE.

Poub dochonnozutonbHoro nmyru. KanpiiueBsie KaHambl KOHTPOJIUPYIOTCS (HochonHO-
3UTOJBHBIM KAacKaJOM CHUTHaJIBHOU TpaHcaykuuu (puc. 1.7; 1.8). dochaTuaIuIMHO3ZUTON- KOM-
MOHEHT MeMOpaH, B )KMBOTHBIX KJIETKAX BKJIIOYACT JBE KUPHBIC KHCIOTHI: CTEAPHHOBYIO H apa-
XUI0HOBYI0. IHO3UTONBHBIN ocTaTOK (hochopunupyercs KHHa30iM M0 TUAPOKCHIIBHBIM TPYIIIaM
B nosioxkeHusix 4 u 5. @ochonunaza C, crumynupoBaHHas G-0elKoM, pacHIeIUIsieT JUIUI Ha
1,4,5-tpudochar (MD3) u muammnrmunepon (JAT). DTu coenuHeHUS TOXXE y4acTBYIOT B CHI-



HanbHOM TpaHcaykuuu: V®; oTkpbiBaeT KajblueBble kaHamibl (puc. 1.7), a JAT axtuBupyer
Ca’’-3aBHCHMYIO NPOTEHHKHHA3Y. BHICTPBIl BXOJ MOHOB KATbLHS B LHTO30/1b JTUMHTHDYETCS
KpaTKoil ku3Hbpto D3 (B )KMBOTHBIX KJIeTKax MeHble 1 ¢). MomenTanbHblil pacnian U®; csizan
WIH C €0 JalbHeHuM GocopHInpoBaHUEM, UITH ¢ THAPoIu30M (ocdaTHbIX Tpynn docdara-
30i (puc, 1.8). JIBe THAPOKCHIBLHBIC TPYIIIHI OCTATKAa WHO3UTOJA MEMOpaHHOTO (ocdoaumma
dochopunupyrorcss KMHa30i, B pesynbrate yero Mds; ocBoboxkmaercs 3aBucumoit ot G-6emnka
dochomumazoii C. @ocdar oTaensercsi ¢ moMoInbio dpocdarassr oT D3, KOTOPEII peBpaniaer-
Csl B HEAKTHUBHBIA MHO3UTOJN. Y PACTEHUH KOMIIOHEHTHI (POC(HOMHO3UTOIBHOIO KacKaja TaKxke
UICHTU(QHUIIMPOBAHBI U TIOKa3aHa MX Ba)KHAS POJIb B Iepelaye CUTHAIIOB.
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Puc. 1.8. Pons nnosuron-3-gpocdara (MdD;) B nepenaue curHaioB (B )KMBOTHBIX TKAHSIX).
OOBbsICHEHUS B TEKCTE.

Yuyacrue kanabMoay/auHa. Yacto KanplUui ACUCTBYET KaK IIOCPEIHUK TOJIBKO II0CIIE
B3aUMOJICUCTBHUS C KaIbMOIYJUHOM (puc. 1.7), pacTBOPUMBIM ITUTO301bHBIM OcikoM (17 x]1),
BCTPEYAIOLIUMCS U Y KMBOTHBIX, U Y pacTeHuil. KanbMomyIuH oTiM4aeTcst BBICOKOW KOHCepBa-
TUBHOCTbIO, HAIIPUMED, Y MIIEHULBI U KOPOBBI 3TH OenKku roMosiornyHel Ha 90%. OH cocTouT U3
JIBYX TOMEHOB, CBSI3aHHBIX THOKON o-crvpasblo. Kakaplit TOMEH COAepKUT JBa LIEHTpa CBSA3bI-
parmst Ca™" (puc. 1.9). Bsaumoneiictsue Ca®’ co BceMu 4eThIPbMs CBA3BIBAIOLINME €r0 LEHTPa-
MU NPUBOJUT K U3MEHEHHIO KOH(OpMAalMK KalbMOAYJIMHA, B pe3yJIbTaTe OH 00pa3yeT KOMILIEKC
C IPOTEUHKUHA3aMH, KOTOPHIE, B CBOIO 0YEPE/Ib, AKTUBUPYIOTCS.

Poub dochopuaupoBanus 6enxoB. [Iporennknnassl 1 pocdartasbl - BaXKHBIE SJIEMEHTHI
PETyIISAIUN BHYTPHKIIETOYHBIX MPo1eccoB. [T0CKOIbKY OeIKH N3MEHSIOT KOHPOPMALIUIO B 3aBU-
cumoctu oT pochopunupoBanus wnu aedochopunupoBanus, 3GPeKTUBHOCTD U PyHKIIMOHAIb-
Hasl pOJIb MHOTHX NPOTEHMHKHHA3 TaK)Ke 3aBUCAT oT (pocopumupoBanus. [IpoTemHKHHA3HI HC-
CJIEZIOBAIUCH B OCHOBHOM Yy JIPOXCKEH U KUBOTHBIX.



Ca Ca. CaCa>
. [porennkuasa [porennkuHasa
HeaKTHBHASA —— AKTHBHA
Ca Ca Ca Ca
Kanemonymis KameMmonynux

+ NPOTEHHKAHA3a
Puc. 1.9. Ponp kanbMoaynMHA B aKTUBALIMK IPOTEMHKHUHA3

VY sykapuot OombIias 4acTh npoTenHKruHa3 pocopumupyer OH-rpymisl CepuHOBBIX HITH
TPEOHMHOBBIX, @ TAaKXKe TUPO3MHOBBIX OCTATKOB OEJIKOB. B perynsTopHbIX mpoueccax NpOTEeUH-
KHHa3bl 00pa3yloT Kackaj B3aUMOCBSI3aHHBIX peakuuid. M3BecTHbl poTenHkuHa3bl 4 - HAM®-
3aBUCHMBIE, KOTOPBbIE OTHOCSTCS K aJICHUIATIUKIA3HOMY CUTHAJIBHOMY KacKaly; IPOTCUHKUHA-
361 C- Ca” -ocomumuzaBucnmbie MHpyBaTKHHA3bL, akTuBEpyembie JJAT, Ca™ u docdomumn-
JlaMH ¥ BKJIIOYEHHbIE B ()OC(HOMHO3UTONBHBIN Kacka; npoTeuHkUHa3bl G - ul M®P-3aBucuMsIe;
IIPOTEUHKUHA3BI Ca2+-KanLMoz[ynanaBchMHe. Kunasst MAPkuHa3zHOro Kackana paboraroTr
CJIeyIOUIMM 00pa3oM: MUTOreH-akTUBHpYyeMas nporenHkuHaza (MAPK) aktusupyercs MAPK-
3aBucumont mporenHkrnHazoi (MAPKK), a nocnennss aktuBupyercs MAPKK-3aBucumoit nupy-
BaTkuHa3oi (MAPKKK). ¥V pacrenuii B HacTosi1Iee BpeMs UIASHTU(UIMPOBAHbI TeHbl 0kos1o 100
POTEHHKMHA3, B TOM 9HCie Heckonbko Ca’ -3aBucuMbix u Ca’ -KarbMOIy IMH3aBUCHMBIX, HO
¢dusnonornyeckue PyHKIMH yCTaHOBIEHBI JIUIIb Y HEKOTOPHIX U3 HUX.

YpoBHM BOCTIPMATHSA H NepeJadyd CHTHAJOB. Y MHOTOKJIETOYHBIX OPTaHU3MOB BBIJIEIIS-
I0T J1Ba YPOBHsI BOCIIPHSTHS U IIEpeladll CUTHAJIOB. BO-TIEpBBIX, 3TO YPOBEHB LIEJIOT0 OPraHU3Ma,
KOTOPBIN TToJTy4aeT HH(GOPMAITUIO U3 OKpYyXKarolien cpeabl. Bo-BTOPHIX, 3TO ypoBeHb "001IeHMs"
KJIETOK B IIpeZesiax MHOIOKJIETOYHOTO opraHusMa. Mx moBeneHHE MOXKET pEryIMpoBaThCs ITy-
TE€M MEXKJIETOUYHBIX B3aMMOJECHCTBHI, KOTOPbIE OMOCPENYIOTCS MUHTEIPUPOBAHHBIMU BO BHEII-
HIOIO KJIETOYHYIO MEMOpaHy pelentopamu. B 11e10M B MHOTOKJIETOUHOM OpraHU3Me CYLIECTBY-
€T OIpe/IeJICHHOE PAaBHOBECHE MEXJy MpOoleccaMy Mpoaudepalnny KIEeTOK U €CTECTBEHHOU T'i-
6emnbio - anonTo3oM. IIpu cTpeccoBbIX BO3JEHCTBUAX 3TO paBHOBECHE MOXKET ObITh HapyIIEHO,
YTO NPUBOJUT K MpeoOIaaHnIo alloNTo3a U JereHepaluy TKaHeH.

1.2.2. TeHeTU4YeCKasa perynsauus

BocnpuHATHIN KIETKOW CUTHAI TIepeaeTcs B A1po. BeIAENstOT HECKOJIBKO YPOBHEH pery-
JSIMU KJIETOYHOT'O OTBETA. BO-NepBbIX, ypOBEHb TPAHCKPHUIIIIUH, KOTAA PEryIUPYETCs Kak co0-
CTBEHHO TPAHCKPHUIILIKSA, TaK W MOCIEAYIOUIMI MPOIECCUHT (CO3pEBaHUE) MPEAIIECTBEHHUKA
unpopmannonnoit PHK, a Taike nerpanmanus npeamectsennuka nPHK. Bo-Bropbix, ypoBeHb
TPAHCISLUU: PETYJSLUN MOXET MOABEPraThCcsi COOCTBEHHO CHHTE3 OejKa, ero IMocieqyroIui
IPOIIECCUHT OO0 Jerpajganus MpealieCTBEHHIKA WIM caMoro Oejka mocje 3aBepLIeHHs Mpo-
HeccuHra. B-TpeThuX, ypoBeHb 3penbix OenkoB. Takas peryssius MOXKET pealn30BbIBATHCSA B
nporeccax (ochopunrpoBaHusi-nedochopuarpoBaHus OEITKOB, a 3HAYUT, U B U3MEHEHUH HX
CBOMCTB, B CJIBUIax KaTaJIMUTHUYECKOW aKTMBHOCTH IOJ ACHCTBUEM BTOPHYHBIX MECCEHKEPOB,
MOJYJISIIMM CBOMCTB OENKOB B pe3ysbTaTe OeloK-OenKOBBIX Bi3aumojeiictBuil. [Ipumepamu
CIIyaT aKTUBUPOBAHHE NMPOTEMHKMWHA3bI U U3MEHEHUS! KOMITAPTMEHTALUN OETKOBOM MOJIEKYJIbI
IpY MEepPEexXo/ie U3 LUTOIIa3Mbl B MEMOpaHy. DTO BeJeT K HapyIIEHUIO CBOMCTB OEJIKOB, YTO Cy-
IIECTBEHHO JIJISl CUTHAIBHBIX (PYHKIIMH.



Haubonee yacto BcTpedaercs Takol MEXaHU3M PETYJSILIMUA TPAHCKPUILMH, Kak crienudu-
YecKoe B3aHMMOJAEUCTBUE OEIKOBBIX TPAHCKPUIILMOHHBIX (DAaKTOPOB IUTOILIA3MbI C PEryJsATOp-
HeiMu yuyacTkamu [IHK. BbisBieHBl Tpu OCHOBHBIX BapHaHTa Takoro B3auMMOJEHCTBHS (puc.

1.10).
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Puc. 1.10. OcHoBHBIC ITyTH Nepeayn CUTHAIA U3 1UTo30J1s B siapo [mo: B.W. Kynunckuii,
1997].

T® - tpanckpunumonsslii ¢akrop, IIK - mporemnkunaza, @ - ocratok ¢ocdara, U -
unaruoutop, TK - THpO3MHKMHA3A; CIIJIONIHAS JIMHUSA - TPAHCIOKAIMS CUTHAIBHON MOJIEKYJbI B
A1pO, IITPUXOBAs - APyrHe BapuaHThl nepeaaun curana. OObsSCHEHUS B TEKCTE.

B nepsom u3 Hux (puc. 1.10, a) B 5Ap0 NPOHUKAIOT IIUTO30JIbHBIE NMPOTEMHKHUHA3bI, Ha-
npumep MAP-kuHa3a win kataauTudeckas cyObeIuHHUIA TpOTenHKUHa3bl A. B sape onu doc-
bopumupytoT oauH (Wi 0oJiee) BHYTPHUSACPHBIN TPAHCKPUIIIIMOHHBIN (akTop (peryisTOpHBIH
6e10K), uto u3Menser ero cpoactso k JJHK n/unu crenens ero aktuBHocTH. Hanpumep, mpote-
MHKWHAa3a 4 y4acTBYET B pa3BUTHM KJIETOK, CHHTE3€ TOPMOHOB M MOJJAEPKAHUU CYTOYHOTO PUT-
Mma. Bo Bropom Bapuante (puc. 1.10, 6) curnan B sa1po nepenaeT He IpOTeHHKUHA3a, a (hocdo-
pUIMpOBaHHEIN €10 Oenok. J[o 3Toro oH ObUI JTATEHTHBIM TPAHCKPHUIIIMOHHBIM (aKTOPOM, a B
pesyabTare (GochOopUINPOBAHUS CTAHOBUTCS aKTHBHBIM, IIPOHHUKAET B PO U cHeuuduyecku
ces3piBaercs ¢ JIHK. B tpethem Bapuante (puc, 1.10, 6) B 6eikoBoM KoMIuiekce hochoprimpy-
€TCs ¥ B pe3yJIbTaTe 3TOr0 OTLICTIISIETCS MHIMOUTOPHAs WU sIKOpHas cyobeannuia. OcBob0x-
JICHHBIA OT HEE M CTABIIUI aKTHBHBIM TPAHCKPHITIMOHHBIA (PAKTOP MPOHUKAET B SAIPO U CBA3HI-
Baetcsa ¢ JJHK. Takum oOpas3om, Bce Tpu BapHaHTa Nepeaayd CUTHaNA B sIIPO CBSI3aHbI C MPOTE-
MHKUHA3HBIM (OChHOPHUINPOBAHNEM PETYIISTOPHBIX OCITKOB - TPAHCKPHUITIMOHHBIX (aKTOPOB WIIH
UX HPEIIEeCTBeHHUKOB. Bo Bcex Tpex BapHaHTaX CBSA3bIBAHWE aKTUBHOI'O TPAHCKPUIIIMOHHOTO
¢dakropa c perynasatopHeiM ydactkoM JIHK mpoucxoaut ObICTpo M 3amyCKaeT WIH yCHJIMBAET
npoliecc TPAaHCKPUIIIMK PaHHUX I'€HOB, T.€. T€HOB, OTBETCTBEHHBIX 3a OBICTpHIE (B Mpeaenax 15
MUH) OTBETHI KJIeTKH. Bo3Hukaromue MPHK ompenenstor cuaTe3 GeMKOBBIX MPOIYKTOB paHHUX
I€HOB, KOTOpPBIE CTAHOBATCS HOBBIMU TPAaHCKPHUILMOHHBIMU (hakTopamu. [locnennue crumynu-
PYIOT MO3/THUE T'€Hbl, aKTUBHOCTh KOTOPBIX PEAIN3YETCSl B TEUEHUE HECKOJIBKHUX YaCOB U CYTOK.

PaccMmoTpenHble MyTH NEepUEniMyd U TPAHCAYKLIUU CUIHAJIOB HCHOJNB3YIOTCS M MpPU BO3-
JEHCTBUM CTPECCOBBIX (pakTOpoB. Bocnpusitue u nepeaaya cTpeccoBOro curHaia (3acyxa) B sif-
po (puc. 1.11) ocymecTBistores cienyomum oopazom. Perentop, nokann30BaHHbIN Ha MiIa3Mma-
TUYECKOW MeMOpaHe, NMPUHUMAET CUTHAJ U TEPENaeT €ro uepe3 CUCTEMY HHTEPMENNATOB -
TpaHcAyKTOpoB curHana. IIporenHkuHaszel U ¢ocdarazsl win camu (GocHopuIUpyrOT TpaHC-



KPHITIIMOHHBIE (PAKTOPHI B siipe, il GochOpPHMIMPOBAHHBIE UMH OCJIKH, TPOHHUKAs B SAPO, B3aH-
MOJIEUCTBYIOT ¢ (haKTOpaMH TPAHCKPUIIUU. OTO TNPUBOAWT K AKTUBUPOBAHMIO CTpeECC-
WHIYIIMPYEMOTO TeHa U, Kak cienacteue, k cuatesy MPHK u ctpeccoBbix 6enkoB (mpu 3acyxe -
OCMOTHHA), CIOCOOCTBYIOIIUX MOBBIIIEHUIO YCTONYUBOCTH PACTECHUS.
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Puc. 1.11. Ponp nepuenuuu 1 TpaHCAYKLNUN CTPECCOBOTO CUTHAJIA B aKTUBALlUU T€HOMA

1.2.3. MeTabonu4yeckas perynsauusa Ha npumepe perynsauum pH

MeTaboanyeckyto CUCTEMY pPETYJISIMH, KOTOpash OCHOBAaHAa Ha HM3MEHEHHM aKTUBHOCTH
(depMeHTOB, Ha3BIBAIOT TaKke (hepMeHTHOH. [TocKOMBKY aKTHBHOCTH (DepMEHTOB 3aBUCHT OT pH,
a BJIMSHUE CTPECCOPOB NMPHUBOJUT OOBIYHO K CHM)KEHHIO pH IMTOMIa3MBbl, perysius BHYTpH-
kjerouHoro pH B ycnoBusix crpecca nmpuodperaer ocoboe 3HaueHue. [103ToMy BaKHO paccMOT-
peThb pojb META0OIMUYECKOW CHUCTEMBbI PEryJslMM Ha MpuMepe mnozajepxanus pH-romeocrasa
KJIETKH.

VY pacTeHmii 3a 3Ty peryJsiHio OTBEYAIOT JIBa MEXaHU3Ma: OMO(PU3NUECKH - STIEKTPOreH-
Hass AT®-3aBucuMas MpOTOHHAS TIOMIIA, C MOMOIIBIO KOTOPOW MOHBI BOJIOPOJA BHIBOASTCS Ye-
pe3 MeMOpaHbl HapyXy IMPOTUB 3JIEKTPOXMMHUYECKOTO TIpajueHTa, M Ouoxumuyeckuit: pH-
YYBCTBUTEJIbHBIE MPOLECCHl KapOOKCUIMPOBAHUSA U JAEKApOOKCUIMPOBAHMSI OPraHUYECKUX KH-
CJIOT, B X0/1€ KOTOPBIX MPOIYLUPYETCS WM NOTPEOIIeTCs MPOTOH.

I'paguentsl pH ¥ MeMOpPaHHOTO MOTEHIMANA TeHEPHPYIOTC dIeKTporenHoi H' -mommoi,
YTO SBJIAETCA JBIXKYIIEH CHJIOH BTOPUYHOIO AaKTHUBHOIO TpaHCIOpTa, Takoro kak H-
cybeTpaTHbi cummopt 1 H'-cy6cTpaTHEIi anTHIIOPT. TT0CKONBKY 3TOT BTOPHYHBIH TPAHCIOPT
IIEPEHOCUT IIPOTOHBI B IIUTOIUIA3MY, BCETJa CYIECTBYET OTEHIUAIbHAS ONTACHOCTD €€ MOJIKHC-
JIEHUs, HECMOTpPSI Ha TO YTO MX BbIOpachlBaeT MPOTOHHAsI MOMIIA IIA3MATUYECKOM MEMOpaHBI.
JIeCTBUTENBHO, 3aKUCIICEHNE LUTOIIIa3Mbl BO3MOXHO HE TOJIBKO IIPU CTPECCOBBIX BO3ICHCTBU-
X, KOTOpble UHTHOUPYIOT MPOTOHHYIO MTOMITY, HO ¥ B HOPMAaJbHBIX (PU3UOJIOTHYECKUX YCIOBH-



AX, KOIJla BXOJ IPOTOHOB Npeo0iafaeT HaJ UX BBIXOJAOM. BeposTHO, MOATOMY pacTUTEIbHbIE
KJIETKH NMPHOOpenH yHUKaIbHBINH OMoxumuueckuil pH-ctatr mis nmoaaepaHus MPOTOHHOTO TIo-
MeOCTa3a.

Knaccuuecknit pH-cratr coctour wu3 kommiekca kapookcunupytommx — (DEII-
kapOokcmiaza) u aekapooxcunmupytomux (HAl-Manuk-sH3uM) GepMEHTOB, pa3THYAIONIMXCS TI0
pH-ontumymy (puc. 1.12). Koraa pH nuronnazMel npuoOpeTaeT 1IeI0YHOE 3HAaU€HUE, aKTUBH-
pyercs @EIl-kapbokcmnasza, ontumyM pH 8, 94TO BeeT K yBETUUCHUIO MPOIYKIIMHM OKcalloale-
tata (OA), KOTOpBIN BOCCTaHABIUBAETCS 10 Manara manaraeruaporenazoit (M), Manar, kak
cuibHas kucnora, Hewrpanusyer pH. Korna pH casuraercs B kuciyro cropony, HAJ[-manuk-
sH3uM (MD), ontumyMm pH 6, nekapbokcunupyet Manat u pH cBUraercs B eJIOUHYIO CTOPOHY.
Takum obpazom, mpoucxoaut peryisuus pH nuTonaazMel 6arogaps CUHTE3y WM pacraigy ma-
JaTa ImyTeM KOOpAMHAIUK paboThl IBYX SH3UMOB.

Opnaxo, cyast MO pe3yJibTaTaM JAETalbHBIX MCCIEAOBAHUN MOCIEIHHUX JIET, cUcTeMa OHO-
xuMuyeckoro pH-crata He cmocoOHa BBINOJIHUTD OKUAAEMYIO POJIb U TPEOyeT CYIIECTBEHHOTO
JIOTIOJIHEHHUS, BKJIIOYAIOLIETO IMYyTH JAbIXaHUS, albTepHATHUBHBbIE M3BECTHBIM (puc. 1.12). B no-
IOJIHEHHE K OOBIYHOMY JUI BCEX OpPraHU3MOB IyTH INIMKosM3a uyepe3 nupyBaTkuHazy (IIK) -
€IMHCTBEHHOMY B HEPAaCTUTENIbHBIX OpraHU3Max, pacTeHUs 00J1aJat0T YIOMSHYTHIM BBIILIE allb-
TepHaTUBHBIM IyTeM depe3 PEII-kapOokcunazy, M/II' u manuk-3H3uM. OHa U3 $pu3uoIoruye-
CKuX (YHKIHH 3TOTO IMyTH NpeJHa3HaueHa IS MEPEeKPBIBAHUS PEAKIH NMUPYBATKHHA3HI MIPU
HeJocTaTKe Heopranudeckoro gocdopa (D).

Jpyras yHuKanbHast 0COOCHHOCTH TIIMKOJN3a Y PACTCHUN COCTOMT B CIIOCOOE €ro KOHTPO-
1. Ecay B HepaCTUTENbHBIX CUCTEMAaxX IIIMKOJUTUYECKUM IMOTOK KOHTPOJIUPYETCS IyTEM aKTH-
BallMW WJIM WHTHOUPOBaHUS TEpBOro KiodeBoro (epmenta - dochodpykrokunazsr (ODK) ¢
HOMOIBIO psiia 3G (HEKTOPOB, TO Y PACTEHUM peryysuus NPOMCXOTUT MO0 HMPUHIMITYY 0OpaTHOU
cBs3u: norpednenue OEIT nnu nupysarkunaszoi, unu OEIl-kapOokcunas3oi BeAeT K MHTHOUPO-
BAaHMIO PEAKIMI B HANPABIEHUH OCHOBHOTIO 3H3uMa riukonusa - OK. bonee toro, @, - npyroi
nponykt DEII-kapOokcuna3Hoil peakiyy, alocTepuuecky Takke akTuBupyomuil @OK, Bme-
cte ¢ TeM obnerdaer ee DEIl-uHrubupoBanue, Tak Kak y4yacTByeT B PEAKIIMU HUCIOJIb30BAHUSA
@EII (puc. 1.12). C nomoripio 00paTHON CBS3U KOHTPOJIUPYETCS ynaneHue "Jummux" mpoTo-
HOB, TIOCKOJIBKY ITPOTOHOT'€HHBIN TNIMKOIN3 MOKET IPOTEKAaTh TOJIBKO TOTAA, KOTJa HUTOIIa3Ma
NOJIIIETaYMBACTCs, UTO, B CBOIO ouepens, aktuBupyeT U OEII-kap6okcunasy. Takas curyanus B
a’pOOHBIX YCIOBUAX BOSHHKAET B TOM CJIydyae, KOIJa dKCcyaalus npotoHos H -mommoit akTu-
BHUPYETCS MOBBIILIEHUEM KOHIIEHTpAllM MOHOB Kalus cHapyxu. [IupyBaTknHaza ke akTUBHUPY-
eTcs MOHMKEeHHbIM pH, Hanpumep, B aHa3pOOHBIX YCIOBUAX MM IPU aKTUBHOM MOHHOM TpaHC-
nopte. [lo-BUIuMOMy, TpyU BO3HMKHOBEHMH 0CO00M MOTPEOHOCTH B 3HEPTUU PACTUTEIIbHBIC
KJIETKHM FOTOBBI MOMTH Ha alMI0(QUKALHIO IUTOMIIa3Mbl, KOTOPas MOXKET ObITh KOMIIEHCHPOBAaHA
"oTkpeIBaHMEeM muiarbayma" st raukonuza uepe3d PEII-kapOokcumnazy. [lanee, kak yka3aHo
BhINIIE, 0Opa3yetcst okcanoarnetat (OA), kotopsiid B MII'-peakiinu BOCCTaHABIMBAETCS IO MaJia-
ta. [Ipu nexap6okcunupo-Banun manata HAJ[-manuk-3u3uMoM oOpasytotest nupysat, HAJIH u
YIJIEKUCI0Ta. JTU MPOAYKTHI CIyXKaT PEryjsITopaMu IMyTed JbIXaHUS 10 MPUHIUIYY 0OpaTHOM
CBS3U.

[TupyBar nomkeH okuciATbes B 1ukie KpeOca, HO OH BBINOJHSAET HE TOJBKO (DyHKIUH
JBIXaTEJIBHOTO MHTEpMEaUaTa, €ro pojb 3HAYUTENbHO HmKpe. OH aJUIOCTEPUUYECKU PETYIHPYET
pacnpeneNeHne 3JIEKTPOHOB MEKIY HUTOXPOMHBIM IIyTEM U aJIbTCPHATUBHBIM, HEUYBCTBUTEIIb-
HBIM K LIMAaHUJY, Hapsady c peryisauuent yepe3 SH-SS-penokc-cucremy. HAJIH noctynaer kak B
ocHoBHYI0 DT gpixaHus, Tak U B aJbTEPHATUBHBIN MyTh C aJbTEPHATHBHON okcuma3oit (AO).
OpnHako yriaekucioTa- IPOAYKT TOM K€ MaJMK-3H3UMHON peaKlUH, IPpU HU3KOH KOHLEHTpaLuu
UHTUOUPYET LUTOXPOMHBIN IyTh. [103TOMY B anbTepHATUBHBINA MyTh MOCTYNAeT OOJIBbIIE JJIEK-
TPOHOB M MPOTOHOB. TakuM 00pazom, B TOM Cilydae KOr/a ajJbTepHATUBHBIA MyTh CBA3aH C Ma-
JUK-9H3UMHOM peakIueli, OH MproOpeTaeT MpeuMyIIecTBa B MOTPEOICHUH POTOHOB. B pe3yib-
TaTE OCYIIECTBIISETCS TECHAS CBSA3b AJIBTEPHATUBHOIO IYTH C MAJIMK-IH3UMOM: HU3KOE 3HAUECHUE
pH axTuBHpyeT ManMK->H3UM, a albTEPHATUBHBINA ITyTh PE3EPBUPYET €r0 MPOAYKTHI IJIsl OKHUC-



nenusi. HezaBUCUMBIN OT KOHTPOJISI 3HEPTETUYECKOTO 3apsiia aIbTEPHATUBHBIN MyTh CIIOCOOEH B
TE4YEHUE KOPOTKOIO BPEMEHH pearupoBaTh Ha CABUIM pH, uTO BecbMa BaXXKHO, IIOCKOJIBKY B CH-
Tyanusix, Tpedyromux pH-perynsun, HeoOxoanMa ObICTpast peakuus KieTku. [Ipeamonaraercs,
YTO YHUKAJIBHOCTh (TOJBKO y PACTEHH) albTEepHATUBHOIO IyTH JbIXaHHs CBA3aHA MMEHHO C
ydactueM ero B pH-crare. DTOT myTh 31€KTPOHOB, HE CONPSKEHHBIN ¢ 00pa3oBaHUEM HYHEPIHH,

0OBIYHO AKTUBUPYCTCA IIPU CTPECCCOBLIX YCIOBUAX.
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Puc. 1.12. Ctpykrypam ¢pynkmn 6noxumudeckoro pH-crara [mo: K. Sakano, 1998].

'K - rekcokunaza, ®OK - dochodpykroknnaza, TAD]] - rnuuepanpaerua-pocedar-
neruaporenasa, KA - kapOoanruapasa, [IK - nupyBarkunasza, AA - aueranbaerua, AO - anbrep-
HaTUBHAas okcunasa, L{O -uuroxpomokcuaasa, JIJI - makrataeruaporenasa, [1/IK - nupyBatae-
kapOokcunaza, AJI - ankorompae-ruaporenasa, ®EIl - dochoenonmupysar, MD - manuk-

9H3UM, - 00pa3oBaHUE NMPOTOHOB, - moTpebienne npoToHoB. OObSICHEHUS B TEKCTE.

B aHa’poOHBIX yCIOBUAX MHUPYBAT MOXKET HUCMoyb3oBaThesa B peakuusax JIAT wmu I[TAK u
AJIT ¢ obpa3oBaHMeM JaKTaTa Win 3TaHoina. IIpu 3ToM npoucxomut perenepamust HAJl u 06-
pasyercs H'. TIpu cuHTe3e naKTaTa U3 TIIOKO3bI Yepe3 TIMKOIM3 U MUPYBAaTKUHA3Y TPOIYLUPY-
€TCs 10 OJTHOMY IPOTOHY Ha KXyl MOJIEKyJNy Jiaktata. OOpa3oBaHHE STaHOJA W3 TIFOKO3BI
TEM K€ IyTeM HEe CBA3aHO HH C BBIJEJICHHEM, HU C NOTpeOeHueM NpoToHOB. Ecnu ke nakraT u
3TaHOJ 00pa3yroTCsl U3 Majara yepe3 MalMK-3H3MMHYIO peaklrio, TO IPOTOHOB MOTpediiseTcs
6onbme (onua H' Ha omuy Monexyny nmaktata u 2H' Ha Momekysy stanona). Takum oGpasom,
MaJMK-3H3UM paccMaTpuUBacTCs Kak pH-4yBCTBUTENBHBIN TPUITEP NMEPEKIIOUEHUS CHCTEMBI C
TIPOIyLUPOBAHHUS TIPOTOHOB (P TIIMKOJIM3e) Ha TIoTpebnenue H': B albTepHAaTMBHOM TyTH JbI-
XaHUs B a3pOOHBIX YCIOBUSIX U MpU 00pa30BaHUM JIaKTaTa UM 3TaHOJIa B aHA3POOHBIX.

ens peakuuit or rimroko3sl yepe3 OEII u Manar 1o nupysara npeayiaraloT Ha3BaThb aflb-
MepPHAMUBHbIM 2IUKOIU30M (IIOCTABIIMKOM IPOTOHOB), a AAJbHEHIINNA MyTh - A0 JaKTaTa WId
9TaHOJA - ANbLIMEPHAMUBHBIM NymeM OpodiceHus (OTpeduTeneM MpoToHoB). Mx oOmas ¢usuo-
jorudeckast GyHKIUS COCTOUT B perynsauuu pH u conpoBoxaaercs usaep:xkamu sHepruu. K ra-
KOMY K€ TUILy DHEPreTHUUECKHU 3aTPaTHBIX pH-peryampyomux peakiuyili OTHOCUTCS U ajlbTEpHa-
TUBHBIN, TUAHU-HEUYBCTBUTEIbHBIN MyTh AbIXaHHUS (MOTpEOICHUE MPOTOHOB). DTOT MyTh YHU-
BepcalleH JUIs pacTeHHUil U CBA3aH, BO3MOKHO, C MHTErpalbHbIM MexaHu3MoM H'-cuctemsl, BO3-
HUKIIEH B X0/1€ 3BOMIONMHU. Jpyrue ¢puznonornueckue GyHKIuM ero (yaajaeHne akTUBHBIX (hopm



KHCIIOpoJa, TepMmorenes, Hanmnune y CAM-pacTeHuii) paccMaTpuBarOT Kak 3BOJIOIIMOHHEBIE Ba-
PHAHTHI IbIXaHUS, aIANITUPOBAHHBIC K PA3IMYHBIM CTPECCOBBIM BO3JICHCTBUSIM.

1.2.4. MemGpaHHas cuctema perynauum

MemOpaHHasi peryJsius OCyIIeCcTBIsETCs Oaroaapst U3BMEHEHUAM B MEMOPaHHOM TpaHC-
HIOPTE, CBA3BIBAHUIO MM OCBOOOKIECHUIO (DEPMEHTOB M PETYJIATOPHBIX OEJIKOB U ITyTEM U3MEHE-
HUSI aKTUBHOCTH MEMOpaHHBIX (epMeHTOB. OCHOBHBIE (DYHKIIMHM KJIETOYHBIX MEMOpaH 3aKIIio-
YaloTCsA B OTJEJIEHUH COACPKHMOI0 KJIETOK OT BHELIHEH cpelibl, B CO3/1aHUM BHYTPEHHEH apXu-
TEKTYpPBl KIETKHU, MOAJEPKAHUN SIIEKTPOXUMHUUECKOTO I'PaJMeHTa, OCYIIECTBICHUH TPAHCIIOPTa
BemecTB. MHorooOpasHble (GyHKIMH MeMOpaH: OapbepHas, TpPaHCIOPTHAs, OCMOTHYECKas,
CTPYKTYpHasi, SDHEpreTHueckas, OMOCMHTETHUYECKAs!, CEKPETOPHAs, PELENTOPHO-PETYIATOPHAS U
Jp., COCTAaBHOW YacCThIO BXOJAT B PETYJIALMIO BHYTPUKIETOUYHOIO OOMeHa BemecTB. MeMOpaHsl
KaK €CTECTBEHHBIH Oapbep MEpBBIMHU IOABEPraloOTCs JEHCTBHUIO CTPECCOBBIX (akTopoB. OHHU
NPEACTaBIAIOT cOOOH MMIIEHHM MEPBUYHOTO BO3ACHCTBUS U MEPBYIO JIMHUIO 3aLUTHI OT HETO.
Byayun nuHamMudyeckMMu CTPyKTypamu, MEMOpaHbl CIIOCOOHBI OBICTPO pearupoBaTh Ha OTKIIO-
HEHM B YCJIOBUSX CYILIECTBOBAHUS, IIPUYEM, KaK OTMEUEHO BBIILIE, U3MEHEHNUs], BO3HUKAIOILUE B
HHUX, BJEKYT 3a coOOW KackajJ CIBUTOB B OOMEHe BeIIeCTB Bcel KieTku. PerentopHo-
peryysaTopHast (pyHKIUS ONpeaeseTcs HaludyueM B MeMOpaHax XxeMmo-, (h0To-, MEXaHo- U JIpy-
T'HX PelenTopoB OENKOBOM MPUPOABI, BOCIPUHUMAIOIINX CHUTHAJIBI U3 BHEIIHEH Cpelbl U CIIO-
COOCTBYIOIIMX BOSHUKHOBEHHIO OTBETHBIX pEaKI1il HA N3MEHEHUE YCIIOBUM CYILIECTBOBAHMS.

Casuru B ()yHKIIMOHAJIILHOW aKTUBHOCTH MEMOpaH CONMPOBOXKIAIOTCS MEePEeCTPORKaMU UX
CTPYKTYpBI, KOTOpbl€ B HAa4aJbHOH CTaJUU CHOCOOCTBYIOT MOBBIIIEHHIO MX CTOMKOCTH /0 TeX
nop, MokKa JIeiicTBHE cTpeccopa He JOCTUTHET HauOousbliero HanpspkeHus. CTpyKTypHbIE mepe-
CTPOMKM B MEMOpaHax B 3HAYUTEIBHOM Mepe 3aTparuBaroT JUMH/bI, IPEXKIE BCETO KUPHBIE KH-
CJIOTHI, KaK Hambosiee nabuiabHble KOMIOHEHTHI. [Ipu nelicTBUM cTpeccopa MOTYT MPOUCXOAHUTH
C/IBUT'M B COOTHOIIEHUH PA3JIUYHBIX IPYII JKUPHBIX KUCIOT, U3MEHSETCS] CTENEHb UX HACBIIECH-
HOCTH/HEHACBIIICHHOCTU. BO3MOXHBI Takke M3MEHEHHs! JJIMHBI IIeTiell KUPHBIX KUCIOT, MO3H-
IIMOHHOT'O PACHOJIOXKEHUS JBONHBIX CBA3EH, KOJIMYECTBA MOJIAPHBIX IPYIIIL.

BcnencTBre TeCHOTO B3aUMOACHCTBUS JIMIUIHBIX U OCITKOBBIX KOMIIOHEHTOB B MEMOpaHax
W3MEHEHUSI CBOMCTB JIMMUA0B HEN30€KHO JOJKHBI BIUATh M HA (DYHKIIUH MeMOpaHHBIX OEITKOB.
Jns HOpManbHOTO (YHKIIMOHHPOBAHUS (EPMEHTHBIX OENKOB HEOOXOIUMO KHJKOCTHOE CO-
CTOsIHME MeMOpaH, I0TOMY IO/ BIUSHUEM JIMIUIHBIX IEPECTPOEK MEMOpaH U3MEHSIOTCS U Ka-
TanuTHueckue QyHKIMU OenkoB. COTJacHO KUIKOCTHO-MO3aMYHONW MOJIENH, KIECTOYHYIO MEM-
OpaHy CpaBHUBAIOT C "IUIUIHBIM MOpeM'", B KOTOPOM IPH PA3IUYHOM YPOBHE TOTPYKECHHUS,
CJIOBHO "aiicOepru", iaBaroT OenKH.

PerynstopHyio posib B KJIETOYHOM MeTaboau3Me UrparoT u Oemku MmemOpaH. [lomumo pe-
LENTOPHOW (YHKIMU OHU OCYILIECTBISIIOT PETyJISALUI0 KOH(OPMAIMOHHBIX HM3MEHEHHH MEM-
Opan. C B3anMO/ICHCTBHEM KOMIIOHEHTOB MEMOpPAaHHOW CHCTEMBI CBS3aHBI MeX(a3oBbIe Iepe-
CTPOMKHM- JTUIH]I-O€TIKOBbIE B3aUMOJICHCTBUS, 00ECIIEUUBAIOIINE B 3HAUYUTEIbHON CTENEHU He-
00X0MMYI0 HHTEHCUBHOCTh METa00IM3Ma KIIETKH M KOHTPOJIb 32 HUM.

CTpyKTypHblE NU3MEHEHHMs B MeMOpaHax IOJ BIMSHUEM HEOJaronpHUsTHBIX BO3JEHCTBUI
KACAIOTCS M OCBOGOX/ICHNs cBs3anHOro Ca®’, 06Pa3yoero MOCTHKH MEX/Iy KapOOKCHILHEIMHU
rpynmaMi GENKOB M TMOISPHBIMU roNoBKaMu docdomumuaos. B supe nonst Ca™” yuacTByior B
NOJIEP’)KaHUH CTPYKTYPBl XpPOMAaTHHA, B MUTOXOHAPHUSAX U XJIOPOIUIACTaX OHH WUTPAIOT BAXKHYIO
OB B PEryJIsIHK aKTHBHOCTH (hepMenToB. B ocHOBHOM Ca’’ OKATH30BaH B KIETOYHON CTCH-
Ke, TJIe OH CBS3bIBACT KapOOKCHIIBHBIC TPYIIIBI YPOHOBBIX KUCIIOT. B 1uTO30I1€, Kak M3BECTHO,
KOHLIEHTpauus Ca®" mesbicoka (10°-10" moms/m), B TO BpeMsl Kak B aloIUIacTe M OpraHesiax
ero B 103-104 pa3 6onbie. [lpu gecTpyKiuu KJI€TOUHBIX KOMIIOHEHTOB B PE3YJIbTAaTE CTPECCO-
BOT'0 BO3JICHCTBHS MMOTOK KaJbIMA U3 aroIllacTa B LIUTOILIa3My pe3Ko Bo3pacTaeT. Benen 3a Tem
"IUIHUR" KanblIUi BEIBOOUTCS U3 HUTOIUIa3Mbl. OJTHAKO Jja’ke KPATKOBPEMEHHOTO TOBBIIICHUS
€ro KOHLEHTpalMK JOCTATOYHO, YTOOBI 3alyCTUTh creuupuyeckue MeMOpaHHbIE KaHaJbl U
TPAaHCIIOPTHBIE CUCTEMBI, @ TAK)KE BHI3BATh CTPYKTYPHBIC U3MEHEHHUS B KIIETKE.



[TnazmanemMma 1 MeMOpaHbl KJIIETOUHBIX OPraHOUAOB (MUTOXOHJIPH, XJIoporuiacTtoB, DI1P)
YCTOMUUBBIX PACTEHUH, B OTJIMYME OT TAKOBBIX HEYCTONUMBBIX, XapaKTEPU3YIOTCS MOBBILIEHHOM
CTOMKOCTBIO U COXPAaHEHHUEM IIEJIOCTHOCTH B yCIIOBUSX cTpecca. CTOMKOCTh MEMOpaH onpeesns-
€TCsl COCTOSIHUEM MX KOMITIOHEHTOB. BoJbIllyto ycTOHUMBOCTE MEMOpaH MPUCIIOCOOIEHHBIX pac-
TEHUH CBS3BIBAIOT, B YACTHOCTH, C KAUECTBEHHBIMH U KOJIMYECTBEHHBIMU OCOOEHHOCTSIMH CO-
cTaBa JUOUAOB. Tak, yBeaMueHHe COAEp KaHUS WM MOJJEp’KaHHe Ha YPOBHE, COOTBETCTBYIO-
IIEM YCIIOBHSIM HOPMBI, HEHACHIIIICHHBIX KUPHBIX KHCJIOT B MEMOpaHaX MHUTOXOHIPUHN MPH pa3-
JUYHBIX BO3ACUCTBUAX (OXJAXKICHUU, HEAOCTATKE KUCIOPOJa, 3acyXe, MHOEKIUH, ACHCTBUU
ATAaHOJIAa) CIIOCOOCTBYET TOBBIIICHHIO CTOMKOCTH MeMOpaH. DTO OOBSICHSAETCS Ooyiee PHIXIION
YIAaKOBKOH MOJIMEHOBBIX )KUPHBIX KHUCJIOT, YEM HACBILICHHBIX, B OMCIIO€ U B 00JIACTH KOHTAKTa
dochomunumos ¢ OenkaMu, 9TO MPUIAET MeMOpaHe OOJBIIYIO TUIACTHYHOCTh, TEKY4eCTh, THO-
KOCTb. SICHO, UTO TaKHe U3MEHEHUs (PU3NUECKUX CBOMCTB MEMOpaAH CO3Jal0T JIyUllINe YCIOBUS U
Uit uX (pyHKIHOHMpoBaHUS. [10CKOIBKY MOBBILIEHHE CTETIEHW HEHACBILIEHHOCTH KHUPHBIX KH-
CJIOT HaOJII0JaeTCs MPU MHOTUX BHELIHUX BO3AECUCTBUIX, OHO IPEACTABISIET, HO-BUAUMOMY, HE-
crenu(UIecKyIo peaKkifio PacTeHUH, JTHTEIBHO COXPAHSIONIYIOCS Y OOBEKTOB, 00JIaTaroNINX
HauOOoMbIIEH YCTONYNBOCTBIO.

Bosnbiryto cTabuiIsHOCT MEMOpaH yCTOMYMBBIX PACTEHHIA CBS3BIBAIOT TAKXKE C KOJIUYECT-
BEHHBIMU W3MEHEHHMSIMU B COCTABE MX JIMIMJOB, B YACTHOCTU C BBICOKUM COJIEpyKaHHEM OOIUX
0B U GpochommnunoB. CTaOMIBHOCTH CBOWCTBEHHA U OCJIKOBOMY KOMIUIEKCY MEMOpPaHHBIX
KOMITOHEHTOB y PacT€HUH, YCTOWYMBBIX K Pa3IMUHBIM BO3JCHCTBUAM, UTO OINpENeNseTcs MOA-
JEp’)KaHUEM CTPYKTYpPbl MAaKpOMOJIEKYJI B COCTOSIHUM BBICOKON KOH(OPMAIMOHHON TMOKOCTH.
JUTNTeNbHOMY COXPaHEHHUIO IEIOCTHOCTH MeMOpaH CHocoOCTBYET TOPMOXKEHHE pacmajza Hux
KOMIIOHCHTOB - JIMITHJIOB U OCIIKOB, KOTOPOE MOXKET OBITh CBSI3aHO C 3P(EeKTUBHON paboTOl Me-
XaHW3MOB aHTUOKCHJIAHTHOM 3alllUThI, ¢ UHTUOUPOBaHUEM (PEpMEHTOB pacnaja Oelka.

[Ipy paznuYHBIX CTPECCOBBIX BO3JAEUCTBUSAX MPOUCXOAUT YBEIMUEHUE MPOHUIAEMOCTH
MeMOpaH, KOTOpoe BJIeYET 3a cOOON HapyllleHHe KJIETOYHOTro romeocTasa. s ycToOWYMBBIX pac-
TEHHWI HapylIeHUE MPOHUIIAEMOCTH MeMOpaH BBIPAKEHO B MEHBIIEH Mepe, OCKOJIbKY MHTHOU-
poBarne H'-HacocoB 3aTOPMOKEHO MO CPABHEHUIO C HEYCTOHYMBBIMH PACTEHHUSIMH. DTOMY CIIO-
COOCTBYET JUIMTENFHOE MOAJIEPKAHUE Y HUX MTOCTABKU SHEPTUH, HEOOXOIUMOH JUIsl pabOThI Ha-
COCOB B CTPECCOBBIX YCIIOBHUSX.

CTabUIH3aTOPOM KJIETOUHBIX MEMOpaH BBICTYNAOT HOHbI Ca’ . B MPHUCYTCTBHM KabIis
IPOMCXOJUT YBEJINYECHUE HIICKTPUYECKOT0 COPOTUBIEHHsI MeMOpaH. OH OKa3bIBaeT BIUSHUE Ha
IPOHMIIAEMOCTh MEMOpaH sl IPYTUX MOHOB, YYaCTBYET B PEryJsiUU TpaHcmopra Boasl. CTa-
oummsupyiomee aeiictBre Ca®  MOXKET HPOSABIATECS ¥ KOCBEHHO, HAIPUMEp dYepe3 COCpIKaHNe
B KJIETKE MOJMAMUHOB, HEOOXOIUMBIX JUII BOCCTAaHOBJICHUS MPOHHUIIAEMOCTH MeMOpaH. Hakor-
JICHUE e TTOJIMAMUHOB KOPPETUPYET ¢ YCTONYMBOCTHIO pacTeHUH. Takum oOpa3oM, MOBBIIICHHUE
POHMIIAEMOCTH MEMOpPaH MPU CTPECCOBBIX BO3ACHCTBUAX CBSI3aHO C HAPYIIEHHEM KaJIbI[MEBOTO
o0MeHa, IOTOMY €ro HopMaiu3alus A0JKHA CIIOCOOCTBOBATh PErYJISILIMU IPOHULIAEMOCTH.

Wtak, K yuciy IpU4MH OOJIbIel CTaOMIBHOCTH KJIETOYHBIX MEMOpPaH yCTOMUMBBIX pacTe-
HUW MOTYT OBITh OTHECEHBI: 1) adanmusHvle nepecmpouku 6 cocmase memopan, 2) mopmosxce-
HUe pacnaoa ux KOMNoHeHmos u 3) noooepaiicanue peyrayuu Kaiyueeo2o pexcuma kiemxu. I1o
BCEIl BEPOATHOCTH, 3TH PEAKIIMH B3aUMOCBsI3aHbl Oarogapss MEMOPaHHON CUCTEME PeryJIsiLuu.

[Tockonbky MeMOpaHbl YCTOWYMBBIX PACTCHMH MEHbBILIE TOBPEKAAIOTCA NPU ACUCTBUH
CTPECCOPOB, MOXKHO 0XKHJaTh, YTO CUCTEMbI PETYJISALMM MPOHUIIAEMOCTH M MOJAEP)KaHUS I'o-
MeocTa3a paboTaroT y HUX 3(QeKTHBHEE, YeM y HEyCTOHuUuBBIX. JleficTBUTENbHO, MOI0OHBIE
JIaHHBIE TOJYYEHBI NI PACTCHMI, YCTOMUYMBBIX K 3aCyXe€, BBICOKOW M HHM3KOW TemIiepaTrypam,
UHQEKINH, TUIIOKCUM U aHOKcuU. [lo3ToMy NpoHHMIIaeMOCTh MeMOpaH PAaCTHUTEIBHBIX KIETOK
CJIy>)KUT TIOKa3aTesleM YCTOWYMBOCTH PAcTEHUl MpH pa3paboTKe HKCIPECC-METOJ0B JUATHOCTH-
KH, HaIlpUMEDP OIPEAEICHNS] MHTEHCUBHOCTHU BBIXOJA U3 TKAaHEH AJIEKTpoiUTOB. Vcnonb30Banue
€ BEILECTB, CTAOMIM3UPYIOIINX MEMOpPaHbl U NMPEIOTBPAILAIONIMX UX paclaj], CHUXKAeT IPOHU-
[IaeMOCTh MEMOpaH U CIIOCOOCTBYET MOBBILICHUIO YCTOHYMBOCTU pacTeHuidl. K Takum memoOpa-
HOTPOIIHBIM COEJUHEHUSAM OTHOCSTCSA CONM KaJbLUsi, aHTHOKCHIAHTh! (ButamuH E). Cnenosa-



TCIIBHO, MeM6paHHa$I CHUCTCMA PEryjsiinu, COCTAaBJIAIOIIAsA 4aCTh KOMIIJICKCA CUCTCM PETYJIALUN
OopraHnu3ma, BHOCUT CBOM BKJaj B KOOpAUHaHuO oOMeHa BCIICCTB B YCJIOBHUAX CTpECCA.

1.2.5. TlopMmoHanbHas cuctema perynsumm

D10 onHA M3 HamboJee BAXXKHBIX PErYJSTOPHBIX CHCTEM, KOTOpas KOHTPOJIHUPYET KHU3Hb
Ka)KIOr0 PACTEHUs Ha BCEX ATANAX €r0 Pa3BUTHA HE TOJIBKO B HOPMAJIbHBIX YCIOBHAX CYLIECT-
BOBAHMUS, HO M TIPU PA3IUYHBIX CTPECCOBBIX BO3ACHCTBHIX. OOBIYHO O] BIMSHUEM CTPECCOPOB
TOPMO3HUTCSI POCT pacTeHUM, CHIKaeTcs conepxkanne YK, rud66epenTnHoB 1 MIUTOKMHUHOB, HO
BO3pacTaeT KoIndecTBO MHruONTOpoB- ABK, stuiena, skacMoHoBOW KucinoTel. ABK u sTmien
Jla’K€ Ha3bIBAIOT CTPECCOBBIMA TOPMOHAMH.

CHmKeHUe ypOBHS TOPMOHOB-CTUMYJSTOPOB M HAKOIUIGHWE WHTHOMTOPOB pOCTa MpHU
CTpecce UMEET BAKHOE alallTUBHOE 3HAYCHME, IIOCKOJIBKY IPUBOAMUT K CHUIKCHUIO HHTCHCUBHO-
CTH OOMEHHBIX MPOLIECCOB, OCTAHOBKE JICJICHUS U POCTa KIETOK, IEPEX0ay OpraHu3Ma B COCTOS-
HUE MOKOs. B pe3ynbrare 5KOHOMHEE pacxOAyIOTCS YHEPreTHUECKHUE 3alachl U PACTEHUE TOIY-
yaeT 0oJbllle BO3MOXXHOCTEH HAlpaBUTh UX Ha MOJAEp)KaHUE CTPYKTYp KIETKH. B wactHOCTH,
nerictBue ABK pacmpocTpaHsieTcs MpakTHYECKH Ha BCE MPOIECCH KIETOYHOTO MeTadoJr3Ma.
ABK wurpaet xpaiiHe BaKHYIO poJib B OTBETE PACTCHHUS Ha 00E€3BOKUBAHME, 3aCOJICHHE, ICHCTBHE
HU3KHUX TEMIIEpaTyp, TUIO- U aHOKCHUIO. [Ipu nepeuncinenHbix Bo3aeicTBUsAX conepkanne ABK B
pacTeHUsX MOBBIIIAETCS CHaYalla 3a CYET I'MJIPOJIN3a CBA3aHHBIX ()OPM TOPMOHA, a 3aTEM YCHIIU-
Baercst cuHTe3 ABK B mmactuaax, a Takke B KOPHAX, OTKyJa OHA IOJAHMMAETCS B HAJ3EMHYIO
4acTh C KCUJIEMHBIM TOKOM. ABK M3MeHseT sKCIpeccuio TeHETUYECKUX MPOrpamMM B KIJIETKAX:
nogasiser cunte3 MPHK n cooTBeTcTByrOmMX MM OEIKOB, XapaKTEpHBIX I HOPMAJIbHBIX yC-
JIOBUH, U MHAYLUPYET paboTy T€HOB U, CIEI0BATEIbHO, CHHTE3 cHelu(UIecKnx OenKoB, Ha3bI-
BaeMbIx Oenkamu otBeta Ha ABK. B3ammopeiictBys ¢ penentopom, ABK 3amyckaer kackan
TPAHCIYIOIIOHHBIX PEAaKIMH, KOTOPBIM MPUBOAUT K HAKOIUIEHHIO KaJIbLMS U MOALIEIAYNBAHUIO
LIUTOILIa3Mbl. DTO, B CBOIO OUYepellb, AKTUBUPYET psii GepMeHTOB TpaHcAyKuuu: Ca-3aBUCHMBIE
NpOTEeUHKHHA3bl, Mg-3aBucuMble ipotenHpocharazsl, MAPKunazublii kackan. B pesynbrate B
IUTOTUIa3Me YCHITMBAIOTCS mporiecchl hochopmmpoBanus u nedochopunupoBanus. Takum 00-
pPa3oM OCYIIECTBISETCS PETYJIALUS aKTUBHOCTH KaK KIIIOUEBBIX (DEPMEHTOB pa3IMYHBIX METabo-
JMYECKUX IMyTeH, Tak U (akTopoB TpaHCKpunuuu. [TociaenHue, kak yka3zaHo BbIlI€, IIOCTyIas B
SIIPO, CBSI3BIBAIOTCSI C MIPOMOTOPAMM PA3JIMYHBIX T€HOB M MPUBOAAT K UX IKCIPECCUU WIIU pe-
IIPECCHH.

Bce Genku- mpoayKTel TeHOB, HHAYLUpPYyeMbIX ABK, MOXHO pa3lenuTh Ha JBE TPYIIIbL.
[lepByto COCTaBISIIOT PEryIsITOpHBIE OENKH: pPa3IUuHble TPAHCKPUILIMOHHbBIE (PAaKTOPBI U TPaHC-
NYKIIMOHHbIE ()epMEHTHI, a Takxke Oenku cemeiictBa 14.3.3. PerynstopHsie G€NKH - MPOLYKTHI
PaHHUX T'€HOB, KOTOPBIE SKCIPECCUPYIOTCA YK€ B IIEPBBIE MOMEHTHI IEHCTBUSA cTpeccopa. OHH
0OBIYHO KOHTPOJHUPYIOT JAIbHEHIIYI0 SKCIPECCHIO CTPECC-aKTUBH-PYEMBIX T€HOB, K MPOIYKTaM
KOTOPBIX OTHOCST pa3ninyHble (QyHKIHOHaNbHBIE Oenku. CTpeccoBrie ¢yHKuMoHaIbHBIE ABK-
3aBucuMble Oenku winu Rab-Oenku (responsible to ABA) - 310, Hanpumep, Oosblnas rpymmna
LEA-0enKoB, 3alIMIIAIONUX KIETKY OT THOENM B YCIOBHAX TIIyOOKoro oOe3BokuBaHus. [Ipn
HOPMAaJIbHOM Pa3BUTUHU PACTEHUN OHU CHHTE3UPYIOTCS B MEPHOJ MO3HEr0 IMOpHOreHes3a, Koraa
IPOMCXOTUT €CTECTBEHHOE 00e3BOXHMBaHNE ceMsH. CHHTE3 TaKuX OEJKOB B IMO3JHEM dMOpHOTe-
He3e Tarke uHaynupyercst ABK, koTopas HakamiauBaeTcss B CeMEHaxX Iepe]] HayalloM UX 00e3-
BOXKMBAHUS. B MHCThSIX B HOPMAJIbHBIX YCIOBUAX 3TH OEJIKU HE OOHApy>KEHbI. 3aCyXa BbI3bIBAET
HakorjieHue B TUcThiX ABK, 4To 1 MHIynupyeT cuHTe3 OeNKOB MO3/1HEro aMOpHoreHes3a, Heoo-
XOIMMBIX JUIS BBDKHBAHUS KIIETOK JINCTA TIPU BOJHOM nedwurmre. VccnenoBanue 3TuX OEIKOB U
UX TEHOB KpailHE BA)KHO JJI CO3[aHUSl yCTOMYMBBIX K 3aCyX€ COPTOB CEIbCKOXO3HCTBEHHBIX
pacrennii. Ha momomp 31€Ch MOKET IPUMTH T'€HHAsl WH)KEHEpHUs, KOTOPas MO3BOJISIET TPaHC-
(GopMHpOBaTH pacTEeHHs HYKHbBIMU I'€HaMH, T.e. BBOAUTh 3Tu renbl B JJHK pacrenuii u co3na-
BaTh HOBBIN reHoTHM. K manynupyemsim ABK Oenkam oTHOCATCS Takke epMEeHTH OMOCHHTE3a
OCMOTHKOB, TPAaHCIIOPTHBIE OEJIKHU - aKBAalIOPUHBI, HOHHbIE KaHAJbI, TPAHCIIOPTEPHI CaXapo3bl U
JUMAIO0B, (PepMEHTHI aHTHOKCHIAHTHOW 3amuThl, pepmeHTsl C4- 1 CAM-doTocuHTE3a, OSNKH



narorenesa (mogpoduee cm. 1i1. 9). Bausiaue ABK Ha MeMOpaHHBINH TpaHCTIOPT JISKUT B OCHOBE
TaKuX OBICTPBIX TOPMOHAIBHBIX pEaKIUil, KaK 3aKpbIBAHUE YCTBMIl. YXY[IIEHHE ra3000MeHa,
BeI3bIBaeMoe ABK mpu 3acyxe uim 3aToruieHuH, CiocoOCTBYET CTA0MIN3aIlliH BOTHOTO PEKUMA.
ABK unrubupyer aesrensrocts H'-AT®a3, uto BefeT K MoHmKeHHIO pH IUTOMIA3MEl U ycH-
JICHUIO TUJPOIUTUYECKUX MTPOLIECCOB.

OTUJIEH CUHTE3UPYETCS B OTBET HAa JIEHCTBUE PA3IMYHBIX CTPECCOPOB: KOPHEBOW TMIIOK-
CHH, TIATOTEHOB TPHOKOBOTO, OAKTEPHUATBHOTO W BHPYCHOTO TPOMCXOXICHUS, 3aCyXH, HebIaro-
IPUATHOTO TEMIIEPATYPHOTO PEXKHUMA, MEXAaHMYECKHUX IOBPEKICHUM, 3arpsA3HEHUS TSDKEIBIMU
metaymiamu. OH ¢cBoOOHO U PYHIUPYET MO KIeTKaM u OBICTpo yieryunBaercs. [lo 90% cuH-
TE€3UPOBAHHOIO TOPMOHA MOKHUJIAET pacTeHue B TeueHue | MuH. TeM He MeHee OH yCIIeBaeT CBsl-
3aThCsl C PACIONIOKEHHBIM B IUIa3ManeMMe perentopoM. Cuctema TpaHCIYKIUU CUTHAJIA BKITIO-
yaeT ['TD-cBsa3piBaronye 6€IKu, NPOTEUHKUHA3bl M KalbLUNA. DTUIIEH MEHee CHIIbHBIA MHIMOU-
Top, yeM ABK. [Ipu runokcuu 3THIIEH HHAYLHUPYET SMUHACTUIO YEPEIIKOB; CTUMYJIUPYET CTape-
HHE U OIa/ICHUE JINCTHEB; Y MPHUCIIOCOOIECHHBIX PACTEHUH YCKOPSIET POCT NOOEToB IpH 3aToIlIe-
HHUH, 9TO HEOOXOAUMO ISl MX BBIXOJA Ha MOBEPXHOCTH BOJIBI, aKTUBUPYET PadOTy (HepMEHTOB,
YUYacCTBYIOLIMX B JIM3HMCE KJIETOYHBIX CTEHOK U O0pa30BaHMU a3pPEHXHMMBI, U TEM CaMbIM CIIacaeT
pacTteHusi OT THOETH B pe3yjbTaTe KUCIOPOAHOTO ToyonaHus. [Ipu maroreHese pacteHHe BOC-
IIPUHUMAET CUTHAJ [aTOT€HAa W BKJIIOYAET B OTBET CUHTE3 ITHIICHA, a TOT, B CBOIO OYEpEnb, 3a-
MyCKAaeT CJIOKHYIO MPOrpaMMy XUMHUYECKOM 3allUThl pacT€HUll, B KOTOPYIO, B YaCTHOCTH, BXO-
JUT CUHTE3 (PUTOATEKCHHOB, UTPAIOIIUX POJIb MPOTUBOSAIUS MPOTUB MAPA3UTOB. DTUIICH TaKXkKe
BJIMSIET HA COJIEp KaHUe, TPAHCIIOPT, 00pa30BaHKE UM pacnaj]l aykcuHa, uutokuHuHa, ABK. Ta-
KUM 00pa3oM, AeHCTBUE ITHIICHA CBA3aHO C PEryJisaLueil MpoIeccoB, MPOUCXOIANINX B KIETOU-
HOM CTEHKE, SKCIIPECCUH I'€HOB aloIT03a, CTPECCOBBIX OENKOB, C B3aUMOJCHCTBUEM C APYTUMU
dbuTOropMOHAMH.

Bocnpusamue 2opmonanvrozo cuenana

[Tpu u3yueHun mexaHusma JAeUcTBUS PUTOrOPMOHOB HEOOXOAMMO PacCMOTPETh BOMPOCHI
0 BOCIIPUATHHM F'OPMOHAJIBHOTO CUTHala KJIETKOM M Iepefade ero Ha FeHeTUYEeCKUH amnmapart, o
pOJIM TOPMOHOB BO BKJIFOUYEHUH, NOJABICHUM WIN NMEPEKIIOYEHUN T€HETUYECKUX Iporpamm. B
CBSI3U C 3TUM OCOOBIN MHTEpEC BBHI3BIBAET BOMPOC O perentopax GUTOrOPMOHOB B KJIETKAX pac-
TeHUW. PerenTopsl y3HAIOT TOPMOHAIBHBINA CHUTHAN, 00pa3yrOT TOPMOH-PEIENTOPHIA KOMILIEKC,
KOTOPBI, B CBOIO OU€PEe/Ib, ONPEEIAET eTb COOBITUH B KIETKE, HEOOXOAMMBIX ISl €€ BBICOKO-
crenu(UYHOro oTBeTa Ha (PUTOropMoH. YeM riy0xke MIYT UCCIEAOBAHMS PELENTOPOB ITOPMO-
HOB pacTeHHid, TeM 0oJjble 00IIero OOHApYKUBAETCS Y HUX C XOPOIIO U3yUYEHHBIMH PEIENTO-
pamMu rOPMOHOB JKUBOTHBIX. POJIb penientopa B BOCIPHUATHH U IIepelade TOPMOHAIBHOIO CUTHa-
Ja MOXeT OBITh TMpeJCTaBlieHa CIEAYIOUMM 00pa3oM: TOPMOHTPEIENTOp <> TOPMOH-
PELEeNTOPHBIN KOMIUIEKC — CHUCTEMa TpaHCc(hopMaluu U NepeAayd CUTHAJIOB B KJIETKE — HH-
OyKIUs (PU3NOIOTHYECKUX MTPOrPaMM.

11 TOPMOHOB >KMBOTHBIX YCTaHOBJIEHBI PELENTOPBI JBYX OCHOBHBIX THUIOB. K mepBomy
TUIy OTHOCATCS PELIENITOPHI TOPMOHOB, HE IPOHUKAIOIIUX B KJIETKY, KOTOPBIE PACIIONIOKEHBI B
MeMOpaHe. OHHM y3HAIOT MOJIEKYJIbl FTOPMOHA Ha BHEIIHEH MOBEPXHOCTU MEMOpaHbI U B PE3yJib-
TaTe B3aUMOJEHCTBHS C HUMH U3MEHSIOT CBOE KOH(OPMAIIMOHHOE COCTOSHHE; Jajiee MPOUCXo-
JUT nepenada currana depe3 G-Oenku epMeHTaM, yyacTBYIOUIMM B CHUHTE3€ BTOPHUYHBIX I10-
cpeaHuKoB. TlocpeTHUKH ke CIOCOOCTBYIOT YCHIIGHHIO CHTHAlla M €ro mepeaaye K pazInyHbIM
KOMITIOHEHTaM KJIETKH, B YaCTHOCTH IIPOTEMHKHHA3aM, (POCHOPHINPYIOIINM KIETOUHbIE OEIKH, a
3HAYHUT, MEHSIOIUM UX CBoWcTBa. CABUTH B aKTUBHOCTU (DEPMEHTHBIX, PETYJISATOPHBIX U CTPYK-
TYPHBIX O€JIKOB KJIETKH NE€PEJatoTCsl Ha TeHETUUECKUH annapar, ¥ IPOUCXOAUT BKIIIOYEHUE (MU
BBIKJIIOYEHHE) ONpPEAENIAEMbIX NEHCTBUEM TOPMOHOB Iporpamm. Penentopsl BTOporo tumna, K
KOTOPBIM OTHOCATCS PELENTOPBI CTEPOUIHBIX TOPMOHOB, B3aMMOJCHCTBYIOT C TOPMOHAMU B IIH-
TOIIa3ME WIN SJIPE, U TOPMOH-PELENITOPHBIN KOMIUIEKC HEMOCPEICTBEHHO YYaCTBYET B PETYJISI-
[IUY T€HETUYECKUX IIPOrpaMM, HHIYLIMPYS WIN PENPECCUPYSI IKCIPECCUIO TEHOB.

VYcnexu reHHON WH)KEHEPUH TIO3BOJIMIIN C TIOMOIIBIO TeHETUYECKUX 30H/I0B OOHAPYKHUTH B
T€HOME PAacTCHMs TEHBI, OTBETCTBEHHBIC 3a BCE OCHOBHBIC 3BCHbS IE€pelayd I'OPMOHAIBHOIO



CUTHaJa 0 nepBoMy Tuiy. Jlokann3oBaHHbIE B MEMOpaHe TOPMOH-CBSI3bIBAIOIIME OEJIKH - KaH-
JMJIaThl HAa POJIb PELIENITOPOB MEPBOT0 TUIA- OOHAPYKEHBI I ayKCHHA, ITUJIeHA, THO0epeu-
Ha. CekBeHHpOBaH (yCTaHOBJIEHA aMUHOKHUCIIOTHAs TIOCIIE0BATENbHOCTh) OEJIOK CO CBOWCTBaMU
penenropa aykcuHa. KoOJZIEKTUBHBIMM yCWIHMSMH YYEHBIX M3 Pa3HBIX CTPaH YJIaloCh yCTaHO-
BUTbH, YTO ATOT O€JOK (PYHKIIMOHUPYET IO THITy MEMOPAaHHBIX PEIEITOPOB TOPMOHOB JKUBOTHBIX
C MCIOJIb30BaHUEM BTOPUUYHBIX IOCPEIHUKOB.

Ilepeoaua zopmonanvrozo cuenana

COOTBETCTBEHHO IBYM THUIIaM PELIENITOPOB CYIIECTBYIOT ABAa OCHOBHBIX MEXaHHU3Ma TPAHC-
JQYKIUM TOPMOHAJIBHOIO CUTHaja B KJIEeTKy. [Ipu mepBoM KOMIUIEKC TOpMOH-peLenTop oopasy-
€TCsl Ha Hapy>KHOM IMOBEPXHOCTH IIa3MaTHYeCKOW MeMOpaHbl. DTO BbI3bIBAET JIMOO OBICTpOE
OTKpBITHE MOHHOT'O KaHalla U BXOJ MOHOB B KJIETKY, JUOO BKIJIIOUEHHE CHCTEM BTOPHYHBIX IO-
CPEIHMKOB - MPOTEUHKHHA3, YTO MPUBOJUT K Oosiee MEIJICHHBIM M3MEHEHUSM MeTabolIu3Ma U
¢yskuuii kietok. Ilpu Bropom mexanusme ruipodoOHBI TOPMOH IMPOHUKAET Yepe3 Ia3MaTH-
YecKylo MeMOpaHy, a 3aTeM uepe3 LUTO30JIb (TOCIeAHEMY, OYEBUIHO, CIIOCOOCTBYIOT TpaHC-
MOPTHBIE PEIENTOPBI UTO30JIA) B PO, IIe 00pa3yeT KOMIUIEKC C SIIEPHBIMH PEIENTOpaMH H
U3MEHseT MaTpuuyHble cuHTe3bl. O06a MexaHu3Ma MOTYT MPHUBOAMUTH K Oosee mo3gHuM 3¢ddex-
TaM- U3MEHEHUSIM MPOLIECCOB, KOTOPHIE PETYIUPYIOTCS AAPOM KIETKH.

B kneTkax *KHBOTHBIX OOHapy»EHbI YEThIPe OCHOBHBIE CHCTEMBI ITOCPEIHUKOB Iepeaayn
TOPMOHAJIFHOTO CUTHAJIA OT PELENTOPHOI0 KOMIUIEKCa B IIMTO30J1b (puc. 1.13).

1. O6pa3zoBaHue KOMIUIEKca FOpMOH-penentop dyepe3 (G-Oenku akTUBUPYET WJIM MHTHOM-
pYyeT afeInIuKIasy, ¢ moMoIIsio KoTopoit u3 AT® obpazyercs HAM® (cBoeoOpa3HbIii CUT-
HaJl cTpecca). DTOT BTOPUUHBINA MOCPETHUK BBI3BIBAET IMCCOLUAIINIO 3aBUCUMOM OT HEro MpoTe-
MHKHHAa3bl 4 Ha PETYyJATOPHYI0 U KaTalIUTHYEeCKylo cyObenuHuibl. Karanmutuueckas cyObeau-
HUIIa aKTUBUpYeETCs U PochOopHIINpyeT MHOTOUUCICHHbBIE OEJIKH.

2. B npyroii cucreme ydactBytoT Ul M® u aBe ryaHwIninukiassl. B atom ciiydae MeM-
OpaHHas T'yaHWJIMILHMKIA3a aKTUBHpYETCs ropMoHamu 6e3 yuactus G-0GelkoB, a LIUTO30JbHas
ryanumwinukiasa - MmoHookeugamu NO, CO u OH. Ilocnennue tonsko HenaBHO (B 1990-e ro-
JIbl) CTAJIM PACCMAaTPUBAThCA KaK KJIACC HEOPIaHUYECKUX IMOCPEAHNUKOB, MPOSBISAIOIINX CBOMCTBA
MHOT1a MEKKJIETOYHBIX, NHOI'1a BHYTPUKIIETOYHBIX PETYJIATOPOB. Y CTaHOBIEHO, 4TO Ul M@ ak-
TUBUPYET NPOTEUHKUHa3y G M, KpOME TOro, U3MEHsET aKTMBHOCTb APYTUX OEIKOB, BKIIOYAs
VOHHBIE KaHaJIbI.

3. 'opmoHBl MOTYT neiicTBOBaTh 4yepe3 (G-O0€NOK W MpH YYacCTHU PACCMOTPEHHOM BBIIIES
cucreMsl Gocdonunassl C. B pesynbrate u3 GpocharuauInHOZUTHAOB 00pa3yroTcs J1Ba BTOPUY-
HbIX nocpenuauka: UD3 u JIAT. 'opMoHBI U Ipyrue BHEKIETOUYHBIE (aKTOPHI PETYIUPYIOT MaT-
pUYHBIE CHUHTE3BI, JeneHne U AuddepeHInpoBKy KIETOK M HHbIE MPOLECCHI, ONpeaessieMble
AapoM KJIeTKH. OHAaKO B sIpO MPOHMKAIOT HEMHOTHE TOPMOHBI. Bce OCTalbHBIE peryupyroT
sIIEPHBIE MTPOLIECCHI, HE MPOHMKAs HE TOJIBKO B SAPO, HO JJaXKe B KJIETKY. DTO BO3MOYKHO JIMIIb B
TOM CJIy4ae, €CIIU B SIAPO MOCTYIAET CUTHaJI ropMoHa. O4eBUIHO, YTO [UI 3TOTO MEKKIETOYHBIN
CUTHAJI, IepeAaBacMblii TOPMOHOM, JTOJIKEH TPAHCAYLIMPOBATHCS BHAYaJIe BO BHY TPUKIIETOYHBIM,
a 3aTeM BO BHYTpHsJIepHbIi curHain. Ha nepBom stane npeoOpa3oBaHusi FOPMOHAJIBHOIO CUIHA-
Ja MPOUCXOJUT HAKOIUIEHUE B KJIETKE BTOPUYHBIX MMOCPEIHUKOB M/MIM aKTHUBAIUS MPOTECUHKH-
Ha3bl. OTMETHM, UYTO siAepHbIE FPPEKTH TOPMOHOB HANOOJIEE YacTO CBA3AHbI C aKTUBALUEH TH-
PO-3MHKHHA3bI - MIPOTEMHKUHA3BI, (ochopunmpyromeil B 6enkax ocTaTKH THPO3MHA, MPOTEHH-
knHa3 Cu 4.

4. T'opmonsbl, Hanbosee 3(h(HEeKTUBHO PETYIUPYIONIUE AACPHBIE MPOLECCH, - 3TO (HAKTOPHI
pocTa KJIETOK U LIUTOKHHBI. DAaKTOphl pocTa KIETOK PEryJIUpYIOT AejeHue U TupHepeHIUPOBKY
KJIETOK U TMOJICPKUBAIOT UX JKU3HECTOMKOCTh. LIUTOKMHBI - HOCUTENN CBOEOOPA3HOTO MEXKKJIe-
TOYHOTO S3bIKa B3aUMOJEHCTBUSA- IEPENAIOT CUTHAIBI OT KIETKU K KieTKe. OHM peryaupyror
TaKxke AeiaeHue u auddepeHInpoBKy UIMMYHHBIX KJIETOK U IpyTrue UMMYHHbIe peakuuu. O6pa-
30BaHME KOMILIEKCAa TOPMOH-PELENTOP aKTUBUPYET PELENTOPHbIE TUPO3UHKUHA3BI, U OHH (hOC-
bopuHpyrOT paznuuHbie OeaKu. JTo BKItouaeT cuctembl Majoro G-6enka (Ras) u gochomnuma-
361 C.



1) Topmonnt ITK A—» Bexu —» DdderTnr

IIK G—Benxu — 3ddexTnr
Ipyrae Gemxn| —» DddexTnr

2) I'opMOHEI

NO, opranpaeckue
HHTpPATH
Bemxn—» DddexTn

KM-ITK —» Bemai—» DdderTnt

3) Fopmoms!

» [IK C—» bema —» Dddextrr

PR e

» Kackan ITK 1 TK—» Benxu —» Dddextn

Puc. 1.13. OcHOBHbIE CUTHAJI-TPAHCAYKTOPHBbIE TOPMOHAJIbHBIE CUCTEMBI KJIETKHU (Y KH-
BOTHBIX) [10: B.M. Kynunckuii, 1997].

All - anenunmunuknasa, 'Ll - ryanmmnuukinaza, KM - kanemonynun, KM-IIK - kanemo-
nynuHoBas nporenHkuHasza, OJIC -pocdonunaza C, ®U - pochounosuruas, X - docharu-
mxomuH, U®s - nHosuronrpudocdar, JAl - muammnrauuaepon, MH - nacynun, P - penentop,
@®PK - daxropsl pocta kinerok, LIK - nutokunsl, TK - tupo3unoBas mporenHkuHaza, RAS -
Maibiit G-0enok.

CrepouHbIe TOPMOHBI ITOCIIE 00Pa30BaHUS KOMIUIEKCA CO CBOMMH SIICPHBIMH pPeIlenTopa-
MU Tak)Ke B3aUMOJIEHCTBYIOT C perynsTopHbiMu yyacTkamu JIHK. D10 o3Havaer, 4To KOHEUHbBIE
STarbl PEryJIAlUUA SIEPHBIX MPOILIECCOB PA3HBIMU TOPMOHAMH, MO CYTH, CXOAHBI: MPOUCXOIUT
B3aMMOJICHCTBHE TOPMOH-PEIENTOPHOIO KOMITIEKCAa WM MOAM(PHUIIMPOBAHHOTO TPAHCKPHIILIU-
OHHOTO (hakTopa ¢ peryisTopabiMu yaactkamu JJHK.

W3noxxeHHbIe JaHHBIC HE MCYEPIIBIBAIOT BO3MOXKHBIX MEXaHU3MOB U YPOBHEH PETYISIINU.
TIpy CTEMYJISIHE IeTEHHS KISTOK B S yBeTuunBaeTcst konuenTpamus Ca®' (puc. 1.13). Cre-
JOBAaTEIbHO, MTPOHUKATH B PO MOTYT HE TOJBKO MPOTEUHKHHA3BI U MOIUGUIIUPOBAHHBIE UMU
TPAHCKPUITIIMOHHBIE (DAKTOPHI, HO U BTOPUYHBIE TOCPeAHUKH. OTHAKO TPAHCAYKIHS CHTHAJIA
Ca’" B sape moka He BbISICHeHA. LIUTO30/IbHBIC BTOPHYHBIC TTOCPSAHHKA U POTCHHKHHA3BI MO-
TYT PEryJupoBaTh IKCIPECCUIO TEHOB U HAa MOCTTPAHCKPHUIIIMOHHBIX YPOBHAX, HO KOHKPETHBIC
MEXaHHU3MBI TIepelayyl CUTHAJIOB B SAPO €IIIe HE YCTAHOBIICHBI.

B nocnennue roapl OKOHYATENBHO T0KAa3aHO, YTO CYHIECTBYET MHOKECTBEHHAS PETYJISIIUS
TOPMOHAMH U BTOPUYHBIMU MOCPETHUKAMU BCEX OCHOBHBIX (DYHKIIMH MUTOXOHAPHUI: aKTUBHO-
cTi (EPMEHTOB, BKIIIOUAs IUKJI TPUKAPOOHOBBIX KHCIOT Kpebca, paboThl JAbIXaTeIbHOU IICTIH,
OKHUCIUTEIBHOTO (ocHOpPUINPOBAHUS U MIPOLIECCOB YHEPronoTpedneHus. Perynsmuus ocyiecTs-
JISIETCS ABYMSI TPyIIIaMi ropMoHoB: Ca® -MoGmmmsyrommmu 1 tAM®-3aucumbivu. O6Iee s
000MX MEXaHHU3MOB - MEPBUYHBIN PEryISTOPHBIA CHUTHAT B KJIETKE BO3HUKAET B TOPMOHAJIBHBIX
perenTopax Iuia3MaTHYecKoil MeMOpaHbI, 3aTeM OH TPAHCAYIHPYETCS B YBEIWYCHHE KOHIICH-
TpalU¥ BTOPUYHBIX MOCPEIHUKOB: Ca®" w/umm TAM®, B muro3ojie. X BImsHNE Ha MUTOXOH]-
pYH BTOPUYHO U OCYUIECTBISIETCS B PE3yJIbTaTe BO3JACHCTBUSL HA HApY>KHYIO CTOPOHY BHYTpEH-
Hel MeMOpaHbl MUTOXOHIPUH WIJIM POHUKHOBEHHMS Yepe3 Hee B MaTpukc (puc. 1.14).



KoHkpeTHBIe MeXaHH3MBI ITHUX TMPOLECCOB pa3nu4Hbl. CyIIecTBYET MOCTOSHHBIH OOMEH
Ca*" yepe3 BHYTPEHHIOI MeMOpaHy MUTOXOHJPHIA: BXOJl B MAaTPHUKC 3a CUET SHEPIMHU MeMOpaH-
HOTO TIOTEHIIMANA ¥ BHIXOJ B IIUTOILIa3My B o6MeH Ha Na' mn H' 3a cuer sHeprum, CBS3aHHOI ¢
rpaauenToM pH. Pacxon sHepruu npu 3TOM HEBENIUK U ONpaBJaH: OH HEOOXOAUM JUIs KallblLue-
BOW peryisiiuu QyHKIMA MUTOXOHApHA. Kpome Toro, Ca®* aKTUBHUPYET KaK MUHHUMYM OJWH
(epMeHT Ha Hapy>KHOW CTOpPOHE BHYTpEHHEH MeMOpaHbl MUTOXOHIpHH - riauuepodocdarae-
ruzgporenasy. C perentopHsIM O€ITKOM BHYTpEHHEH MeMOpaHbl MUTOXOH/PUH B3aUMOJICHCTBYET
HAM®, yTO, OUYEBUHO, U IPUBOIUT K aKkTUBauu ux GyHkuuid. Kpome toro, tAM® npoHuKaer
BO BCE KOMIApPTMEHThl MUTOXOHJAPHUH, a B KaX/J0M U3 HUX €CTh MPOTEMHKHHAa3a A (mpaBia, ee
POJIb B PEryJsiMy GyHKIMA MUTOXOHIPHIA €11l He BIIOJIHE JI0Ka3aHa). B pe3ysbTaTe onucaHHbIX
MIPOIIECCOB IIUTO30JIBHBIN CHTHAJ CIIOCOOCTBYET YBEIMUCHUIO KOHIICHTPAIIUN Ca® w/mm nAM®
U TPAaHCAYLUPYETCS B MUTOXOHIPHAIBHBIA, YTO M BBI3BIBAET MHOYKECTBEHHBIC W3MEHEHUS
(GYHKIMH 3TUX CyOKIJIETOYHBIX YACTHII.

Heo6xonumo o0paTuTh BHUMaHUE Ha JIBE BaXKHbIE OCOOCHHOCTH:

1) mousr Ca®’ meifcTBYIOT He Uepe3 CrENMATN3MPOBAHHBIC PEICNTOPHBIC OENKH THIIA
KaJbMOJYJIMHA, a MPSIMO Ha MUTOXOHJApHaIbHbIE (PePMEHTHl MaTpUKca U BHyTpeHHEH MemOpa-
HBI;

2) s dextsl TAM®D MOryT peanu30oBbIBATHCS HE TOJBKO 4Yepe3 MpOoTe-UHKHUHA3y A, HO U
IyTEM CBSA3BIBAHUSA C PELENTOPHBIM OEJIKOM Ha BHEUIHEW CTOpPOHE BHYTPEHHEW MEeMOpaHbl MU-
TOXOHJPUH, YTO U3MEHSIET €€ CBOMCTBAa U COOTBETCTBEHHO (DYHKLMU MHUTOXOHJPUH; 3TO CyIle-
CTBEHHO OTJIMYAETCS OT KIACCUYECKUX MEXAHU3MOB, XapaKTEPHBIX IS yKapHOT.

Bueunss Brayrpennas
memOpana membpaHa
IT
. HO, (s
I'mokarop ———» 1
: HAM® 1353
i
Karexonammas: 2
\A 1D,
Basonpeccun —
Anrnorensun [1— 5
2
Ca e el o i e e e i
Bropu4neie
ocpe!’
MOCPEAHHKH Muroxonnpis

Puc. 1.14. Ilepenadya TOpMOHAJIBHOTO CHUTHAJIA B MUTOXOHApHH (y *KUBOTHBIX) [ro: B..
Kynunckuii, 1997].

E - dpepment muroxonnpuii, ®JI C - dpochonunaza C, DIIC - sumommazMaTuyeckas ceTb,
TAM® - nuknudecknii aneHosnHMoHOGochar, ALl - anennnunuknasa, [IK - mporennkunasa, P
- peuenrop, G - G-6enok.

Perynsuus GyHKIU MHUTOXOHApPUNH HE OTPAHUYUBAETCS PACCMOTPEHHBIMU YETBHIPHMS
+
TOPMOHAMHU U JIByMsI BTOPUYHBIMU MTOCPEIHUKAMU; Ca’ -MoOmm3ymux 1 TAM®-3aBHCUMBIX



TOPMOHOB O4Y€Hb MHOTO. buocuHTE3bl (0OCOOEHHO MaTpUYHBIC), HOHHBIA TPAHCTIOPT (MIPEXKe
BCEIr0 HATPHs U Kallus) - OCHOBHBIE CIIOCOOBI Pacxo/la SHEPTUH, IOITOMY UX PETYJIATOPHI JOJK-
HBI CTUMYJIMPOBATh U 3HEeprooodecrevyeHne. OyHKINN MUTOXOHAPHI MOTYT CTUMYJIHMPOBATHCS U
JIPYTUMH BTOPUYHBIMU MTOCPEIHUKAMU M UX PEUENTOPHBIIN OeIKaMH.

Takum 00pa3oM, B KaXI0# KJIETKE CYIIECTBYEeT KOMIUIEKC CHUTHAI-TPAHCIyKTOPHBIX CHC-
TeM, peoOpa3yIoNINX BHEUTHIE CUTHAIBI BO BHYTPUKJIETOYHBIE, a 3aTEM M B CUTHAJIBI OPTaHEeIII.
CurHasbl MOJaBISIONIETO OOJNBIIMHCTBA TOPMOHOB OT PEUENTOPOB IIa3MaTHYECKOH MEMOpaHbI
B LIMTO30JIb TEPEeNaloTCsd CHCTEMOW BTOPUYHBIX MOCPETHUKOB (Hallle BCEro MPOTEMHKHUHA3),
dochopunupoBanue xe OSIKOB U3MEHIET UX aKTUBHOCTh. B sSApo curHanm oObIYHO mepeaaeTcs
MyTeM TPAHCJIOKAIIMKU B HETO LIUTO30JIbHOM MPOTEMHKUHA3BI WM AKTUBUPOBAHHOTO TPAHCKPHII-
MUOHHOTO (hakTopa ((HochHOopHUITHPOBAHHOTO €H0 HIIM OCBOOOKICHHOTO M3 KOMILIEKCA C APYTUM
O0enkoM). B MUTOXOHIpUY CUTHAN TIepeqaeTcsl MHAYe - yTeM TPAHC JOKAIMU U3 IIUTO30JI BTO-
PHUYHBIX OCPEIHUKOB: Ca®" nm nAMO, KOTOpBIE ACUCTBYIOT B OCHOBHOM HE 4Y€pe3 CBOM CIIe-
nupUYeCKUe pelenTophl, a NpSAMO Ha (PYHKIMOHAIbHBIE OETKW MUTOXOHIpHHA. MeXxaHU3MbI
TPAHCAYKIMH B OpPTraHeIIaX OTIMYAIOTCS OT KIACCHYECKHX ITUTO30JbHBIX, HO 00ECIeYHBAIOT
3¢ (HeKTUBHBINA KOHTPOJIb TOPMOHAMU SITICPHBIX U MUTOXOHPUATIHHBIX MPOIIECCOB.

1.2.6. Tpochnueckas cuctema perynsumm

B3aumMoneiicTBue ¢ IOMOIIbIO MUTATENBHBIX BELIECTB - HaUOOJee MPOCTOi crocod CBA3M
MeXy KJIeTKaMH, TKaHSIMU U opraHamu. B xkopHU u apyrue rerepoTpodHbie Opranbl pacTeHUN
MOCTYTAIOT ACCUMUJISITHI, 00pa3yromuecs B JIUCThIX B Iporecce porocuntesa. Hanzemubie yac-
TH, B CBOIO OYepe/b, HYXkJal0TCS B MHUHEPAIbHBIX BEIIECTBAX U BOJE, MOTJIOMIAEMbIX KOPHSIMU
U3 noyBbl. KOpHU HCIIONB3YIOT aCCUMWIIATHI, OCTYTAlONIMe U3 modera, Ha COOCTBEHHBIE HYX-
Ibl, @ 4acTh TPAaHC(POPMHPOBAHHBIX OPraHMUYECKUX BELIECTB MEPEIBUraeTcsi B OOpaTHOM Ha-
npaBieHUd. TakuM o0pa3oM, aCCUMHIISATHI OCYIIECTBISIOT CBS3b MEXKIY MX IOCTaBIIMKAMHU U
MOTPEOUTEIIIMHU.

[Tpobnema mpPOM3BOJACTBA W TOTPEOJICHHUS YIJEBOJOB WJIM HMX JIOHOPHO-aKLENTOPHBIX
B3aMMOOTHOIICHU B HACTOsIIIEe BpeMsi HHTEHCUBHO pa3pabatkiBaercs. B mocienHue roasl mpo-
BOJIAITCSI UCCIIEIOBAHMS 3TUX BOIIPOCOB Ha KJIETOYHOM M MOJIEKYJSPHOM YpoBHsX. Oka3anoch,
4yTO caxapa (TeKCO3bl U caxapo3a) BBIMOIHSIIOT HE TOJIBKO POJIb CYOCTpaTOB JJIs pOCTa TeTepo-
TPO(HBIX OPraHOB, HO CIYXAaT TAaKXKe CUTHAJILHBIMU MOJIEKYJIaMHU, KOTOPbIe KOHTPOJIUPYIOT JKC-
MIPECCUI0 TE€HOB, PETYIHPYs U MPou3BoAcTBO CaxapoB B JHUCTHSIX, U MOTpeOIeHUE UX APYTUMU
opranamu pacteHuii. CEeHCOpOM IeKCO3HOI0 CHTHalsla, BO3MOXKHO, SIBIISIETCSI T€KCOKMHA3a, a ca-
XapO3HOTO - JKCTpaKIeTO4YHasi WiIM MeMOpaHOCBsi3aHHas MHBeprTasa. [locTymaroniue B KIETKY
T'eKCO3bl YYaCTBYIOT B PENPECCUU T€HOB, KOAUPYIOIIMX CUHTE3 psAna (GpoTocuHTETHUECKUX (ep-
MEHTOB ((POTOCHHTE3-3aBUCHUMBIE T€HBI), YTO MPUBOIUT K MHTHOMPOBaHHIO (PoTOCHHTE3a (pHC.
1.15). Bmecte ¢ TeM MPOUCXOIUT MHAYKIHS CHEIU(PUIECKIX T'€HOB MOTpeOsieHus, T.€. TeHOB,
KOJIMPYIOIINX SKCTPAKIETOYHYIO0 HHBEPTA3y, KOTOPas, THAPOIU3YS MOCTYMAIOIIYIO U3 CUTOBHU/I-
HBIX TPYOOK caxapo3y Ha TIIOKO3y U (PYKTO3y, CIOCOOCTBYET CHAOKEHHUIO yTieBOJaMHU IO-
TPEOJIAIONINX TKaHEH.

[Tpu comocTaBieHUH ACUCTBUS HA TEHOM PA3IMYHBIX CTPECCOPOB U YTIIEBOAOB BBISBICHBI
OOIIHOCTh MPOUCXOXKICHHUS PA3IMYHBIX CUTHAIOB M CXOJHBIC YEPTHI BO3ACHUCTBHUS Ha B3aWMO-
CBSI3M TMPOU3BOJCTBA U moTpednenus CaxapoB. AKTUBHPYEMBIE CTPECCOPOM U caxapaMH CHT-
HaJIbHBIC TYTH BKJIIOYAIOTCS HE3aBUCUMO JPYT OT Apyra, HO MOTYT B3aMMOJEHCTBOBAThH B IPO-
necce Tpancaykuuu (puc. 1.15). AGuotuueckue cTpeccopsl (3acyxa, 3acoJeHHue, HU3Kas TeMIie-
patypa) BeAyT K YCHIICHHIO THAPOIUTUIECKUX MPOIECCOB, B YACTHOCTH THIPOJIM3a Kpaxmana. B
pe3yNbTaTe MPOUCXOIUT HakomieHue CaxapoB, YTO COMPOBOXKIAETCS TOPMOKEHHUEM UX 00pa3o-
BaHU B mporecce ¢porocuHTe3a. B cimyuae nHpeknuii (OMOTHYECKUX CTPECCOPOB) B COCTAB BBI-
JENSIEMbIX MAaTOTEHAMH BEIIECTB BXOJSAT BBICOKOMOJIEKYJSPHBIC TIIOKAHBI - OJIUTOTIIUKO3H/IBI,
KOoTOpble "y3HaroTcsl" MEMOpaHHBIMU DPELENTOpPaMU pacTeHUs. Tak, AJIUCHUTOPHI YIJIEBOIHOU
IPUPOJIbI UHAYIUPYIOT SKCIPECCUIO TeX T'€HOB, KOTOPHIE KOJIUPYIOT CHHTE3 COCTUHEHHM, UT-
paromux 3alUTHYIO poiib. Bee yka3zaHHbBIE BO3ICHCTBUS, a TaKke (UTOTOPMOHBI (ayKCHH, 3TH-



JIeH, THOOepeIUTHH, IIMTOKUHIH) YYacTBYIOT B PEryJISIIIUK CHHTE3a IKCTPAKICTOUHOW WHBEPTA3bI.
ITo Bcelt BEPOATHOCTH, 3TO MOXKET CBHUIETEIBCTBOBATE O €€ BAXKHOU POJIM B YCUIIEHUH YTIJICBOJ-
HBIX CUTHAJIOB U PETYJISLUU CUHTE3a U MOTPeOJICHUs YTIIEBOIOB.
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Puc. 1.15. Perynsuumn reHoma cTpeccopamMi M caxapaMy KaK CUTHaJIbHBIMU MOJIEKYJIaMH.
I'K - rexcokunasa.

Kackan mepenaum yrieBOJHBIX CHTHAJIOB BKJIIOYAET MPOTEMHKHHA3Bl M (ocdarassl. B
TPaHCAYKUMHU y4acTBYIOT MAP-knuHa3a, HOHBI KajJblKsd, T.€. KaK MPOMEXKYTOUYHBIE COCAUHEHHUS
OHHU MOTYT, BEPOSITHO, OBITh BKJIIOYCHBI U B TPOPHUUIECKYIO CUCTEMY PETyJISIHMN 00pa3oBaHUI U
noTpeOJICHUS YIIIEBOIOB.

CaBuru B COIEpKaHUHM PA3IMYHBIX JIEMEHTOB MHUTAHHS OKa3bIBAIOT BIMSHHE HA OOMEH
BEIIECTB, (PU3UOJIOrHYECKHEe U MOP(HOreHeTHYeCKHe MpoLecchl y pacTeHuid. Mi3MeHeHus B pac-
TUTEIBHOM OpPTaHW3Me, BHI3BAaHHBIC HEJOCTATKOM MM M30BITKOM MHHEPAIBHBIX BELIECTB, pac-
CMOTpEHBI HUXkeE (cM. 6.2).

[Tpu cTpeccoBBIX BO3ACHCTBHUAX yCHUIIMBACTCS KOHKYPEHIHS PA3IMYHBIX OPraHOB 3a MHTa-
TEJIbHBIEC BEIIECTBA, HO OOBIYHO PAa3BUTHE PACTEHHUH MPOJOIIKACTCS, €TO CKOPOCTh MOXKET JIaxe
YBEJIMYHUTECS, T.€. ycKopseTcs ¢opMmupoBaHue ceMsH. OHako oOpas3ylomuecs: OpraHbl Melbue
OOBIYHBIX, @ YUCIIO JIMCTHEB, IJIOJOB, CEMSIH yMEHBIIaeTCs. TeM He MeHee KOHEUYHas BeIMYHHA



CEeMSH MaJIo OTJIUYACTCS OT HOPMAJILHOM. DTO yKa3bIBae€T HAa B3aMMOJICUCTBHE TPOPHUIECKOM pe-
TYJSIUYU C IPYTUMH CHUCTEMaMU, 00eCTIeYUBAIOIIUMHE CBSI3U BCEX YACTEl OpraHusma.

1.2.7. dnekTpocusnonormyeckas perynaums

buosnexTporenes, T.e. CIOCOOHOCTh T€HEPUPOBATH DIEKTPUUECKHUE MOTCHIIUAIIBI - OJTHO U3
YHUBEPCAJIbHBIX M CYHIECTBEHHBIX JUIS KU3HEIESATEIIbHOCTH CBOMCTB KHUBBIX cHCTeM. buosnek-
TPOTE€HE3 PAaCTeHUN Ba)KeH U KOOPAWHAIMU MX (YHKIMOHAIBHON aKTUBHOCTH U TPOILIECCOB
MopdoreHnesa

B pesynbraTe OMO3MEKTpOreHe3a BO3HHKAIOT Ouodyekrpuueckue moTeHnuansl (BOII).
Pazmuuarot nmotenimansl mokos (I111)- pasHOCTh MOTEHIIMATIOB HA MEMOpPaHE B MOKOSIIEMCS CO-
CTOSIHUH, ¥ TOTeHIMabl Bo30yxneHus (I1B) - usmenenue [111 npu Bo30yx)aeHUN.

[ToTeHman MOKOsSi COCTOMT W3 JABYX KOMIIOHEHT - TU(PGY3UOHHON W METaOOIUIECKOM.
Juddy3noHHas KOMIIOHEHTa BO3HUKAET MpPU MACCUBHOM IepepacnpesieieHM MOHOB Ha MEM-
OpaHe COOTBETCTBEHHO paHee C(HOPMHUPOBAHHBIM HMOHHBIM TpamueHTaMm. [Ipu 3TOM 0COOEHHO
Ba)XHBI J1Ba (haKTOpa - BEIMYMHA I'PAJAMEHTa KOHIEHTPAIIMA MOHOB M KOA(P(PUIMEHT UX MPOHH-
IaeMOCTHU yepe3 MeMOpaHy. Metabonuueckasi KOMIOHEHTa FeHEPUPYETCS ¢ IIOMOILBIO AJIEKTPO-
TeHHOTO HACOCA, MPE/ICTABICHHOTO Y pacTeHuii npeumymiecTenHo H -Hacocom- H' -AT®a30ii.
[ToTentmansl BO30YKIEHUS TIPEICTABIICHBI IBYMs TUIIaMU - BaprabenbHbIM noteHnuanom (BIT)
u noreHuuanom aeiictusa (I1J1). [lepBblit BO3HUKAET MO BIAUSHUEM CHIIBHBIX pa3apakuTeneit
(oxo0r, MexaHMYeCcKoe MOBpeXkIeHNuEe TKaHu). BTopoii mo psiay Npu3HAKOB COOTBETCTBYET TaKO-
BOMY Y )HBOTHBIX, HO JuinTenbHOCTh 11]] y pactenuii Oonbiie. OcuoBy 1] (MecTHBIX U pacpo-
CTPaHAIOIINXCS) COCTABIISAIOT MAaCCUBHBIE MOHHBIE MOTOKU. Bce 3TH BUABI AJIEKTPUUYECKON aK-
TUBHOCTH BXOJISIT B AJIEKTPO(PU3HOIOTUUECKYIO CHCTEMY PETYJISAIMH.

@OyHKIMKU OMOdJIEKTPOreHe3a y PacTeHUH MOAPA3JENIIOT Ha YNPaBJSAIONIyo (Mpeumylie-
ctBenHo I1I1) u curnansayto (I10). K ynpasmsromum ¢pysnkuusm [T oTHOCST 3HEpreTHYecKyto,
PEeryJIsTOPHYIO M aJanTUBHYIO. PaccMOoTpuM OHMO3JIEKTporeHe3 Ha NMOBEPXHOCTHOW MeMmOpaHe
(Ha BHYTpPUKJIETOUYHBIX MEMOpaHaX TOKE BO3HHUKAET Pa3HOCTh MOTEHIHAJIOB, HO JIEKTPHUECKUE
CBOMCTBa KJIETKH OMpPENENSIOTCS MPEUMYIIECTBEHHO 3JEKTPOreHe30M Ha IlazManemme). Paz-
HOCTh TOTEHIIMAJIOB MMEET WOHHYIO MPUPOAY, T.€. OOyCIIOBIeHAa BO3HHMKHOBEHHEM HWOHHOU
ACUMMETpUH, HEOJUHAKOBBIM pacHpe/esieHneM Mo 00e CTOPOHbI MEMOpaHbl KaTUOHOB U aHUO-
HOB. Benuunna memOpannoro noreHnuana coctasiser 100-300 mMB. Dnexkrpuueckas sHeprus,
3araceHHasi B MeMOpaHe, MOXKET MepexoauTh B Apyrue Gopmsl sHepruu. Ilpu tonmumHe MeM-
6pamsr 100 A, HAIPAKEHHOCTb MEKTPUUECKOrO MOJS HA Heil coctaBisier 10° B/cm, uto He Mo-
JKET HE BIUATH Ha ee ()a30BO-CTPYKTYPHOE COCTOSTHUE. MOJIeKyJIIbl MEMOpPaHHBIX OETKOB MEHSIOT
OpPHUEHTAIMIO WM KOH(POPMAIMOHHOE COCTOSIHHE, B JIMITUJAHOM MAaTPHUKCE MPOUCXOJAT U3MEHE-
HUS. MHUKPOBS3KOCTH, a TaK)Ke SIBJICHUS 3JEKTPOCTPUKIMH (DJIEKTPOMEXAHUUYECKOIO CHKATHS).
H3MeHeHus pa3HOCTH MOTEHIIMAIOB Ha MeMOpaHe Mo AeMCTBUEM TeX WIIM UHBIX (DAKTOPOB OKa-
3BIBAIOT BIMSHUE Ha paboTy MeMOpaHHBIX OCIKOB - (PepMEHTOB, PEIECNITOPOB, KAHAJIOB CHCTEM
MEPBUYHOTO U BTOPUYHOT'O aKTHBHOTO TpaHCHOPTA. TakuM 0Opa3oM, OCYIIECTBISIETCS PeryJis-
st [1I1 akTUBHOCTH KIIETKH.

MemOpaHHble TOTEHIMANBI BEChbMa JTa0WIbHBI, UX U3MEHEHUS MPU NEHCTBUU Pa3IHMUHBIX
BHEIIHUX YCJIOBHM MOTYT UMETh IpHcrnocoOuTenbHOoe 3HaueHne. Ha nepBom 3rtamne ctpeccoBoit
PEaKIuu MPOUCXOUT NepeudHas denoaapuzayus - pe3Koe najieHne MeMOpaHHOTo MOTEHIIHaa,
YTO COIPOBOXKIAETCS CHUKEHHUEM WHTEHCHUBHOCTM MHOTMX MEMOpPAaHO3aBHCHMBIX IPOIECCOB.
Ot1o cnocobcTByeT "yxomy'" KIETKH OT HETraTMBHOTO BIUSHUS cTpeccopa. B crnemyromryro dazy
aoanmueHou penonsApuzayuy MEMOpPaHHBIM MOTEHIMA BO3PACTAaeT, MEMOPAHOCBSA3aHHbBIE CHC-
TEeMbI HAUMHAIOT paboTaTh Ha OoJiee BHICOKOM YPOBHE M KJIETOYHASI aKTUBHOCTh BOCCTAaHABIHMBA-
ercs. 3MeHeHnss MeMOpaHHbBIX MOTEHLUAJIOB SIBJISIIOTCS, MO-BUIMMOMY, HauboJjiee paHHUMH B
pa3BUTUHU OOIIETO CHHIPOMA aJamnTallid U, BO3MOXHO, CIy>XaT CTUMYJIOM JJii BOSHUKHOBEHUS
PUCTIOCOOUTENBHBIX OTBETOB HA APYTUX YPOBHAX OpraHU3Ma.

VY pacteHuil U3 BCeX THIIOB 3JEKTPHUUECKUX CUTHANOB ocoboe BHMMaHue yaensercs [1/],
MOCKOJIbKY HX T'€HEpalys U pacHpoCTpaHEHUE IMPEACTaBISAIOT cOO0M OAMH U3 YHUBEPCAIBHBIX



croco0oB mepeaaun WHGOPMAIMKA O BHEITHEM BO3JCHCTBUH, T.e. ocHOBHAsI ¢yHKIus [1]] cur-
HasbHasg. OHA XOPOIIO U3y4YeHa Ha HEPBHBIX BOJIOKHAX )KMBOTHBIX, HO UMEIOTCS JAHHBIE O BaXK-
HOCTU €€ U JUIs pacTeHuid. Hampumep, npu ABMKEHUU JIMCTAa MHUMO3bl BO3HUKAIOT KOJeOaHUs
I1/1, xoTOpBIE CXOIHBI C TAKOBBIMHM B HEPBHBIX BOJIOKHAaX. OnHako B orauuue oT [1/] KUBOTHBIX
B HUX ydacTByoT He Na' n K', a Cl" u K'. BHauase 10J1 BIMSHHEM BHEIIHETO Pa3IpaKHUTEINS
YBEJIMYUBAETCSI MPOHULAEMOCTh MEMOpPaHbl JUIsI MOHOB KaJbLMsl B pPE3yJIbTaTe OTKPHIBAHMS
KaJbIUEBBIX KaHaloB (puc. 1.16). KoHueHTpaus HOHOB KadblMsl TOPa3A0 BbIIIE BO BHEIIHEH
cpelle, MOITOMY OHM BXOIAT BHYTpb npoBozasmux IIJ[ kinetok mo rpaaueHnty. Boins BHyTpb
BO3GY KICHHBIX KIETOK, HOHBI Ca’ aKTHBHPYIOT XJIOPHBIE KAHAIIBI, KOTOPBIE TOKE OTKPHIBAIOT-
cs. OTO aeT BO3MOXKHOCTb BBINTH Hapy Ky HOHAM XJIOpa, KOTOPHIX 0oJjbllie BHYTpH KieTok. [To-
TOK OTPHIIATEIBHO 3apsKEHHBIX MOHOB XJIOpA HAPYKY MPHUBOIWT K JIETOISIPU3AIIN MEMOPaHEI,
IIOCKOJIbKY €€ BHEIIHSS CTOPOHA 3apspKEHA IOJIOKHUTEIBHO, a BHYTPEHHSISI OTPULATENIBHO, NPU
3TOM BO3HHUKaeT Bocxoxsmias BeTBb [1J] (puc. 1.16). [lenonsipuszaius MeMOpaHbl ClIOCOOCTBYET
OTKPBIBAaHUIO KAJIMEBBIX KaHAJIOB M BOSHMKHOBEHHIO HAIIPABJIEHHOIO Hapy»Xy IOTOKAa MOHOB Ka-
JWsI, KOTOPBIX, TaK K€ KaK W MOHOB XJIOpa, OOJbIlIe BHYTPH KJIIETKH, Y€M B HAPYXHOH cpene.
OTOT MOTOK OKa3bIBae€T Ha MEMOPAHHBIN NMOTEHIMAI PENONIAPU3YIOLIee AEHCTBHE, T.€. IPUBOIUT
K BOCCTaHOBJICHHUIO €TI0 UCXOJHOTO 3HAYEHHS.

4 10 20 Bpems, muH
—40¢
Q -80f A
Lh_;-“.;—lZU-
-160¢t
—200[ Cazﬁ
BryTpH
Membpana
Crapyxu
CHapyxu
MewmGpana
BayTpn

Puc. 1.16. 'enepanus noTeHnmana qecTBHUS y BBICIIMX pacTeHHH (a) M €ro pacmpocrpa-
HeHHe B Bo30yanmoii memOpane (0) [mo: B.A. Onpuros,1998]. O0bsicHEeHMs B TEKCTE.

Pacnpoctpansisick Mo pacTeHHMIO M JOCTUTas ONpeeNeHHbIX opraHoB, [1J] 3HauuTenbHO
U3MEHSIOT MOHHBIM COCTaB KJIETOK, OCOOEHHO cojepkaHhe MOHOB Kaius u xjopa. [Tockombky
YpOBEHb OOMEHHBIX TPOIECCOB B TKAHSAX CHJILHO 3aBUCUT OT HOHHOTO cocTaBa, [1/] MoryTt BEI-
3bIBaTh B HUX (YHKIIMOHAJIBHBIA OTBET. [Ipr 3TOM Hag0 UMETHh B BUAY, YTO BO3HUKHOBeHUE [1]]



B OTBET Ha JIEWCTBHE BHEIIHETrO pazapaxkutens HecrneuuduuHo. Pacnpocrpanstomuecs 11 e
HECYT KOHKpETHOW MH(popMalmu, a MpeacTaBisioT co0O0i NHUIh CUTHAT O BHEUTHEM BO3CHCT-
Bun. OHaKo B TKaHsX U opraHax I1J[ MoxxeT BbI3bIBaTh HapsALy ¢ Hecllenu(pUIECKUMH OTBETaMU
WU3MEHEHHUSI HEKOTOPBIX CHENU(pUIECKUX MPOLECCOB, CBONCTBEHHBIX NAaHHOMY OpraHy (Hampu-
Mep, B JIUCTHIX U3MEHEHUE (POTOCHHTE3a, B KOPHIX YCHUIICHUE TIOTJIONICHHS BEMIECTB | T.JI.).

CurnaneHas (uH(popmanmonHas) poib [1/] B 0OBIUHBIX Mpolieccax pocTa U pa3BUTHS MPO-
ABJIIETCS, HAI[PUMEP, B PACIIPOCTPAHEHUHU JIEKTPUUECKUX UMITYJIbCOB IO HANPABICHUIO K 3aBsi-
3M JUIsl IOATOTOBKU €€ K BOCHPHSTHIO MbUIbLLI U OIJIOJOTBOPEHUIO WM Y PACTEHUN C JBUTra-
TEIbHBIMU PEAKIMSMH: MHUMO3bI, POCSHKH, BEHEPUHON MYyXO0JIOBKU U T.N. Kpome Toro, renepa-
uus [1/] y pacTeHuil mpoucxXoauT NpH YMEPEHHBIX U3MEHEHHSX B OKpYXKaroUlel cpene, naxe
npu nepenanae temneparyp 1-2°C. 1o Bcelt BeposiTHOCTH, 3TO cBOoeoOpaszHoe "mpeayrnpexacHue"
OpraHOB U TKAaHEW O BO3MOYKHOM IIPEICTOSLIEM 3aMETHOM MOHMKEHUHU TemrepaTtypsl. "[Ipeny-
npexaatomas” poab 1] cBoguTcs K BpeMEHHOMY MOBBIIIEHUIO YCTOWYMBOCTH OPraHOB U TKa-
HEell pacTeHUs K HeOIaronpUaTHBIM BO3IEUCTBUSAM, KOTOPOE HOCHT HECHEIU(PUIECKHI XapaKTep.
Taxum oOpazom, rpu cnadbix Bo3aencTBUsIX GyHKws [1]] cBszaHa ¢ onepexaromuM OTpaskeH -
€M JCHCTBUTENBHOCTH, & TIPH CUJIBHBIX Pa3JpaKUTENSAX - C BHIIOJHEHUEM MEPBUYHOMN 3KCTPEH-
HOM CHTHAJIBHOM CBSI3HM, KOTOpasl MO3BOJSET PACTECHUIO ONEPATUBHO HA4YaTh MEPECTPOUKY KU3-
HEHHBIX (YHKIIHA.

Bce MexXkieTouHble CHCTEMBI PETyJISLUU TECHO B3aUMOCBS3aHbl. OUTOrOPMOHBI OKas3bl-
BAalOT BJIMSHHE HA aKTUBHOCTb MEMOpaH M TPaHCHOPT Tpohuyeckux (PakTopoB. DIEKTpUUECKUE
CUTHAJIBI IEHCTBYIOT Ha TPAHCIIOPT MOHOB, META0OIHMTOB M T.J. BMecTe ¢ TeM MEXKJIETOUHBIC
CHUCTEMBI PETyJsiLMU Ha KJIIETOYHOM YPOBHE JIEUCTBYIOT TOJIBKO Ye€pe3 BHYTPUKIETOUHbBIE CUCTE-
Mbl. ITHBIMU cI0BaMH, B 1I€JIOM OpPraHu3M€ MpPH COXpPaHEHHM MPHUHIIMIIA UEPAPXUU CUCTEM OCY-
HIECTBJISIETCS B3aUMOCBSI3b BCEX PETYJIATOPHBIX MEXAaHU3MOB.

Cucrembl peryJisiluy BKIIOYAIOTCS Y PACTEHUN M HEYCTONYMBBIX, M yCTOMYMBBIX. OqHAKO
y MEPBBIX MEPEKITI0UYEeHNE METa00Iu3Ma Ha HOBBIM YPOBEHb MPOUCXOAUT OY€Hb OBICTPO, UTO 3a-
TPYAHSAET PETyJIATOPHOE 0OBEAMHEHHE 3alIUTHBIX peakiuid. [loaTromy cOaraHCHPOBaHHOCTH pa-
O0TBI OTZEIBHBIX 3AIIUTHBIX PEAKIMA CKOPO HApyIIAETCs M MPOUCXOTUT pa3ynopsaodeHne 00-
MEHa BeUIeCcTB. Y MPHUCIIOCOOIEHHBIX K€ PACTCHUH B IPOIIECCe ATUTEIHHOMN 3BOMIONHUU CHOPMHU-
poBasiach HEOOXOUMasl JIJIsl BBDKUBAHUSI CIIOCOOHOCTH K MOCTENIEHHOMY U MOCJIEI0BaTEIbHOMY
B3aMMO/JICHCTBHIO PA3JIMYHBIX CHUCTEM peryisinuu. TobKO corjacoBaHHas pa0OoTa aHcaMmOuis
CUCTEM pETyJIsluU, HeoOxoaumas Uisi KOOpAMHALIMA KOMIIOHEHTOB KOMIUIEKCA 3alIUTHBIX pe-
aKIii, crocoOCTBYeT 00ECTIEUEHUIO JUTUTENBHOTO CYIIECTBOBAHUS OpraHu3Ma B HEOIaronpusT-
HBIX 9KOJIOTUYECKUX YCIIOBHUSAX.

MmaBa 2
YCTOUYMBOCTb K HEOQOCTATKY UNN OTCYTCTBUIO KU-
CJIIOPO[A

CrocoGHOCTh OPraHU3MOB MEPEHOCUTH YCIIOBUS TUIIO- WM aHOKCHH, T.€. BPEMEHHBIH Jie-
(GUIIT WK OTCYTCTBUE KHCIIOPOJa, IIMPOKO PaclpOCTPaHEeHA B MPUPOJE U HAUOOJIEEe XOPOIIO
HCCJIEIOBaHA y KUBOTHBIX, a TAK)KE B MUKPOOHMOJIOTHH, MeTuIlMHe. BinsHue rumo- u aHoKcUu
HA pacTEHUs U3yYCHO MEHbINE, OCOOCHHO MO CPaBHEHHIO C BO3JCUCTBHEM Ipyrux (aKTOpOB
BHEIIHeH cpenbl. PaccMoTpeHne ykazaHHBIX BOMPOCOB HEOOXOIUMO B CBSI3U C TE€M, YTO MOCTO-
SIHHO€ WJIM BPEMEHHOE MEPEYBJIAXXHEHUE XapaKTEPHO JUIsi MHOTUX PaliOHOB 3€MHOrO Iapa, B
Poccuu sato Ceepo-3anan, Cubups, Jlansuuii Boctok.

[Tpu 3aTonneHnu win 3a001aYUBAHUU TTOYBHI BO3/YX BBITECHsIeTCs U3 Hee Bomoi. Juddy-
3Usl K€ €ro B BOJIC MPOUCXOAUT MIPUMEPHO B 10* pa3 MeieHHee, YeM B ra3oBoi cpene. Tak, B
TOp(STHO-O0JIOTHBIX TOYBAX KOJIMYECTBO KHUCIOpOJa cocTaBisieT MeHee 1%, B riiMHe Ha NHE
npynoB 0,035%, a Hike TPYHTOBBIX BOJ MaaaeT A0 HyJs. [loaToMy ocoOeHHOCTH MecTOOOHTa-
HUSl 3aTOILUISIEMBIX PACTEHU COCTOUT B BBIPAKEHHOW B TOW WJIM MHOW CTENIEHU TMIIOKCHUU WU
naxxke aHokcuu. Hambosee yacto B ycnoBHsX JeduiuTa KUCIOPOIa OKa3bIBAIOTCS 03UMBbIe Xjieba



(mIIeHuIia, poxp, SUYMEHb), a TAKXKE COsl, PUC, €KOBHUK, XJIOMYATHHUK (IIPU OPOILICHUN), HEKOTO-
pbIe ApeBecHbIe pacTeHus (MBa, €lib, COCHA, Oepe3a, GPyKTOBbIE EPEBbs) U T. 1.

SIBi€HMSI TUIIOKCUM M aHOKCUU MMEIOT MHOIO OOIIEro, Tak Kak U IpHU FMIOKCHH HEKOTO-
pble TKaHU HCTIBITHIBAIOT HEOCTATOK KUCIOPOAa, OCOOEHHO B aKTUBHO (DYHKIIMOHUPYIOUIUX Op-
ranax. Hampumep, uisi HOpManabHOHM >KU3HEICSITEIHPHOCTH KOHYMKOB KOpPHEW HEOOXOAMMO He
Menble 20% kucnopozaa B cpene. OaHaKo y pa3HbIX M0 YCTOMYMBOCTH K THIIO- U aHOKCHUHU pac-
T€HUN (WIK UX OpraHOB) MOTYT OBITh HEOJAMHAKOBBIE MOTpeOHOCTH B Kucinopoae. CoriaacHo
MHEHHUIO UTAIbSHCKUX uccienoBaTeneil A. bepranu u M. bpoMmOunna, B KOpHAX puca mepexo.
Ha aHa’poOHBINM TUI 0OOMEHa HauMHAEeTCs MpHU colepkaHuu kuciopona 5-10%, a y meHee mpu-
CIoCcOOIEHHOM K Ie(hUIIUTY KUCIOpOa MIISHUIIBI- TPU KoHIeHTpanusax 6onee 10%. [TonHoCcThIO
Ha aHa’POOHBIN PEKUM pacTeHUs Nepekiodarores npu 1%-HoM colep:kaHuu KHCI0poaa B cpe-
ne. CBoeoOpasue moTpeOHOCTEH B KHUCIOpPOJE XapaKTepHO W JIA Pa3HBIX MPOIECCOB OOMEHa
BenlecTB. Tak, pocT KOpHEH TOPMO3UTCSI OOBIYHO NPU 00Jiee BHICOKOM COJEPKaHUU KHCIOpPOa,
YeM JIbIXaHue.

Bwmecre ¢ TeM npu runokcuu, B OTJIMUME OT aHOKCHU, OTKJIIOYAIOTCS TOJIBKO CUCTEMBI, 00-
JaaonMe HU3KUM CPOJCTBOM K Kuciopoxdy. Ilpu manoMm conmepskaHuu KHUCIOpOJa CHOCOOHA
HaCBILIAThCS TOJIBKO LUTOXpoMokcuaasza (Km nurtoxpomokcuaassl Huxke 1 Mmkmounb Os). B otin-
yre OT Hee (IaBHHOBBIE (PepMEHTHI 001a1al0T HU3KUM CPOJICTBOM K KHCIOPOAY, OHU TPEOyIoT
JUISL aKTUBALIMM 3HAYUTEJIBHO 00Jiee BHICOKOTO MapIMaIbHOTO JIaBJICHUS KUCIOPOa B Cpee.

Huzkoe cpoAcTBO K KHCIOPOAY XapaKTEpHO TaKXkKe ISl MOoNu(EeHONTOKCHaa3bl, ackopba-
TOKCHU/a3bl, MUKPOCOMAJIbHBIX OKUCJIMTEIbHBIX cucTeM. [l03TOMYy mpu IMIOKCHM ONpENeIisio-
e oka3bpIBaeTCA MUTOXpOMOKcHaasa, T.e. ITL] MuToxoHapuu crnocoOHa YaCTHYHO pabOTaTh.
[Tpu anokcun DTL[ mOTHOCTBIO OTKIIIOYAETCS (€CIM HET COCIMHEHUM, 3aMEHSIONINX KUCIOPO/
KaK aKIenTop JIEKTPOHOB).

OpnHu pacTeHus NMpy NepeyBIaXKHEHUN WU 3aTOIUIEHUHU MOTUOAI0T O4€Hb ObICTPO, Ipyrue
CIOCOOHBI CYIIECTBOBATh B YCIOBUSX HE TOJNBKO Aeduinta, HO U OTCYTCTBUA KHciopoaa. Ha-
IIOMHUM, 4TO PACTEHUS - a3pPO0BI, TOITOMY PEeUb MOXKET HUATH TOJIBKO 00 X BPEMEHHOM BBIKH-
BaHUU MPU aHOKCHH.

2.1. MOP®OJIOI0-AHATOMUYECKUE NPUCNOCOBJIEHUSA K KOPHEBOW
r’MNoKcuun

[Tpu orpaHuYeHUN TOCTyIa KUCIOPOJa K KOPHIM B PE3yJIbTaTe 3aTOIUICHUS WJIH MEpeyB-
Ja)KHEHHs PACTEHMsI MBITAIOTCS COXPAHUTh HEOOXOIUMBIHN ISl BBDKUBAHUS YPOBEHb €r0 B TKa-
HSX. DTOMY CHOCOOCTBYIOT pa3zHOOOpa3Hble MOP(OIOro-aHATOMUYECKHE M (PU3HOIOTHYECKHE
npucrocoOIeHusl.

B ycioBusX orpaHMYEHHON a’pamuy OTMEYAIOTCS ONpeesieHHbIE MOP(OIOTHIECKUE U3~
MeHeHHUs1 KopHeil. OHM yKOpauuBaroTCs, YTONIAIOTCS, HE 00pa3yloT JOCTaTOYHOTO KOJIMYECTBA
KOPHEBBIX BOJIOCKOB. HEKOTOpBIE BHIIBI paCTCHUH CIIOCOOHBI MEPEHOCUTH MEPUOJIBI 3aTOTIIICHUS
Osaroapst MOBEPXHOCTHOM KOPHEBOM cHCTEME MM pa3BUBAIOIIMMCS JONOIHUTEIBHBIM KOPHSM,
KOTJ]a OCHOBHBIE TIOTHOAIOT IPH MOTPYKEHUH B BoAy (pHc. 2.1).

Jlnis nmpencraButeneil 6010THON (BIOPBI THIUYHBI TaK)Ke ITyOOKHE CTPYKTYpHBIE U3MEHe-
HUSI B aHATOMHUYECKOM CTPOCHUH TKaHEH - 00pa3oBaHHME HETPEPHIBHOW CHCTEMBI BO3YyXOHOC-
HBIX IOJIOCTEH (a3peHXUMBI), IO KOTOPOM BO3AYyX MAET OT HaJA3EMHBIX YacTel pacTeHUH K Kop-
HsM. BO3HHKHOBEHHE a3pEHXUMBI ITPH OTPAHWYCHUH JOCTYIA KUCIOPO/Ia K KOPHSIM MPOUCXOIHUT
HE TOJBKO Y TUTPO(UTOB, HO U Y ME30(UTOB: KyKypy3bl, SUMEHSI, MMIICHULBL. Y BEIHMUEHHE 00b-
€MOB BO3/IyXOHOCHBIX TOJIOCTEH HAONIONAeTCs B JOMOJHUTEIHHO 00pa3yromuXcs aBEHTUBHBIX
KOpHAX. Y BHUJOB, YCTOMUYMBBIX K HEJOCTaTKy KHCIIOPOJa, MOJOCTH MEXKIETHUKOB ropasfo
Oosblie, YeM y HeyCTOMUYMBBIX (puc. 2.2).

W3 mag3zemMHON yacTH HauOOJBIIYIO POJIb B CHAO)KEHUHU KOPHEBOM CHUCTEMBI KHUCIOPOIOM
UTPAIOT JTUCThA. JJI1 HOPMAIBFHOTO CYIIECTBOBAHUS TUTPO(UTOB B Cpeiic OOMTaHUs BaKHBI HE
TOJILKO MOP(OJIOr0-aHATOMUUYECKHE OCOOEHHOCTH, HO M MeTa0oJIn4ecKas aJlanTalus JUCThEB K
MOTJIOIIEHHIO JOTIOJIHUTEIBHOTO KUCIIOPOIa U TPAHCIIOPTA €r0 B KOPHHU. Y HEYCTOWYMBBIX K T'H-



IOKCUM PACTEHUN NPUOOpETEHHE JUCThIMHU (DYHKLUMHU TMEpelavyd KHCIOpOJa KOPHSAM CIYKUT
KPaTKOBPEMEHHBIM IMPHUCIIOCOOICHUEM. Y IPEBECHBIX PACTEHHH, COPACHIBAIOIIMUX JIUCThS B yC-
JIOBUSX YMEPEHHOT'O KIMMaTa Ha IIeCThb-CEMb MECSIEB B rofy, cHaOXeHne KopHel arMmocdep-
HBIM KHCJIOPOJIOM OCYILECTBIISETCSI HE TOJBKO Y€pe3 JIMCThs, HO U 4Yepe3 YeUEeBUUYKU BeTBed. B
TOU MJIM MHOW CTENEHM HUCIIOJIb3YIOTCS U BHYTPEHHUE 3amackl kuciopoaa. Hampumep, y nobenuu
MMEIOTCSL OTPOMHBIE BMECTUJIMILA T'a30B, OTKY/1a BO3AYX TPAHCIIOPTUPYETCS 110 PACTEHMUIO.
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Puc. 2.1. KopHeBas cuctema 1eCATUIHEBHBIX TPOPOCTKOB MIIICHHUITBI.

1 - TIaBHBIA KOpEHb, 2-8 - MOCIEN0BAaTEeILHO 00pa3yIolIecs: KOpHU B MpOIEcce Mmpopac-
taHus; 9,10 - NONMOJHUTENbHBIE KOPHHU, MOSBIISIIONIUMECS TIOCIE YEThIPEX JHEW KOPHEBOTO aHa-
3pobuo3a.

TakuM o0OpazoMm, mombITKa "yHTH" OT KHUCIOPOJHOW HEIOCTATOYHOCTH KOPHEW MyTeM
TPaHCIIOPTa aTMOC(EPHOTO KUCIOPO/a U3 HAI3€MHON YacTH, OKa3bIBACTCS BAXKHBIM CIIOCOOOM
aJlanTalyy pacTeHUH, OCOOCHHO MPH 00pa30BaHUM JOMOIHUTEIBHBIX MOP(OTOTHUECKUX U aHa-
TOMHYECKUX MPUCTIOCOOICHUH.

OpaHako HE TONBKO Y ME30(UTHBIX PACTEHUH, HO Jlaxke M Yy TUTPOQUTOB MPH MPOJOITKHU-
TEJIBHOM M OCOOEHHO IOJIHOM 3aTOIUIEHUH BEHTWIISLINS KOPHEH, MPEXkKe BCET0 UX TUCTABbHBIX
KOHIIOB, MOKET OKa3aThCs HENOCTaTOYHOH. OO0 3TOM MOXHO CYJIUTh MO OTBETHBIM PEaKIUIM
pacTeHMi, yKa3blBalOIIUM Ha Je(UIUT KUCIOPOAA: MOHUKEHUIO MHTEHCUBHOCTH JIbIXaHUS KOp-
HEell TpH 3aTOIJICHUH, HAKOIUICHUIO Y MPHUCTOCOOICHHBIX PAacTEHUN 3TaHOja, XOTS U HE CTOIb
3HAYUTEIBHOMY, KaK y HENPUCIOCOOJEHHBIX, TOPMOKEHUIO CKOPOCTH MOTJIONIEHUS] MUHEPAb-
HBIX BEILIECTB, MaJECHUIO SHEPTETUYECKOTO 3apsia, MOBBIIICHUIO aKTUBHOCTH aJIKOTOJIbJICTHIPO-
renassl (AJIlN). Bonee Toro, He y Bcex BJIaroifOOMBBIX PACTEHHM XOPOIIO MPEICTaBIICHA adPEH-
XUMa, CocoOHast OBITH pe3epByapoM s Bo3ayxa. Takum o0pazoMm, TpaHCIOPT KUCIOPOJa Kak
¢du3noIorHUecKas ajanTanys, BEpOsSTHO, He YHUBEPCAJICH Jaxke s TurpoduToB. Bmecte ¢ Tem
HEKOTOpbIE pAcTeHMsI, HalpuMep U3 JIPEBECHBIX, HE 00JaJarolue CUCTEMOM MEXKIETHUKOB,
TaKXe CIIOCOOHBI MEPeXHUBATh 3aTsDKHBIE MEPHOABI KOpHEBOro aHa’pobuoza. Hakownen, rurpo-
(GUTHI B yCIIOBUSAX MOTHONH aHOKCHH, KOT/1a BEHTWISILIOHHAS CUCTEMAa HE UTPaeT aalTalliOHHOMN
pOJH, JOBOJIBHO JONTO (HECKOJBKO HENENh) COXPAHSIOT KU3HECIMOCOOHOCTh. Bce 31O cBHUIe-
TEJIbCTBYET O TOM, YTO TOMUMO MPUCIIOCOOJIEHUSI K COXPAHEHHIO OJIM3KOTO K HOPMaJIbHOMY CO-
JIepKaHUIO KHCIOPOAa B KOPHSX MPHU 3aTOINICHUH U OCOOEHHO MPH BO3pacTaHUM CHUIIBI A eKTa,
T.€. IPU AaHOKCUH, PACTEHHUS JOJKHBI UCIIOJIb30BATh U MPUCIOCOOIEHUS K (PYHKIIMOHUPOBAHUIO



IPY HEJAOCTATKE MJIHM TIOJTHOM OTCYTCTBHH KUCIIOpOJa. TaKuMU MPUCTIOCOOICHUSIMA MOTYT OBITh
U3MEHEHUs B OOMEHE BEIIEeCTB WM METab0JInYeCKHe ClIOCOOBI a1alTaluu.




Puc. 2.2. DnexrpoHHble MHUKpOQOTOrpaduu MOMEPEUHBIX CPE30B KOPHEBUII IBYX BHJIOB
upucoB (A) 1 KOpHS KyKypy3bl, BEIpAlllEHHON B HEaspupyeMoM nuraresnbHoM pactBope (b).
@ - yCTOMYUBBIH, 6 - HEyCTOMYMBBIN K 3aTOIUIEHUIO BUJIbI HpUca. M - MEKKJIETHUK.

NmaBa 4
YCTOMNYUBOCTb K 3ACYXE Y NOBbILWLWEHHOWU TEMMNEPA-
TYPE

BoJIbIIIMHCTBO CTPECCOBBIX BO3JEHCTBUN M3MEHSIOT BOJIHBIN CTaTyC pacTeHUil. 3HaueHue
BOJIbI KaK pacTBOPUTENSI U TPAHCIOPTHOM CpeJibl, JOHOPA 3JIEKTPOHOB B peakuuu Xuiiia, oxjia-
JUTENS TIPU UCTIAPEHUH TPOSIBIISETCS IPU PA3IUYHBIX abnoTHYeckux cTpeccax. C TOKOM BOJIBI B
JUCT MOCTYNAlOT MHUHEPAJIbHBIE BEIIECTBA M OTTEKAIOT ACCUMMWIISTHI, JOCTaTOYHAs OBOJHEH-
HOCTh TKaHel Heo0X0AKMMa, HAaKOHEL, Ul MOJJAEp>KaHHs YCThUI] B OTKPBITOM COCTOSIHUM IS
HOPMAaJIbHOTO Ta3000MeHa.

IToBeimenue remnepatypsl Ha 10-15°C otHOCUTENBEHO HOPMBI, T.€. 10 35-40°C Takxke 3Ha-
YUTEJIbHO YCUJIMBAET UCHAapeHue BOABI U OBICTPO NMPUBOAUT, OCOOCHHO y BETETATUBHBIX OBOJ-
HEHHBIX OPTaHOB, K Je(QUIUTY BOJbI, TO3TOMY pEaKIMH PaCTEHUH Ha BO3pacTaHUE TEMIIEPaTyphl
B 3HAYUTENILHON Mepe CXO/HbI C TAKOBBIMH Ha 3aCyXy.

4.1. 3BACYXOYCTONYUBOCTb

bonee Tpetu 3eMHON MOBEPXHOCTU COCTABISAIOT TEPPUTOPUHN 3aCYILTUBBIX PETHOHOB (TO-
JoBasi cymma ocaakoB Hike 250 mm). [lonoBuHa 3toi miomanu (okoso 12% cymim) oTHOCUTCS
K KpailHE apuIHBIM TEPPUTOPHUSIM. MHOTHE CEbCKOXO3MCTBEHHBIE PANOHBI PACTIOJIOKEHBI B
apUIIHBIX 30HaX. EjkerogHbie MOTEPU ypoxKasi OT 3aCyXH OTPOMHBI, TaK KaK JaKe B YMEPEHHOU
30HE 32 BETETAllMOHHBII MEPHOJI PaCTEHUS UCTAPSAIOT BOABI OOJbIE, YeM BBINMATAET aTMOChep-
HBIX 0CaJKOB. [IOHSITHO MO3TOMY, HACKOJIBKO BKHO 3HATh MEXaHU3MbI YCTOWYMBOCTH PACTCHUN
K BOJTHOMY JIe(PUITUTY U CITOCOOBI €€ TOBBIIICHHUS.

3acyxw, T.e. SIBJICHHS, IPU KOTOPBIX PACXOJ BOIBI MPEBBIIIACT €€ MOCTYIUICHUE, ObIBAIOT
MOYBEHHBbIE U aTMocdepHble. Yale Bcero 3acyxa HauMHACTCS C ammocghepHol, XapaKTepu3yIo-
nieiicss HU3KOH OTHOCHUTEIBHON BIIAXKHOCTHIO BO3/yXa, YEMY COMYTCTBYIOT MOBBIIICHHAS] TEMIIE-
paTypa u Bbicokas uHcosiuus. [Ipu AnuTEeNnbHOM OTCYTCTBUU JOXKAEH K aTMocdepHOl 3acyxe
NOOABISETCSl NOYBeHHAs, BO3HUKAIONIAS B PE3yJbTaTe yCHIUBAIOIIETOCS HCIAPEHUS BOIBI U
TpaHCTIUpaIMu pacTeHuii. Bmecte ¢ Tem cyxoBei - aTMocdepHasl 3acyxa ¢ CHIBHBIM BETPOM
MOJKET U HE BBI3BIBATH MOYBEHHOTO JeduiiuTa Biard. [Ipu cuiapsHOM BETpe MPOUCXOAUT OBICTPOE
BBICBIXaHHUE TKaHeH 0e3 moskenTteHus ("'3axBatr') WM TOSBISIIOTCS OXKOTU B BHJZIE OypBIX ISTEH
("3aman").

Kak u3BecTtHO, pazHOOOpa3Hble IIMHUCTHIE MHUHEpaibl (QIIOMOCUIMKATBI) U T'yMYyCOBbIE
BEII[ECTBA MOYBHI - KOJJIOUIBI MOTYT YJEP>KUBATh 3HAYUTEILHOE KOIU4YeCTBO BoAbL. Kpome Toro,
BOJIa BXOJUT B COCTaB MHOTHX CJIOXHBIX XUMHUYECKHX KOMIUIEKCOB, O0pa3yIOIIUXCsS B TOYBE.
DTa BOJia HA3bIBACTCS C8A3aHHOU W HEOCTYITHA AJI pacTeHUH. JJoCcTymHa pacTeHUsM BOJIa MOY-
BEHHOT'0 pacTBOpa, COJEprKallascs B KalWulsipax MOYBbI, WIN Kanulisaphas Boja. KomuuectBo
BOJIbI, KOTOPOE TIOYBa CIIOCOOHA yAEpkKaTh BCIEACTBUE KAMUISPHBIX B3aMMOJICHCTBHI U OBOJI-
HEHUS KOJUIOMHBIX YaCTHULl, HAa3bIBACTCS 101601 61azoemkocmyuio. OHa XapaKTepu3yeT MaKCH-
MaJbHOE KOIWYEeCTBO MouBeHHOW Biaru. [locrme atmocdepHBIX OCaJKOB B MOYBE MOMHUMO Ka-
MWUISIPHON BOJBI OBIBACT MHOTO TaK HAa3bIBAEMOU epasumayuonnoil Boasl. OHA TOXE MOTPeOIIs-
€TCsl PACTeHUSMHU, HO TOBOJBHO OBICTPO YXOAUT B HUKEINEXKallne MOYBEHHbIE TOPU30HTHI. [1ou-
Ba CPEIHET0 MEXaHWYECKOTO COCTaBa (CymnecyaHas M CYTJIMHHCTas) IMEET MaKCHMAaJbHYIO I0-
JIEBYIO BJIArO€MKOCTh. B TTHHUCTBIX TOYBaxX OOJblle CBA3aHHON BObBI, a B IECYAHBIX - TPaBUTA-
AOHHOM.

Jedunut Bnaru Habm0qaeTCs B )KapKOe MOTYIEHHOE BpeMsl, IPU STOM YBEIHUHUBAETCS CO-
CyIas CHjia JJUCThEB, YTO AKTHBU3UPYET IMOCTYIICHUE BOJBI U3 TTOYBHI U PACKPHIBAHHUE YCTHHIL.



Typrop nucTheB, MOTEPSIHHBIN THEM, BOCCTAHABIIMBACTCS BEUYEPOM M HOUYBIO. Takoe COCTOSTHUE
pacTeHUl Ha3bIBACTCS GPEMEHHbIM 3A850aHUeM, a BIAXHOCTh MOYBBI, IPUBOJALIAS K 3TOMY, -
enascHocmoio 8pemernoco s3assaoanus (BB3). Korga 3amacel ocTymnHo#M BOIBI B TTOYBE UCYEpIIa-
HBI, Pa3BUBACTCS 21y00Koe, WIW CMOUKoe, 3a610aHue PAacTEHUI, B 3TOM Clly4ae TyprecIeHT-
HOCTh TKaHEW yTPOM HE BOCCTaHABIWBAETCA. BIIa)KHOCTh TOUBBI B ATUX YCIOBUSX - 3TO 81AXHC-
Hocmb cmotikozo 3assaoanus (40% OT MoIHOM BIaroeMkocTr). Pa3HOCTh MEXy TOJIEBOI BJIaro-
€MKOCTBIO U BJIAKHOCTHIO BPEMEHHOTO 3aBSJIaHUS OTPAXKAET 3amac JIOCTYIMHON BOJBI B TouBe. B
MECKe CoJIep>KaHue JOCTYITHOM BOJBI U BJIArOEMKOCTh HUXE, YeM B riuHe (puc. 4.1).

BoNbIIMHCTBO aKTUBHO BEreTUPYIOIIUX PACTEHUH 3aBSAar0T IpU BOJHOM aeduuure -1,5
Mlla, a rubnyt npu -15 MIla (BB3 -2,5 + -3,5 MIla). [Isub11a pacTeHnii BBIHOCUT BOJAHBIN Je-
¢urut o -100, cemena no -150 Mlla.

B

BB3

Bnaxunocts

[lecok [nuua

Puc. 4.1. CooTHOIIEHHE JOCTYTHON ¥ HEOCTYITHOM BOJBI B IOUBAX.
1B - noneBas Bi1aroeMkocTh, BB3 - B1aXHOCTh BPEMEHHOTO 3aBSIJaHUS.

[Tpu Heboabmom nedunnte Boasl (5-10%) MHTEHCHBHOCTH MeTaboaM3Ma Y OOJIBILINHCTBA
pacTeHuil JOCTATOYHO BeNHKa. B 3THUX yCIOBHAX TpaHCHHUpalUs BbICOKA MPH MaKCHUMAalbHO OT-
KPBITHIX YCThHIAX. DPPEKTUBHO OCYIIECTBISIOTCS (POTOCHMHTE3 M JIPYTHE IMPOIECCH 0OMEeHa
BemiecTB. CHIKeHUE conepkanus Bobl Ha 20-30% MpUBOIUT K Pa3BUTHIO BOJHOTO AeduIuTa B
TKaHSIX, KOTOPBIM BO3HUKAET 3aJI0JITO J0 TOT0, KaK COJEPKaHKE BJIaru B MOYBE JOCTUTHET YPOB-
HSl YCTOMYMBOTO 3aBsIIaHUSI.

4.1.1. Peakuum pacteHun Ha 3acyxy

[Ipu HemocTaTKe BIIarW B PACTCHHUSAX MPOUCXOAST 3HAYUTEIbHBIC U3MEHEHUs OOMEHa Be-
mectB. Conepxanue cBOOOIHON BO/IBI B KJIETKAaX YMEHbBIIAETCS, BO3PACTAET KOHIIEHTPALUs Kile-
TOYHOTO COKa M HUTO30is1. ['mapaTHble 000J0YKH OETIKOB M IPYTUX MOJIUMEPOB YTOHBIIAIOTCS
win yrpauuBatotrcs. [loteps ruapaTHbIX 000s10ueK y O€NIKOB MPUBOAUT K HAPYLIEHUIO UX Tpe-
TUYHOM M YETBEPTHYHON CTPYKTYpPHI M, B KOHEYHOM CueTe, K JIeHaTypauuu. AKTUBHOCTb (ep-
MEHTOB CHMKACTCsl, & 3aT€M OHU MHAKTUBUPYIOTCH.

[Tponunaemocts MeMOpaH Bo3pacTaeT. BenencTBue neruaparaiuu MeMOpaHbl yTpayuBa-
I0T OMCIIONHBIE CTPYKTYPBl U B HUX OOHAPY’KUBAIOTCS 3HAUYUTEIbHbIE KOHPOPMALIMOHHBIE U3Me-
HeHus (oOpazoBaHue reneBoi (aszbl). MeHseTCsl 1 KaueCTBEHHBIN cOCTaB MeMOpaH, MOCKOJIbKY
WHAKTUBUPYIOTCA JecarTypas3bl, YTO NPUBOAUT K YMEHBUICHMIO KOJIMYECTBA HEHACBHIILIEHHBIX
KHUPHBIX KUCJIOT (JIMHOJIEBOH, TMHOJICHOBOW) B COCTaBE JUIMHUIHBIX KOMIIOHEHTOB MeMOpaH. B
pe3ynbTare HHAEKC HEHACBHIIEHHOCTH MaJaeT, YTO YCTAHOBJICHO Ul XJIOPOIUIACTOB, MUTOXOH/-
puii, OIIP. TekydyecTh MeMOpaH yMEHbIIACTCA, U MHTHOMpYyeTcs MX (YHKIHMOHAJIbHAS AKTUB-
HOCTb. [Ipy yBennueHun NpOHUIIAEMOCTH IJIa3MaJIeMMbl OHA TEPAET KaJbLUH, IIPU 3TOM YIIy4-
H1aeTcs €€ MPOBOJUMOCTD I BoAbl. OTHOBPEMEHHO C TPAHCIIOPTOM BOJbI U3MEHSAETCS aKTUB-



HOocTh HTAM® n Ca2+-3aBUCHMMON NMPOTEUHKHHA3BI, KOTOPHIE YYaCTBYIOT B Kau€CTBE MECCEH]-
KEPHBIX CUCTEM B PETyJISILIMU TpaHCIopTa BOAbl. Tak, Ul yAep>KaHHs BOABI B KIETKe HE00Xo-
mumMo TAM®-3aBucumoe (hochoprrpoBaHue OSIKOB MEMOpaH, KOTOPOE BO3MOXKHO B TPUCYT-
CTBUM OTIpesieieHHOro Konudecta Ca”

['aponu3 pa3nuyHbBIX OPraHUYECKUX BEIIECTB HAYMHAET Mpeo0safaTh HaJ UX CHHTE30M.
B pesynbrare nporeosnnsa NpOUCXOAUT HAKOIUIEHHNE HU3KOMOJIEKYJIIPHBK OENIKOB, YCHUIINBACTCS
TUAPOJIN3 TOJIMCAaXapUI0B U YBEIMUMBAETCS KOHIIEHTpAILHsl paCTBOPUMBIX yriieBoaoB. C oqHOM
CTOPOHBI, 3TO OCMOTHYECKH aKTHUBHBIE BELIECTBA, U YBEIMUCHHE UX COAEPIKAaHUS CIIOCOOCTBYET
MOBBIIICHUIO KOHLIEHTPALMU BaKyOJIIPHOTO KJIETOYHOTO COKa M POCTY OCMOTHYECKOTO JaBJie-
HUSI, a 3HAYUT, ¥ OOJIbIIEMY NOCTYIUIEHHIO BOAbl. C Ipyroil CTOpOHbI, COCTaB KJIETOK MEHSEeTCs,
3HAYUTENbHAs YaCTh HOHOB BBIXOJUT U3 KJIETOK, YTO BEJET K MO/ABJICHUIO CUHTE3a U MHAKTHBA-
K pepMeHTOB. ['aponuTHUecKue mpoLecchl aKTUBUPYIOTCS B MIEPBYIO OYEpe/ib B CTAphIX JIH-
CTBSIX HW)KHUX SIpyCOB. IHTEHCUBHBIN OTTOK MPOAYKTOB TUAPOIU3a B BEPXHHUE, OOJIee MOJIO IbIC
JMCThS ¥ BKJIIOYEHUE X B OOMEH BEIECTB IMO3BOJIAIOT PACTEHHIO 00Jiee SJKOHOMHO PacXo/10BaTh
nUTaTeNbHbIe CyOCTpaThl, a ONa/IeHUE JINCTHEB YMEHbBIIAET TPAHCIUPUPYIOLLYIO TOBEPXHOCTD.

Vner MHTEHCUBHBIM pacnaj NOIMpUOOCOM, CHUXKaeTcsi MHTeHCUBHOCTh cuHTe3a PHK, u
YMEHBILIAETCS €€ KOJIMYECTBO. AKTUBUPYIOTCS puboHykieasbl. 3menenue e JIHK nabmonaer-
Cs1 TOJIBKO TPU CUJIBHOM U JUJTUTENILHOMN 3acyXe.

[TpoucxoauT 3azepixKa pocTta BCIAEACTBUE TOPMOKEHUSI M KJIETOYHOIO JIEIEHUS U pacTs-
XKEHHUs, JJIS1 KOTOPOro ocoOeHHO HeoOxoauMa Boja. B pesynbTare KI€TKM CTaHOBSTCS Oolee
MEJNKUMH, 4yeM 00blyHO. Hapsny ¢ mHrubupoBaHuEM pocTa JHUCThEB U CTEOJEH pOCT KOpHEH,
0COOEHHO Y 3aCyXO0YyCTOWYMBBIX PACTEeHUN, MOKET JakKe aKTUBUPOBATHCS AJISI CKOPEHIIEro J10c-
TUKEHHSI BOJJOHOCHBIX CJIOEB IOYBBI.

V3MeHeHNs MHTEHCUBHOCTHU JIbIXaHUS B 3aBUCHUMOCTHU OT CO/IE€P’KaHUs BOJIbI B TKaHAX Ipa-
¢ugeckn B OOJBIIMHCTBE CIY4YaeB MOTYT OBITH MPEICTABICHBI KOJOKOJI000pa3HOH KPHUBOH, OT-
pakatomiel ux naByxdaszHblii xapaktep. [Ipu HeOobIION MOTEpe BOABI HAOMIOAETCS BO3pacTa-
HHE WHTCHCUBHOCTH JIBIXaHHUS, a IPU TIyOOKOM nedunmre - nonmwxenue. [leppoHavanbHoe 1mo-
BBIIICHUE MHTEHCUBHOCTH JIbIXaHUs CBSI3aHO C YBEIMUYEHHEM PHEPreTHYECKHX 3aTpaT Ha CUHTE3
OCMOTHKOB, 3alMIIAIOMUX Oenku npu o0e3BokuBanuu. [lpu 6oee MpogoKUTETFHOM BO3/CH-
CTBMM IPOMCXOJUT CIaJl MHTEHCUBHOCTH JABIXaHUS U CHHXKAETCSA €ro ’Hepreruueckas 3ddex-
TUBHOCTb B PE3YJIbTATE NOBPEKACHUS JbIXaTEIbHBIX CUCTEM.

HHTEeHCUBHOCTh (POTOCHHTE3a CHMXKACTCSI paHbIlle, YeM MHTEHCUBHOCTH AbIXaHus. MHru-
OupyroTcs Kak (POTOXMMHUYECKHE PEeaKLUH, TaKk U peakuun BocctaHoBieHus CO,. Orpannyenue
paboThl (POTOCHHTETUYECKOTO ammnapara OO0YyCIOBIEHO 3aKpbIBAHUEM YCTBHUIl U YMEHbIIEHUEM
NOCTYIUIEHUSI YTJIEKUCIIOrO ra3a, a TaKKe HapyLIEHHWEM CTPYKTYpBl XJIOPOILIACTOB M CHUHTE3a
xjopoduiia, pa3o0IIeHHeM TpaHCTIOpTa IEKTPOHOB U (pochopunmpoBanmsi, 4To BeAeT K nedu-
ity AT® B knerke. B coBokynHoctu ¢ murubupoBanueM OTL{ npixaHust 3T0 crocoOCTByeT
TOPMOXEHHIO CUHTETUYECKUX IPOLIECCOB y pacTeHus B 1esnoM. K Tomy ke npu 3acyxe Hakaruiu-
BAIOTCSI TOKCHYECKUE TPOYKTH 0OOMeHa, B ToM uunciie unrepmenuarsl [10J1, ocobeHHO B CBS3H ©
MHAKTHBaLMEH (POTOCHMHTETHYECKOTO M OKHMCIMTEIBHOTO (ochHOpUINPOBAHUS M BBICOKON HH-
TEHCUBHOCTBIO CBETA.

Takum 006pa3om, HEOIATONIPUATHOE IEUCTBUE 3aCyXH COCTOMUT B MEPBYIO oYepeb B 00€3-
BOKMBAHUM U HApYIIEHUH META00INYECKUX MpoIeccoB. Takue peakiiuy pacTeHU pa3BUBAIOTCS
B OTBET Ha HEJOCTATOYHOE CHAOKEHUE BOAOHN MM KOMIUIEKCHOE JIeHCTBHE BOJHOIO Ae(pUIHTA,
MHTEHCUBHOI'O CBETa U neperpeBa. Kpome Toro, HaJjo UMETH B BUJly, YTO B OHTOT€HE3€ CYLIECT-
BYIOT HanOoJjiee 4yBCTBUTENIbHBIE NEPUOMBI K BBICOKOM TeMIepaType U AeduuuTy Biaaru. Imu
NEepUOJIbl COBMAMAIOT C HanOoJee MHTEHCHBHBIM POCTOM DPACTEHHA U 0Opa3oBaHHEM TraMer.
MakcuManbHO yCTOWYMBEI PACTEHUS B IEPHOJ MTOKOS, B BUJI€ CEMSH, JIYKOBHIL U T.I1.

4.1.2. T'pynnbl pacTeHMK, CNOCOOHbIX NEPEHOCUTbL 3acyXy

[To criocoOHOCTH MEPEHOCUTH YCIOBUS 3aCyXU Pa3UYarOT PACTCHUS 20MolocuopuiecKue,
T.€. CITIOCOOHBIE aKTMBHO PETYJIMPOBATH CBOW BOJHBIN OOMEH, M HOUKUIOSUOpUYECKUe, BOTHBIN



00OMEH KOTOpBIX OMpEIeNseTcss COAEpKaHWEM BOJbI B OKpyskarouied cpene. Ilpu 3acyxe onu
[ACCHUBHO TEPSIOT BOLY.

["'oMoMorupuueckuMu SIBJISIOTCST OOJIBIIMHCTBO BBICIIMX pacTeHui. OHM 00s1aatoT TOH-
KHMHU MEXaHU3MaMU PEeryJsiliii YCThUYHONW M KYTHKYJISPHOM TpaHCHMpAIMM, a TaKKe MOIHON
KOPHEBOW CHCTEMOH, o0ecreunBaronieii mocTaBKy BoJbl. [1o3ToOMy Hake mpy 3HAYUTEIHHBIX H3-
MEHEHHUAX BIAKHOCTU HE HaOMIOJaeTcs pe3Kux KosneGaHui colepiaHus BOAbI B KieTkax. Paz-
JMYAIOT: Kcepoghumol - PaCTEHUSI CyXUX MECTOOOUTAHUH, Me30¢humsbl - OOUTATEIH MECT C yMe-
PEHHBIM CO/IEP’)KaHUEM BOJIbI, U cuepodumyl - HA3€MHbIE PACTEHUs, HaXoIAIIHecss OObIYHO B yC-
JIOBHSIX M30BITOYHOU BiIaXHOCTH. ['mrpoduram Onusku cenoghumol - pacreHus 00JI0T, Oeperos
BOJIOEMOB, U 2u0pogumul, 0OUTAIONIUE B BOTHOU cpeie.

Kcepodursl, B cBOIO 04epeib, M0 MEXaHU3MY MPUCIOCOOICHNUS K 3aCyX€ MOAPa3AeIIOTCS
Ha clleyIomue Tpynmnsl (puc. 4.2).

I'pyninet pacTenuii, cCnocoOHBIX IEPEHOCHTH 3aCYXY

CyKKYNeHThI Hecykkynentsi Sdemepsi
(kaKTyc, ano’, Monodaii) (TI0 YPOBHIO TPaHCITHPALIAW) '

iy

Hacrosamwe IMo#ikunokcepoduTe Crunakcepodursl
KcepouThl, Uaun (nrinaiiHuku) (kOBbLIL)
3YKCEpOQHTHI (ITONTLIHE)

I'eMH-, UK NONYKCEPOPHTHI
(wanpek)

Puc. 4.2. Knaccuduxarysi; rpyIin pacTeHHH B 3aBUCUMOCTH OT TIPHUCIIOCOOJICHHS K 3aCyXe
[mo: IT.A. I'enxenp, 1988]

[lepBas - cyxkynenmul, WU ncegdokcepodumul (KaKTyC, alod, MOJOYaii), 3amacaroiue
BJIAry B JIUCTBSX, CTEOJISAX, TIOKPBITBIX TOJICTON KYTHKYJIOH, Bosiockamu. TpaHcTdarms, $oTo-
CHHTE3, POCT OCYIIECTBISAIOTCS MeJUIeHHO. Pa3BeTBiIeHHAs KOpHEBas CUCTEMa yXOJIUT B MOYBY
HermyO0oko. TpaTel BOABI CBEIACHBI K MHHUMYMY, U OO€3BOXXHBAHWE CYKKYJICHTBI IEPEHOCST
IU10X0. DTU pacTeHUs CIIOCOOHBI UCTIONIB30BaTh AaXKe CKYIHYIO BJIary arMocqepHsiXx ocaakoB. K
HUM oTHOCsTCs pacTeHust ¢ CAM-tuniom gorocunresa (Crassulacea Acid Metabolism), koTopsie
3¢ (GEKTUBHO HCTIONB3YIOT BOAY. Y TaKUX PacTEHUM Majo yCThUL, THEM OHU OOBIYHO 3aKpBITHI,
YTO MPEJOTBPAIIAET IMOTEPIO BOJIBI, a OTKPhIBatOTCS HOUbl0. Torma CO; mocTymnaer B JUCThS U B
pe3yibTare KapOOKCHIMpOBaHUs (pocoeHOoIMHIpyBaTa COXpaHIeTcsl B BUAE OKcajoaleTara, Ko-
TOPBIN, BOCCTAHABIIMBASICh O MaJlaTa, HAKAIUIMBAETCS B BaKyOJISIX KIJIETOK JHcTa. Mcrmonp3oBa-
HHUe BHyTpeHHHX pe3epBoB CO, MPOUCXOANUT AHEM IIPU 3aKPBITHIX yCThUIaX. Manat U3 BaKyosIu
NOCTylaeT B LUTOIUIa3My, AekapOokcuinpyercs HAJID-3aBucHUMBIM MalMK-3H3UMOM, B pe-
3ynbTaTe yero oopasytorcs nupysaT 1 CO,. YriekucaoTa NOCTyaeT B XJIOPOIIACThl M BKIIIOYa-
ercs B nuki KanbBuHa.

Bropas- necykkynenmuule kcepoghumoi, KOTOpbIE, B CBOIO OY€PE/lb, 10 YPOBHIO TPAHCIIHU-
parmu AensATCS Ha YeThIPE TPYIIIBL:

1) sykcepoghumul, nnu Hacmoswue Kcepogumol (MONBIHB), KAPOYCTONYUBHI, C HEOOIb-
[IMMH, OITYIIEHHBIMH JINCTHSIMH, TPAHCITUPAIUS HEBBICOKA, MOTYT BBIHOCHTH CHIIBHOE 00E3BO-
KHUBaHHWE, OCMOTHUYECKOE JaBJICHUE BEJIMKO; KOPHEBAsl CHUCTEMa Pa3BEeTBIICHA, HAXOIUTCS Ha He-



OobIoN TIyOuHE; IUTsl HUX XapaKTepPHO SKOHOMHOE PacXoI0OBaHKE BOJIBI Oarofapsi peryJsisauu
paloThl YCTHUIL; OHU MEPEHOCIT Kak 00€3BOKMBAaHUE, TAaK M MEPErpeB; TEM HE MeHee MpHu oOu-
JIMM BOJIBI B TTIOYBE POCT ITUX PACTEHUH MHTCHCU(DUITUPYETCS;

2) eemukcepoghumol, UM noaykcepogumol (mwandeii), OTIMYAIOTCS OYEHb MHTEHCHUBHOMN
TpaHCcTUpale Oaroaaps AeATeIbHOCTH TIyOOKOW KOPHEBOW CHUCTEMBI, JOXOMSIICH 10 TPYyH-
TOBBIX BOJI; TPAHCIHpAIMsI CIIOCOOCTBYET CaMOOXJIAXAECHUIO; YHUCIO YCTHHI] BEJIMKO, XOPOIIO
pa3BuTa cEcTeMa MPOBOJSIINX JIEMEHTOB; BA3KOCTh IIUTOIUIA3MBI HHU3Kasl, TOJTHOE 00E3BOXKHU-
BaHME 0e3 10CTyna KOpHEH K MCTOYHHUKY BOJIbI FeMUKCEPO(UTHI IEPEHOCAT MII0XO;

3) cmunaxcepogumol (CTENHBIC 3JIaKH - KOBBLUIb) OBICTPO UCIOIB3YIOT BJIAary KpaTKoBpe-
MEHHBIX J0K]I€H, XOPOIIO BBIHOCAT MEPETPEB, HO JIUIIb HEA0IT0e 00€3BOKUBAHUE;

4) notikunoxcepogumul, B OTINYNE OT TOMOHOTHIPOPHUTOB, HE CHOCOOHBI PETYINPOBATH
BOJIHBIN pEXHM, TIOATOMY TEPSIOT BOAY, BIUIOTh /0 MEpPeXoja B BO3IAYIIHO-CYyXO€ COCTOSIHUE, U
IpY 3acyXe BIAJAIOT B aHAOWO03; K ATOW TPYIIE OTHOCATCS JIMIIAWHUKHA, MXH, P IIBETKOBBIX
pacTeHHii; BOAHBINA 1e(DUIUT BBI3BIBAET Y HUX MOCTENIEHHOE CHUKEHHE MHTEHCUBHOCTH OOMEHa
BEIIECTB; KIETKHA NOWKUIOKCEPO(DHUTOB, OTAABAsI BOMLY, TOCTEIICHHO YMEHBIIAIOTCSA B 00BEME.

Tpetbst - agpemepul, pacTeHus, KOTOpble "yXOIAT" OT 3aCyXH: UX KOPOTKUI BereralyoH-
HBII TIEPHOJ] COBMIAIAET C TIEPUOJIOM JOXKIEH.

Me3oduTsl Takke MOTYT IpUCIOCaOIMBATBCA K BPEMEHHON 3acyxe, U 3TOM y HUX BbI-
SIBIISTIOTCSI TIPU3HAKK KcepoduToB. Hanpumep, BepXHUE JIMCTHsI, KOTOPBIE XYXKe CHa0Kal0TCS BO-
JIOH, y Me30()UTHOTO PAaCTEHUs OTJIMYAIOTCSA MEIKOKIETOYHOCThIO. Y HHUX OOJIbIIOE KOJIUYECTBO
MEJIKUX YCTBHIl Ha €JIWHUIY TIOBEPXHOCTH, KOTOPHIE TOJBIIE OCTAIOTCS OTKPBITBIMHU; CETh TPO-
BOJSIIMX IMYYKOB TYIlle, MajUcagHas MapeHXuMa pa3BHUTa Jydlle. SBieHue kcepomopduszanuu
BEPXHHUX JINCTHEB U3BECTHO Kak 3akoH B.P. 3anenckoro (1904). biaaronapst OTKpHITHIM yCThULIAM
(oTOoCHHTE3 MOJIEPKUBACTCS HAa BBICOKOM YPOBHE, 00pa3yeTcsi 3HaUUTEeNIbHOE KOJIUYECTBO ac-
CUMHJISITOB, YTO CHOCOOCTBYET YBEIMYCHUIO KOHICHTPAIMU KIETOYHOTO COKAa M OTTSATHBAHUIO
BOJIbI OT HUXKE PAcCIOJIOKEHHBIX JUCTheB. TakuM 00pa3oM, BO3HMKHOBEHHE KcepoMop(HOH
CTPYKTYpPBI Hapsily C pelyKIHel JUCThEB, OMYIICHHOCTHIO, TOJICTOM KYTHKYJIOW U T.I. CIYXHT
aHATOMMYECKUM NPUCIIOCOOICHUEM K HEIOCTATKy BOJBI.

4.1.3. MexaHU3Mbl NPUCNOCOGNIEHNA pacTeEHUN K 3acyxe

CyH_IeCTBOBaHI/IC paCTeHI/Iﬁ Ipru BOJHOM ,Z[e(bI/II_II/ITC 3aBUCHUT OT HOCTYINHOCTH BOJAbI U OT
3(PEKTUBHOCTU €€ UCTIONB30BaHus. JIydIe mepeHoCsIT 3acyXy pacTeHHs, 00eCIICUHBAIONINE Ce-
0s1 BOJOW MJIM MCIIONB3YIOIIKE ee Hanboliee MPOTYyKTHUBHO. MeXaHU3Mbl YCTOMYMBOCTH K BOJ-
HOMY Je(UIIUTY OOBIYHO JIETISAT Ha CIIOCOOBl M30ekKaHusl CTpecca, T.€. COXpaHESHUS HOPMaJIbHON
OBOAHCHHOCTH PACTUTCIILHBIX TKaHeﬁ, U MCXAaHU3MBbI TOJICPAHTHOCTHU, IMO3BOJIAIOIINC (bYHKLII/IO-
HUPOBATh NpH Ieruaparanuu (puc. 4.3).

ITyTu npracnocobicHus

PacTeHHH K 3acyxe

Yxoq ot TonepadTHOCTh
BO3NCHCTRHS K BO3NEHCTRAIO
H3beranne Hzberanne Crnxenne Merabonuueckue
BLIChIXAHHS nepxoja MHTEHCHBHOCTH MepecTpolKn
(CYRKYNEHTHI, 3aCYXH oOMmena BemecTs (3ykcepoduThi)
reMu-, ctina- | | (3gemepsl) (moikunoxcepodursl)
KCepouTEI)




Puc. 4.3. [yt npucnocoOaeHus pacTeHH K 3acyxe

N36exaHne BbICHIXaHUS 00€CIeurnBaeTCsl BHICOKUM BOJHBIM IMOTEHLIMAIOM 3a CYET J00bI-
BaHUI BOJBI, €€ YJepKaHUs M SKOHOMHOTO pacXomoBaHus. Il 9TUX pacTeHU XapaKTepHO:

e 1) rmy6okoe NPOHUKHOBEHHE KOPHEH BIJIOTH 10 TPYHTOBBIX BOJI M 0OJIbIIas CKOPOCTh UX
pocta (TeMUKCEpOPUTHI);

e 2) XOporiasi yCTbUYHAs PETyNsius (CyKKYJICHTBI);

e 3) MEHbIIIEE KOJIMIECTBO YCTHUII, TOTPYKEHHBIEC YCThUIIA (CYKKYJICHTBI, KCEPODHTHI);

e 4) onpesienieHHas: OPUEHTALUS JIUCThEB U MX CKpy4HMBaHUE (FeMUKCEpO(UTHI, CTUIAKCE-
podursl);

e 5) yMEHbIIEHNUE Pa3MEepPOB JHUCTHEB, UX OIMYIIEHHOCTb, MHOTOCIOWHBIN 3MUAECPMUC U Na-
JucaaHas mapeHxumMa (Me30(puTh, KcepoduThl);

e 6) TOJCTast KyTUKYJa AJISl CHUOKEHUS KYTUKYJISPHOM TpaHCHHMpAIMK, KOTOpask MOXKET CO-
cTaBIATh OT 5% 10 25% u maxe 50% OT MONHOW TpaHCIMPAWU y TMPUCHOCOOTICHHBIX BUIOB
(kcepoduTsr);

e 7) 60JBILIOE YNCIO KPYIHBIX COCYJIOB KCHIIEMBI (T€MUKCEPOPUTHI);

* 8) BBICOKOE COZIEp)KaHUE OCMOTHUYECKH aKTHBHBIX BEIIECTB (KcepoduThl);

* 9) omajieHHe JHUCTHEB, MOCKOJIBKY JUCTONATHOCTh JAEPEBbEB BO3ZHHKIIA KaK MPUCIIOCO0-
JIEHHUE K MEPEHECEHUIO0 HE TOJIBKO XOJIOJHOTO BPEMEHHM I'Ofid, HO U CYXHMX CE30HOB (ME30(HTHI,
KCepOUTHI); €CIIM BCIIEHA 32 CYXHM IEPHOJIOM HACTYIAeT CE30H JNOXKIEH, TO MOTYT IMOSIBUTHCS
HOBBI€ JIMCThS, YTO MOBTOPSAETCS] HECKOJIBKO pa3 B TOAY.

Mexanu3Mbl TONEPAHTHOCTH K 3acyxe

E
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OprauMiMa \ C WHPOKOH HOPMOH peaKiuy KITETKH
I 3 v v
TopMonansuas DopMHpOBa- Tpodwveckas Tpauchopmanvs Crabwnmzauus OcwmoTHyeckas
peryasuus HHE MMHHMYMa peryasuus AbIXAHHA KNETOYHbLIX perynsusa.
TCHEPATHBHBIX MeMbpaH (HakonTeRHe
OpraHoB, crape- CTPECCOBLIX
AHEe HAKHAWAR TMepecrpoiiki meTrabonnTos)
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pauui NasyllHbIX HoM obMere Heroxchkauns
ek (pocT KonLEH- TOKCHYECKHX
Tpamnn ABK) semiects (NH;)

Puc. 4.4. Mexanu3Mmsbl IPUCIIOCOOJICHHUS PACTEHUH K 3acyXe Ha yPOBHE KIIETKH, OpraHu3Ma
Y TIOIYJIALAN

Hepenku Ttaxxe ciydan "yxoma" ot nepuoza 3acyxu. Hanpumep, npoxoxaeHre Beretainuu
710 HACTYTUICHHUS CHIIbHOM 3acyXu (3¢emMepsl).

MexaHu3MbI TOJIEpaHTHOCTH (puc. 4.4) oOecniednMBalOT paCTEHUSIM BEDKHUBAHUE U POCT TPH
HHU3KOM BOJJHOM IOTEHIIMAJE B pe3yJbTaTe CHIDKEHUSI HHTEHCUBHOCTA OOMEHa BeIeCTB (ITOWKH-
JIOKCEPOPUTHI) WM METAOOTMYECKUX TepecTpoek (dykcepodursl). Bo MHOTOM 3TH MeXaHU3MBbI
T€ )K€, YTO U I n30exaHust 00e3BOKUBAHHUSL.

Oco0oe 3HaueHHE OHM MMEIOT B apUAHBIX 30HAX MPH SKCTPEMAaJIbHBIX YCIOBHSX, KOTJa
JOCTYIIHBIX 3aIlacoB BJard B MOYBE HET, a BOJOYEPKUBAIOIIEH CIIOCOOHOCTH OKa3bIBAacTCs He-
JOCTaTOYHO, YTOOBI 3aLUTUTHh PACTEHHUS OT OOE3BOKMBAHMSA W HU3KOI'O BOJHOIO MOTEHIMANA
(HacTosMe Kcepo(UTHl - 3YKCEPOPUTHI, MOMKHIOKCEpOo(UTHI, Braaawoume B aHabuos). Ilpu



3TOM y Me30()UTOB U KCEPO(UTOB BHICOKUIT BOIHBIN MOTEHIIMA MOKET COUETAThCS KaK ¢ 0O0JIb-
m0il 3¢ (EeKTUBHOCTHIO UCIOIB30BAHUS BOJBI (HU3KMHA K03((PULMEHT TpaHCIHpaluu y 3yKce-
poduTOB), Tak ¥ CO 3HAUUTENHLHON MMOTPEOHOCTHIO B BOZE (BBICOKHI TPAHCIIMPALMOHHBIA KO3(-
(GUIMEHT y TeMU- U CTUIIAKCEPOPHUTOB).

MexaHU3MBl TOJIEPAHTHOCTH (DYHKIIMOHUPYIOT Ha YPOBHE KJIETKH, OpTaHU3Ma M TOMyJIs-
uu. Ha ypoBHe KkieTKu GOJIbIIyI0 PoJib B 00€CTIEYeHNH BHICOKOTO BOJHOIO MMOTEHIMANIA UTPaeT
ocmomuueckas pezynrayusi (puc. 4.4). OCMOTHKU TOJKHBI OBITh HETOKCUYHBIMU, 00J1aaTh OUYEHb
BBICOKOW PacTBOPUMOCTBIO, IO BO3MOXKHOCTH OBITh OMIIOJIIPHBIMH, YTOOBI 3aMEHSATH HUIIOJIN
BOJIbI, 1 HE YYaCTBOBATh B OCHOBHBIX META0OJIMYECKUX IMpOIeccax (MMEHHO MOATOMY caxapa -
IUIOXHE OCMOTHUKH). PoJIb OCMOpEryIMpyomuX BEIIECTB UTPAIOT Pa3IMuHble MOHO- M OJIUTOCa-
Xapu/ibl, aMHHOKHUCIIOTHI, B TIEPBYIO OYepEab MPOJIUH, TIPOU3BOJHBIE aMUHOKHUCIIOT - OETauHBI U
MHOTr0aTOMHbIE cUPTHI (puc. 4.5). Ocoboe 3HaUEHHE B OCMOPETYJISALUN UMEET C80000HbIl NPO-
JIUH - CTPECCOBBI METa0OIUT, COAEepKaHNEe KOTOPOTO CHIIBHO BO3PACTAET MPH 3aCyXe, YTO CBS-
3BIBAIOT C pacrajioM XJopoduiuia, 6eakoB. YcTaHOBIEHa cBsA3b npoinHa U ABK, nmockosbky mo-
CJICIHSISI YBEJIMUUBACT €ro coaepkanue. [IpomuH oOpasyeTcs U3 OpraHnvdecKux KUCIOT - HHTEP-
MEIMaTOB JIIXaHUsS, U a30Ta HUTPATOB, KOTOPble OCOOCHHO MHTEHCUBHO HAKAIlJIMBAIOTCS B CO-
CYIUCTBIX My4Kax u snuaepmuce. OH CHHTE3UPYETCs U3 TIIyTaMHHA, a OETanH - U3 aMHHOCTIHPTA
XOJIMHA, BXOZSIIEro B coctaB (oconunuao. CopepikaHue 3TUX NMPEALIECTBEHHUKOB YBEIHYH-
BAEeTCS B CTPECCOBBIX YCIIOBHSIX B CBSI3M C aKTHBAIMEH THIPOJIMTHYECKUX IMPOIECCOB U pacma-
JIOM O€JIKOB U JINITUJIOB.
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Puc. 4.5. CtpykTypa OCHOBHBIX OCMO(IBHBIX COCTMHECHUI

B ycnoBusax BogHOrO neduIMTa aKTUBUPYETCS CHHTE3 HE TOJBKO HHU3KOMOJICKYISPHBIX
OCMOTHKOB, HO U Pa3JIMYHBIX CTPECCOBBIX OEJIKOB, B TOM YHCIIE U OEJIKOB, yAECPKUBAIOIINX BOAY
u HoHbl. Tak, B KJIETKax MpH 3acyXe HAKAIUIMBAETCS OCMOTHH-KaTHOHUTHBIN OEJIOK, €ro conep-
JKaHUe MOXeET cocTaBlATh 12% ot obuiero comepxanus Oenka. OH JOKaIW30BaH B BaKyoOIsiX U
Be3MKyJlax ToHoIu1acta. CtuMynupytot cunte3 ocmotuHa 1 ero MPHK nABK.

[Tpu 00e3BOKUBAaHUU CHUHTE3UPYIOTCS Oenku - Aeruapunbl cemeiictBa LEA. Dtu Genkw,
KaK yKa3bIBaJoCh BhIIIE (CM. 1.2), Tpu HOpMaJIbHOM BOJIOCHAOKEHUH PACTCHUN OOBIYHO CHUHTE-
3UPYIOTCS B 3apOJbIIIaX HA CTaIUSAX MO3AHETO IMOpHOreHe3a, KOria MPOUCXOIUT eCTECTBEHHOE
00€3BOKMBAHUE CO3PEBAIOIIUX CEMsIH. Pa3inyHble NpeacTaBUTENN ITOrO0 CeMEHCTBAa OEIKOB
B3aMMOJCHCTBYIOT C KIETOYHBIMU CTPYKTYpaMH, MpeloXpaHss UX OT Aerpagaiuu npu o0e3Bo-
YKUBAHUH, CBSA3BIBAIOT BOJY. B cocTaB cTpeccoBbIX OEIKOB BXOJAAT TAK)KE aKBAJIOPHUHBI - KaHAJIbI
JUTSL IOCTYTAIONIeH BOMBI, KOTOpPBIE 00Jer4aroT BOAHBIA TPAHCHIOPT Yepe3 MEMOpPaHbl B OCMOTH-
YECKU 3aBUCHUMBIX CUTyalUsX. Y pacTeHUN HalJeHbl JIBa THUIIA aKBAlIOPMHOB - B IJIa3MaTHYe-
CKOH M BaKyOJISIpHOI MeMOpaHax.

K ¢yHkuMoHanbHbIM OelikaM, CIIOCOOCTBYIOIIMM IOBBIIIEHUIO YCTOWYMBOCTU K 3acyXxe,
OTHOCSITCS U MHOTOUHMCJICHHBIE THIPOJAa3bl, B TOM YUCIIE (PEPMEHTHI MPOTEOIH3a, HHTUOUTOPHI
nporeas, PepMEeHTb OMOCUHTE3a OCMOTUKOB. [Ipy BOTHOM cTpecce CUHTE3UPYIOTCS TaKKe PEry-
JSTOPHBIE OENKH, KOTOPBIE YUYACTBYIOT B 3KCIIPECCHUU TE€HOB M CUTHAIBHOM TPAHCAYKIIHH.

VY MHOrux pacteHuit, mpoMexyTouHsix Mexay Cs- u Cy- unu Cs- u CAM-cemelicTBamy,
noj AeiictBueM 3acyxu nmpoucxoauT uHAykius Cs- unmu CAM-doTtocunTe3a. 310 00yCIOBICHO
IKCTpecCcHel TTIaBHBIX (PEPMEHTOB YKAa3aHHBIX aJIbTePHATHBHBIX MyTEH (PUKCAIMN YTIEKUCIOTHI:
OFEIl-kap6okcunaszsl 1 HAJId-manuk-aa3uma. Hanpumep, npu HegocTaTke BOAbl OOHApYKeHa
NATHKpaTHast akTuBanusi reHa mzopopmel OEIl-kapOokcuiasel, KOTOpas OOBIYHO B MOJOIBIX
pacTeHUsX MPOSBISET HU3KYIO dKCIpeccuto. B pesynbpraTte B ycnoBusix 3acyxu B 100 pa3 yBemnu-
yuBaercsi conepxkanne MPHK u axtuBHocts CAM-cnemmpuunoit @EIl-xkapOokcunassl, T.e.
npoucxoaut uHAyKuus CAM-1yTu, criocoOCTByIOmas YBeTU4eHUI0 3((HEKTUBHOCTH UCIIONIb30-
BaHus BOJbL. [[pyroil mpumep: nmpu 3acyxe yBEIMUYUBAETCS YPOBEHb AKTHBHBIX PAJUKAJIOB KH-
CJI0pO/a - CYNEPOKCHUIOB, U BMECTE C TeM JKCIPeCcCUpPYyIOTCs HeKoTophie m3odopmbl COJI, uTo
BEJIET K YJAJICHUIO PaJIUKAJIOB Y YBEIUUYEHUIO YCTONYUBOCTH.

HakoruieHre yka3aHHBIX OCMOTHYECKH aKTUBHBIX BEIIECTB 00ECIEUNBAET BHICOKYIO BOJO-
yIEP>KUBAIOIIYIO CIIOCOOHOCTh ITUTOIUIA3MBI. biaromaps oCMOTHYECKOH peryJisiiul y pacTeHHH
IIPU 3aCyX€ COXPAHSIOTCSA TYprop M OTKPBITOCTbh YCTBHHI], a CJIEI0BAaTEIbHO, BO3MOKHOCTh HOP-
MaJIbHOTO POCTa U MOAJIEpKaHUE APYTUX (PU3UOJIOTHUECKUX HporeccoB. CTENeHb OCMOPEryis-
YU crieluryuHa Ui BUIOB U COPTOB U 3aBUCUT OT MHTEHCUBHOCTH 3acyxu. [Ipu jxecTkom BoJ-
HOM JIe(UITUTE €€ POJIb B YCTOMUMBOCTH CHUXKACTCS (CYKKYJICHTBI, TEMUKCEPODUTHI).

[ToMrMO OCMOTHYECKOI PEryJIAuU B 00ECIIEUeHUU TOJIEPAHTHOCTH KJIETKU BaXKHYIO POJIb
UTpaeT cmaburuzayus KiemoyHolx memopan (puc. 4.4). Y pacTeHuii, yCTOWYUBBIX K 3aCyXe, MPU
JNEeTUapaTaluy MpeAoTBpallaTcs pa3pylieHne OUCIOWHOM CTPYKTYpPBI JUMHIOB U COOTBETCT-
BYIOIINE CTPYKTYPHBIC U KOHPOPMAIIMOHHBIE U3MEHEHUS OEIKOB MeMOpaH. ITOMY CITOCOOCTBY-
€T HaKOIJICHHE MpU 00e3BOXKUBAHUU M- U oJurocaxapuaoB. OHU B3aUMOJEUCTBYIOT C MOJISIp-
HBIMU TOJIOBKaMH (POCHOIUIUIO0B, HE TOIMYCKas CIMIaHusg MeMOpaH. DTH COeAMHEHUsI IPOTUBO-
CTOAT TaK)X€ MOBBILICHUIO TEeMIlEpaTypbl (azoBOro Mepexona Tedb-KUIKUNH KpHucTamul (reib-
3011b). B pe3ynbprare 1e10CTHOCTh MEMOPaH y OpraHu3MOB, YCTOMUMBBIX K 3aCyXe, COXPaHSACTCS
nyudmie. Tak, TrazMaigemMMa y IpUCIIOCOOJIEHHBIX K 3aCyXe PACTCHHM TepseT OaphepHbIE CBOMCT-
Ba B XOJI€ JICTHPATAIMH MPU 3HAYUTEIBHO 00Jiee HU3KOM COJEPIKaHUHU BOJbI, YEM Y UyBCTBH-
TenbHbIX. COXpaHeHHe CTaOMILHOCTH MeMOpaH BaxHO I 3((HEKTUBHON OCMOpPETYJISAIINU, TT0-
CKOJIBKY TOJIbKO (DYHKIIMOHAJIBHO aKTHBHbIE MEMOpaHbI CIIOCOOHBI BBIAEPXKATh OOJIBLINE KOH-
HEHTpaluu ocMOTHKOB. CTaOMIBHOCT, MEMOpaH HeoOXoAuma JUisl MOJAJAEp>KaHUsSl dHEepreTuye-
CKHUX IIPOIIECCOB - a3pOOHOT0 JAbIXaHHs U (POTOCUHTE3A.



Y Me30(hUTOB, pazIHUYaAIONIUXCS M0 YCTOMYUBOCTH K 3acyXe, KpUBbIE MHTEHCUBHOCTH JIbI-
XaHHUS B 3aBUCUMOCTH OT CTENEHH 00€3BOXKMBAHUS OTIMYAIOTCS IO MOJOXKEHHUI0O MaKCUMyMa. Y
YCTOMUMBBIX PACTEHUH MaKCHMallbHAsh MHTEHCHUBHOCTH JBIXaHUS JOCTHTACTCs NpU Ooiee CHITh-
HOM BOJHOM Jie(HIUTE, YeM y HEyCTOWUMBHIX (puc. 4.6). Ecnu cpaBHHBAaTh MHTEHCUBHOCTD JIbI-
XaHUS Y PaCTCHUH, OTHOCSIIUXCS K Pa3IMYHBIM TPYIIaM MO CIIOCOOHOCTH MEPEHOCUTH 3acyXy,
OKa3bIBAETCS, YTO Y KCEPOPHUTOB C MOTEPEH BOJBI JBIXaHHE JOJITOE BPEMs HE MEHSETCS, T.C. X
JIBIXaTeNbHBIE CUCTEMBI 00Jiee YCTOWYMBEI K 00€3BOKMBAHHIO. Y MOWKHIOKCEPO(UTOB, HAMPH-
Mmep duanku cepockoit (Ramondia serbicd), Ha000pOT, UHTEHCUBHOCTD ABIXaHUS OMPEIENIIeTCs
HACBIIIEHHOCTBIO KJIETOK BoAOH (puc. 4.7).

HMHTEeHCHBHOCTE OhIXAHHA

Puc. 4.6. Bnusinue nedunura BoJsl HA UHTEHCUBHOCTD JIBIXaHUSI PACTEHUH B 3aBUCUMO-
CTH OT UX YCTOMYUBOCTH K 3acCyxe

Yro kacaercs Ka4eCTBEHHBIX NIEPECTPOEK ABIXaHUs, TO MPU 3acyxe Bo3pactaeT nois [1PII
[0 CPaBHEHHUIO C JIUXOTOMUYECKUM. DTO SIBJICHUE CBA3BIBAIOT C NOTPEOHOCTHIO B YBEIMUYCHHUU

OTTOKa BOCCTAHOBUTEJIBHBIX SKBUBAJICHTOB, HCOOXOMMBIX ISl IIPOIIECCOB THIPOKCHIINPOBAHUS,
B DOIIP.
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Puc. 4.7. 3aBucumocTs AbIXaHHS TMOHKUIOKcepoduTa (uanku cepOckoit (Ramondia
serbica) ot 00eCIIeYeHHOCTH BOIOU



YcunuBaercss akTUBHOCTh BHEMUTOXOHAPHAIBHBIX CUCTEM OKHUCIEHHs B pe3yjbTare oc-
nabnenus nepenoca 31ekTpoHoB B DTL MUTOXOHIpHI MPH 3acyXe, U4TO CBSI3aHO C 0OeCIeYeHH-
€M JIeTOKCHKAIlUU MPpOAYKTOB pacnana. Obe3BpexxuBanue (3k0001HOpaAUKAIbHBIX COCANHEHUH,
KOTOpbIe 00pa3yIOTCs MPH 3acyXe, KaK M MPU IPYTUX CTPECCOBBIX BO3ICHCTBHUAX, 32 CUET aKTH-
BaIlMM aHTHU-OKCUJIAHTHBIX CHCTEM BEChMa CYIIECTBEHHO IJISl yCTOWYMBOCTH K 00€3BOKMBAHUIO.
Takum 00pazoM, demokcuxayuss npoOyKmos8 pacnaoda TakKe BXOIUT B YHCIIO BAXKHBIX MEXaHU3-
MOB TOJIepaHTHOCTH (puc. 4.4).
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Puc. 4.8. T'opmoHanbHast perynsuus padoTel ycThull mpHu 3acyxe. 3KY - 3ambIkaromue
KJIETKU ycThUll. OOBbSCHEHUS B TEKCTE.

JleTokcukanus oOpasyromerocss Npyu MNpoTEOIn3e aMMHaKa OCYIIECTBISIETCA C y4acTHEM
OPTraHUYECKUX KUCJIOT, KOJIMYECTBO KOTOPBIX BO3PACTAET MPU 3aCyXE€ M BBHICOKUX TEMIIepaTypax
3a cueT akTuWBaUuU JpixaHus. C HEOOXOIMMOCThIO 00€3BPEKMBAHUS HAKAIUTMBAIOLIUXCS TPU



3acyxe (PCHOJNBHBIX COCAMHEHHWH CBS3BIBAIOT WM TOBBIIICHUE AaKTHBHOCTH IEPOKCHIA3BI- OKCH-
npoJsinHcozepxkauiero 6enka. CauTaeTcs, 4To 3TO CTPECCOBbIM (PepMeHT, KOTOPBIA aKTUBUPYETCS
IPpU pa3INyuHbIX Bo3JAeHCTBUAX. [1oa BIMsSHUEM 3aCyXy MOSIBISIFOTCS HOBBIE M303UMBI MIEPOKCH-
nasbl. Ilockonbky mepokcuiaza yacTMYHO BeimosiHsAeT QyHkuun MYK-okcuaasel, yBennueHue
YHUCJIa €¢ M303UMOB OOBIICHICTCS HEOOXOAMMOCTRIO paspymieHus: ¢ ux nomoripio YK u Top-
MOXeHHeM pocTa. Kpome Toro, moBblllIeHHE aKTUBHOCTH 3TOro (pepMeHTa M pacIlupeHue ee
M303H3UMHOTO CIEKTPa MPHU 3aCyXEe MOKET OBITh CBS3aHO C pa3pyLIEHUEM MEPOKCHIA BOAOPOIA
U OrpaHHuYeHHEeM CBOOOJHOpaaMKalIbHBIX IporeccoB. [lepokcuaasa akTUBUpPYETCS TakkKe IMOJ
BIIMSIHUEM 3TWJICHA, YPOBEHb KOTOPOro, a Takke ABK Bo3pacraer npu Henocrarke Biaru. Konu-
YECTBO K€ FOPMOHOB-aKTUBATOPOB pocTa: aykcuHa, rubOepemnnHoB (I'b), nurokununa (1K),
HaoOopoT, nmagaer. CineaoBaTeiabHO, NEPECTPORKU B 2OPMOHANBHOU CUCmeMe PACMEeHUl TOXE
OTHOCSITCSI K MEXaHU3MaM yCTOMYMBOCTH K 3aCyXe.

Hakonnenne ABK BrI3bIBaeT 3akpbiBaHue ycThull (puc. 4.8). PaboTa ycTpu4HOrO annapara
OCHOBBIBAETCSI HA OCMOPETYJISIIMM 3aMBIKAIOLINX KIETOK YCTBUII, KOTOPbIE OJaroiapst acuiMMeT-
PUYECKOMY YTOJIEHUIO KJIIETOUHOM CTEHKH OTKPBIBAIOT YCTHbUUHYIO IIEJb B TYPreCLEHTHOM CO-
CTOSIHMU M 3aKpbIBAIOT €€ MIPU MOTepe Typropa. BeIcOkOe OCMOTHYECKOE AaBJICHUE B 3aMbIKAIO-
IMIMX KJIETKaX TMOJICPKUBACTCS 3a CUeT 00pa3oBaHMs MaHarta Nnpu kapOokcuimmpoanuu OEIT u
AKTUBHOTO TPAHCIIOPTAa MOHOB Kalus U Xjopa. CHUKEHUE TypropHOIro JaBJIEHUS B KIETKaX IpHU
00e3BOKMBaHUM pe3Ko akTHBHpyeT cuHTe3 ABK, KoTOpas HakarumBaeTcs TJIaBHBIM 00pa3oM B
XJIOpOIUIacTax KiIeTok aucTta. ABK BBIXOAMT U3 XJIOpPOIIACTOB U 110 CUMILIACTY TPAaHCIIOPTHUPY-
etcs B anuaepmuc. OTTy1a 1o anoruiacTy TOPMOH MONAAAeT B 3aMbIKAIOIINE KIETKU YCThUIL, T1ie
uHru6Hpyer paboty H'-ATda3 miasmManeMMbl U THAPOIN3 Kpaxmala B XJI0poruiacTax. MHakTu-
Ballysl MPOTOHHOM MOMIIBI CHUKAET MOCTYIUIEHUE NOHOB KaJusl U XJopa (BTOPUYHBINA aKTHUBHBIN
TPAHCHOPT TOPMO3UTCS MPU UHTMOMPOBAHUY TIEPBUYHOT0). DTO MPUBOJIUT K 3aKUCICHHIO IIUTO-
ia3Mbl. Huskoe 3nauenne pH nnaktuBupyer OEII-kapOokcuiazy, ONTHMYM aKTHBHOCTH KOTO-
pOii HaXOAMTCS B LIEJOYHOM cpelie, U BelleT K CHIKEHHIO ypoBHs Manara. Uepes gochonnosu-
tonbHblI MK ABK aktuBupyer kanbuueBble kaHanel. Hapactanue conepaHus Kajaplus B IU-
TOIJIa3Me BeJIET K JeHOsIpU3alii MEMOpPaHbl, aHUOHHBIE KaHANbI I1a3MaleMMbl OTKPBIBAIOTCS,
Y MOHBI XJIOpa NOKUAAIOT KIETKY. OTHOBPEMEHHO 3aKpbIBAIOTCS KaJIMEBBIE KaHAJIbI, YTO IIPUBO-
JUT K MOHWKEHUIO NOCTYIUICHUS B KJICTKY Kanusd. B pe3ynbpTrare 3TUX NMPOLIECCOB CONEPIKAHUE
OCMOTHKOB B 3aMBIKAIOLINX KJIETKAX MaJaeT, OHU TEPSIOT TYProp U yCTbULIA 3aKPBIBAIOTCS.

B otimmune ot ABK nakomnenue 1K crmocoOcTByeT OTKpBIBAHHIO YCTHUII BCICACTBUE aK-
TUBAllUM NPOTOHHOW IOMIIBI U HAKOIUIEHUS OCMOTHKOB B 3aMBIKAIOUIMX KJIETKaX, YTO BECbMa
HeOaronpusTHO Npu o0e3BokuBaHWUU. OHAKO BO BpPEMs pemapaly Mocjie 3acyXu 00padoTka
K 3HauuTENBHO yJIy4dIIAET COCTOSIHUE pacTeHUi. 1103TOMy OTKpbIBaHME YCTBUIl BO BpEMs 3a-
CyXH OCYIIECTBIIsIETCS mocpencTBoM peryiisanuu ypoBHel ABK u LK B pacTUTEnbHBIX TKaHSX.

Kpome toro, ABK ydacTByeT B OCMOpEryyIsiliuu U ApyTrux KiIeTok. OHa akTUBUPYET CUHTE3
IPOJIMHA U LEJIOTO Psiia CTPECCOBBIX OEIKOB: aKBAIIOPUHOB, AETHIPUHOB, OCMOTHHA, (PEPMEHTOB
CHHTE32a MPOJIMHA U T.I. DTO CIIOCOOCTBYET 3alacaHuio THAPATHON BOJbI, TOpMO3UT cuHTe3 PHK
n oObruHbIX OenkoB. [lefictBue ABK 3arparmBaer mertabonusm apyrux ¢uroropmoroB. OHa
YCUJIMBAeT CHHTE3 ATUJICHA, OKa3bIBAeT MHTUOMpYIOIee BO3/CHCTBUE HAa TPAHCIOPT ayKCHHA,
3a[ep)KUBAET CUHTE3 M YCKOPSET pacnaja NUTOKMHUHA. COBMECTHO C 3THUJIICHOM WM CaMOCTOS-
TenbHO ABK BbI3bIBaET OnajeHUE JIUCTHEB.

H3MeHeHne TOPMOHAIBHOTO CTaTyca NPUBOAUT K MOPMONCEHUIO pocmd, TIPH ITOM IIO-
TpeOHOCTH OpraHu3Ma B Boje yMeHbIIatoTcs. OOMEH BelIecTB MEPEBOIUTCS B PEXKUM ITOKOS,
JHEPreTUYECKHUE MPOLECCHl NMEPEKIIYAIOTCS Ha MOAJAEP/KaHUE LEJIOCTHOCTH PAaCTEHMs W pena-
PpaLUIO MOBPEKACHUMN.

OtmeruMm, 4TO y MOHKMWIOKCEPOPUTOB, MEPEXOAAIIMX IPU HACTYIUIEHUHU 3aCyXH B COCTOSI-
HHE aHa0Ko3a, IpeKpalleHHe pocTa He CBSA3aHO ¢ HAKOIUIEHMEM MHIMOUTOPOB POCTa, XOTS y He-
KOTOPBIX PACTCHUH MOBBIIIACTCS COAEPKaHHME MHIMOMTOPOB pocTa (EHOIbHON NMPHUPOJBI, Ha-
IpUMEpP XJIOPOTEHOBOM KUCIOTHI, (IaBOHOUIOB, (hEeHOIKAPOOHOBBIX KUCIOT. M3MeHeHus B co-



JepKaHuu (PUTOTOPMOHOB, HO 0OJiee KpaTKOBPEMEHHbIE, HAOMIOMAI0TCS U 'y ME30(HUTOB TIPH 3a-
cyxe.

Jns cuHTEe3a CTpeccoBBIX OENKOB M YCIEIIHOTO BOCCTAaHOBJIEHHS OOMEHa IMOCIe 3acyXu
BaXHO COXPaHEHHE HEHAPYIICHHBIM 2eHemu4ecKko20 annapama Kiemxu. 3aimTa HyKIeHHOBBIX
KHCJIOT OT 3aCyXH OCYLIECTBIIIETCS pPa3IMYHBIMU CTPECCOBBIMH OelikamH - manepoHamMu. OHU B
COCTOSTHUM J0JT0€ Bpems moanepkuBath neiaoctHocts JJUK naxe npu abcomoTHOM 00€3B0OXKHU-
Banuu (y norikmiokcepopurto). [ToBpexaerne JJHK oOHapyuBaeTCs JUIIb NMPU CHIBHOW U
JUITUTEIbHOU 3acyxe. Ha 3ToM 3Tamne riaaBHYO polib UTPAIOT CUCTEMBI perapaiiy MOBPEKICHHH.

Curnan 3acyXxu BOCIIPUHHMAETCS OCMOCEHCOpPaMH, KOTOPBIMU MOTYT ObITh MEXaHUYECKHE
U3MEHEHUS IJIa3MaTHYeCKOH MEeMOpPaHbl WM COCTOSIHUS IIUTOCKENETa, OKUCIUTEIbHBIA B3PHIB,
T.€. HAKOIUICHHE aKTUBHBIX (opM Kucioposa (puc. 4.9). B nuToriasmMe KIETKH UMEIOTCS OeITKo-
Bble (akTopsl TpaHckpuniuu (Tpancdaktopsl), DREB (dehydration responsible elements
binding), cBs3BIBAOMIUECS C JEMEHTAMH JCTHUAPATAIIMH - PETYJISATOPHBIMH 3JIEMEHTaMH (TIpo-
motopamu) TeHoB B sifipe (DRE) TACCGACAT.

TpaHcayKIMs cUrHajla U3 LMTOIUIa3Mbl B SIIPO CBSA3aHA C YYaCTHEM MOHOB KalbLiMs, HHO-
3UTONIBHOTO IMKJIa, (ochopunnpoBaHueMm, KoTopoe ocymiectBisercs Ca- wimu MAP-
3aBUCHUMBIMU NPOTEUHKHHA3aMu. B pe3ynpTaTe nepenadyu cursajia B SApO MPOUCXOIAT U3MEHE-
HUS DKCIIPECCUU T€HOB, KOTOPBIE BIEKYT 32 cOOOW OMOXMMHYECKHE U (PU3HOTIOTHUECKHUE U3Me-
HEHUS - CUHTE3 CTPECCOBBIX OEIKOB U MOBBIILIEHUE YCTONUNBOCTH.

NuaykTopoM cuHTE3a OENKOB B YCIOBHUSX 3aCyXU WM 3aCOJICHUS, XOJI0/1a, BEICOKOIM TeM-
nepaTypbl U AaKe KUCIOPOIHON HEOCTATOUHOCTH, T.€. IPU HAPYILIEHUH OCMOTHYECKON peryJis-
uu, MoxkeT ObITh U ABK. [locnenoBarenbHOCT U KOMIIOHEHTHI peakiuil mpu nerictBuun ABK
no00HBI ONMMCaHHBIM BhImIe (puc. 4.9). VIX 10MOMHSAET TOJBKO WHOM PEryJIssTOPHBIA OEJIOK, OT-
HOCSIIIUICS K OeNKOBbIM (hakTopam TpaHcKpumniuu (b-zip), U peryiasTOpHBIA 3JEMEHT T'€HOB -
ABRE (PyACGTGGC), T1.e. anementsl orBeta Ha ABK. B pesynbrare cunresupyrorcs ABK-
4yyBCTBHUTENbHBIC WK Rab-6enku. [Ipu 06p19HOM BOIOCHAOXKEHUH UX HET B JIUCThSIX, HO HEJIOC-
TaTOK BOJbI BBI3BIBAET HaKOIUIEHHE B JTUCThbIX ABK, KoTopoe MHIyLMpYET CUHTE3 3TUX TUAPO-
(GuUIbHBIX OEJKOB, YCTOMYMBBIX K A€THApPATAIINH.

WTak, K KIETOYHBIM MEXaHHU3MaM TOJIEPAHTHOCTH OTHOCATCS: 1) ocMoTHuecKas peryJis-
11st; 2) cTabuian3anus KJICTOUYHBIX MEMOpaH; 3) MepecTpOrKH B MPOIECCe NbIXaHus; 4) TeTOKCH-
Kalusi TOKCUYECKUX MPOIYyKTOB 0OMEHa; 5) M3MEHEHHE TOPMOHAJIBHON peryssinuu oOMeHa Be-
HIeCTB; 6) MepecTpoilku B pabOTe T€HETUUYECKOTO amnmapara, HalpaBJIeHHbIE Ha PETYJISALUIO0 CHH-
T€3a CTPECCOBBIX OENKOB (puc. 4, 4).

[ToMrMO MeXaHHU3MOB YCTOHYMBOCTH K JIEHCTBUIO 00€3BOKUBAHUS HA KJIETOYHOM ypOBHE
BKJIIOUAIOTCSl 3alllUTHBIE pEaKLUU W Ha ypoBHE opranusma (puc. 4.4), B KOTOpHIX y4acTBYET
Tpoduieckas cucrema perysnun. Hapymenue padboTsl pOTOCHHTETHYECKOTO arapaTa J0IKHO
NPUBOJINTh K HMHTHOMPOBAHHMIO OTTOKA ACCUMHIIATOB M HAPYLICHHIO JTOHOPHO-aKLENTOPHBIX
B3auMO/eiicTBHil B opranu3me. OIHAKO BBISICHUIIOCH, YTO NEPEIBUKEHIE aCCUMUIISITOB CYIIECT-
BEHHO MHTUOMPYETCS TOJIBKO IPU OYEHb CUIBHOM BOJHOM AeduiuTe. DTa OTHOCHUTENIbHAS HE-
YYBCTBUTEJILHOCTh MEPEIBUKEHHUSI ACCUMIISATOB IMO3BOJSET PACTEHUSIM MOOWIM30BaTh U HC-
II0JIb30BaTh MX PE3EPBbI, HAIPUMEP AJI POCTa CEMSH, aXKe IPHU JTOBOJBHO CUIBHOM BO3IEHCT-
BUU. CriocOOHOCTh MOJACPKUBATh TPAHCHOPT YIJIEBOAOB SIBISETCS KIHOUYEBBIM (DaKTOPOM YcC-
TONYMBOCTH PACTEHUH K 3aCyXe.

K mMexanu3mam yCcTOWYMBOCTH OTHOCHUTCA U (POPMUPOBAHUE MUHUMYyMa (BCJIEICTBUE OIa-
JTAHWS WK HEIOPA3BUTHS) TEHEPATUBHBIX OPTaHOB, KOTOPbIE PACTEHUE B COCTOSIHMU 00ECTICUUTh
MUTATeNbHBIMU BellecTBaMH. JTO OOYCIIOBIEHO KOHKYPEHTHBIMU OTHOILIEHUSIMU MEXIY Opra-
HaMU 3a BOJY, IUTATEIbHBIE U APYTHUE BEIIECTBA. Y CKOPSAETCS TAK)KE CTAPEHUE HUKHUX JIMCThb-
€B, IPOUCXOASIT PereHepalys U POCT Ma3yIIHbIX MOYEK WM pereHepalns yTpauyeHHbIX OpPTraHoB.

MexaHU3MBbI 3aLIUTHI HA MOMYJISILIMOHHOM YPOBHE TaK)Ke y4acTBYIOT B (POPMUPOBAHUH yC-
TOMYMBOCTH pacTE€HU, MOCKOIbKY BRDKMBAIOT MMEHHO T€ PACTEHUS, Y KOTOPbIX HOpMa peakluu
HAXOJUTCS B IIMPOKOM JHMANA30HE IKCTPEMAIbHBIX (PAaKTOPOB, T.€. CYIIECTBYET BHYTPHIIOMYJIs-
MUOHHAs BapuabeIbHOCTh YPOBHS YCTOMUNBOCTH.
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Puc. 4.9. Unaykuust cMHTE3a CTPECCOBBIX OEJIKOB MPHU 3aCyXe U 3aCOJICHUH.

IIK - mporewmnkunaser, D3 - uHo3uTonTpudochar, DREB 2 - dehydration responsible
elements binding - OenkoBble (aKTOpbl TpaHCKPUIIMM, OTBeyaromue Ha 3acyxy; DRE -
dehydration responsible element - 371eMeHTHI OTBETa Ha 3aCyXy B IPOMOTOpax reHOB; b-zip - pe-
ryastopuslii 6enok; ABRE - anementst orBeta Ha ABK; Rab - 6enku otBeta Ha ABK.

4.1.4. lNoBbIWeHNne YCTOMYNBOCTU K 3acyxe

J171st TOBBIIIIEHHS] YCTOWYMBOCTH K BOJHOMY Je(DUIIUTY B MPAKTUUYECKUX LEISIX HEOOXOAH-
MO 3HaHHE MEXaHM3MOB YCTOMYMBOCTH K 3acyxe. Hampumep, mpu ydyeTe rOpMOHAJIBHBIX MEpe-
CTPOEK, KOTOPBIE MPOUCXOIAT B OOMEHE BEIIECTB B YKa3aHHBIX YCIOBHIX, MOKHO HUCIIOJIB30BaTh
00paboTKy pacTeHHIA YK30T¢HHO BBOJAMMBIMU ropMoHamu. Tak, aelictBue ABK Benmer x yMeHb-
HIEHUIO KJIETOK, KOJMYECTBA YCThUL HA JUCTE, YBEJIMUYECHHUIO ONYIICHHS JTUCTHEB U B pe3yJIbTaTe
K CHI)KCHHIO pearrpoBaHUs OpPTaHW3Ma Ha BOAHBIN aeduimt. BHeceHue ke MUTOKUHUHA, THO-
OepennivHa, ayKCHHA BO BPEMS 3aCyXd yCYTyOJsieT ee oTpuiaTenbHblil agdext. Omanako mocne
BO3JECHCTBUS B MEPUOJ perapaldyd COCTOSIHUE PACTEHUN 3HAYMTENBHO yiyumaercs. [loBbimaer
YCTOWYMBOCTh M 00pabOTKa CEMSH JI0 3aCyXH LIUTOKMHUHOBBIMU MpenapaTaMu. 3allluTHOE Jeii-
CTBUE IIUTOKMHUHA CBSI3bIBAIOT C €T0 BIUSAHUEM Ha CTPYKTYPY U (DYHKIIMH MaKPOMOJICKYJISIPHBIX
KOMITOHEHTOB KJIETKH.



OOpaboTka TOpMOHAMH BaXHA ¥ B IEJIAX TOBBIIICHUS JICATCIHLHOCTH  OCIIOK-
cTuMynupyronmx cuctem. [Ipu npeamoceBHO 3akanke K 3acyxe (yHKIMOHAJIbHAsI aKTUBHOCTh
pUOOCOM CTHUMYIHPYETCSI, YTO TAKXKE OMpeAemsieTcss OOJBIION YCTOWYMBOCTHIO OCTOKCHHTE3H-
pyromei cucteMbl. Y 3aKaleHHBIX PACTEHUN COXpaHSETCs CIMOCOOHOCTh K CHHTE3y Oenka mpu
YaCTMYHOM 00€3BO’KMBAHMU. 3aKaJIKE K 3aCyXe CIOCOOCTBYET TAKXKE MPEANOCEBHOE HaMauMBa-
HUE U BBICYIIUBaHUE ceMsiH. [loydeHHbIe U3 TaKUX CeMsIH PacTeHHs OTJIMYAIOTCS KcepoMopd-
HOM CTPYKTYPOH U MOBBIIIEHHON 3aCYyX0YCTONYMBOCTBIO.

CTo#KOCTh K 3aCyXe BO3pacTaeT MpHU JIOCTATOYHOM OOECTIeYeHUH KaaueM, KOTOPBIA yIyd-
IIaeT TOTJIOIIEHNE M MCIIOJIIb30BaHUE BOJIBI, CHIDKACT TPAaHCIHpPAIHMIO B pe3yibTrare Oojee 3¢-
(beKTUBHOI perynsiiuu paboThl yCTHHYHOTO amnmnapara, YCHUJICHHUs CBS3bIBAaHUS BOJbL. biaromaps
KaTUIHBIM 00pabOTKaM JydIlie pa3BUBAIOTCS U TIIyO)Ke MPOHUKAIOT B TIOYBY KOPHEBBHIC CHCTE-
MBI Yydiaercss Kak padota (GOTOCMHTETUYECKOTO ammapaTa, Tak U OTTOK aCCUMUIIATOB B pe-
MPOAYKTHBHBIC OPTaHbI, IIOCKOJIbKY KaJIMH y4acTBYeT B TPAHCIIOPTE caxaposbl. bymyun kodak-
TOPOM MHOTHX peakuuii (JOTOCHHTE3a U JbIXaHUs, KAIHii OKa3bIBae€T CTUMYJIUPYIOIIEE AeHCTBUE
Ha TIOJZICPKAHUE OCHOBHBIX (PH3UOJIOTHYCCKUX MPOIECCOB. MTak, 3aKajke, HIU aKKIUMAIUN K
OCMOTHYECKOMY CTpecCy, CocoOCTBYyeT 00paboTKa 3aluTHRIMU BemiecTBaMu (caxapamu, AT,
MIPOJIMTOM ), TOPMOHAMH (ITATOKHHUHOM, a TaKXe MPEenapaToM MUTOKHHUHIIONO0OHOTO NEeHCTBUS
- KapTOJIMHOM), KaJTUEM.

B cBsi3UM C BBISIBIEHHEM YETKOM 3aBUCMMOCTH YCTOMYMBOCTH K 3aCyX€ OT COAEpPKAHUS OC-
MOTHUKOB B TOCJIETHUE TOJbI UCIONB3YETCS BBEACHHE B M€HOM PACTCHHI T'€HOB, KOAMPYIOIINX
9H3UMBI, KOTOPBIC KaTAIM3UPYIOT 00pa30BaHNE OCMOTHYECKHA aKTUBHBIX MPOJYKTOB. DTH METO-
Il TEHHOW WH)KEHEPHH IMO3BOJISIIOT MOJIYYUTh YCTOMUYUBBIE K 3aCyXe TPAHCTEHHBIE PACTCHHS.
Tak, Hanipumep, TeH pScs u3 Vigna aconitifolia, KoTopelii KogupyeT OM(yHKIIMOHATBHBIN YH3UM,
oOnamaomuil  KaTaJUTHUYECKUMU  aKTHUBHOCTSAMHU  Y-TTyTaMUJIKWHA3bl W TIyTaMHII-Y-
CeMHAJIbICT U~ IeTUPOTE€HA3bl, UCIOIB30BAJICS Ui TpaHcHOpMUpoBaHHs Tabaka. DTOT SH3UM
KaTaJlu3upyeT MpeBpalleHue rioyramata 10 A'-nuppoiuH-5-kapObokcuaTa, KOTOPBIA 3aTeM BOC-
CTaHABJIMBAETCS /0 MpoiuHA. TpaHCreHHble pacTeHus Tabaka mpoxyuupoBanu B 10-18 pas
0oJIbIIIe IPOJIMHA U 00IIel OMOMACCHl IO CPAaBHEHHIO ¢ KOHTPOJbHBIMU 00BbeKkTamu. [loBbiieHne
KOHIICHTPAIUU OCMOTHKA CIIOCOOCTBOBAJIO YBEIMYCHHIO OCMOTHYECKOTO MOTEHIMANA U 00Jer-
YEHUIO0 BBDKMBAHUS B YCIOBUAX BOAHOTO AedhunuTta. B mucThs Tabaka BBoAWIM Takxke reH TPS,
KOJIUPYIOIINN Tperano3o-6-pochaTcunrazy U3 apoxikeit Saccharomyces cerevisiae. TpaHcreH-
HbIe pacTeHus: Tabaka MpUOOpeTaIn yCTOWYMBOCTD K 3aCyX€ MPH BO3PACTAHUU YPOBHS HEpemdy-
[UPYIOIIETO UCaXapuaa TPETANI03bl, TaKKe 00JIagaronieil ocMo3amuTHEIMUA QyHKIUsIMU. bims-
KH€ JIaHHbIE TOJyYeHbl IPU CTUMYJIMPOBAHUH CHHTE3a pyKraHa u psia JPYTHX BELIECTB C OC-
MOTHYECKUMU CBOMCTBaMH. TpaHCTeHHBIE pacTeHUs Tabaka, y KOTOPBIX yIaloCh IKCIPECCUPO-
Batb CO/I, Taroke oka3aauch 0oJiee TOJIEPAaHTHBIMH K ACPUITUTY BOJIBI.

TakuMm 00pa3oMm, MOBBIIIEHUE OCMOTHYECKOTO OTEHI[MAIA TPAHCTEHHBIX PACTEHUH 3a CUeT
AKTUBHUPOBAHMS CUHTE3a 3aIIUTHBIX OCMO(HMIBHBIX BEIIECTB WIH ()EPMEHTOB CUCTEMbI JETOKCH-
Kallid TOKCHMYECKUX BEIIECTB SIBISICTCS HOBBIM M MEPCIEKTHBHBIM CIIOCOOOM TOBBIIICHUS YC-
TOMYMBOCTH PACTEHUH K 3aCyXe.

4.2. )KAPOCTOUKOCTb

Bricokue Temneparypbl paCTeHUSMHU MEPEHOCATCS ropas3io Xyxe, yeM Huskue. CHIKeHue
TEMIEPATypPbl 3UMOM pacTeHHs] MOTYT MEPEKUBATh B TEUEHUE HECKOJIBKUX MECALEB, TOTJa Kak
neperpeB BbI3bIBaeT I'MOenb Y OOJBIIMHCTBA PACTEHUN Yepe3 HECKOJIBKO 4acoB. VICTUHHBIX Tep-
MO(HIOB Cpea BBICIIUX PACTEHHH MOYTH HET, XOTS HEKOTOpPbIE CYKKYJICHTHI, HampuMmep
Opuntia, TpucHOCOOJIEHHBIE K YCIOBHUSAM JXKapKOro KJIMMaTa, BBIACPKHUBAIOT Temreparypy 60-
65°C. B ocHOBHOM TepMO(]HIIBI- 3TO pa3IWYHbIe OAKTEPHH, HEKOTOPHIE BOJOPOCIH, KUBYIIIE B
TEPMAJIbHBIX UCTOYHHUKAX WJIM B KpaTepax BYJIKAaHOB U BblAepkHUBaroiue temneparypsl 60-90°C.

MeMOpaHbI Py BBHICOKUX TEMIEpaTypax MOBPEKIAIOTCSA B MEPBYIO O4Yepe/b, YBEITUUNBA-
eTcs MX MPOHHUIAeMOCTb. B oTinuume oT Apyrux BO3JeMCTBUI MPHU MOBBILICHUHM TEMIEPaTyphl
YBEIIMYCHUE TEKy4eCTH MeMOpaH MPUBOIUT K moTepe pusuonorndecknx (GyHkmii. Pacrer Bs3-



KOCTh IIUTOIUIa3Mbl, TTOATOMY WHTEHCHUBHOCTH ITMKJI03a (JABMXKCHHS ITUTOILIA3MbI) TOPMO3UTCH,
BO3pACTaeT M KOHILIEHTpPALUs KJIETOYHOTO COKa. YCHMJIMBUIMMCS 3K30CMOC BEIIECTB U3 KIETKU
IPUBOJUT K CHUKEHUIO OCMOTHYECKOro AaBieHHsA. OJHOBPEMEHHO MPOUCXOAMUT MOBBIIICHUE
OCMOTHYECKOTO JIaBJICHUS 3a CUET aKTUBALUU TUAPOIN3a OCHOBHBIX MOJIUMEPOB OPraHUYECKUX
BeulecTB. ['Mponu3 oka3piBaeTcs 0ojiee MOIIHBIM, YEM B YCJIOBHSAX 3aCyXH, IO3TOMY pacmaj
0eNKoB, HAIPUMEp, MOXKET UATH BILIOTH 0 TOKCUYHOTO ISl pacTeHuil ammuaka. Hapymiaercs
TPaAHCIIOPT BOABI, MOIJIOIIEHUE BEIIECTB KOPHEM, OTTOK aCCUMUIISITOB U3 JIMCTHEB.

Topmosutcs oTocuHTe3, Kak cBeToBas (pasza, Tak U Qukcarus yriaekucaoTsl. Hanbonee
YYBCTBHUTEJIEH K BBICOKOM TeMIlEpaType TpaHCIOPT 3IEKTpoHOB B ¢otocucteme I1. Onnako ne-
HaTypalus OTIAENbHBIX (pepMEeHTOB (POTOCHHTE3a MPOUCXOIUT MpU OoJiee BHICOKOIN TemrepaTy-
pe, ueM MHruoupoBaHue POTOCHHTE3A, T.€. HANOOJIee PaHHNE CTAaIUH TIOBPEKACHUS (DOTOCHHTE-
3a CKOpee CBsI3aHbl C M3MEHEHHSIMH B COCTaBe MEMOpaH U C HAapyIIEHHEM HEPro3aBHCHMBIX
IPOLIECCOB B XJIOPOILIACTAX, YEM C pa3pylieHueM PEpMEHTOB.

Hactymaer BpemeHHasi akTUBalUs JbIXaHUS, KOTOpas OBICTPO CMEHSETCS WHAKTHUBAILIUECH.
YBenuuuBaeTcs 10J1 allbTEPHATUBHOIO MyTH AbIXaHUS, B KOTOPOM 3HEPI'Hsl OKHCIIEHUSI pacceu-
BaeTcs B BUJE Teruia. [IpaBia, W3BECTHHI JaHHbBIE U 00 OTCYTCTBHH aKTHBAIMH allbTEPHATUBHOTO
MyTH TPU TTOBBIIIICHHON TEMIIepaType.

YcunuBaercss MUKpOCOManbHOE OKHclieHue, ocooenno pacretr [10J1. B pesynbrare mpouc-
XOIHUT PACTOYUTEIHHOE DPACXOJOBaHHE CyOCTpaToOB, emie OoJblliee HAPYIICHUE IIETOCTHOCTH
MeMOpaH, YTO B COBOKYITHOCTH C aKTHUBAIMEHl aTbTEePHATUBHOTO MyTH IbIXaHUS yCYTyOJIsieT jie-
CTPYKTHUBHBIE TIPOIIECCHI.

Pasnuynble (GyHKIIMU opraHu3Ma HapyIIaloTcs MPU pa3HbIX TemrepaTypax. Tak, (hoTocHH-
Te3 MHTHOMpyeTCcs mpu OoJiee HU3KOH TeMIiepaType, 4eM JbIXaHWe, 9TO MPUBOJNUT K ISHUITUTY
cyOcTparoB As AbixaHus. B pesynbrare mpu BHICOKOW TeMIEpaType TepsSroTcs, HalpuMmep, ca-
Xapa B OBOIIAX U (pyKTax, KOTOPbIE CTAHOBATCS MEHee claakuMu. JlucOamaHc Mexmy (pOoToCHH-
TE30M U JIbIXaHHEM BBICTYTIAaeT OJIHOM M3 OCHOBHBIX MPUUYUH MOBpexaAaoIiero 3¢dexra BICOKO-
TEMIIEpaTypHOTo CTpecca, 4YTo 0COOEHHO XapakTepHo it Cs-pacTeHHid, B OTIM4ME OT OoJiee yc-
TOMYUBBIX K 3acyxe U BbICOKOU Temmeparype Cs- 1 CAM-pacTeHui.

[TponomxuTensHOE BO3ACHCTBUE WU JCHCTBHE OYEHBb BBICOKOHM Temmepatyphl (55-65°C)
BBI3bIBAET TEIIOBOM 1IOK. [IponcxoauT TepMonHakTuBanus GpepmeHToB. B KileTkax HauMHaeTcs
ma3Moin3. KiieTrouHslii COK BBIXOJMUT U3 BAaKyOJM, UTO 3aKaHYMBAETCS KoJularcoMm kieTku. Ha
JUCThSIX MOSIBIISIFOTCS HEKPOTHUYECKHE MSATHA - "0KOru'", Ha3bpIBaeMble '3amajioM", B OTJIUYUE OT
"3axBaTta" IpH 3aCyXe, KOI/1a JUCThsI OCTAKOTCS 3€JICHBIMHU.

MexaHu3MBbl TPHUCTIOCOOJICHHSI K 3aCyX€ M BBICOKOM TeMIEpaType B 3HAYHTEIBLHOW Mepe
CXOJIHBI, TTOCKOJIbKY 00Jiee BBICOKasi 3aCyXOyCTOMYMBOCTh CHOCOOCTBYET MOBBIIICHUIO U Kapo-
yCTOMYMBOCTU. BMecTe ¢ TeM BBICOKHE TeMIepaTyphl ACHCTBYIOT Ha PacTEHHS M B aTMocdepe,
HACBIIICHHON BJIarOW, HallpUMep B HKBATOPHAJIbHBIX JIECAX.

Kak u mpu apyrux Bo3feMcTBUsIX, MPU BBICOKUX TeMIiepaTypax paOOTaioT 3allluTHbIE Me-
XaHW3MBI JIBYX THUIIOB: N30€KaHHE MEePErpeBa U MPUCIIOCOOICHHE K CYIIIECTBOBAHUIO B YCIOBHSIX
BBICOKHMX Temneparyp. M30exaHue mneperpeBa JOCTUTAETCS, BO-IIEPBBIX, C MOMOUIbI0 aHATOMHU-
YECKUX MPHUCIOCOONeHUN. JIUCThS UMEIOT KCepOMOpP(]HYIO CTPYKTYpYy, MOTYT OBITh CBEPHYTHI,
OPUEHTHPOBAHBI BEPTUKAIBHO, TOKPBITHI BOJOCKAMHU WJIK BOCKOM. OHU KOKHCTBIE, UMEIOT MaJlo
YCTBHUII, YACTO YCThHIIA MOTPY>KEHBI. B JTUCTHAX MHOTO CIIOEB MaTUCATHON MapEeHXUMBbI, SIUIEP-
MUC TOXE MHOTOCJIOWHBIA. HeKOTOpbIe KyCTApHUKH IIyCTBIHb MEHSIOT JIUCThS B 3aBUCUMOCTH OT
CE30Ha: 3UMOM OHU 3€JICHBIC U MOYTH JINIIEHHBIC BOJIOCKOB, a JIETOM O€IbIe U CUIILHO OIYIICH-
Hbele. Bee aTn mpucniocoOiennst o0ecneunBaloT OTPaKEHUEe WHTEHCUBHOW COJIHEYHOM paaualiuu
Y CHIKEHUE MOTEPh BOJbI IPU UCHapeHUH. BO-BTOPBIX, pacTeHUs OT AEUCTBUS BHICOKON TeMIIe-
paTypsl IperoXpaHseT WHTEHCHU(UKAIUs HCIapeHusi BOJbl B XOJ€ YCTHHYHON TpaHCHHpAIUH.
Pacrenue akTUBU3UPYET NMOTJIOIIEHUE BOJIbI, €€ TPAHCIIOPT U UCMIAPEHUE, B PE3yJIbTaTe JIUCT OX-
JaXaeTcsl.

CyuiecTBOBaHUE PACTEHUM B YCIOBHUSIX BBICOKHX TEMIEPATYp AOCTUTAETCS C MOMOIIbIO
OMOXMMHUYECKON amanTamuu. XKapocTolkue pacTeHUSI OTIMYAIOTCS: 1) 3HAYUTEIIbHBIM COJIepKa-



HUEM MPOYHOCBSA3aHHOM BOJBI, UTO MPUBOAUT K BBICOKON BS3KOCTH IIUTOIIA3Mbl; 2) HaJIU4YUEM
TeX )K€ OCMOTHYECKH aKTHBHBIX BEIIECTB, YTO M Y 3aCyXOyCTOMUMBBIX pacTeHUil: MpojiuHa, Oe-
TAaNHOB, MHOTOATOMHBIX CITUPTOB, YIJIEBOJOB M THIPO(MMIBHBIX OJUTONENTHIOB; 3) TOBHIIICH-
HBIM CO/IEp’)KaHHUEM OpPIaHWYECKHUX KHCJIOT, KOTOPbIE CBSA3BIBAIOT aMMHakK; 4) CHOCOOHOCTBIO
JUINTEIBHO MOJAEPKUBATh CTAOUIbHBIA YPOBEHb JAbIXaHHS B IIMPOKOM JMANa3OHE M3MEHEHUs
TeMIIepaTyp, YTO HEOOXOIUMO JAJISl SHEPreTUYECKOro obecrneyeHus OOMeHa BEIeCTB, B YACTHO-
CTH JJI1 CUHTE3a OPTaHUYECKUX KUCJIOT, yYaCTBYIOIIMX B JETOKCHUKALUU MPOIYKTOB, KOTOPHIE
HaKaIuIMBalOTCs MpHU meperpese; 5) obe3BpexkuBanueM mnpoaykros I10OJI ¢ momouipio crucremMsbl
AQHTHOKCHJIAaHTOB; 0) CTaOWJIHOCTBIO JUMHIOB M OEIKOB MeMOpaH, 4TO MOJIECPKUBACT X
(YHKIMOHATIBHYIO aKTUBHOCTbD.

[TpucnocoOneHne K BHICOKMM TeMIEpaTypaM KOpPpEIUpyeT ¢ BO3pAaCTaHMEM CTENEHU Ha-
CBILIEHHOCTH JKMPHBIX KHCIOT MeMOpaHHbIX JUMUIOB. OcnabisioTcss BOJOPOJHBIE CBSA3HM U
AIIEKTPOCTATUYECKUE B3aUMOAECHCTBUSI MEXIY MOJSIPHBIMM TpyIIaMu OEJKOB B BOJHOH (¢a3ze
meMmOpaH. [TosToMy uHTerpanpHble MeMOpaHHbIE OENIKH, KOTOPbIE CBS3aHbI C TUAPO(UIBHBIMU U
JUNUIHBIME y4acTKaMM MeMOpaH, IPEUMYIIECTBEHHO B3aUMOJEHUCTBYIOT C JUIUAHON (a3oii,
T.€. IIPU BBICOKOH TeMmepaType MOAU(DULIUPYIOTCS COCTAaB U CTPYKTypa MeMOpaH. CTpyKTypHbIe
0enku 1 QepMEHTHI )KaPOCTOWKUX PACTEHHH OTIMYAIOTCS TEPMOCTAOMIBHOCTBIO, BBIICPKUBAS
temneparypy 1o 60-65°C. DTo mo3BoJsiseT pacTeHUsIM OCYILECTBIATH IMpolecchl oOMeHa Be-
LIECTB B IIMPOKOM JAMANa3zoHe TeMIiepaTyp. BaxkHO Takke, 4TO y TepMOYCTOMYMBBIX PAaCTEHUN
COXpaHseTcs BBICOKasi CKOPOCTh PeCHHTE3a Oeslka M CUHTE3a IpU MeperpeBe OeIKOB TEIMIOBOI0
I0KA.

Posnb cuHTE3a cTpeccoBbIX OEJIKOB B YCTOHYHMBOCTH K BBICOKOHM TemIeparype Moka JioKa3a-
Ha HE MOJIHOCTHI0. OOCYKIeHUE ITOTO Bompoca Havanoch ¢ padot @. Putro3sl B 1962 r. Ha 1o-
JUTEHHBIX XPOMOCOMAaX CIIIOHHBIX KeJe3 TUUUHOK J1po30¢uiibl. [1oMuTEeHHBIMU Ha3bIBAIOTCS TU-
TaHTCKHE XPOMOCOMBI, OOpa30BAHHbBIE CTONKAMHU IMapaJIJIEIbHO YHNAKOBAaHHBIX TOMOJOTMYHBIX
HUTEH XpOMaTHHA, KOTOPBIX MOXKET ObITh Oosbiie 1000. DTo mo3BOISET U3ydaTh MOJUTEHHBIE
XPOMOCOMBI IIOJI CBETOBBIM MMKPOCKOIIOM, Pa3jiiyaTh B HUX OTHEJIbHBIE "TUCKU'", COOTBETCT-
BYIOILIME T'€HaM, 1 HaOII01aTh, KaK [IPU aKTUBALMU T'€HOB IUIOTHAS CTPYKTYypa AUCKA MEPEXOIUT
BO B3yTHE - "mIyd", 00pa3yromuiics 3a cUeT pa3pbIXJICHUS CTPYKTYphl XpOMaTHHA B aKTUBHOM
reHe W HaKoImieHus cuHTe3upyronmxcs moynekysn PHK. @. Purroza oOHapy»xui, 4TO MOBBIIIIE-
Hue temrneparypsl ot 20 mo 37 °© C npuBoauT K 00pa3oBaHuIo My(OB Tam, I7I€ OHU HE MOSBII-
JHUCh NpU HOpMalbHOW TeMmnepaType. Tak, ObIM OTKPBITHI TeHbl TeroBoro moka. Ilpasna,
no3iHee ObUT0 OOHAPYKEHO, UTO UX MOXKHO aKTUBHPOBATH PSIOM BO3JCHCTBHU U IIPH HOPMaJIb-
Hoi Temnepatype. Komupyemble 3TMMU reHamu Oenku ObUIM MACHTU(UIUPOBAHBI TOJIBKO B
1974 r. Onu nonyuwnu Ha3BaHue OenkoB TeruioBoro moka (BTII). ¥V Bcex opranmsmor BTII
IpeACTaBIeHbl 0OJBIINM HAOOPOM MOJHUIENTHAOB, UX INPUHATO UMEHOBATH B COOTBETCTBUU C
MoJieKyssipHoit Maccoil. Harmpumep, BTI ¢ monekynsapHoit maccoit 70 k/] HazpiBator bTII70.

Bckope BoisicHiiioch, uto cuate3 BTII B oTBeT Ha yBenM4eHUE TeMIIEpaTyphl XapaKTepeH
JUIS KJIETOK OPraHM3MOB BCEX THIIOB: OakTepuu, TpHOOB, ’KMBOTHBIX BCEX YPOBHEH opraHu3a-
I[M, YeJIOBEKa, HU3IIMX U BhICIIMX pacTeHui. OOHapy»keHa ciabas roMoJsiorusi OOJbIIMHCTBA
BTII y xuBOTHBIX U MuUKpoopranuzMoB. OnaHako HekoTopsle, HanpuMmep BTI70 y kykypy3bl,
Ipo30(uiIbl U YeIoBeKa, FOMOJIOIHYHbI Ha 75%.

V pactennit BTIL Bnepssie Obin oO6Hapyxensl B 1980 r. BTL pacrenwmii, kak U Ipyrux
OpraHW3MOB, MHOXECTBEHHbI. OHHM TIPEACTABJICHBI TPyNIIaMU BBICOKOMOJEKYISpHBIX (60-110
k/1) u Hu3koMonekysipHbIx (15-35 x/l) 6enkoB. Ilpu aByMepHOM 3ekTpodopese Kaxaas rpy-
na bTII nenuTcs HAa HECKOJABKO MPEACTABUTENECH. DTO OMPEAEINSIETCS, C OJHOM CTOPOHBI, TEM,
yro kaxaoe cemeiictBo BTI komupyercs, Kak MpaBHiIO, HECKOJIBKUMH T'€HaMHU (CEMEHCTBOM
OJIM3KHUX T'€HOB), PA3IMYAIOIIMMUCS IJIABHBIM 00pa3oM peryJsiiueid uX akTUBHOCTH, a C APYrou
croponsl, Mogudukanusmu BTIL nocne 3aBepiienus ux cuHresa. K unciay Takux Moaudukanui
OTHOCHTCS, Harpumep, ooparumoe dochopunupoanue. OrnuuutenbHbiMu yeptamu BT pac-
TEHUH SBIIAIOTCS MHOYKECTBEHHOCTh MX HU3KOMOJIEKYJISIPHBIX MPEACTABUTENEH U BBICOKAs MH-
TEHCUBHOCTb CUHTE3a IIPH TEIUIOBOM ILIOKE.



Cunre3 BTII- cTpeccoBas mporpamMma, BKIt0OUaeMas py MoabeMe TemMneparypsl Ha 8-10 °©
C Boiie HopmanbHOU. B kietkax pacrenuit MPHK, xonupytomas cunte3 BTII, obHapyxuBa-
I0TCsl 4epe3 TPU-IISATh MUHYT IIOCJE JEUCTBUS cTpeccopa. TerioBOl IOK BBI3BIBAET HE TOJIBKO
peEnporpaMMHUpPOBAaHUE TE€HOMA M, CJIEIOBATEJIBHO, U3MEHEHHE COCTaBa BHOBb CHUHTE3UPYMBIX
MPHK, HO u penporpammupoBanue puOoCcoM - pacnaaa TeX MOJIMCOM, KOTOPbIE CUHTE3UPYIOT
OenKu, TUIIMYHBIE JUIsI HOPMAJbHBIX YCIOBUN OOUTaHUA, U (POPMHUPOBAHUE TOIMCOM, CUHTE3H-
pytomux BTII (puc. 4.10). Takoe crpemurensHoe BkiatoueHue cunresa bBTII He Tonmpko Ha
TPAHCKPUIILIMOHHOM, HO ¥ Ha TPAHCIILMOHHOM YPOBHAX JOCTUTAETCs B PE3YJIbTaTE€ MHOTHUX CO-
obiTuil. Termosoii mok (TI) Be3biBaeT n3mMenenue MPHK, cuHTe3MpoBaHHBIX B KJIETKE A0 II0-
Ka, MPOUCXOAUT MoAU(DUKaLus OENKOBBIX (PaKTOPOB TPAHCIALMHU U pUOOCOMHBIX OenkoB. Kpo-
me toro, MPHK BTUI umeror ommmuust or MPHK 00bpraHBIX OenikoB. Bee 310 00ycimoBmuBaeT oc-
na0ieHue, a 3aTeM U NpeKpalleHre CUHTe3a OOBIYHBIX OENIKOB B KJIETKAX U MEpPEKIIOueHHE all-
napata OenkoBoro cunte3a Ha cuHTe3 BTIHI. B pesymnbrate BTII oOHapy)kuBaroTCs B KIETKaxX
yKe dyepe3 15 MUH mociie Hadasna TEIIOBOIO IIOKA, X CUHTE3 aKTUBUPYETCS, JOCTUTasi MaKCH-
MyMa Yepe3 JIBa-4eThIpe yaca TEIUIOBOTO III0KA, a 3aTeM OcliadeBaeT. ITO YKa3bIBaeT Ha OBICTpOE
n3meHenue cunteza PHK, Ha oOpa3oBanue de novo cnenuduueckoit MPHK, criocoOHoii TpaHc-
JaupoBaTh HeckonbKko noaunenTtunoB. Cunre3 BTI nonasasercst mpu 60s1ee BHICOKUX TeMIlepa-
Typax, 4eM CHUHTE3 OOBIYHBIX OEIIKOB.
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Puc. 4.10. WNHnyxnus CHUHTE3a 0eJKoB TEIIOBOTO I0Ka (BTLLI)
[mo: O.H. Kynaesa, 1997].

TIHI - terumoBoi mok, TP - tpancdakrop renoB BT, PO - perynsaTopHbIii 3J1eMEHT T'€HOB
BTIII, Bxmrouarommii ux sxcnpeccuto npu THI; crmpanu - BTHI. O0bsicHeHUs B TEKCTE.



Heo6xonumo nouepkHyTh, YTO 1MOUTH Bee oOHapy»keHHble BTI xnopomiactoB koaupy-
I0TCS B AJIp€, CHHTE3UPYIOTCS B LIUTOILIA3ME U IIOTOM TPAHCIOPTUPYIOTCS B XJIOPOIUIACT, I'I€ U
BBIMOJIHAIOT 3alUTHYIO (YHLUIO BO BpEeMs TEIUIOBOIO IIOKa. Bo3HuKaronye npu MOBBILICHUN
TEMIIEPATYPbl CUTHAJIBI BOCIIPUHUMAIOTCSI BHY TPUKJIETOUHBIMH PELENTOPaMH. JTO CIIOCOOCTBY-
€T U3MEHEHUIO SKCIPECCUH TeHOB B MHIYKIMH WU perpeccur cuHre3a cnenuduyecknx MPHK,
WIM WX TPAHCIIALNHY, YTO MPUBOANT K U3MEHEHHIO CUHTE3a CIIeHU(UIECKUX MOJIUIIENTHAOB (pHUC.
4.10). B uHayKIMM OTBETa paCTEHUHU HA TEIUIOBOM IIOK LEHTPabHOE MECTO OTBOIUTCS (ocdo-
puIMpoBaHuo/1ehocHOPUIMPOBAHNIO TPAHKPIIITUOHHOTO (PAKTOpa, BOCTIPHHUMAIOIIETO TEM-
HepaTypHbIl CUTHAJ U MPUOOPETAIOIEro COCOOHOCTh CBSA3BIBATHCS C MPOMOTOPHBIMHU y4acT-
KaM{ '€HOB TEIUIOBOTO 1I0KA M aKTUBUPOBATh UX paldoTy.

Bxmouenue renoB bTI npu BBICOKON TemmepaType ONPENESeTCs] PEryIsITOPHBIMU dJle-
meHTamu reHoB BT (PO BTII) (puc. 4.10), T.e. cnenupuuecKMMU HyKJI€OTHAHBIMH MTOCIIE0-
BaTenbHOCTAMH JIHK B mpomMoTopHO# (peryiasTopHoii) 30He 3TUX TeHOB. Y reHoB pa3Hbix BTII
PO cxonHbl, OHUM BBHICOKOTOMOJIOTMYHBI y Bcex aykapuoT. PO BTII BkirodaroT reHsl mocie
B3aUMOJICHCTBUS CO CHEIU(PUUECKUMH PETYIATOPHBIMU OelkaMM - (akTOpaMy TPaHCKPUILMU
WK TpaHc(aKkTopaMu STHX TeHOB. TpaHC(aKropbl MPUCYTCTBYIOT B UTOIIa3ME PU HOPMAaJIb-
HBIX ycJoBHsAX. TerIoBOM IMIOK BBI3BIBAECT UX MOAU(DUKALIUIO, HApuMep OHU (HochOopUINpyOT-
Cs1, TIOCJIC Yero MPOHUKAIOT B siAPO U B3auMoaeucTByIOT ¢ PO renos BTIII, Bkitouas akTHBHOCTH
JTUX I'€HOB.

OTH MeXaHU3MBbI, BEPOSITHO, CXOJHBI Y BCEX 3YKapuOT. Tak, BBE/IEHUE B T€HOM PaCTUTEIb-
HOM KJIETKM T€HETHUYECKON KOHCTPYKIIMH, COAep Kalel uyKepOoAHbI peropTepHbIi reH (penop-
Tep - naroumui uHGopmaiuo), noa kontponeMm PO rena BTIL70 npo3oduinsl BbI3bIBaIO 3KC-
IIPECCUIO 3TOTO PE-NIOPTEPHOIO IeHa NPH TEIJIOBOM LIOKE B KJIeTKax pacreHus. CienoBarenbHo,
tpancdaxTop reHoB bTIL, nHaxonsaumiicss B uuTomnjaa3Me pacCTUTEILHON KIIETKH, y3HaBaj B yCIIO-
BUsX TerioBoro moka PO rena BTHI70 npo3oduisl U BKIIOYAN 3KCIIPECCUIO PEIOPTEPHOTO I'e-
Ha.

[Tocne okonuanus tertoBoro moka cuaTe3 BT mpekpamaeTcs 1 BO30OHOBIISIETCS] CHH-
Te3 OENKOB, XapaKTEPHBIX JJS KIETKM B HOPMAJIBHBIX TEMIIEPATYpHBIX yCIOBHsX. IIpu 3ToM
MPHK BTUI 6wicTpo pa3pymiaroTcsi, Toraa Kak OCJIKH MOTYT COXPAHATHCS CYIIECTBEHHO J10JIb-
mre, odecreunBas, O-BUAUMOMY, YCTOHUMBOCTh KJIETOK K HATPEBY.

JlintenpHOE peObIBaHUE KJIETOK B YCIIOBHSIX BBICOKOW TeMIepaTypbl OOBIYHO MPUBOIUT K
ocnabnenuio win npekpamernto cuate3a bTII. B aToM ciaydae BKIIOYAIOTCS MEXaHU3MBI PETy-
nsmuun dkcnpeccuu reHoB BT mo mpunnumy obparHoi cBsizu. Hakornenue B kimerkax BTIII
BBIKJTFOYAaeT aKTUBHOCTh MX T'€HOB, T.€. KJIeTKa moanaepkuBaeT konndectBo bTII Ha HEoOXomu-
MOM YPOBHE, IPEIATCTBYS UX CBEPXIPOAYKIIHH.

OpHako (QyHKIIMOHANBHAS POJIb 3TUX OEJIKOB HE COBCEM SICHA. B CBSI3M € TeM YTO KIIETKH
BCEX JKMBBIX OPTaHM3MOB B YCIOBMSX TEIIOBOIO INOKa nepekitodarorcss Ha cuHte3 BTII, BeI-
CKa3aHO MPENIOI0KEHHE O 3alIUTHON PoJH OENKOB IMpH MOBBIIICHHOW TeMmepatype. Tak, Ha-
MIpUMeEp, €CJIM MPOPOCTKH COM Cpa3zy MOMENIAIN B yCJIOBHUS BBICOKOW Temmeparypsl - 52°C, To
Bce oHM morubanu, cuare3 bTII He oOHapysxuBancs. Ecnu npopoctku ocrasisiiu npu 34°C Ha
OJIMH 4ac, a 3areM nepeHocusn B ycaosus npu 52°C, to BepkuBano 50%. Cunre3 bBTII mpowc-
XOHJI, IPUYEM U Y TeX ocobel, koTopsle morudanu. Ecinu jxe moapeM Temreparypbl IPOBOAMUIH
nocteneHHo (1o 3°C B vac), To Bce pactenus BbpkuBaiau. Cuate3 bBTIL mpu sToM mpoucxoau.
Taxum o6pazom, TepmoycroitunBocTh npu cunTe3e bTLL nopbimanace.

O6mHOCTh cTpyKTYphl BTII 1 MONEKyIIpHBIX MEXaHU3MOB BKJIFOUCHHS X CHHTE3a Y ca-
MBIX pa3HBIX OPraHU3MOB MO3BOJISIET OTMETHUTH Ciefyroliee. BoikimoueHne cunTe3a Genka cre-
IU(pUUECKUMH MHTHOUTOpaMHM BO BpeMs TEIUIOBOrO IOKa, Korjaa mpoucxoauT cuHre3 BT,
NPUBOJAUT K THOenu kieTok. KileTku MOXXKHO 3aKajauBaTth, MOBBIIIAS UX TEPMOYCTOMYMBOCTh ITy-
TEM IPEABAPUTENIBHOIO KPaTKOBPEMEHHOIO BO3ACUCTBHS IOBBILICHHBIX TEMIIEPATyp. Y CIOBHUSA
TaKOW 3aKaJIKM coBNagaroT ¢ yciaoBusiMu unaykuuu cuate3a bTH. Cunte3 BT unnynupyercs
HE TOJIbKO TEIUIOBBIM IIOKOM, HO U PAJOM JAPYIMX HEOJIAronpUsATHBIX BO3IAEUCTBUI (BOIHBIM



TeUITUTOM, 3aCOJICHHEM, TSOKEIBIMU MeTauiaMu, 00paboTkoit ABK, mopaHeHnem, HU3KOH TeM-
nepaTtypoit u ap.), npudem cunte3 BTIL, BbI3BaHHBIN, HaIpUMeEp, COIAMHU KaAMUS UIH IPYTHUMU
HETeMIEepaTypHbIMU BO3JIEHCTBUSIMU, MOBBIIIAET YCTONYUBOCTh KJIETOK K HarpeBy. Mi3MeHeHus B
CTPYKType I'€Ha Ipu MyTalluH, Hanpumep, Hapywaromeil cunte3 BT, npuBogar u x norepe
YCTOMYMBOCTH K HarpeBy.

[TpencraBneHHble apryMeHTbl YOEAUTEIBHO CBUIETENBCTBYIOT B MOJb3Y 3AIUUTHON POJIH
BTIII npu TennoBom moke. Tem He MeHee I BBISICHEHUSI MOJIEKYJIIPHOTO MEXaHU3Ma 3allMT-
HBIX CHCTEM KJIETOK Ba)KHBI UCCIIeIOBaHUsI KOHKpeTHOM pyHKiun kaxkaoro bTII onpenenenHoi
MoiekysipHoit maccsl. Tak, BTILI70 npucoeanHsaoTCs K Ipyrum Oesikam, BbI3bIBas UX pa3Bopa-
YHBAaHUE, U NPENATCTBYIOT UX arperauuy, KoTopas noMenianga O0bl 6Ky NpuoOpecTH HATUBHYIO
KOH(pOpMaInio, HEOOXOAUMYIO A (PYHKIMOHAIBHON aKkTUBHOCTU. Pa3zBopaunBaHue OenKoOB ¢
nomomeio BTII70 Heo6XxonumMo 17si MPOHUKHOBEHUS Yepe3 MeMOpaHbl XJIOPOIUIACTOB, MUTO-
xoHapuii, OIIP. Arperamus O0eIKOB Pe3KO YCHUJIMBAETCS MPHU MOBBIIIEHUH TEMIEPaTypbl. AKTH-
Baiust cuHTe3a BTHI70 B 3TUX yCcnOBHAX TOJDKHA 3aIIMINATh OEJKH OT HEOOPAaTHUMOrO MOBPEX-
nenus. [lockonsky BTHI70 BnusitoT Ha KOHQOPMALIMOHHOE COCTOSIHUE JPYTUX OENKOB, UX OTHO-
CAT K TpyIne mamnepoHoB (aHri, chaperon - mpoBokaThli, HACTABHUK MPU MOJOAOH ocole).
Bsanmopneiicteue BTIL70 ¢ npyrumu Oenkamu 3aBucut ot ATD/AJIP: moctynupyercs, 4To
BTII70 B xommuekce ¢ AP ynepxkuBaet Ha cebe pacrieTeHHbll 6enok. 3amena AJI® na ATD
MPUBOANUT K OCBOOOXKACHHIO 3TOr0 Oenka u3 komruiekca ¢ BTI70. Ceazannsiit ¢ BTII70 AT®
ocBoOoxkmaeTcs 3a cueT ATdaznoi aktuBHOocTH BTII70 u 3amemaercs Ha AJI®D. Bo3moxHo,
BTII70 cosepmaer AT®-3aBUCHUMBINA LUK padOThl MO "IPOTACKUBAHUIO" OEJIKOB YEpE3 MEM-
OpaHy, B OCHOBE KOTOPOT0 JIS)KUT n3MeHeHne koHpopmanuu BTII70 B 3aBUCUMOCTH OT CBS3H C
AT® umn AJID.

benxu npyroit rpynnsl- BTII60, Takke oTHOCATCA K mIanepoHaMm. DT Oenku oOecrieyu-
BAIOT MPABHIBHYIO COOPKY YETBEPTHYHOU CTPYKTYPHI KJIETOUHBIX OenkoB. K mrarmeponam oTHO-
cat 1 BTHI90. Onu urparoT BaxxHyI0 pojb B 00pa30BaHUU KOMILUIEKCA CTEPOUTHBIX TOPMOHOB C
ux peuentopom. Hanpumep, BTII90 06pa3yroT KOMIUIEKCH ¢ HEKOTOPHIMU MPOTEHHKUHA3AMH,
KOHTPOJIUPYSI MX aKTHBHOCTh. Takum oOpazom, BTII60, BTII70 u BTHI90, mo-Buaumomy, 3a-
MIMIIAIOT KJIETOYHBIE OCJIKU OT MOBPEXKICHHS BO BPEMs TEIUIOBOTO IIIOKA, U3MEHSISI UX CTPYKTY-
py ¥ QyHKITUH.

K BT otHocuTcs Taxke youkBuTHH. [Tocie npucoennuenus storo 6enka Kk N-KOHILy I10-
JUIENTUAA MOCAECIHUN CTAaHOBUTCS MUILIEHBIO JJISI pa3pylI€HUs poTea3aMu. ITO "'MeTKa cMep-
TH" 1151 OETIKOB, U TPU €€ MOMOIIN MIPOUCXOIUT BEIOPAKOBKA MOBPEXKACHHBIX, HEOCTPOCHHBIX U
(YHKIIMOHAJIBHO HEAKTHBHBIX MOJUIENTUIOB. ACCOLMMPOBAHHBIE ¢ YOUKBUTUHOM O€JIKH MOA-
BepraroTcs pepMeHTaTUBHONH Moaudukanuu. [locie 3Toro oHM ONO3HAIOTCS CHEMAIbHBIMHU He-
JU30COMATIBHBIMM MIPOTEA3aMHU U THIPOIHU3YIOTCS B OCOOBIX MYJIbTHMKOMIIOHEHTHBIX KOMILIEK-
cax, Ha3bIBaeMbIX MpoTeacoMamMu. [I0CKOIbKY TEIJIOBOM MIOK, KaK U APYTHE CTPECCOBBIE (haKTO-
PBl, IPUBOJUT K IMOSIBIICHUIO B KJIETKAaX HEJOCTPOEHHBIX U MOBPEKIECHHBIX O€IKOB, YOUKBUTHH
MOXET OBbITh TOJe3eH A uxX ygaaneHus. llosBieHune B KiIeTKax TakuxX Ae()EKTHBIX WIM HEIO-
CTPOCHHBIX OEJIKOB CIYXXUT cUTHaJoM K cuHTe3y BTII make mpu HOpMaabHOUM TeMIiepaTrype.
Bonee toro, neHaTypupoBaHHbBIC WK MOBPEXKICHHBIE OSTKM MOTYT ObITh HHIYKTOpPAaMHU CHHTE32
U JIPyTUX CTPECCOBBIX OenkoB. HampoTuB, (axTopbl, cTaOMIM3UPYIONIUE CTPYKTYPY OEIKOB,
TOPMO3SIT CUHTE3 TaKuX OeJIKoB. Bo3MOXHO, mocie AeHCTBHSI CTPECCOBBIX (DaKTOPOB BO3HHKAET
00JIBIII0E KOJUYECTBO JACHATYPHPOBAHHBIX OEJIKOB M yOMKBUTHHOBAs CHCTEMa OKa3bIBAETCS Ie-
perpyxennoil. OcraBimecs: "HeMOMeUeHHBIMU'" M HEPaCICIUICHHBIMU JICHATypUpOBaHHbBIE Oell-
KH JCPETPECCUPYIOT I'€HBI, KOAUPYIOIINE CTpeccoBble Oenku. Takum oO6pa3om, GyHKIMH pacmo-
3HAaBaHMs U JETpaJalluy JI€HATypUPOBAHHBIX MPU TEIUIOBOM LIOKE NOJUIENTHIOB y PAaCTEHUU
CIOCOOHBI BBIMONHATH HeKoTophie BTILI.

Ha 371eKTpOHHO-MHKPOCKONIMYECKMX CHUMKAax B LMTOIUIa3ME M HEKOTOPBIX OpraHesulax,
HaIpUMEp XJIOPOIUIACTaX, IIPU BBICOKOM TEMIIEpaType, KaKk MU IPHU MOPAHEHHUAX, OCMOTHYECKOM
cTpecce, 3aCOJICHUH, TUIIOKCHH OOHapy>KUBalOTCs TpaHybl TeroBoro moka (I'THI). B cocras
I'THI BxoasT BeIcOKOMONEKysipHbIe (68, 70 k/]) u HU3KOMonekysipabie (15-40 x/) BTI, a



takxe MPHK, cuHTE3 KOTOpON MPOMCXOAMII B HOPMAJIBHBIX TEMIIEPATYPHBIX yciIoBHsX. [103T0-
My nojnaratoT, yto ['THI npenoxpanstor "pomokossie" MPHK, 4TO gaeT BO3MOXHOCTh UCIOJb-
30BaTh UX I CUHTE3a OeJKa 1ocjie OKOHYaHUs 110Ka. TemnoycTouuBOCTh MOYKET U HE CONpPO-
BOXKJIaThCsl oOpazosanuem ['TIII.

CrnenuuyHOCTh peakuy Ha TEIUIOBOW IIOK OTHOCHTENbHA, pa3Hble (pakTophl (aHOKCHSA,
BBICOKAsl UJIM HU3Kas TEMIIEpaTypa, XMMUYECKHE areHThl, 3aCOJICHUE WIN TOpaHEHUE, TOJI0/IaHue
U JIp.) BBI3BIBAIOT CXOJHBIE U3MEHEHUS B SKcIpeccuu reHoB. Ha mpumepe 6enKkoB KyKypy3bl pac-
CMOTpUM OOIIHOCT U paznuuue B cuHTe3e bTII u ana’poOHbIx GenkoB. B oTBeT Ha 00a BO3-
JEHCTBUS CUHTE3UPOBAJICS YHUKAJIBHBINA JUIsl KaX/10T0 U3 HUX HAOOp O€nIKOB, MOJaBICHUE O0bIY-
HOro OENKOBOTO CHHTE3a MPOMCXOAMUJIO Ha ypOBHE TpaHchsuuu. [Ipu He3HauuTenpHOU cuie
BO3/ICIICTBUS OTBETHI OBLIM OOPATUMBIMU M BOCCTAHOBJIEHWE HOPMAJIbHBIX YCIOBHI MPUBOANIIO
K penapainuu cuHTe3a 0enkoB. Pasnuuus cBogmnuck k cnegyromemy. Cunre3 BT Habmonanu
BO BCEX MCCIIEOBAHHBIX OpraHax M TKaHSX, BKIIIOYas JIUCThS U KOPHHU, CUHTE3 )K€ aHa3pOOHBIX
0enkoB ObLT OOHApYKEeH B KOpHAX U He oTMevancs B TUCThsiX. Cunte3 BTII otmeuancs depes
CUMTaHHbIE MUHYTHI I0CJIE€ Hayaja JEHUCTBUS IIOKOBBIX TEMIIEpATyp, a IpU aHOKCHM CHadasa
CHUHTE3UPOBAJICS KOMIUIEKT MEPEXOJHBIX OETKOB MONEKYIspHON maccoil 33 k]l u numb depes
MSTh-IIIECTh YaCOB NPEOBIBAHUS PACTCHHI B aTMOC(epe aproHa aHa’pOOHBIN OCITKOBBIA CHHTE3
JOCTUTANl MAaKCUMAJIbHOTO YpPOBHS. DNEKTPOPOPETUUECKHE CIEKTPhI MOIUIMENTHI0B, CHHTE3H-
PYEMBIX B KOPHSX KyKypy3bl IPU aHOKCHUHU U TEIJIOBOM ILIOKE, OBLIIM PA3IMYHBIMU, T.€. CTPECCO-
Bble OeiKu 00Jasany OnpeneleHHON CHeU(pUIHOCThIO. VICKIIoueHne COCTaBIsAIN MOTUIECTH-
16l 33 k/1, KOTOpbIE CHHTE3UPOBAINUCH U IIPU TEIUIOBOM, U IPU aHOKCUYECKOM CTpPECCE.

CXO0JCTBO HEKOTOPBIX CTPECCOBBIX OETKOB OOHAPYKEHO W MPU APYTUX HEOIAroNmpHUSATHBIX
Bo3aeiicTBUAX. Hampumep, nomunenTuabl MoJeKyIsipHOi Macchl okosio 70 k]I, BeImonHsOmNE
IIPHU TEIJIOBOM IIOKE POJIb MOJEKYJISIPHBIX IIANIEPOHOB, MOSBISIIMCH B IPOPOCTKAX KYKYpPY3bl HE
TOJIKO TIPH TMOBBIIICHUU TEMIIEPaTyphbl/ HO M MPU BOJHOM Je(HUIIUTE, IIOPAHCHUN U TIOJ| BIIHSI-
Huem ABK. BepositHo, ren 6enkoB 70 k]l akTUBUpPYETCS y KyKYpYy3bl pa3IUYHBIMU CTPECCOPAMU
U KOHTPOJIUPYETCS Ha TPAHCKPHUIILIMOHHOM YypOBHE. BBIIBHHYTO Takke MPEANOJIOKEHUE, YTO
oenku 24 u 82 /I, mosBIsroNMECS B IPOPOCTKAX apaOHUI0IICHCa B OTBET HA 3aCOJICHUE, TETLIO-
BOH IIOK, JIEHCTBUE TSHKETBIX METAJUIOB, MOTYT OBITh KOMIIOHEHTAMHU CTPECCOBOW DPEAKIMH U
MMETbh OTHOIIICHHE K 00IIel yCTOMYMBOCTH pacTeHUid. BrickazaHa uiest 0 CylieCTBOBAaHUN T'€HOB
YCTOWYMBOCTH, PETYJISLUS SKCIPECCUU KOTOPBIX OCYILECTBIISIETCS Ha YPOBHE LIEJIOT0 PACTEHMSL.

B HacTosiiee BpemMsi BECbMa aKTyaJIbHO BBIACHEHHE MEXaHU3MOB aJalTallMd PacTEeHUN K
KOMILJICKCHOMY JEHCTBHIO CTPEcCOBBIX (pakTopoB. Tak, mocie nopaneHus KapTodeabHbIX KITyo-
Hel, HaXOASIIUXCSI B a9pPOOHBIX YCIOBHSX, B PaCTEHUSX OBICTPO CHHTE3UpPOBAJICS creruduye-
ckuii Habop OenkoB. OHAKO MOCIE MPOJOKUTENIEHOW MHKYOAIMK MOBPEXICHHBIX KIyOHEH B
TUIIOKCHYECKOH cpesie MHIyIIMpOBaJcs CUHTE3 apyroro Habopa OenkoB. HekoTopsie U3 HUX OI-
peneneHsl Kak (pepMEHTHI TIMKOIU3a, HE0OXOauMbIe ISl aHadpoOHOro mertabonm3ma. Takum
00pa3oM, THITOKCHYECKHI CTpecC 3aJepKUBajl MOsBICHHE OEJIKOB PaHEBOrO0 OTBETa B KITyOHSX
KapToders.

[TogoGHBIM 00pa30M MPU OJHOBPEMEHHOM JIEHCTBUM aHOKCHM W BBICOKOW TEMIIEPATYPHI
Ha JIMYUHKH APO30(MIbI MPOUCXOIMIA 3a/IepKKa 00pa3oBaHMs My(OB TEIIOBOTroO mIoka. Bosz-
MO>KHO, aHOKCHSI OJIOKHUPYET 3Tar MOAU(UKALUN TPAHCKPUIIIMOHHOTO (haKTOpa TEIIOBOTO HIO-
Ka, YTO MPUBOJUT K 3aJEP>KKE MHIYKIWUU F€HOB TEIJIOBOrO IIOKA MPU OJHOBPEMEHHOM JIEHUCT-
BUU JIBYX CTPECCOBBIX (PAKTOPOB.

B To e BpeMs ecTb 0Ka3aTeNnbCTBA U HE3aBUCHUMOM 3KCIIPECCUM I'€HOB, KOAUPYIOIINUX
CHUHTE3 KaK aHOKCHUYECKHUX OEJIKOB, TaK U OEJKOB TEIIOBOTO IIOKAa, IPU COYETaHWU aHOKCUYE-
CKOT'O U BBICOKOTEMIIEpAaTYpPHOro crpeccoB. Hampumep, B 3apojpbliiiax puca OOJBIINHCTBO aHa-
3poOHBIX TonumenTu0B oTaudanuch ot bTII. V kykypy3bl uaeHTHOHUIPOBaHEI /1Ba TeHA (TEH
1005 1 ren 217), mimyKIust KOTOPBIX TaKkKe celU(pUIHA TOIBKO A1 KUCIOPOIHOTO TOJI0daHuUs
Y HE MPOUCXOAUT MPU HArpeBe, OXJAXKICHUH, coieBoM cTpecce. ['en 1005 BhICOKOTrOMOJIOrn4YeH
YIOOMSIHYTOW BBIIIE€ KCHJIOTJIFOKAHAHIOTPAHCTIIOKO3MIa3€e, YYacTBYIONIEH B CTPYKTYPHBIX MO-
TUUKaIUAX KIETOK KOPOBOM MapeHXUMBbI PU 3aTOTLICHUH.



[TocnenoBaTenbHOCTh BKIIFOUEHUS Pa3HBbIX CUTHAJIOB M3 BHEIIHEW Cpe/ibl, TPAHCAYKIHUS HX,
CBSI3aHHAasl C y4aCTUEM MOHOB LIMTO30JILHOTO KaJIbLUs, ¢ TpaHchopMaliel 0eKoBbIX (aKTOpOB,
B3aMMOJEeNcTBHEM (PAaKTOPOB TPAHCKPUIILIMU C IPOMOTOPAMU U U3MEHEHHEM 3KCIPECCUU T'€HOB,
T.€. C CHHTE30M CTPECCOBBIX OENKOB, MO CYIIECTBY, HAeHTUYHHI (puc. 1.10; 2.15; 4.9; 4.10). I1pu
3TOM OeJIKOBBIE (PaKTOPHI TPAHCKPHITIIUH, CITIOCOOBI X TpaHC(HOPMAIINU, TIPOMOTOPHI U IKCIIPEC-
cUpyeMble T'eHbl O0JIaZialoT ompeAeseHHON crnenupuuHocThio. TakuM 00pa3oM, MPOSBISIOTCS
Kak o0IIMe, TaKk U HEKOTOpble CBOEOOpa3HbIE YEPThl CUHTE3a CTPECCOBBIX OEJIKOB IPU pa3iany-
HBIX BO3/JICHCTBUSAX HA pacTeHUE.

Tosviwenus ycmouiuusocmu K 6blCOKOU memnepamype MOXKHO JOCTUYb 3aKaJIKOW CEMSH
win paccaabl. OnpsickuBanue 0,05%-HbIM pacTBOPOM COJI€H LIMHKA TOXE MOXKET CHOCOOCTBO-
BaTh TEPMOYCTOWYMBOCTH. TpaHCchopMmarusi pacTeHH 1O (EpPMEHTAaM CHHTE3a OCMOTHKOB W
(depMeHTaM aHTHOKCUIAHTHOH 3alllUThI TAK)KE YBEIMUUBAET UX KAPOCTOUKOCTD.

W3meHeHne TemnepaTyphl BHIPAIUMBAHUS IPUBOIUT K CABUTY TEIUIOYCTOMUMBOCTH OAHMX
KJIETOYHBIX (DYHKIMHA U He BAMseT Ha Apyrue. OJHaKko B ciydyae (OTOCHHTETUYECKOIO anmnapara
TEMIIepaTypHas aKKIMMAIMs TOBBIIIAET YCTOHYMBOCTH BCEX MEMOpAHHBIX M PAaCTBOPUMBIX
KOMITOHEHTOB.

VYcunuBaercs npu TEIJIOBOM 3aKaJMBAHUU U TOIVIOIIEHWE KUCIOPOJa, HO AbIXaTeIbHBIN
k03 uumeHT He u3mensetcs. [Ipu NoBpeXAAIONNX 3HAYCHUAX TEMIIEPATYPhl IPOUCXOAUT Pe3-
KO€ CHMKEHHE MHTECHCUBHOCTH JIbIXaHUS U YHEPreTUUECKOTr0 0OecreueHus KJIETKU, akTUBHOCTU
JbIXaHUs. YKa3aHHbIE MPUUYUHBI, a TAaKXKe HapyIIEHUs CTPYKTYpbl U (GyHKUMNA MeMOpaH Bcien-
CTBHE TEpeXoja JUMHUI0B B HE(PYHKIMOHATIBHYIO KPUCTAUTNIECKYIO (OpMY U M3MEHEHUs Oed-
KOBOI'O KOMIIOHEHTa MPHUBOAAT K CHUKEHUIO TEPMOPETYJIALUU U MOBPEXKACHUIO pacTeHuid. Ta-
KUM 00pa3oM, BaKHO pa3inyaTh U 3aKaJUBAIOLIEE, U TOBPEXKAAIOIIEE BO3ICHCTBIE TEMIIEPATYD.

Temmnepatypa, KOTOpasi BbI3bIBAET CHHKEHHE MHTEHCUBHOCTHU JbIxaHus 6ojee yeM Ha 30%
Ha TIPOTSHKEHUU OJHOTO 4aca, Ha3bIBaeTcsi kpumuueckou (Hampumep, 43°C). Ilpu Takom 3Have-
HUM TeMIIepaTyphl U BbIIIE OTMEYAIOTCs MOBpeXIaromue Bo3aeicTsus. Eciu npu 3akanuBaHun
IIPOUCXOIAT MEpPECTpOMKa IbIXaHUS M MOBBILIEHHE YCTOMYMBOCTH, TO NPHU JIEHCTBUHU MOBPEXK-
JIaroIled TeMIrepaTypbl HaOJI0JaeTcsl HapylleHUue (YHKIMOHAIbHON aKTUBHOCTH KJIETOK M Op-
raHu3Ma B 1I€JIOM, KOTOPOE BOCCTaHABJIMBAETCS JUILb B CIy4ae KPATKOBPEMEHHBIX BO3/IEHCTBU.

[Tpu 3aKanMBaHUM W3MEHSIOTCS U KaYE€CTBEHHbIE OCOOEHHOCTH JbIXaHus. Tak, y 3aKaljieH-
HbIX Tipu 38-40°C pacTeHHii MIIEHUIIBI U OTYPLIOB MOBPEXICHHE KOPEPMEHTOB JETHAPOTeHA3 B
JMCTBAX MPOUCXOAUIIO MPH OoJiee BHICOKUX TEMIIEpaTypax, YeM Y He3aKaJeHHBIX PACTEHHH, T.€.
TEIIOYCTOWYHUBOCTh (DEPMEHTOB JbIXaTEIBbHOIO MeTa0ONU3Ma MpH 3aKaJMBAHWU TOBBIILIACTCS
HapajyIeIbHO U3MEHEHUSM JbIXaHUS B LIEJIOM.

NmaBa 5
YCTONUYUBOCTb PACTEHUA K HU3KAM TEMMNEPATYPAM

B 3aBucuMoOCTH OT TpaHUIl MOBPEXKAAIOUIUX TOHKEHHBIX TEMIIEpATyp paCTEHUs JEIAT Ha
X0JI0A0- 1 Mopo3ocTtorikue. [lepenanam TemnepaTtyp, IEHCTBUIO 3aMOPO3KOB U MOPO30B MTOABEP-
raercsl 3HauMTeNbHAs 4acThb TeppuTopuu 3emun. bosbmas teppuropus Poccuum pacnosoxeHna
ceBepHee 60-ii mapassenu, 3HaUuTeNNbHasA YaCTh €€ 3aHsITa BEUHOW MEP3JI0TOM.

[Tox xonooocmotixocmvio pacTeHUH MOHUMAIOT CIIOCOOHOCTh BBIHOCHTh HU3KHE TeMIIepa-
TYpBbl, T.€. YCTOMUNBOCTH TEIUIOIIOOUBBIX PACTEHUN K HU3KUM IOJIOKUTEIBHBIM TEMIIEPATypaM.
Moposocmotixocmpio Ha3bIBAIOT CIIOCOOHOCTh PACTEHHM MEPEHOCUTh Temnepatypbl Huxe 0°C -
KpPaTKOBPEMEHHBIE 3aMOPO3KH U JUITUTEIbHbIE 3MMHUE MOPO3bl. Paznuune 3HaueHuil Temnepary-
pBl (TTOJIOKUTENBHBIE U OTPULIATENBHBIE) BIEUET 32 COOON KaueCTBEHHO OTIMYAIOIIUECS MeXa-
HU3MBbI YCTOWYHUBOCTH.

5.1. XONOOOCTOUKOCTb

Jlis pacTeHui M3 pa3IUuYHBIX MECT OOMTAHUS XapaKTEePHbl HEOJMHAKOBBbIE TPAHMUIIBI TO-
BpEeXJAIOUMX HU3KUX TemrepaTyp. Pactenus Kpaiinero CeBepa mepeHOCAT OXJIaXAECHUE JI0 -



60°C. BoJIBIIMHCTBO TEIJIONIOOMBBIX PACTEHUH I0YKHOTO MPOUCXOXKJIEHUS MOrHOaroT MpU TeM-
nepatype 1-10°C. Xnomuyatauk npu 1-3°C rubHeT B TeueHHE OJHUX CYTOK, PACTEHHS Kakao IMpu
+8°C - B Te4eHUE HECKOJIBKHUX YacCOB.

5.1.1. Peakuum pacteHnn Ha aencTeme xonoaa

ITpu Bo3zmelcTBUYM X0107a MPOUCXOAUT NOTEPS TYPropa JIUCThSIMH BCIEACTBUE HAPYILECHUS
JIOCTaBKHM BOJIbl K TPAHCIUPUPYIOIIKUM OpraHaM, YTO BEJIET K YMEHBIIEHUIO COJIEP/KaHUS BHYT-
PHUKIIETOYHON BOABI. Y CHIIMBAIOTCS TMAPOJUTHYECKHUE MIPOLECCHI, B PE3YJIbTaTE HAKAIUINBAIOTCSA
HEeOEJIKOBBIHM a30T (IIPOJIMH U JPyTHE a30TUCThIE COCTUHEHNUs), MOHOCaxXapa.

VBEeINYMBAIOTCS TETEPOr€HHOCTh U KOJUYECTBO O€Ka, OCOOEHHO HU3KOMOJIEKYJISIPHOTO
(26, 32 xJ1).

[ToBbImaeTcst NPOHULIAEMOCTh MEMOpaH. DTa peaklusi OTHOCUTCS K IEPBUYHBIM MEXaHU3-
MaM BO3AEUCTBHS X0soaa. I3MeHeHHe COCTOSHUS MeMOpaH Ipu HU3KOH TeMIepaType B 3HAUH-
TEJIbHOM MEpEe CBA3aHO C MOTEpPEl MOHOB KajblMSA. Y O3UMOM MIIEHUIIbI, €CIIM BO3/ICHCTBUE HE
CJIMIIKOM CHJIbHOE (HMXE Iopora), MeMOpaHbl KJIETOK TepSIOT MOHBI KaJIbLUs, TPOHUIIAEMOCTh
YBEJIMUUBAETCS; PA3IMYHBIC HOHBI, B IEPBYIO OYEPEb KA, @ TAKXKE OPTraHUYECKUE KUCIIOTHI U
caxapa U3 LIMTOIUIa3Mbl BHIXOJAT B KJIETOUHYIO CTEHKY WJIM MEXKKJIETHUKHU. VIOHBI Kaublus TOXE
BBIXOZAT B KJIETOYHYIO CTE€HKY, HO IOBBINIACTCA MX KOHLCHTpAUUs U B LUTOIUIA3ME, IPU 3TOM
aktuBupyercs H -AT®a3a. AKTUBHBIH TpaHCHIOPT MPOTOHOB 3aITyCKAET BTOPHYHBIH AKTHBHKIIL
TPAHCIIOPT, U MOHBI KaJIKs BO3BPAILAIOTCS B KIETKY. B pe3ynbprare yBenuuuBaeTcs MOIVIOIICHHE
BOJBI U TEX BEILIECTB, KOTOPBIE BBILLIM U3 KJIETKH, T.€. KIETOYHBIH COK M3 KCTPAKIETOYHOIO
IIPOCTPAHCTBA BXOJUT B HEE, YTO BEAET K BOCCTAHOBICHUIO €€ COCTOSHHUSA IOCIIE TIOBPEKIACHUS
(puc. 5.1).

[Ipu nefictBum OoJjiee HU3KOW TeMIeEpaTyphl MOTEPss MEMOpaHaMH MOHOB KaJIbIIUS OYCHb
BeJMKa (BBILIE NIOpora). B pe3ynpTaTe CUIBHOIO BO3AECHCTBUS KOJUYECTBO HOHOB KaJIbLIUs B LIH-
TOIJIa3ME YBEIMUYUBACTCA M MEMOpaHHBbIE CTPYKTYpbl HapyIIAlOTCs, TaK Ke Kak U (QyHKIUH
MeMOpaHOCBa3aHHbIX dH3uMOB. H' -AT®a3a nHakTUBHpYeTCs, a (GochONMIassl, HAOOOPOT, AK-
TUBUPYIOTCSI, YTO BBI3BIBAET YTEUKY HOHOB M CTUMYJIMPYET AETrpajalliio MEMOPAaHHBIX JIUIH/IOB.
B sTOM ciiyuae nmoBpexieHus] CTaHOBATCS HeoOpaTUMbIMHU (puc. 5.1).

M3MeHeHne NMPOHUIIAEMOCTH MEMOpaH CBSA3aHO TAKXKE CO CABUIaMM B KHPHOKHCIOTHBIX
KOMIIOHEHTAaX: HACBIILIEHHbIE )KUPHBIE KUCIOTHl U3 JKUIKOKPUCTAIUIMYECKOIO COCTOSIHMSI Mepe-
XOJAT B COCTOSIHUE Telisl paHbllle, YeM HeHachlleHHble. [loaTomy yeM Oosblie B MeMOpaHe Ha-
CBIIICHHBIX KUPHBIX KHCIIOT, TEM OHA XecTye, T.e. MeHee JaOuibHa, U TeM 4Yalle B Heill BO3HH-
KaloT pa3pylieHus. MyTaHTbl pacTeHul, Ae(eKTHbIe N0 AecaTypa3aM KHUPHBIX KHUCIOT, HE CIO-
COOHBI NIEPEHOCUTH OHM)KEHUE TeMIIepaTyphl. B ombITax 1Mo reHHol MHKEHEPUH C UCIOJIb30Ba-
HHEM PaCTHUTENbHBIX JIecaTypas >KUPHBIX KHCIOT ObIJIO YCTAHOBJIEHO U3MEHEHUE KHUJIKOCTHOCTU
mMeMOpaH. [Ipu yBenuyeHun ypoBHSI HEHACBILIEHHBIX >KUPHBIX KUCIIOT y/laBajloCh CHU3UTh YyB-
CTBHUTEIBHOCTh K TIOHM)KEHHUIO TEMIIEPATyphl, 1 HA000POT, Ooiee BHICOKAS TyBCTBUTEIBHOCTH K
XOJIOAY JIOCTUTajach MpU BO3pACTAaHUM KOJMYECTBA HachILeHHBIX KuciaoT (16:0). Tak, y apaOu-
JIOTICHICa MYTAHTHI 110 TeHaM fad5 W fad6, nedexTHbIe Mo CHHTE3y XJOPOIUIACTHOM JlecaTypasbl,
OTJIMYAINCH XJIOPO30M JIMCTHEB, 3aMEJIEHUEM POCTa U U3MEHEHHEM (OPMBI XJIOPOIIIIACTOB MPHU
HU3KUX TeMIepaTypax. ¥ MyTaHTa 1o reny fad2 npu 16°C cHMXamach CKOPOCTh pOCTa, a MPH
6°C oH noru6an. OgHako pacteHus Tabaka M apaOuaorcuca, TpaHCTeHHbIEe N0 renyfad7, Koau-
pyroleMy jAecarypasy, IMpOSBISUIM MOBBIIIEHHYIO, IO CPAaBHEHUIO C JUKUM THUIIOM, YCTOWYH-
BOCTb K Xosionty. Kpome Toro, u3mMeHeHus: MpoucxosrT U B cocTaBe (ochOIUIHIOB U CTEPOIIOB,
JUIAIBL TEPSIOT PocdaThl, BO3pacTaeT ypOBEHb CBOOOIHBIX JKUPHBIX KUCIIOT.
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Puc. 5.1. Bnusane HU3KOW TeMIiepaTypbl HAa MEMOpPaHBI B 3aBUCUMOCTH OT CHJIbI BO3/ICH-
CTBUA

JlesunTterpamuu MeMOpaH crocoOCTBYET M YBEJIWYEHUE COZEPIKaHUS CBOOOJHBIX paIuKa-
70B, cBuzaeTenbeTByromiee 00 yeunenuu [10J1. Tak, nanpumep, y puca nipu 2°C cHHXaIach ak-
TUBHOCTh B TKaHiIX aHTHOKcHaaHTHoro ¢epmenta COJ] u Bo3pacTano conep:kaHHe KOHEYHOTO
npoaykra [1OJI - MIIA. Tlpu 06paboTke aHTHOKCHIAHTOM 0-TOKO(heposioM KomudectBo MJIA
yOBbIBalO.

Hapymenne nenoctHocT MeMOpaH BeJIET K pacnaay KJIETOYHBIX CTPYKTYpP: MUTOXOHAPUU
U XJIOPOIIACTHI pa30yXxaioT, B HUX YMEHBIIACTCS YUCIIO KPUCT U THIIAKOHMJIOB, MOSBISIOTCS Ba-
kyounu, D[P oOpa3yeT KOHLIEHTpUUYECKHE KPYTH, B TOM YHCII€ U U3 TOHOIUIACTa BHYTPU BaKyOJIH.
OTH U3MEHEeHUs HecnenU(UIHBI, OHM OUYEHb MOXO0XH Ha TAKOBBIE MPH HEJOCTATKE KUCIOpOja
WIH JPYTUX BO3IAEHCTBUSIX.

BcenenctBue ne3uHTErpalvy THIIAKOMIHBIX MEMOpaH XJIOpOIUIACTOB Hapymiaercss (oTo-
cuHTe3, uto Kacaerca u DT, u dbepmentoB nukina KampBuHa. DTH MOBpeXACHUS, KaK U MPHU



JIPYTUX BO3JEHCTBUAX, HACTYHAJIM PaHbIIE, YeM MPOUCXOUIN CABUTH B JbixaHuu. [loBpexie-
HUS TIpoliecca JIbIXaHus TakKe HaOII0AA0TCs TP XOJI0J0BOM BO3/ICUCTBUHU, CHUKECHHE YHEpre-
THYECKON 3(P(PEKTUBHOCTH CBSI3aHO C JIOMOJHHUTEIBHBIMU 3aTpaTaMu Ha MOJIep:kaHne oOMeHa
BelEeCTB. Bo3pacTaeT akTMBHOCTh aJIbTEPHATUBHOIO MyTH JbIXaHUs. B HEKOTOPBIX cilydasix, Ha-
MpUMEpP Y apOUJIHBIX, UHTEHCU(PHUKALUS 3TOTO MyTH CHOCOOCTBYET MOBBIIICHUIO B XOJIOJIHYIO
MOTOJly TEMIEpPaTyphl IIBETOB, YTO HEOOXOAUMO AJIA UCTIApeHHs dPUPHBIX Maces, MPUBJICKAIO-
X HaceKoMbIX. CKOpocTh nbixanusi Bo3pactaeT B 100 pa3, a TpagueHT TeMIiepaTyphbl MEXIy
I[BETKOM U BO3AyXOM MOxeT cocTaBisATh 35°C (+15°C B usetke npu -20°C B Bo3ayxe). M3meHs-
€TCsl U COOTHOULICHHUE IMyTeH JbIXxaHus B o3y [1DII.

Topmo3utcst pocT, u3MeHsieTcsi 6amaHc (UTOTOPMOHOB- Bo3pactaeT conepkanue ABK
(IpEeuMyIIECTBEHHO Y YCTOWYMBBIX COPTOB WJIM BHJIOB), @ ayKCUHA - YObiBaeT. [loHMkKEeHNE TeM-
nepaTypbl BEAET K U3MEHEHHUSIM U B TPAHCHOPTHBIX Iporieccax: noraomenue NO; ocnabeBaer, a
NH4 ycunuBaetcsi, 0cOO€HHO y TPUCTIOCOOIEHHBIX pacTeHid. CaMbIM YsI3BUMBIM TPU ACHCTBUU
HU3KOM TemMneparypsl oka3piBaeTcst TpaHcnopT NO3z U3 KOpHEH B JTUCThSI.

[TponomkuTensHOE NEHCTBHE HU3KUX TEMIIEpaTyp NMPUBOIWUT pacTeHHe K rudenu. Takum
00pa3oM, OCHOBHBIC PUYHHBI OTMHUPAHUSI PACTCHHI COCTOSIT B HEOOPATUMOM YBETUYEHUU TIPO-
HUIIAEMOCTH MeMOpaH, TIOBPEXKICHUU METa0O0JM3Ma KJICTKH, HAKOIUICHUHM TOKCHYECKUX Be-
IIECTB.

5.1.2. Myt aganTauMmn pacTteHU K NOHMKEHHON TemnepaType

IToBpIlIEHNE YCTOMYMBOCTU K HU3KUM TEMIIEpPATypaM CBS3aHO C MPEAOTBpAIEHUEM WU
YCTpaHEHUEM yKa3aHHBIX BBILIE MPUYUH MOBPEXKJIEHHS U THOEIN pacTeHUH. MeMOpaHbl yCTOM-
YHUBBIX pacTeHHH 0ojee CTaOWIbHBIL, YeM HEYCTOHYMBBIX, I03TOMY MOTEPU KAJIbLUS M HapyIle-
HHE MX IPOHMIIAEMOCTH MeHble. [IpenoxpaHeHue oT Ae3UMHTErpanud MeMOpaH AOCTUraeTcs
IPEeX/Ie BCETO JIUTEIbHBIM MOAJIEPKAHUEM HEHACHIIIEHHOCTH KXUPHBIX KUCIOT (pocoaunuaos,
YTO MOXKET OBbITh CJIEJCTBMEM aKTHBALMM WIN MOAJEP’KaHUS aKTUBHOCTH JlecaTypas KHUPHBIX
KHCJIOT.

@DepMEeHTBI X0JI0O0YCTOMYNBBIX PACTCHUM aKTUBHBI B IIMPOKOM TEMIIEpAaTYpPHOM JHaIa3o-
HE, ¥ ONTHMAJIbHAS TeMIepaTypa y HUX HUXKe, 4eM Yy (PepMEHTOB TEIUIONIOOMBBIX BUAOB. B pe-
3yJlbTaTe JOBOJIBHO JOJIT0 MOAACPKUBACTCSI MHTEHCUBHOCTh CUHTETUYECKUX NPOLIECCOB, B TOM
YHCJIE U CUHTE3 HEHACBIIIEHHBIX JKUPHBIX KHUCIIOT, /111 HOPMAJIBLHOIO IIPOTEKAaHUsI KOTOPOro He-
obxoaumo moctarouHoe konndectBo HAJI®H. Pons ocHoBHOro mocraBmuka HAJI®H B ycio-
BUsIX TunorepMun BoIodHsET [IDII, KOTOPbI akTUBUpYETCs y MPUCIIOCOOIECHHBIX PACTCHUH, B
OTJIMYHUE OT HENPHCIOCOOJEHHBIX, JIUIICHHBIX NOJOOHBIX KOMIIEHCATOPHBIX MEPECTPOEK JbIXa-
HUSL.

[ToBpexaennst (OTOCHHTE3a y XOJOJ0YyCTOMUMBBIX PACTCHHUI TakyKe HAOIIOJAIOTCS TPH
OobIIeH MPOJAOIKUTENFHOCTH U CUJIe BO3ACHCTBUSA. TpaHCHOPT MEeTabOJIMTOB B JUCTHAX IMOJ-
JEp’)KUBAETCsl B ILIMPOKOM JlMAma3oHEe TEeMIepaTyp, W JOJbIIE COXPAHAIOTCS JIOHOPHO-
aKLENITOpHbIE OTHOLIEHMs. Kpome TOro, XojaoJ0yCTOMYMBBIE PACTEHHsS HMEIOT JOCTaTOYHO
Oombioi 3anac CaxapoB, YTO MO3BOJISIET JJIUTEIBHOE BpeMs MOAACPKUBATh JIbIXaHUE, pa3Inuy-
Hble OMOCHHTE3BI, a TAKXKe UCIOIb30BATh caxapa AJIs 3aIlUThl OT MOBPEKIACHUS XOJIOIOM.

B xoze X07010BOT0 BO3AEHCTBUSI CHHTE3UPYIOTCS M CTPECCOBBIE OEJIKH XOJIOJOBOTO IIIOKA.
Tak, B mpopocTKax O3MMOM MIIEHMIbI TpexdacoBas runorepmus (+3°C) MHAYLHUPYET CHHTE3
00BIIOr0 HabOpa CTPECCOBBIX HU3KOMOJIEKYISIPHBIX U THAPOGMIBHEIX OenkoB. K mpoTekTop-
HBIM O€JIKaM OTHOCSITCA U 1ecaTypasbl.

VYcToi4uBbIE PACTEHMs YCIICIIHEE CIPABISAIOTCS M C JACTOKCHUKAMEW TOKCHMYECKUX IpO-
OYKTOB pacrnajga. AMMHaK CBSI3bIBA€TCSl Y HUX OPraHMYECKHMMM KETOKHCIOTaMH, 00pa3oBaHUE
KOTOPBIX B MPOIIECCE JbIXaHUsI CTUMYJIMPYETCS MPU CTPECCE.

5.1.3. Cnoco6bl NOBLIWEHUA YCTONYUBOCTU K MOHUXKEHHOW TeMnepaTtype

VY CcTOIMUMBOCTD K XOJIOY yAaeTCsl MOBBICUTH C IIOMOUIBIO psiZia MPUEMOB KaK y IPUCIIOCO0-
JICHHBIX K HEMY, TaK U B ONPEICICHHBIX paMKaX y TEIUIONOOMBBIX pacTeHui. [Tpu akknumarmu



K MOHMXEHHBIM TEMIIEpaTypaM HCHOJIb3yeTCs MPEANOCEBHOE 3aKanuBaHue ceMsiH. HakmroHys-
IIMECs] CEMEHA TEIUIONMIOOUBBIX KyJIbTYp (OTYpIibl, TOMAThI, JAbIHS) B TEUEHUE HECKOIBKUX CYyTOK
BBIIEP)KUBAIOT MO 12 4 B ycnoBHSIX HU3KHX NoJokuTenbHbIX (1-5°C) u Oonee Bbicokux (10-
20°C) Temneparyp. [logo6HbIM 00pa3oM MOKHO 3aKallUBaTh paccaiy U Ja)e B3pOocible pacTe-
HUs. B pesynbrarte moBpexIeHus PU OXJIAXKICHHH MOTYT OBITh CBEIEHBI K MUHUMYMY, OCOOCH-
HO €CJIM 3aKaJMBaHUE MPOBOJMIOCH MOCTENEHHO. B Xo/1e Takoi akKIMMaIy BO3HUKAIOT BCE T€
aJIalTHBHbBIE U3MEHEHUS, KOTOPhIE PACCMOTPEHBI BBILIE: YBEIUYMUBACTCS HEHACBILIEHHOCTD XKHUP-
HOKHCJIOTHBIX KOMIIOHEHTOB MeMOpaH, CUHTE3UPYIOTCS CTPECCOBbIE O€JIKH, CO3/1al0TCSI CUCTEMbI
JneTokcukauu u T.m. Y1 Hao6opoT, pe3koe cHmxkeHue Temmepatypsl 10 0°C BBI3BIBAET XOJI0/10-
BOM IIOK U BeJIEeT K MOBPEXKACHUIO PaCTCHUH.

X0J1040CTOMKOCTD MOBBIILIAETCS U MPU 3aMaurBaHuM ceMsiH B 0,25%-HbIX pacTBOpax MHUK-
PO3JIEMEHTOB (cMecH OOPHOM KHCIOTHI, CEPHOKUCIOTO LIMHKA U MEJU, B pacTBOpaxX HUTpaTa UIH
Monn0aTa aMMOHHS), @ TAKXKE B SIHTAPHOHN KHUCIOTE, aMMOHHIHOW CEITUTPE, XJIOPXOIUHXIIOPH-
ne. CnocoOCTByeT MOBBIIIEHUIO YCTOMYMBOCTH 00pabOTKa pacTeHUl HK30reHHBIMU (PUTOrOpPMO-
Hamu ABK u K. Bausaue ABK cocrout mpexae BCero B TOPMOXKEHHHM POCTa, a LUTOKUHUH
CTUMYJIUPYET CUHTE3 Oellka MpH 3aKaJIMBaIOUIMX TemnepaTtypax. O6paboTka ke MHIMOUTOpaMu
CHHTe3a OeJKa, a Takke THOOSPEIUTMHOM M ayKCHHOM, HA000pOT, CHIKAET YCTOWYHBOCTH. [Ipn
JIOCTATOYHOM 00eCreueHUH MOHAMH Kajisl yCTOMUMBOCTh PACTEHUH BO3pAcTaeT U YCHIINBACTCS
JeHCTBUE MEXaHU3MOB pemnaparui. O0paboTka KajiueM BEACT K YBETUYCHHUIO TyPrOpHOTrO J1aB-
JIeHHUs, JTydllei coxpaHseMocTu MeMOpaH. Takum o0pa3om, 3aKajIke CliocOOCTBYET MPUMEHEHHE
BEIIECTB, HHTHOUPYIOMNX POCT U CTAOMIIM3UPYIONINX IIETOCTHOCTH MEMOpaH 1 CHHTE3 OelKa.

5.2. MOPO30OCTOUKOCTb

VY CTOMYNBOCTh K HU3KUM OTPULIATEIBHBIM TEMIIEPATYPaM - 3TO OJUH U3 MOKa3aTesel 3H-
MOCTOUKOCTH, T.€. CIIOCOOHOCTH PACTECHUN MEPEHOCUTh HEOJIArONpUsATHBIE YCIOBHS EPE3UMOB-
KU (BbIMEp3aHHE, BBIIPEBAHUE, JICASHYIO KOPKY, BhIMUpaHUe U Jp.). B aTom ciydyae k Ha3BaH-
HBIM BBIIIE TOBpEeXIatommM (aktopam nobaBisieTcss oOpa3oBaHWE JbJa U BBI3BIBAEMBIH UM
CWJIbHBIN 1e(DULIUT BOABI.

[Tpobrema MOPO30CTONKOCTH M3y4aeTcsi HECKOJIBKO CTONETHH. Bbbiio co3nano MHOTO Teo-
puii, ¢ MOMOIIBIO0 KOTOPBIX MBITATUCh OOBSICHUTH MIPUUMHBI THOETN pacTeHUI OT Mopo3a (ToTeps
TEIJIa, pa3pbIiB COCY/I0B, 00E3BOKUBAHKE, JIbJ000pa30BaHNE, MOBBIICHUE KUCIOTHOCTH M KOH-
HEHTPALMU KIETOYHOTO COKa, AOCTIDKEHHS CHenu(PUUecKOoro MUHHMyMa TeMmmeparyp U [Ip.).
BnepBpie kpUTHYECKMI aHalU3 CYILIECTBOBABIIMX MPEACTABICHUN O MPUYMHAX BbIMEP3aHUS
pacteHuii 1 000CHOBaHWE BEIYIIMX HAIMPaBICHUN WU3Y4YEHUsS MTPOOJIEMBbI MOPO30CTOMKOCTH ClIe-
nan H.A.MakcumoB (1913) B kuure "OOe3BOKMBAWIEEe M MEXaHHUECKOe nedopMupyroliee
BIIMSIHUE JIbJIa HA MPpOoToIia3My'. B HacTosee BpeMs yCTaHOBJIEHBI IPUYUHBI THOEIN pacTeHUHN
OT HHU3KHUX TEMIIEpPAaTyp M PACKPHIT (HPU3HOJOTUUECKHI MEXaHU3M yCTONYMBOCTH K HUM pacTe-
HUH.

5.2.1. MpnynHbI rM6enu pacTteHUN NpPU HAU3KOU oTpuLaTeNIbLHOW Temnepary-
pe

['nbenp pacTeHuil Mpu HU3KUX OTPHULATENIBHBIX TEMIEpaTypax CBA3aHa ¢ 00pa30BaHUEM
JbJIa B KJIETKaX M MEKKICTHUKAX. B 3KCIIEpUMEHTALHBIX YCIOBHAX OBICTPOE MOHMKCHUE TEM-
nepaTypel BeeT K 00pa30BaHUIO JIb/Ia BHYTPU KIETOK (B IIUTOIIIA3ME, 3aT€M B BaKyOIIX), YTO
omnpenenser ux rudens. [IpaBaa, naxe Korjaa B ATOIDIa3Me 00pa3yeTcs Jie/, BCS OHA IMOJIHOCTHIO
He 3amep3aet. Ecnu ke Temneparypy CHIKaTh OY€Hb OBICTPO, HAIPUMEDP MOMECTUB PACTHTEINb-
HYIO WIHM )XUBOTHYIO TKaHb B XKHUAKUN a30T (-196°C), To KpUCTAIUTBI JbJa B IIUTOIJIA3ME HE yC-
NeBaOT 00pa30BBIBATHCS M BOJIA 3aMEp3aeT B COCTOSIHUU TaK Ha3biBaeMoro amopgHoro jibaa. Ha
9TOM CBOWCTBE OCHOBaHa KPHUOKOHCEPBAIMs Pa3IMYHBIX OMOJIOTHYECKUX IperaparoB. bakre-
PHH, UCTIONb3yeMbIe JJIsl TPOU3BOICTBA IUIA3MUI WM TPAHC(POPMALIUU PACTEHUH, TOKE MOXKHO
XpaHHUTh B XKHUIKOM a3zoTe. [IpobiieMa cocTout B crioco0e OTTanBaHUsI 3aMOPOKEHHBIX OpraHH3-
MoB. [y GakTepuil ¥ )KUBOTHBIX KJIETOK OTTaUBAaHHE JIOJHKHO OBITH TAKUM ke OBICTPBIM, YTOOBI



He ObUTO BpeMeHH il 00pa30BaHusl KPUCTAJUIOB JibJa. Pa3MopakuBaHue IUTOIUIA3MbI HIET 00-
Jee WM MEHee paBHOMEPHO. Y pPAcCTeHMId K€ MPU HaJMYMUU BaKyOJId MPOBOAMMOCTH AJISI BOZBI
BHYTPHKJIETOYHBIX MEMOpaH BhIIIE, YeM TOHOIUIACTa. [103TOMy BakyoJb OTTaMBAaET MEUIEHHO U
BCS BOJIa IPOHUKAET BO BHYTPUKJIETOYHBIE OpPTaHEeIbl. JTO BeJeT K HaOyXaHUI0 MUTOXOHIPUN
¥ XJIOPOIUIACTOB M K MX Pa3pbIBy OT OCMOTHYECKOTO IIOKA, YTO HEMEJICHHO TPUBOJIUT K CMEPTH
KIIETKHU.

[TocTenieHHOE TOHIKEHHE TEMIEPaTyphl B €CTECTBEHHBIX YCIOBHUSX CIIOCOOCTBYET 0Opa-
30BaHHUIO JIb/Ia B MEXKKIETHUKAX, B PE3yJIbTATe MPOUCXOIAT 00E3BOKHBAHHE KIIETKU U €€ Je-
dopmanms. Kpucramisl b1a BRITECHIIOT U3 MEKKIETHUKOB BO3IYX, M 3aMep3atoliasi TKaHb BbI-
[JIAIUT Tpo3payHoil. Bo3mokHO 0Opa3zoBaHHMe JbAa U BHYTpU KJIETOK. [Ipu oTTamBaHUM Mex-
KJICTHUKHU 3aIlOJHSIOTCS BOJOW, KOTOpAsi 3aTeM IOTJIONIAETCSl KIETKaMHU, €CITM OHU elle He I10-
rubmau oT Mopo3a. Tur BeIMEp3aHUs 3aBUCUT OT CHJIbI BO3ACHCTBUS, (PU3UOTOTHUIECKOTO COCTOSI-
HUSI pACTEHUI U UX TOTOBHOCTH K TIEPE3UMOBKE.

TakuM 006pazoM, OCHOBHBIE MPUYHHBI THOETN KIETKU MPH HU3KUX OTPUIATEIBHBIX TeMIIe-
paTypax COCTOAT B 00€380HCUBAHUU U MEXAHUYECKOM CHCAMUU TbOOM, TIOBPEXKIAIOIIUM KIIETOY-
HbIe CTPYKTYphl. O0E3BOKMBAHNE BO3HHMKAET BCJIEJICTBUE OTTATMBAHUS BOJBI U3 KJIETOK oOpa-
3YIOIIMMUCS B MEXKKJIETHUKAX KPHUCTALUTUKAMH JIbJia. DTO HCCYIIArolee JeHCTBHE JIbJa, 0CO-
OCHHO OMAacHOE MPHU ATUTEIHHOM JIEHCTBUU HHU3KHUX TEMIIEpaTyp, CXOIHO C 00€3BOKHBAHHUEM
npu 3acyxe. [Ipu mmurenbHOM AEHCTBHH MOPO3a KPUCTAIUIBI BBIPACTAIOT IO 3HAUYUTEIBHBIX pa3-
MEpPOB U MOTYT HE TOJBKO C)KUMATh KJIETKH, HO U MIOBPEKIATh IMIIa3MalieMMYy.

[Tpru3Haku MOBPEKICHUS BBIPAXKAIOTCS B MOTEPE TYPropa, MHOWIBTPALUU MEKKICTHUKOB
BOJIOH, BEIMBbIBaHWU MOHOB U CaxapoB U3 KIETOK B Pe3yJbTaTe MOBPEkKACHUS MEMOPAHHBIX CHC-
TEM aKTHUBHOTO TpaHcmopTa - ATda3 ToHomiacra u miasmManeMmbl. HapyiieHrne meaocTHOCTH
MeMOpaH BeIeT K Jerpajalu CTPYKTYpbl OETKOBBIX U JIUMUIAHBIX KOMIIOHEHTOB MEMOpaH.
[IpoucxonuT neHaTypamnus MeMOpaHHBIX OEJIKOB, CB3aHHAs C ACTHApATAllMe W BhICAIMBAHUEM
MaKpPOMOJIEKYJI, YTO CIIOCOOCTBYET MHAKTUBAIIMU aKTHUBHOT'O TpaHCHOpTa. MemMOpaHOCBsI3aHHbIE
(epMEHTATUBHBIC CUCTEMBI SBJISIOTCS HAMOOJIee YyBCTBUTEIBHBIMU B KIIeTKe. MIHAKTUBAIUS UX
BBI3bIBACTCSI HAKOIUICHUEM BIUIOTH 10 TOKCHMYECKUX KOHLEHTPALUNA HEOPraHUYECKUX U OpraHU-
YEeCKHX BELIECTB, 00pa3yIOLINXCs BCIEICTBHUE JIErPaJalluil KIETOK B Mpoliecce 3amep3anus. Vu-
rubupoBanure (PepMEHTOB CIYKUT NPUUUHON MOBPEKICHHUSI METa0OMM3Ma KIIETOK: HapyIlaeTcs
¢doro- u oxucnutenbHoe (HocHOopUIHpPOBAHUE, YCHUIUBACTCA THAPOIN3 (HOCOIUIUIOB, TOBBI-
maeTcsl akTUBHOCTH ocdonmmas. B pesynpraTe moBpekaeHuss MEMOpaHbl TEPSIOT CBOMCTBO TIO-
JTYTIPOHHUIIAEMOCTH, YCKOPSIETCSI BBIXOJ] BEIIECTB U3 KIETOK. DTO OMpEnesieT AaJbHEHIIHe Io-
BpEXKACHUS KJIETOK (HapylIeHHe ToMeocTasa BeieacTpue camxkenus pH u yposus AT®, Bo3pac-
TaHHE AKTUBHOCTH CBOOOHO-paIMKAIBHBIX PEaKIUi U T.I1.).

5.2.2. NMpucnoco6neHnsa pacTeHUn K HU3KUM oTpuuaTesibHbIM Temnepary-
pam

Kak pacrenust npucrnoca0iuBaroTcs K HU3KUM Temnepatypam? dopmupoBanue (usuoso-
TUYECKOTO MEXAHU3Ma YCTOMYMBOCTH K IEPE3MMOBKE CKJIAABIBACTCS U3 ABYX dTanoB. [lepBblii -
yXOJ OT BO3JICHCTBUS MyTeM Iepexoja B cocTosiHue Mmokosi. O0e3BoKeHHbIE TKaHH, HAIPUMEP
CEeMEHa, CIOPBI TPHOOB, MOTYT COXPAHSTHCS TPH TEMIIEPAType OKOJO aOCOIIOTHOTO HYJS (-
273°C). OBoAHEHHBIE BereTaTUBHBIC TKAHHU TAK)KE yIAaeTCs COXPAHUTD KU3HECTIOCOOHBIMU, €CIIU
3aMOpPO3UTh MX OUYEHb OBICTPO, O OOpA30BaHMSA KPYIHBIX KPUCTAJUIOB JIbJA, Pa3pyIIAOIINX
BHYTPHKJICTOYHBIE CTPYKTYpHl. Melkne KpUCTAUIbI JIbJja, KOTOPhIE BCE-TaKU O0pa3ylOTCs MpH
OBICTPOM 3aMOPAXMBAHWU, HE OKa3bIBAIOT MEXAHWYECKUX MOBPEKICHUU. B ecTeCTBEHHBIX yc-
JIOBUSX, OJTHAKO, OXJIAXKJCHHE PAaCTCHWW HUKOTIAa HE ObIBACT HACTOJIBKO OBICTPHIM, YTOOBI HE
ycneBain c(OpMUPOBATHCS JOCTATOYHO KPYITHBIE KPUCTAILIIBI JIb/A.

Brtopoii sTan - BO3HUKHOBEHHE (DU3UOJIOTHYECKUX U OMOXMMHYECKUX TPUCIIOCOOICHUN B
XOJIe 3aKaJMBAaHUS B OCCHHUH MEpHOA. 3aKalMBaHUE MPOXOIHUT HA CBETY B JBE (hasbl: MpH HU3-
KUX TIOJIOKHUTENBHBIX TEMIIEPATypax, a 3aTeM MEUICHHOE OXJIaKICHUE B YCIOBHIX OTPHUIIATENb-
HBIX TEMIIEpaTyp. 3akaJlMBaHUE HAIMpPaBJIEHO HA MPEJOTBpalleHHEe O00pa30BaHUS JibJa BHYTPHU



KJICTKU U MOBBIILIEHUE YCTOMYUBOCTH K BHYTPUKIIETOYHOMY JIbJly (€CJIM OH BCE-TaKu oOpa3oBal-
csl) AN yMEHbILEHUsI 00€3BOKMBAaHUS U MEXaHHUYECKOW Aedopmaiuu mpoTorviacta. Kakmasiit
3Tall  BKJIIOYEHHUS MEXaHM3Ma yCTOWYMBOCTH OCYILIECTBISIETCS MHOTUMHU  (DU3HOJIOrO-
OMOXMMHYECKHMH MPOIIECCaMU, OXBATHIBAIOIIMMH BCE YPOBHHM OpPTraHU3AlMUd PACTCHMIA: OT MO-
JIEKYJIIPHOTO OT OPraHU3MEHHOTO.

[lepBbIil 3Tan- mepexol B COCTOSIHUE TOKOSI ONpEAeNsieTcs] U3MEHEHHSIMU NapaMeTpoB
(akTOpOB OKpYXkAIOIIEH cpeibl: YMEHbIIEHUEM JJIMHBI IHS, ©3MEHEHUEM CHEKTPaIbHOTO COCTa-
Ba CBETa, NOHI)KEHUEM TEMIIEpaTyphl, YBEIIMUEHUEM IMEpernaja TEMIEpaTyp B JHEBHbIE U HOU-
Hbl€ yacel. B penenuum n3MeHeHn OCBEIIEHHOCTH OCHOBHYIO POJib urpaet ¢putoxpoM. OH yua-
CTBYET B aKTHBAallMU T'€HOB, KOTOpPbIE KOAUPYIOT OETKHU, CBA3aHHBIE C MEPEXOJ0M B COCTOSHHUE
nokosi. [Ipu 3TOM 0CiIalsAI0TCST pOCTOBBIEC MPOIECCH, HO (POTOCUHTE3 OCYIIECTBIsETCS. UTOOBI
n30eXaTh ero TOPMOKEHHUsI, aKTUBUPYETCS HAKOIUICHHE 3allaCHBIX BEIIECTB B MApEHXHUME CTBOJIA
U KOpHEH. B KOoHIle BereTalinoHHOIO MEPHO/Ia BCE MOYKHU MEPEXOJAT B COCTOSIHUE MOKOs. Y pac-
TEHUH YMEPEHHOMN 30HBI ATO MPOUCXOANT B KOHIIE aBI'yCTa WU B CEHTAOPE.

YMeHbIIeHHe THHBI JHS CIIOCOOCTBYET OCIa0IeHUI0 CHHTe3a (PUTOTOPMOHOB - CTUMYJISI-
TOPOB POCTa: ayKCHHOB M THMOOEpPEsIMHOB, TOT/Ia KaK CUHTE3 TOpMOHOB-UHTHOUTOpOoB: ABK un
sTHIIeHa, ycunBaeTcs. OHM BBI3BIBAIOT elie 0OJbIllee TOPMOKEHHE POCTa M €ro TOIHYI0 OCTa-
HOBKY. OOpaboTka B STOT MEpPUOJ PACTEHHI WHTHMOMTOpAMHU POCTa, HAMpPHUMEpP peTapIaHTOM
XJIOPXOJIMHXJIOPUJIOM, OCOOEHHO MpHU A00aBIEHUH MHTHOUTOpa TpaHCIOpTa ayKCHHA - TPUHOA-
OEH30IHOI KUCIIOTHI, MOBBIIIAET YCTOHYUBOCTh pacTeHuit, a UYK u I'b nonmxkaror ee.

VY npeBecHBIX paCTeHWH MOKOH HACTyMHaeT B Hayalle OCEHU U B MEPBYIO a3y 3aKaTuBaHUSI
JMIIb YCYTyOIseTcs, y TPaBsIHUCTHIX (03UMBIE XJieha) Mepexo]] B COCTOSIHHE TTOKOS MPOUCXOAUT
OJIHOBPEMEHHO C TIepBOH (ha3oii 3akanmuBaHus. [Ipu MeHCTBUM HU3KOH TEMIIEpaTyphl Y JIpeBec-
HBIX (POPMHUPYIOTCS MOYKH BO30OHOBIEHUS. [ToueuHble uenryu, Monoble TUCThS U OCEBbIE Yac-
TH BHYTpH modvek HakarmumBaioT ABK u ¢denonbHbie mHTHOUTOPHI pocTta. [Ipekpamiaercs aes-
TeTBHOCTh KaMOus u (erutoreHa. KiueTku KCUIeMHON mapeHXUMBbI, Haxosiiecs: BOJIU3U cocy-
JIOB, BPacTaloT B HUX 4Yepe3 MOopbl U 00pa3yloT TUILIBI, 3aKyOpHBaroIue cocya. B Tumiax npo-
HCXOJIUT OTJIOKEHHE Kpaxmana, COJIEW KajblUs U CMOJHUCTBIX BemlecTB. JKenTeT u onajgaror
CTapble JIMCThS, pudeM yBeanueHue ypoBHs ABK u sTuiiena aktuBupyer 3ToT npouecc. CHU-
JKAeTCsl UHTEHCUBHOCTD JIbIXaHUs, MPOUCXOAT €ro Meraboiuueckue nepectpoiiku. B mepuon
MIOKOS1 JIbIXaTelIbHasl CIIOCOOHOCTh YOBbIBaeT, BO3PACTACT yNENbHBIM BeC aHAIPOOHOTO JIbIXaHHUS.
TakuMm cBUram croco0CTBYeT ONMPOOKOBEHUE BETBEH, U30JSALUS YeUEBUUEK, IUIOTHOE COEAMHE-
HUE YELIYH IMOYEK, Y XBOMHBIX IPOUCXOAMUT 3aCMOJIEHHE X0J10B. Bce 310 co3maer ycnoBus ais
aHa’pOOHOTO JbIXaHHS, KOTOPOE HAauOOJee YETKO BBIPAKEHO Y 3UMOCTOMKHUX MOPOJ, B YAaCTHO-
CTH y XBOMHBIX. IMEHHO y HMX NOBBIIIAETCS COAEPKAHUE ATAaHOJA, BOCCTAHOBUTENbHAS CIIO-
COOHOCTh (DEPMEHTHBIX CUCTEM KIIETKH, CUHTE3 BOCCTAHOBJIEHHBIX COEIMHEHUN 3(PUPHBIX Ma-
cell, cMOJI, TUNHUI0B. Takum 00pa3oM, ¢ OJTHOW CTOPOHBI, IPOUCXOAUT TOPMOKEHHE OOMEHHBIX
MIPOLIECCOB, KaK MPHUCIOCO0IeHNE K BBDKUBAHUIO B YCIOBUSX HU3KOTEMIIEPATypHOIO cTpecca, a
C JAPYrod - WAET Takas MEepecTpoiKa JbIXaTeNbHOr0 0OMeHa, KOTopasi COCOOCTBYET HaKOILIe-
HUIO METabOIMTOB, YYaCTBYIOIIMX B MOBBIIICHUH 3UMOCTOMKOCTH. [lepexon Ha aHa’pOOHBIH THIT
JIIXaHUs (IBOJIIOLIMOHHO OoJiee IPEBHUN PHEPreTHUECKUl MEXaHW3M) HaOJII0aeTCsl HE TOJIBKO
IpU HU3KOM TeMIleparype, HO U MpPH KHUCIOPOAHON HEJIOCTATOYHOCTH, 3acyXe (3aKpbIBaHUE
YCTBUI); TTO-BUIUMOMY, 3TO MPOSIBICHUE HECTIEUN(UIECKOTO OTBETA HAa Pa3IMUHbIE CTPECCOBbIC
BO3JICUCTBUSL.

BTopoii sTan moAroToBKM K 3uMe - 3TO TepBas (aza nepuoaa 3akanuBanus. OHa HaYMHA-
ercs npu temneparypax +5-0°C. O3umble 371aKku MPoXoasiT ee 3a 6-20 nHeil, npeBecHbIe - 3a 30
nHei. [ToaroToBUTENbHBIE IPOLECCH 3aKATMBAHUA HE TOJDKHBI OCYIIECTBIATHCS ObicTpo. Heob-
XOJIUMO JUIMTENIBHOE, TOCTENEHHOE OXJIAXKICHUE, TOCKOJIBKY pacTeHHE Jydlle YCIEeBaeT IpH-
CHOCOOUTHCA K M3MEHEHHIO TEMIIEPATyPHOTO PEeKUMA.

Uto mpoucxoaut B TepByio (a3y 3aKkaquBaHWs NMPU MOHMKEHHH Temmeparypsl g0 0°C?
Jiis 3akanuBaHust HEOOX0IMMO, YTOOBI CBOOOIHASI BOJA M3 KIIETKU OBICTPO TPAHCIIOPTHPOBANIACH
B MEXKJIETHUKU. DTO olecneuuBaeTcs MOJACpKaHUEM BBICOKOM NPOHUIIAEMOCTH MEMOpaH.



VYBeNMMYeHNIO TPOHUIIAEMOCTH, TIOTEPE BOJABI CHOCOOCTBYET TpaHchopMmamus OCIKOB M MEM-
OpaHHBIX OesNKOB-(pepMeHTOB. OHAKO ONpPEAESIONMMHI CTAHOBITCS OCOOCHHOCTH JIUIHIHOTO
cocTaBa MEMOpaH pacTeHUM.

W3menstoTCs pU3nuecKkue 1 XuMHUYECKue CBOWCTBAa MEMOPaH B HAaIpaBJICHUU BO3PACTaHMS
COJIEp’KaHUsl HEHACBIILIEHHBIX XUPHBIX KUCIOT. YeM ycTol4HMBee pacTeHUE, TEM BBIIIE MHICKC
HEHACBIILEHHOCTH JIBOMHBIX CBS3€H JKUPHBIX KUCIOT AUMUIOB. Ilpy 3akanvBaHUU MOBBILIACTCS
COJIepKaHUE JIUMUAO0B, MEMOPaHHBIX (OCHOIUIHIOB U YBEINIMBACTCS MX HEHACHIIEHHOCTD.
HakarunBaroTcsi BBINOJHSIOMIME 3AIMUTHYIO (YHKIMIO KPHONMPOTEK-TOpbl. CHMXKAaeTCsl TOUYKa
3aMep3aHus LUTOIIa3MBbl.

VBenn4yeHne coaep)KaHusl HEHACBIIEHHBIX JKUPHBIX KUCJIOT OOYCIIOBJIMBACT CHIKEHUE
TeMneparypbl (a3oBOro Mepexoja JIUMUIOB M3 KUJIKOCTHO-KPUCTAIIIMYECKOTO COCTOSIHUS B
refb. Y MOPO30CTOMKUX PAacTeHUI OHA JIC)KUT HUXKE TOUKH 3aMep3aHusi, a y HEYyCTOHUMBBIX OHA
Boiie 0°C. brnaromaps ¢a3oBbIM mepexonaM MeMOpaH M3 KUAKOCTHO-KPUCTAUIMYECKOTO B
TBep0€ (Tesb) COCTOSHUE CHU)KAETCsl MPOHUIaeMOCTh MeMOpaH. [losToMy moHMXkeHue Temrie-
patypsl pa3oBoro nepexoja JUMHIOB Y MOPO30YCTOHYMBBIX PACTEHUH CIIOCOOCTBYET COXpaHe-
HUIO BBICOKOH MPOHUIIAEMOCTH MEMOpaH MpU 3aMOpPaKUBaHUHU.

[Tpy MOHWXEHUH TEeMIEepaTypbl MPOUCXOAUT aKTUBAIUS (Pocdonumassl A, 9TO MPUBOIUT
K HAKOIUIEHUIO CBOOOJHBIX JKHUPHBIX KHMCJIOT U BBI3BIBAET M3MEHEHUS B DHEPreTHKE KIIETKH.
KupHble KMCITOTBI B MUTOXOHJPUSIX CTAHOBSATCS HE TOJIbKO OCHOBHBIMHU CyOCTpaTaMu OKHCIIe-
HUSI, HO U BaOXKHEHMIIMM pPEryJsTOpOM - pa3olOuureneM AbixaHus U (ocopuiarpoBanus (puc.
5.2), ynpomaomuM npeBpalieHue YHEPrum AbIXaTeIbHbIX CyOCTpaToB B TemI0. B 00bIUHbIX yc-
NoBUAX oTKaunBanue H' U3 BHyTpeHHero 06beMa MUTOXOHIPHIT HApy Ky MOCPEACTBOM (epMeH-
ToB OTL] conpskeHO ¢ OKUCIEHUEM JIbIXaTeNbHbIX CyOCTpaToB B MpoayKThl (/). [Tpu nonnxen-
HOU Temreparype OTKauaHHbIE M3 MHUTOXOHJIPHHA HMOHBI BOJOpOJA HAa BHEUIHEH MOBEPXHOCTU
MeMOpaHbl MPUCOCTUHSIOTCS K aHWOHAaM JKUPHBIX kuciom RCOO™ (2). Ilomywaromasicst mpu
3TOM IpOTOHUpOBaHHas (popma xupHOU kuciaoTel RCOOH nuddynaupyet uepe3 memOpany (3)
¥ JUCCOLMUpPYET HA ee BHYTpeHHel moBepxHocTH, AaBas RCOOH u H' (4). IIpoToHE KOMIEH-
CHUPYIOT BHYTPHM MMTOXOHJpPUN HEXBAaTKy MOHOB BOJIOPOJA, YAAISIEMBIX OTTyJA AbIXaTEIbHOU
nenbio. O6paszyromuiics annon RCOCT Bo3Bparaercss Hapyxy (J5) MpH y4aCTUH MUTOXOHJIPH-
aJBHBIX OEJKOB - aHMOHHBIX MEPeHOCYUKOB, B yacTHOCTH AT®/AJId-antunoprepa. Ero rmas-
Hasi GYHKILHUS COCTOUT B 0OMEHE aHHOHA BHEUIHero (IuTo30s1bH0r0) AJI® Ha BHYTPUMUTOXOH/-
puanbHeIi aHnoH AT®, obpasoBanHslii H'-cHHTa30if. AHTHIIOPTEP XOPOIIO Pa3INyYaeT TUpo-
¢unbHble annonbl, Hanpumep AJI® u I'/I®. OxgHako B OTHOLIEHHH TUAPOPOOHBIX aHMOHOB Ta-
KoW m3buparenpbHOoCTH HEe Habmomaercsa. [Tostomy AT®/AJID-anTUIOpPTEp OKa3BIBACTCS CIIO-
COOHBIM K TPAHCIIOPTY aHWOHOB KUPHBIX KUCIOT. PazoOmaronuii 0eIoK MUTOXOHAPUU, OITU3-
kit kK ATO/AlP-anTUnoprepy, B OTIMYHAE OT TOCIETHETO HECIOCOOCH TPaHCIOPTUPOBATH
HYKJICOTUIBI, HO COXPaHHJ CIOCOOHOCTh NEPEHOCUTHh aHUOHBI )KUPHBIX KUCIOT. [pu agantanmn
K HU3KOW TemIiepaType pazolmiaroniuii 6enok Britouaetcs Hapsany ¢ ATD/AJId-antunoprepom
B TPAHCIOPT AHHOHOB YXHPHBIX KHUCIOT Yepe3 MHUTOXOHIpHAJIbHYI0 MeMmOpaHy. B pesynbrare
KOHKypeHTHOTO OsiokupoBanus ATd/AJId-anTunoprepa XUPHBIMH KHCIOTaMH TPAHCIIOPT
AJ1® u AT® yepe3 BHyTPEHHIOIO MEMOpaHy MUTOXOHAPUI MHTUOUPYETCS, MOBBIIIAETCS aKTHB-
HOCTh aJIbTEPHATUBHOIO ITyTH TPAHCIOPTA JIEKTPOHOB U yCUIMBAETCS PACCEMBAHUE SHEPIHM B
BuJe Tema. [IoaTromy B TKaHAX pacTEHUN 3UMOCTOMKOM O3MMOM IIIEHUIIBI MUTOXOHAPUU T€HE-
pupytoT Temo. Temneparypa MoOeroB MIIEHUIBI B TEYEHUE HEKOTOPOTrO BPEMEHHU OCTaeTcst 60-
Jiee BBICOKOM, YEM TEMIIEpATypa OKpY>Karollel cpeabl. AJIbTEpHATUBHBIA IIYTh B 3TOT MEPUOJ
BBINOJIHACT 3AIIUTHYIO (YHKLHUIO, CIIOCOOCTBYIOLIYIO YCKOPEHMIO OKHCIeHus. OpHaKko BKIan
QIBTEPHATUBHOTO YT B JbIXaHUE CIUIIKOM Majl, YTOOBI OBITh OTBETCTBEHHBIM 32 MEPECTPONKY
BCETO0 JIIXaTeIbHOTO MpoLecca.
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Puc. 5.2. Ponb ¢cBOGOHBIX )KUPHBIX KUCIOT B TEHEPAIMH TETUIA B MUTOXOHIPHSIX MPU HU3-
kol remneparype [no: B, II. Ckynaues, 1998].

RCOOH, RCOO" - xupHas kucnota n ee anuoH, AH, - mpIxatensHbIii cyoerpar, A - mpo-
OyKT nbixanusi. OOBSCHEHUS B TEKCTE.

B xone 3akanuBaHusl MPOUCXOAUT Oosiee MaciiTabHas MEePecTpOiKa AbIXaHUs: CHIKAIOTCS
MHTEHCUBHOCTh MOIJIOIEHHSI KUCJIOPOJA U JIbIXaTeIbHbI KO3(pULMEHT, yBeIUYMBAETCs aK-
TUBHOCTbH JIETMPOTEHa3, YTO CONPOBOXKIACTCS MOSABICHUEM HOBBIX HU30()EPMEHTOB (TIEPOKCUAA3,
KaTaJyia3, noJn(peHoI0KCcuaa3, UTOXpoMokcua3). [TonnkeHne HHTEHCUBHOCTU JIbIXaHUS TPO-
UCXOAUT B MEHBLIEH CTENEHH Y MOPO30yCTOMYMBBIX COPTOB, aKTUBHOCTH JAECTUAPOTrE€Ha3 BO3pac-
TaeT B NEPBYIO (a3y 3aKaJIMBaHUs U yObIBA€T BO BTOPYIO, HO OISITh-TAaKU MEHbIIE Y YCTOWYMBBIX
coptoB. lloBblllIEeHHE AKTUBHOCTU JETMAPOTeHa3 CBSI3aHO C YCWJIEHHUEM HX POJIM B IOCTaBKE
HA/IH, HeoOX0MuMBIX IJIs1 YCUIIUBAIOIIUXCS B ATO BPEMSI CHHTETHUECKHUX TPOIECCOB, 0OMEeHa 1
HaKOIUJICHUs 3alIUTHHIX BemecTB (CaxapoB, aMMHOKHUCIOT, OenkoB). Ilpu 3akanke y pacTeHuU
3MMOCTOMKOIO COpTa O3MMOH MIIEHUIB], B OTJINYKE OT HEYCTOWYMBOIO, OTMEUECHO MOBBIILICHUE
SHepreTudeckoil 3pPpekTuBHOCTH IbIXxaHUA. AKTUBHOCT AT®da3bl CHIKAeTCS MEUIEHHEe Y MO-
po30ycTOMUMBOro copra. /[pixaHue MHUTOXOHIpHH (IO KHUCIOPOIYy) CHauyajga BO3pacTaeT, yTo
CBSI3aHO C TOBBILICHHBIM PAaCXOJOM SHEPrHMM Ha aJaNnTalloOHHbIE MpoLecchl. Takum oOpazoM,
3aKaJMBaHUE PACTEHUN YCTOMYMBOTO COpPTa OTPULIATEILHBIMU TEMIIEPATYpaMH COIPSHKEHO Kak €
YCKOPEHHEM BBIPAaOOTKM SHEPrHU 3a cUeT 0ojee BBICOKOTO YpOBHS 3(P(GEKTUBHOCTH JIbIXaHUS,
TaK U C yBeJIM4YeHHEM pacxoa sHeprun ATO.

3akanuBaHME BEJCT TAK)KE K IMOSBICHUI0 HEOOBIYHBIX (DOPM MUTOXOHAPHUI (TaHTEIeBUM-
HBIX, YAIIEBUHBIX, BIUIOTh /10 00pa30BaHMUS MUTOXOHJAPHAIBHOTO PETUKYIyMa), ¢ KOTOPHIMU
CBSI3bIBAIOT BBHICOKUN YpOBEHb YHEPIeTUUECKOr0 OOMEHa. Y pacTeHHH ¢ PETUKYJSPHBIM TUIIOM
OpraHu3aliil MHUTOXOHIPUN OTMe4YeHa d((eKTHBHAS METaOOIMUEcKasi aJanTalys, HalpaBJIeH-
Hasl Ha CUHTEe3 KPHO3aIIUTHBIX BEIECTB U MPOIU(epaliiio MEMOPAHHBIX CUCTEM.

[Tpu HU3KKX TeMIepaTypax B MPOPOCTKAX BHICOKOMOPO30YCTOMUMBBIX 31AKOB U3MEHSETCS
3NEKTPO(HOPETHUECKUI COCTaB paCTBOPUMOro Oellka M BO3MOXEH €ro CHHTE3, MHTEHCHBHOCTb
KOTOpOTo cocTaBiigeT 0kojio 30% OT ypOBHsI IPU HOPMAJIbHBIX TEMIIEPATYPHBIX YCIOBUSIX.

[TockonbKy NMpH OXJIAXIEHUH, TaK K€ KaK U MPH 3aCyXe WIM 3aCOJCHUH, B KJIETKE MTPOUC-
XOJSAT OCMOTUYECKUE N3MEHEHUS, BO3JICHCTBUE HU3KOW TeMIIepaTypbl BOCHPUHUMAIOT OCMOCEH-
COpBI B pe3yJibTaTe MEXaHWYECKUX U3MEHEHMH IUIa3MaTH4ecKoil MeMOpaHbl, KOTOpbIE BEAYT K
U3MEHEHUSM (U3NICCKOTO COCTOSHUS IUTOCKENeTa U K "ocMoTHUeckoMy B3phiBY'". [TocmenoBa-
TEJIBHOCTh PEAKIMH, KOTOpbIE MPUBOAAT K U3MEHEHUIO 3KCIIPECCUU M€HOB U CUHTE3Y HU3KOTEM-
NepaTyPHBIX CTPECCOBBIX OEIKOB, (PaKTUUECKH MICHTHYHA MPEICTaBICHHOH BhIIE (cM. puc. 4.9)



B CBSI3M C JICWCTBUEM 3aCyxXH U 3acoyieHus. OTIMYue COCTOUT JIMIIb B 3aMEHE OCIKOBBIX (DaKTo-
poB tpanckpuniuu DREB2 na DREBI.

B coctaB cuHTe3upyromuxcsi 0€JIKOB BXOIAT JecaTypasbl )KUPHBIX KUCIOT, OCJIKH JeruI-
pHUHBI, OoTHOCsImUEecs K ceMeictBy LEA. Otu ruapodunbHble U cTaOWIbHBIE TPU W3MEHEHUU
TEMIEPATypbl OEIKH B3aUMOJICHCTBYIOT C Pa3IMYHBIMU KJIETOYHBIMU CTPYKTYPAaMH, YMEHBILAIOT
KOJIMYECTBO BOJBI B KJIETKaX M MPEIOXPAHSIIOT UX OT Aerpananuu. Kpome AeruaApuHOB B COCTaB
UHIYIHPYEMBIX XOJIOJOM OEJIKOB BXOIAT OeNKH-aHTH(PHU3BI WM OEJIKH XO-JOJAOBOTO MIOKA
(BXII no ananoruu ¢ BTII). OTu 6enku, NOKaTM30BaHHBIC B AMUAECPMHUCE WU B KJIETKaX, OK-
PYKaroIUX MEXKJIETHUKH, CEKPETHPYIOTCA B KIIETOYHYIO CTEHKY, aJICOPOMPYIOTCS Ha TOBEPX-
HOCTH KPHCTAJUIOB JibJja U OJOKHPYIOT UX pocT. OOHapyXeH BBICOKHI MPOIEHT T'OMOJIOTHUU
BXII ¢ O6enkamu marorene3a (PR-Oenkamu): sHporitokaHa3zol, XUTHHA30M U TaymMa-TUHOM
(cmagkum 6enkoM u3 wioaoB Thaumatococcus danielli cemeiictBa Marantaceae, kKoTopsiid B 750-
1000 pa3 cname caxapo3bl). Cpean OEJIKOB XOJO0J0BOTO cTpecca €CTh M (DePMEHThl aHTHOKCH-
JAHTHOW 3aIlMThI, pa3IM4YHBIE THAPOJAa3bl, a Takke ¢(EepMEHTHl OHOCHHTE3a BEIIeCTB-
KpuonpoTeKTopoB. CuHTe3y XO0JI0J0BbIX OEJIKOB MOKET CIIOCOOCTBOBAThH TEIJIO, TEHEPUPYEMOE
MUTOXOHJIPHSIMH B TIEPBBIA MepHoj Bo3AeicTBus xonoaa. CuHTe3 OenKOB, WHAYIMPOBAHHBIX
X0JI010BbIM 3aKaJIMBaHUEM, KOPPETUPYET C PA3BUTUEM XOJIO0- 1 MOPO30yCTONYUBOCTH.

[Tepenecenunto 3amMopakMBaHMs CIOCOOCTBYIOT Takke 00pa3oBaHME W HAKOIUICHHE KPHO-
npoTekTopoB. g ux ¢opMupoBaHus HEOOXOJUMBI KaK TMIPOIUTUYECKUE, TaK U CHUHTETHYE-
CKHE TMPOLECChl. DTO MOJUMEPHI, CIIOCOOHBIE CBSI3BIBATh OONBIIOE KOJIUYECTBO BOJBI, - THAPO-
¢upHBIE OCNTKH, MOHO- W OJHMrocaxapusl. [Ipu 3aKaiMBaHUM MPOUCXOIUT HAKOIUICHHE HE
TOJILKO OJIUTOCAaXapuJ0B U MOMU(PPYKTAHOB, HO U MOHOCAXapUA0B: (PPYKTO3bI U TIIFOKO3BI, TUCA-
XapUIOB: Caxapo3bl, MAIBTO3bI, TPETaJI03bl, TEHTHOONO3BI; TpUCaxapua0B- papPuHO3bI. 3UMOI
caxapa coctaBistoT 50-60% cyxoif Maccel B IMTOMJIa3Me W opraHeiuiax. Boma, cBsi3biBaeMast
THMHU MOJIEKYyJIaMH B (hopMe THAPATHBIX 000JI0YEK, HE 3aMep3aeT U He TpaHCHOpMUpyeTcs, Oc-
TaBasch B KieTke. [Ipu neiicTBUM HU3KUX TEMIIEpPaTyp Y MOPO30YCTOWYMBBIX PACTEHUHN YCHIIH-
BAeTCs CHHTE3 KpaxMmalia, i B IIUTOIIa3Me HaKaITUBAIOTCS caxapa. Y MHOTHX pacTeHHUH Bo3pac-
TaeT BOJOPACTBOPUMOCTh OeKOB. UeM BhIIIEe UX coAepKaHUE, TEM OOJbIINE CITOCOOHOCTh KJIET-
KU K BBIICP)KUBAHUIO HU3KUX TemmepaTyp. K monuMepaM-KpHONpoTEeKTOpaM OTHOCATCS TaKKe
MOJIEKYJIbl TeMUIEIUTION03 (KCUIaHbl, apaOMHOKcUIaHbl). HakanmuBasich B KJIETOYHOI CTEHKeE,
OHHU 00OBOJIAKMBAIOT KPUCTAJIIBI JIb/Ia U TOPMO3AT UX POCT: MEJIKUE KPUCTAJIIBI MEHBIIIE MTOBPEXK-
JAIOT KJIETKY. OTH OCOOCHHOCTH KPHOIPOTEKTOPOB OOBICHSIIOT CXOAHOE NICUCTBHE OCIIKOB-
aHTU(PHU30B, T.€. HU3KOTEMIIEPATYPHBIX CTPECCOBBIX OENKOB, TAKXKE MPEIMATCTBYIOMIMX 00pa3o-
BaHUIO KPUCTAJTUKOB JIbJIa, ¥ SHIOTIIOKAHA3bl, TUAPOIU3YIONIEH reMUEITIONE3bI.

K kpHOnpoTeKTOpaM OTHOCATCS ¥ MHOTOATOMHBIE CHUPTHI: TIHUIEPOI, COPOUTOI, MAaHHU-
TOJI, aMUHOKHCIIOTBI, HAl[pUMep MPOJIMH, KOTOPBIH cocoOeH 3aMEeHATh BOy B TMApPaTHOU 000-
nouke OenkoB. OOpa3oBaHUE ITHX COCAWHEHHMN MPUBOIUT K CHM)KEHHUIO TOUKH 3aMep3aHHs -
TomIa3Mbl. Tak KJIETKU 3aIIMIIAIOTCS OT 00pa30BaHMs BHYTPUKIETOUHOTO JIbJa U YPE3MEPHOTO
00€3B0OXKMBaHUS.

KpuopesucrentHocTh onpenensier crabunuzanuio Memopad. CyliecTByIOT JBa MEXaHH3Ma
3alIUThl MEMOpaH KpUOMPOTEKTOpaMH. Bo-mepBhIX, caxapa CHIXKAIOT 3(PPEKTHBHYIO KOHIICH-
TpalMIO TOKCUYECKHUX BEILECTB, 00pa3ysl TTUKO3U/bl, U 00J1aJat0T CTAOUIN3UPYIOIIUMHU CBOMCT-
BaMU. 3aIlUTHBIN 3P PEeKT MOTYT co37aBaTh U TOKCUYHBIE BEIIECTBA P COBMECTHOM JICHCTBHH,
€CJIM UX KOHIIGHTpAIMs B MPOIECCEe 3aMep3aHUs OCTaeTCs HUXKE MOBpEXIarolero yposHs. Bo-
BTOPBIX, cnenuduyeckre ruapouibHble OeNKH HEMOCPEICTBEHHO B3aMMOJCHCTBYIOT C MEM-
OpaHamu, TIpeOXpaHss uX OT moBpexaeHusa. OHU 001a1al0T HEOOBIYHO BHICOKOH 3(PheKTHBHO-
CTBIO. Y MOPO30yCTOMYUBBIX PACTEHHI B MEPUOJ MOATOTOBKH K 3UME HAKAIUIMBAIOTCA 3aIlaCHbIE
BElIECTBA, KOTOPBIE UCIOJIb3YIOTCA 3aT€M ITPH BO30OHOBIEHUH POCTA.

Taxum obpa3om, B miepBoil (paze 3akaaMBaHHUA OCHOBHBIC MEPECTPONKU CBS3aHBI C yJale-
HUEM BOJIbI U3 KJIETOK B MEXKJIETHUKH, C CHHTE30M KPHUOIPOTEKTOPOB U JAPYTUX 3alacHBIX Be-
IIeCTB, HEOOXOAMMBIX /IS TOACPKAHUS METa0O0IM3Ma IIPH OCTAaHOBKE POCTa paCTEHUI.



Bo Bpemst BTopoii (a3bl 3akaauBaHUs, KOTJa MPOUCXOIUT MOCTENEHHOE OHUKEHUE TEM-
nepatypsl 10 -10 + 20°C u Huxe co ckopocTbio 2-3°C B CyTKH, B MEXKKJIETHUKaxX oOpasyercs
Jel U HAYMHAIOT (YHKIMOHUPOBATh MEXaHU3MBI 3aIIUTHI OT 00€3BOKMBAHUS, ITOITOTOBJICHHBIE
B TeueHHue nepBoil (a3pl. MeXKIETOUHBIN Jie[ MpenoTBpamaeT oopa3oBaHue JbAa B KJIETKax.
Bropas ¢a3za xapakrepuzyeTcsi 3HAYUTEIBHBIMHI CTPYKTYPHBIMH H3MEHEHUSMH.

OcyuiecTBIsAIOTCS /1Ba OCHOBHBIX MPHUCIIOCOOIeHNs. Bo-nepBbIX, TpaHCHOPT OcCTaBIIEHCS
MIOCJIE TTPOXOXKICHHS IEPBOH (ha3bl 3aKaTMBaHU CBOOOIHON BO/BI U3 KJIETKH. OCHOBHYIO POJIb B
TpPaHCIIOPTE CBOOOTHOM BOJBI M3 KIETOK K MECTaM BHEKJIETOUHOTO 0Opa3oBaHMs JibJla UTPAIOT
MeMOpaHbl. BBICOKasi MPOHUITAEMOCTh MEMOpPAH TP 3aMOPKUBAHUN O00YCIIOBIIHBACTCS yBEIIH-
YEHUEM COJIEp>KaHMUsI HEHACBILIEHHBIX KUPHBIX KUCIOT. BO-BTOPBIX, MOBHIIIEHUE YCTOMYUBOCTH
KJIETKH K 00€3BOKMBaHUIO. Booyiep >KUBatome CHIIbl YBEIIMIUBAIOTCS 32 CYET KPUOTIPOTEKTO-
pOB. 3aKaJCHHBIE KIETKU HE MOBPEXKIAIOTCS KOHLIEHTPUPOBAHHBIM KJIETOYHBIM COKOM, TaK KakK B
ATOT MEPUOJ OHU HAXOJATCS B XUMUYECKH UHEPTHOM COCTOSIHUU.

[To mepe ycuneHus MOpPO30B 00BEM KJIIETOK BCIIEICTBUE OTTOKA BOJBI YMEHBIIACTCS, a T0-
TOM OCTaeTcs 0e3 U3MEHEHU, HECMOTPSI Ha MPOJ0JIKEHUE JIbJ000pa30BaHUS B MEKKICTHUKAX.
Bo3M0HO, B 3TOT nepuoja MPOUCXOJUT 3aMEIIEHUE BOJbI KIETOK BO3AYXOM, KOTOPOE MMEET
00JbI1I0€ 3HAYEHHE I BBDKUBAHMSI PACTEHMI, TaK KaK MPeAOXpaHseT KIETKU OT AepopMaliii.

Korna HacTymaer oTTenens, pacTeHUsl yTPayMBAIOT CBOICTBA, MPUOOPETEHHBIE BO BpPEMs
3aKaJMBAaHUS, U YPOBEHb UX MOPO30CTOMKOCTH PE3KO MaJaeT, MIPUUYEM MPOUCXOIUT 3TO BCETO 32
onuH-1Ba AHA. IIpu mocienyronieM MOHMKEHUN TEMIIEPAaTypbl PACTEHUS ONATHh MPOXOIAT BTO-
pyto a3y 3akaiauBaHHUS U YpPOBEHb MX MOPO30CTOMKOCTH CHOBa moBblmaeTca. OIHAKO €ciu
TeMIepaTypa MOHU3UTCS OYEHb OBICTPO, pacTeHHE MOKeT MOoruOHyTh. [loaTOMy mepeHeceHue
pacTeHHEM 3MMHErO MEpUoJia ONpPEEsieTcss HE TOJIbKO CIIOCOOHOCTBIO BBIKHBATH B YCIIOBHUSX
OYEHb HU3KUX TEMIEPATYP, HO U 3MMOCTOMKOCTBIO B LIEJIOM, T.€. BO3MOKHOCTBIO aJalTUPOBATH-
Csl K OBTOPSIIOLIMMCS OTTEIENSIM, BBIIIPEBAHUIO, 00pa30BaHUIO JIEJSHOW KOpkH U T.1. Tak, pac-
TeHUS U3 APKTUKH MPEKPACHO MEPEHOCIT OYeHb CHIIbHBIE MOPO3bl, HO COBCEM HE MpHcnocobIe-
HBI K OTTETNESIM. DTO HEOOXOUMO YUUTBIBATh MPU MOA00pE MaTepualia /i akKKIMMaTU3aluu B
paiioHax ¢ HEYCTOMYUBBIM MOPCKHUM KIIMMATOM.

JI1s BBDKMBAHUSA LIEJIOTO PACTEHUS BaKHA MOPO30YCTOMYMBOCTb PA3JIMYHbIX TKaHEU. JIu-
CThs U TOOETH 3UMHEBETETUPYIONINX PACTEHUHN BBIICPKUBAIOT MOPO3bI 10 -15°C, mokosmuecs
IIOYKH JPEBECHBIX pacTeHud - 1o -25 + -30°C, a cTBoJBI AepeBbeB - A0 -50°C. BHyTpu cTBONA
camasi 4yBCTBHUTEJIbHAs YacThb - KCHJIEMHAs Mapexuma, a camas ycToluuBas - kamOuii. KopHu,
KOpHEBUINA, KIyOHU, JIyKOBHIIBI OOJBIIMHCTBA PACTCHUH MEHEEe YCTOMYUBBI K MOpPO3Y U CIIO-
COOHBI IEPEHOCUTH TeMIiepaTypbl He Hike -10 -1 -16°C. TloaToMy MOpP030yCTOHYMBOCTH BCETO
pacTeHMsI OIIPENENSIETCs IPEXKIE BCETO MOPO30YCTONYMBOCTHIO KOPHEH.

Takum o0pa3oMm, MeXaHH3M MOPO30CTOMKOCTH COCTOMT B OOpaTUMoi (PU3HO0IOT0-
OMOXMMHUYECKON M CTPYKTYPHOM MepecTpoiike Ha BCEX YPOBHSIX OpraHu3anuu pacteHus. Ha
pa3HBIX dTamax OHTOreHe3a CIOCOOHOCTh pacTEHUH K 3aKalMBaHMIO HeoJquHakoBa. Uem Ommxe
pacTeHus K penpoayKTUBHOU (a3ze, TeM MEHbIIE CIIOCOOHOCTh K 3aKanuBaHUio. Puznonoruye-
CKMIM MEXaHU3M MOPO30CTOMKOCTH 3aKPEIJIEH I'€HETUYECKH U PEan3yeTcsl TOIbKO B CTPECCO-
BBIX YCIIOBUSIX.

5.2.3. UckyccTBeHHOe 3aKkanuBaHue pacTeHUMn

Ha MOp030CTOMKOCTD MOJIOKUTENIFHOE BINSHHUE OKa3bIBAaeT 00pabOTKa CeMSH MUKpPOdJIe-
MEHTaMH: LIMHK MOBBIIIAET COACP)KaHUE CBA3aHHOW BOJBI M yCHIMBAeT HakomieHne Caxapos, a
MOJIMO/ICH CIOCOOCTBYET YBEIHMUCHHIO COJIEpKaHMs o0miero u 6einkoBoro asora. CxomHbIi 3¢-
(GeKT OKa3bIBalOT KOOAJIBT, ME/lb, BAaHAIUI U APYTHE FITEMEHTHI.

[ToBpexnenne MeMOpaH NPeNOTBPAIIAET HK30TCHHOE BHECEHHME 1-2 MMOJB/I pacTBOpa
AT®, uyto 60nee r¢dheKkTuBHO, YeM 00paboTKa HU3KOMOJIEKYISIPHBIMU YTIIEBOAAMH (caxapo3oi
u rmoko3oit). Kpuonporekroproe aeiictBue AT® cBA3bIBaIOT ¢ NPEIOTBPAILIEHUEM €I0 OCBO-
00K JIeHHsI U3 MeMOpaH MUTOXOHAPHI U C BIUSHUEM Ha UX KOH(OpPMAIHIO.



M3BecTeH mpueM NOBBIMICHHS] YCTOWIMBOCTH B CIIydae KPaTKOBPEMEHHOTO TPEABAPUTEIh-
HOTO BBIACPKUBAHUS PACTCHHUM MPU HU3KUX TeMIepaTtypax. B 3To Bpemsi MpoMCXOAUT 3aKaika,
aHAJIOTUYHAS TOH, YTO XapaKTEepHA JJIsl €CTECTBEHHBIX YCIOBUH OCCHBIO.

[IpenmoceBHast 06paboTka PUTOrOPMOHAMHU CIOCOOCTBYET MOBBIIICHUIO HE TOJIBKO XOJO-
JOCTOWKOCTH, HO U MOPO30yCTOMYMBOCTH. [IpH HMCIONB30BaHMM BEIIECTB, MOBBIMIAIOIIAX YC-
TOMUYMBOCTH K JACMCTBUIO HU3KHX OTPHUIIATEIBHBIX TEMIEPATYP, CAEAYET YUUTHIBATH ATAmbl (Pop-
MHUPOBaHHS MIPUCIIOCOOJICHHUS B €CTECTBEHHBIX YCIOBUAX cpeabl. Ecim B mepBoii haze 310 MoryT
ObITh BellecTBa, nHrHOUpymue poct (ABK), u KprHompoTekTopsl, TO BO BTOpoil (aze - coenu-
HEHHS, CTIOCOOCTBYIOIIHE IMOBBIIICHUIO YCTOMUYMBOCTH K 00€3BOKMBAHUIO U CTAOMIIN3ALNU MEM-
OpaH. MHoTHe TeHbI, KOAUPYIOIINE CHHTE3 OCNKOB MPU HU3KOM TeMIiepatype Win aeduiuTe Bo-
JIbI, UHIyIUPYOTCs no BausinueMm ABK.

TemnnoBoe 3akanuBaHue TpeOyeT MEHbIIIE BPEMEHH, YeM XOJI0J0Boe. B 3TOM ciydae yBe-
JMYEHHUE TETUIOYCTOMYMBOCTH OTMEYAETCS Yepe3 HECKOIBKO YacOB TOCIIE IMOBBIIICHUS TEMIIepa-
TYpBbl, 2 MAKCUMaIbHBIN 3PHEKT JOCTUTAETCS B TEUCHUE TIEPBBIX CYTOK.

CoBpeMeHHbIE CIOCOOBI TONYYEHUS! YCTOMUMBBIX K HU3KAM TeMIepaTypaM OpPraHH3MOB,
KaK U MpH OPYTHX BO3IACHCTBHSIX, CBOIATCS K CO3JaHUIO BBICOKOPE3UCTEHTHBIX TPAHCTEHHBIX
pacTeHuii, T.e. paCTCHUH C BBEJCHHBIM B T€HOM UY>KEPOJHBIM T'€HOM, MPUIAIOIIUM UM HOBEIC
cBoiicTBa. HecMOTpst Ha TO UTO CTpecC-pe3UCTEHTHOCTb- MYJIbTUTEHHBIN MPU3HAK, UMEIOTCS OTI-
pEeleNeHHbIe yCIIeXu B 3TOM HampaBieHHd. OHU CBSI3aHBI C MOAHATHEM OCMOTHYECKOTO MOTEH-
yana u co craduim3alueii MeMOpaH U MaKpOMOJIEKYJISPHBIX CTPYKTyp. Tak, Hampumep, Xo-
nuHAeruaporenasa u3 Esherichia coli npeBpamiaet xonuH B OetauH. ['eH bet4 BBOOUTCS B pac-
TeHue Tabaka WM KapTodemns, YTo BeleT K MOBBIIICHUIO aKTUBHOCTU XOIUHAECTUAPOTEHA3HI U
MOBBILICHUIO YCTOMUMBOCTH K 3aMOpPaKMBAHUIO, a Takxke 3acojeHuto. BBenenue rena CodA u3
Arthrobacter B apabuIONCHC TOBBIINIAIO AKTUBHOCTH XOJIWHOKCHAA3bl- (hepMEHTa, KOTOPBI
TaKKe KaTaIH3UpyeT NMpeBpalleHre XOJIHHA B TIUIMH-OeTauH. DTa MaHMITYJISUS CIIOCOOCTBO-
Bajia MOBBIIICHUI0 U MOPO30- U COJIEyCTOWYMBOCTU. CXOMHBIC JaHHBIE TOMYUYEHBI C LENbI0 T0-
BBIIIICHUS KOHIEHTPAIMU U IPYTUX OCMOTHUKOB - IPOJIMHA, MAHHUTONA, (ppykTana u T.1m. CBepx-
skcnpeccust rena COJl B mioliepHe CHMKAIa YPOBEHb CBOOOIHOPAIMKAIBLHBIX MPOIECCOB U 3a-
IIMIIaIa PACTEHUS OT MOBPEXKACHUS MPU 3aMOPAKUBAHUU.

[TockonpKy ycTaHOBJIEHA YEeTKasi KOPPEIALHSI MEXAYy YyBCTBUTEIBHOCTBIO K OXJIAXKICHHUIO
U COJIep>KaHMEM HEHACBIIICHHBIX XKUPHBIX KUCIOT, MHTEHCUBHO BeIyTCs paObOTHl U B HaIpaBJe-
HUU TOBBIIEHUS CTENEHU HEHACBIIEHHOCTH >KUPHOKHUCIOTHBIX KOMIOHEHTOB. B uacTHoCTH,
BBEJICHUE T'eHa JecaTypas3bl YBEIMYUBAJIO COJCPKAHUE TU- U TPUEHOBBIX KUCIIOT, YTO COIPOBO-
KJAJI0Ch BO3pacTaHUEM KaK CTOMKOCTH MEMOpPaHHBIX CTPYKTYp, TaK U YCTOMUMBOCTH pacTeHUM
K OXJIQXK/ICHUIO.

maBa 6. YCTONYUMBOCTb K 3aCONIeHUI0 1 HecbarnaHCUpoOBaH-
HOMY MUHeparbHOMY NMUTaHUIO

6.2. YCTOMYMBOCTb PACTEHUU K HAPYLLEHUAM MUHEPAIIbHOIO MNU-
TAHUA

PacTeHust cnocoOHBI MOTIIOMIATh U3 OKPY KAIOIIEH Cpebl B OONBIIMX WM MEHBIINUX KOJH-
YecTBaxX MPAKTUYECKHU BCE JIEMEHTHI nepuoauyeckoit cucremsl .M. Menaeneea. OnHako 3Ha-
YUTCJIIBHOC HAKOIIJICHUC OJHUX JJICMCHTOB HJIIM HCIOCTATOK I[pyI‘I/IX MOXET He6HaFOHpI/I$ITHO
CKa3bIBaThCS HA KU3HEICITCIIbHOCTH PAaCTCHUH.

6.2.1. Ponb OCHOBHbIX MUHEpParibHbIX 3JIEMEHTOB B XXU3HU pacTeHUN

JlJ11 HOpMaJTbHOTO POCTA U PA3BUTHUS PACTCHUI HEOOXOAUMBI ONPE/IETICHHBIE TUTATEIbHbIE
3JIeMEHThl. YcTaHoBIeHbl 20-22 OCHOBHBIX NMUTATEJIbHBIX AJIeMEHTa. UeThIpe ayeMeHTa: yrie-
PO, KUCIOPOJ, BOJOPO M a30T, Ha3bIBAIOT Op2aHOo2eHaMU WIH OuozeHamu. YTIEpo] B CpeTHEM
cocTaBisieT 45% cyXxol MacChl paCTUTEIBHBIX TKaHeH, Kkuciaopoa- 42%, Bomopon - 6,5% u a3ot-



2,5%, a Bce opranorensl BMecTe- 10 95%. OctaBuiuecs 5% MpuXoasaTCs Ha 30JbHBIC BEIIECTBA.
D10 MakpoaiaeMeHTHI: pocdop, cepa, Kanuii, KalblIUN, MarHUM, JKeIe30, aTIOMUHUN, KpEMHUHN U
HATPHiA. DJIEMEHTHI, COIEpXKaHHEe KOTOPhIX coctaBimsier 107°-10°% cyxoif Macchl, HA3BIBAIOT
Mmuxposnemenmamu. K HUM OTHOCSITCSI Maprasell, Me/ib, KOOAIbT, IIMHK, MOJTHOeH, O0p, XJI0p.

Bce 9Tu a51eMeHThI JKU3HEHHO HEOOXOAMMBI IS PACTCHHA, TaK KaK BBITIONHSIOT Pa3iind-
Hble QYHKIIUU U HE MOTYT OBITh 3aMEHEHBI JPYTMMHU dJIEMEHTaMH. YTIEpoJ, KUCIOpPOI U BOJO-
PO pacTeHHS TOYYaOT B BUJE YTJIEKHUCIIOTO T'a3a M BOJBI, TOATOMY MX OOBIYHO HE paccMaTpH-
BalOT B CBSI3U C MUHEPAJIbHBIM MHUTaHUEM. A30T, Gochop U cepa MOTNIOIMIAIOTCS PACTEHUSIMU B
BUJI€ MUHEPATbHBIX WM OPTaHUYECKHX COCAMHEHUMN T'ymMyca, a OCTaJbHBIC PJIEMEHTHI - B BUJIE
MUHEPATBHBIX CONIeH. A30T BBICTyIAeT IJIaBHBIM 3JIEMEHTOM JIsl OPTaHU3MOB, TaK KakK Hapsay
JIPYTUMU OpPraHOT€HAMHM BXOJMUT B COCTAB IMOYTH BCEX BAXKHEUINUX OPraHMYECKUX BEIECTB:
HYKJIEMHOBBIX KHCIIOT, O€IKOB, aMUHOKHCIOT, aMU0B, TUNUI0B, AT®, hraBUHOBBIX U MUPH-
JUHOBBIX HYKJIEOTHIOB, Pa3IMYHbIX AIKaJIOUAOB U Apyrux BemectB. dochop B mepByro oye-
penb OTBEYAeT 3a YHEPreTHUECKUl OOMEH, SIBISIETCS KOMIOHEHTOM (GochonmumnuaoB u HyKICH-
HOBBIX KHCIIOT, a TaKXe Yy4YacTBYeT B pPEryJsAIMH aKTUBHOCTH OelikoB (dochopmmuposa-
Hue/aedochopunupoBanue). Cepa BXOTUT B COCTaB CYJIb()OIUIUIOB XJIOPOIUIACTOB U OYEHBb
BaKHBIX aMUHOKHCIIOT: IIUCTEHHA, IUCTUHA U METHOHHMHA. [{UCTEeMHOBBIE OCTATKH Y4acTBYIOT B
MOJJICP)KAaHUM BTOPUYHOU, TPETUUHON M YETBEPTUYHOU CTPYKTYphl OenkoB. Hepeako 1mucren-
HOBBIC TPYIIITEI BKIFOYAIOTCS B aKTUBHBIN IIEHTP (PEPMEHTOB, CTAHOBSITCS BaKHBIMH KOMITOHCH-
TaMU KEJIEe30CEPHBIX OENKOB- MEPEHOCYMKOB AIEKTPOHOB., U YYaCTBYIOT B IETOKCHKAIIUU TSXKe-
JbIX MeTaioB. L{uctenn HaxoAUTCA B cOCTaBe TPUIIENTUIA INIyTaTHOHA - BaKHOTO 3BEHA aHTH-
OKCIAHTHOM 3aluThl. METHOHUH - MPEIIIECTBEHHUK (PUTOTOPMOHA 3TUJICHA M TMOJHMAMHHOB, a
TaKKe S-aJICHO3WIMETHOHUHA, IEPEHOCUUKA METHIHHBIX TPYTIII.

Kanuii - onuH 13 caMbIX HEOOXOTUMBIX 3JIEMEHTOB MUHEPAIILHOTO TUTaHUs pacTeHuu. Ero
B TKaHSX PAaCTEHUH ropasno OoJbIIe, YeM IPYrux KaTHOHOB. IMEHHO Kajuii BMeCTe C IPOTOHA-
MU y4acTBYeT B T€Hepalii MeMOPaHHOTO MOTEHIIMANA Y PACTEeHHM, B TPAHCIIOPTHBIX MpoIeccax
4yepe3 MeMOpaHbl, B 3arpy3Ke U pa3rpy3Ke KCHIEMbI U ()JIO3MBI, MTOTJIOMEHUN U TPAHCTIOPTE BO-
JIbl TIO PACTEHUIO, Peryysuu paboThl YCTRUYHOTO anmapaTa. Kamuii BXoauT B rpymnmy IJIaBHBIX
KaTHOHOB, aKTUBAaTOPOB (pepMEHTATHBHBIX cucteM. M3BectHo Oonee 60 ¢epMEHTOB, aKTHBH-
PYEMBIX KaJlueM.

Kanpiuit Takke y4acTByeT B pPeryJislid aKTUBHOCTH (epMeHTOB. Kpome Toro, 3To Bax-
HBI BTOPUYHBIN MMOCPETHUK B TPAHCIYKIIUU PA3INUHbIX CUTHANOB. [I0ATOMY OYeHb BenMKa ero
pOJIb B PETYIIALUN POCTA M pa3BUTHS pacTeHHid. C MOMOIIBIO0 KaBIUS OCYIIECTBISIOTCS COOp-
K1/pa300pKU 3JIEMEHTOB IIUTOCKEJIETa, TOATOMY OH HEOOXOJUM Ul CEeKPELUH, IUKII03a U Jieje-
HUS KIIETOK. B3anMOoAeicTBYS ¢ OTpULIATENIBHO 3apsKEHHBIMU TpynmnamMu GocoTunuIoB u Oe-
KOB, MOHBI KaJbIUsl CTAOMIM3UPYIOT MEMOpaHy M CHIKAIOT €€ MacCHUBHYIO MPOHHUIIAeMOCTh. K
TOMY >K€ KallbIIUi 00pa3yeT CIIMBKU MEXIy KapOOKCHIILHBIMH TPYMITIAMU MIEKTHHOBBIX BEIIECTB
B KJIETOYHOU CTEHKE.

Posb mMaruust BaykHa TIPEkKIE BCETO JII HOPMAIBLHOTO ocyliecTBIeHus (oTtocuHTe3a. OH
HE TOJILKO BXOJHT B COCTaB XJOpoduiuIa, BIIETCS KOPaKTOPOM Iesoro psiia pepmentos. Be-
JMKO 3Ha4YeHue MarHus B gochopHOM oOMeHe miu nepeHoce. JKene3o Toxe ydacTByeT B Ouo-
cunte3de xsopopuuia. OnHako T[VIaBHAasg ero (yHKUHUS COCTOMT B  OKUCIUTEIBHO-
BOCCTAaHOBUTENIBHBIX MPEBPAIICHUSAX, TOCKOIBbKY JKENe30 - TJIaBHBIA METall TeMCOJSPIKAIINX
okcuaa3. Kpemuuii oTKi1abpIBa€TCs B KJICTOYHOM CTEHKE JJIsl YIIPOYHEHUS TKAHEH pacTeHUM.

MUKpOIJIEeMEHTBl TOXE BBICTYMAIOT B KadecTBe KO(MAKTOPOB pa3IHyYHBIX (DEPMEHTOB.
Menb, Kak U XKele30, y4acTByeT B OKHCIUTEIbHO-BOCCTAHOBUTEIbHBIX peakuusax. MonubaeH u
KOOAJIbT - KOMIIOHEHTHI HUTPOTEHA3bl U HUTPATPEAYKTA3bl - UTPAIOT BAXKHYIO POJIb B a30THOM
obmeHe. MapraHner BKJIIOUEH B peakiuu (poTonmsa Boasl B (POTOCHHTE3E KaK aKTUBATOP Pa3iny-
HBIX JIekapOokcuias, pepmeHToB 1ukioB KansBuna u Kpebea, aurparpenyxrassl, JJHK- u PHK-
nonuMmepas. CieayeT OTMETUTh YHUKAJIbHOCTh IIMHKA: TOJBKO OH AaKTUBHUPYET (PEPMEHTHI U3
BCEX IIECTH KJIACCOB: OKCUAOPEAYKTa3bl, TpaHChEPa3bl, THIPOIA3bl, TUA3bI, ©30MEPa3bl U CUHTA-
3bl. BaKHBIM MUKPORJIEMEHTOM, KOTOPBIM HEOOXOAMM TOJIBKO ISl PaCTeHHH, siBiseTcs 6op. bes



0opa HEBO3MOXHBI HU POCT, HU PA3MHOKCHHE PACTCHUH. DTOT 3JIEMEHT HEOOXOJUM ISl POCTa
IBUIBIEI, 00pPa30BaHMs IBETKOB U IUIOJOB, MpopacTanus ceMsiH. OH ydacTByeT B OOMEHe yriie-
BOJIOB M (J)€HOJIOB, ((OPMHUPOBAHHUH KIETOUYHON CTCHKHU.

bonbmias rpynmna coenuHeHui ¢ aTOMHON Maccoi 6omnbie 50 OTHOCUTCS K TSDKEIBIM Me-
TaJlJIaM: HUKEJIb, CBUHELI, KAAMHUI, PTYTh, IUHK U JP.

6.2.2. BnusiHne n306bITKa MUHEpParibHbIX 3JIEMEHTOB Ha pacTeHune

Bbicokuii ypoBeHb Kakoro-jim0o 3JieMEHTa B IOYBE OOBIYHO MPHUBOAMT K €0 3HAYUTEIb-
HOW aKKyMYJISIIUM B pacTeHUsiX. boOOBble HAKamIUBaIOT a30T M MOJUOJCH, 31aKU M XBOIIHU -
KPEMHUH, TPEUNIIHBIC - [UHK U MapraHell, BEPECKOBbIE - IIUHK, UBOBBIC U PO3OLIBETHHIC - HU-
KeJb, @ KPECTOLBETHBIE - XJIOp, OpoM u HaTpuil. YaliHbII KyCT U MAaNoOpOTHUKU aKKyMYJIHPYIOT
amoMuHuil. CyIIecTBYIOT pacTeHHs - CEJIEHOJIO0bI, KOTOpbIE MPOU3pACTalOT B MECTaxX, IIe B
MIOYBE COJEPIKUTCS OONBIIOE KOIMYECTBO CelieHa. DTOT 3JEMEHT S0BUT AJIst OOJIBIIMHCTBA pac-
TEHWH, a celeHO(PUTHI HE MOTYT Oe3 Hero pacTu. Jpyrue pacTeHus - METaUIOQUTHI aKKyMYJIU-
PYIOT pa3ziIuyHble METAJUIbl. 3HAYUTEIbHBIC Pa3udHs MEXIY BUJAMHU pacTeHH oOHapy>KuBa-
IOTCSl B MX OTHOUIEHHH K KajblMio. CyImEecTBYIOT KalblEe(pUIIbl, KOTOPbIE pacTyT Ha OoraTbix
KaJbLIMEM TOYBAX M HAKAIUIMBAIOT €ro. MHOTO KalbIHsl colepkaT 0000BbIe, TPEUHUIIIHbIE, Kpe-
CTOLIBETHbIE, KapTodelb, KOHOILIS, JUCTBEHHUIIA eBponeiickas u npyrue pactenus. Kanbuego-
OBl TUIOXO PACTYT MPU OOJIBIIOM KOJUYECTBE Kaiblius B mouBe. OOBIYHO OHU OOUTAIOT HA 00JI0-
Tax WIM B TaKMX MECTax, Ije Mano Kanbuus. HuTpoduisl BCTpedaroTcss TOJIBKO Ha MOYBax, 0o-
raThIX COETUHEHUAMH a30Ta. Ho make B OOBIYHBIX yCIOBHUAX OHM HAKaIUIMBAIOT HUTPATHI. DTHM
CBOMCTBOM 00J1aJaeT cayaT, Kpecc-caiar, IMUHAT, Tabak, MaXOpKa U ThIKBA.

Bunasl pacteHuii pazianyaroTcs M0 COCOOHOCTH K HAKOIUICHHIO KOHKPETHBIX 3JIEMEHTOB.
Pactenus, akkyMyaMpyIOIHe 3JEMEHT Jake B YCIOBHIX €0 OTHOCUTEJIBHOIO e(UINTa B 110Y-
BE€, HA3bIBAIOTCS akKymyasamopamuy. Buapl, HAKAIUIMBAIOIIKUE IEMEHT IIPSAMO MPONOPLUOHAIBHO
€ro YpOBHIO B CpeJie, Ha3bIBatOTCA uHoukamopamu. X yno0HO UCIoab30BaTh B OMOMOHUTOPHUH-
re. 1 HakoHew, pacTeHus, B KOTOPBIX YPOBEHb JJIEMEHTA JUIUTEIBHOE BPEMS OCTACTCS HA HU3-
KOM YPOBHE JJa’Ke TIPU €ro N30BITKE B CPEJIE, HA3BIBAKOTCS OMpadiCamensimu.

HakoruieHne TOro wiv HHOro 3J1€MEHTAa B PACTCHUM OIPEIEIIAETCS LEJIBIM PSAAOM IIPUYVH,
IIPEKIE BCETO DKOJIOTHMYECKUX, HAPUMEDP COACPKAHMEM Pa3IMYHBIX BEIIECTB B moyse. Kpome
TOTO, Ha aKKyMYJIALMIO 3JIEMEHTOB JEHCTBYET reHeThdyeckuii aktop. B mpouecce sBostonuu
pacTeHMs MONAJalIu B Pa3IMYHbIE TEOXUMHUYECKHE YCIIOBUS M Ha OCHOBE MYyTallu, HACJIEICT-
BEHHOCTH M €CTECTBEHHOI'0 0TOOpa (pOPMHPOBAIKCH Pa3IMYHBIC TPYIIBI, PUCTIOCOOIEHHBIE K
OIIpEICNIEHHOMY COCTaBY IOYBBI. | 'eHeTnueckuii hakTop 00ycIOBIMBAET COCTAB U COOTHOLLICHHE
3JIEMEHTOB B TKaHSAX pacTeHuil. B ycnoBusx, Korja HeT M30bITKA WIM HEAOCTATKa 3JIEMEHTOB,
reHeTU4ecKui (pakTop JecTByeT oueHb 4eTKo. [Ipu n30bITKe 21eMeHTa B IOUBE €ro akKKyMyJIs-
LU ONPEAEIIAETCS B OCHOBHOM 3KOJIOTHYECKOM cocTaBiisromel. bonbmoe 3Hauenne umeer pH
cpensl. [Ipn Hu3koMm pH yBennuuBaercs copepkaHue B MIOYBE U ITOCTYIUICHHE B PACTEHMS AJIkO-
MuHusA, Mapradna. Coznep:kaHue BELIECTB B TKaHSIX 3aBUCHUT OT Bo3pacTa pacteHus. K Tomy xe
T€ WIA UHBIE YACTH PACTEHUS PEarupyroT Ha YBEJINYEHUE KOHIICHTPALMH JIEMEHTA B IIOYBE I10-
pasHoMmy. Ecim moctymieHue 3neMeHTa MpsMO IPONOPLUOHAIBHO €r0 COIAEPKAHUIO B OKpY-
XKaIoIIeH cpesie, TO TaKOI THI HAKOIUICHUS Ha3bIBaeTCs Oe30apveprbim. OH B OOINBIIEH CTEIIEHN
OIpeAeIsAeTCs KOHLIEHTPalMeN JIEMEHTa, YeM CBOMCTBAMU PAaCTEHUM, U XapaKTepEeH AJIs KJIETOK
KOpBI KOpHEil, a Taxke cTe0ist. B MUCThAX B OCHOBHOM OTMeuaeTcst bapwvephuiii Tun. Hanbonee
KOHCEPBATHUBHBI 110 3JIEMEHTAPHOMY COCTaBY CEMEHA M B HECKOJIBKO MEHBIIEH CTENIEHH IUIOABI.
[ToaTOMy naxke Ha 3arpsI3HEHHBIX II0YBAaX MOKHO CESATh 36PHOBBIE KYJIbTYPHI.

BnusiHue KOHIIEHTpaLuu 3JIEMEHTa B cpelie Ha MHTEHCUBHOCTh METa00IM3Ma U KU3HECTIO-
COOHOCTH 3aBHUCUT OT €ro HEOoOXOAMMOCTH Jyisl pacTeHusi. KpuBasi BO3/eHCTBUS HEOOXOIUMBIX
JJIEMEHTOB - HYmMpUeHmos, UMeeT KyIojooOpa3Hylo (HopMy, XapakTepHYIO Ui HOPMaJIbHOTO
pacnpeneneHus. JKU3HEAEATENBHOCTh OCYIIECTBIICTCA TOJIBKO B IPEJENIAaX ONTHUMAIBHOIO CO-
JIEp’KaHusl JaHHOTO BEILECTBA, & BHE MPEICIIOB ONTUMyMa MOXKET HapymaTthbcs. Ecin anemeHT
WIN BEUIECTBO MPOSIBIISIET TOKCUYECKOE AelicTBUE, rpaduk nmeer nHoU Bua. [loka ypoBeHb 3i1e-



MEHTa HE JIOCTUTHET HEKOEW MOPOTroBOi KOHIIEHTpALMH1, OOMEH BELECTB MPOTEKAET HOPMAIIbHO;
KaK TOJIbKO MOPOT MPEOJI0JIeH, POCT U META00IM3M yTrHeTatoTcs. Eciu i BemecTBa XapakTepeH
NEPBBIA TUI KOHIIEHTPALMOHHOM 3aBUCHMOCTH, OHO SBJIIETCS CIa00TOKCHUYHBIM, €CIM BTOPOH,
TO TOKCUYHOCTb €0 IOBOJIbHO BbICOKA. CTENEHh TOKCUYHOCTH COCIMHEHUIN OLICHUBAIOT Pa3HbI-
MU criocobamu. HacTo MCToNb3yeTcs TaKoW MOKa3aTelb, KaK npedenbHO OOnyCmuMas KOHYeH-
mpayus (ITIK), T.e. Ta KOHLEHTpaIMs BEIECTBA B OKpYyXarolleil cpelie, KOTopasi He BbI3bIBAET
HeraTHUBHOTO (pr3mosornyeckoro oreera. Y cymneprokcuHoB [1JIK BooOme moxer He ObITh. [la-
pametp "remanvnas doza" (JIJ1) ucronezyercs Npu OJHOKPATHOM YAApHOM JIeHCTBUU TOKCHHA;
JI/Troo otpaxkaer 100%-Hyro rudeIs OPraHU3MOB, TIOJBEPTHYTHIX Bo3aencTBUio, JIJ[50 *- 50%-
HYIO.

[Tpu onpenenenun JIJI HEOOXOAMMO YUUTHIBATh BpeMs JIEHCTBUS, TaK KaK OJJHU BEILLECTBA
OYEHb TOKCHYHBI, HO OBICTPO BBIBOAATCS, a APYTUe NEHCTBYIOT MEJIEHHO, HO HE BBIBOJSTCS.

Tspxenbple MeTaslibl, HAKaIIMBasCh, TOPMO3ST POCT KOPHEH, YBEIUUYUBAIOT MPOHUIIAEMOCTh
MeMOpaH, U3MEHSIOT MPOLECChl BaKyOJIM3allMM ILUTOIUIA3MBbI, MOBPEXKIAIOT Mpolecc cOOpKH
MUKpOTpyOouek, Topmo3ar cunre3 JJHK, uaruOupyror mpoueccol (OTOCHHTE3a U OTTOKA aCCH-
MUJISITOB U T.JI.

N30BITOK HUTPATOB 3a7epKUBaeT (POPMUPOBAHUE T'C€HEPATUBHBIX OPTaHOB M CO3PEBaHUE
ypoxasi. B 3HauUMTENbHON CTENIEHN CTUMYJIMPYETCS] POCT BEr€TaTUBHOM MacChl, B KOPHIX Hakarl-
JIMBAETCSI MHOTO aMUHOKHCIIOT, OPraHUYECKUX KUCIOT U JPYTUX OKUCIEHHbIX coequHeHui. Co-
JiepKaHue YTIIeBOI0B, HA000POT, yMeHbLIaeTcs. Eciau pacTeHue He CrpaBlisieTcsl C BOCCTAHOB-
JIEHUEM HUTPaATOB, (hoTOCHHTE3 (0CcO0EHHO - y C3-pacTeHuii) yraeTaeTcs, a JpIXxaHue, Ha00opoT,
cTuMysupyercs. HuTpaTbl 1 HUTPUTHI HaKamiauBaroTcs B Bakyossax. OOpa3yloTcsi TOKCHYECKHE
coeluHEeHUsI. AMMOHUIN OOBIYHO HE HAKAIJIUBAETCSl B CBOOOJHOM COCTOSIHUM, XOTSI B BUJIE COJIEH
S0JIOUHON KHMCIIOTBl COJIEPKUTCS B BaKyolHu. PacTeHHss MOTyT akKyMyJUpOBaTb HUTpPAThl B
OonpIKx KoiauuecTBax. HakamnuBasich B BaKyoJu, OHU HE IPUUYUHSIOT ocoboro Bpena. B To xe
BpEMs Y UEJIOBEKa U JKUBOTHBIX HUTPAThl 1 OCOOEHHO HUTPUTHI BBI3BIBAIOT CUHIOIIHOCTD, B3aH-
MOJICHCTBYSI ¢ TeMOIJIOOMHOM M YXYy[Ilas TakuM 00pa3oM CHaO0KEHUE KIETOK KHCIOPOJIOM.
Kpome TOro, HUTpUTHI 1TOCIIE B3aUMOAEHUCTBUS C aMUHAMH Y aMUJJaMH IIPOSBIIIOT KaHIEPOTCH-
HbIE CBOWCTBA.

HepaszymHoe ucnosb3oBaHue ya0OpEeHUH MOKET MPUBOJIUTH; U K JAPYIMM HEOJIaronpusT-
HBIM 3 dexTam. Tak, npu ucnoiab30BaHUK HaTpreBOM cenuTpsl NaNOs3; Kak OCHOBHOTO HCTOY-
HUKa a3oTa norjomaercs B ocHoBHOM NOs', a HaTpuil HakaruiBaeTcsl B mouBe. Cynbgar akky-
Mynupyercs npu ucnoib3zoBanuu (NH4)2S04, a NH4sNO; nornomaercss paBHOMEPHO, HE BBI3bI-
Basl U3MEHEHUI B MIOHHOM OaJlaHCE MTOYBBI.

6.2.3. NMpucnocobneHune K N3bbITKY MUHEParibHbIX 3JIEMEHTOB

[Tpr aHTPOMOTeHHBIX BO3ACUCTBUAX METAJUIbI (MPEXKIE BCEro TsDKETble METabl - TM)
AKKyMYJIUPYIOTCSI Ha ITOBEPXHOCTH IMOYBBI M 3aTEM IOCTYNalOT B KOpHU. HekoTopsle pacteHus
CIIOCOOHBI OTPAaHMYMBATH HAKOIUICHHE MUHEPAIbHBIX BELIECTB Oarogaps MexaHu3MaM, IpeoT-
BpamaronmM akkymyJssiiuio TM (puc. 6.7). OTH MeXaHU3MBbI IEUCTBYIOT COOTBETCTBEHHO JIBYM
CTpaTerusM BbDKMBAHUS OPTAHU3MOB IPU CTPECCOBBIX BO3ACHCTBUAX: UM HE TOIMYCTUTh JECUCT-
BUs (akTopa, win 00e3BpeanuTs ero. B cnydae s¢dhdexTuBHON pabOThl yKa3aHHBIX MEXaHH3MOB
pacTeHuEe MOXKET PACTU U PAa3BUBATHCS HA MOYBAX C BBICOKUM YPOBHEM 3arpsi3HEHUS] METaJIaMHU.
OpnuH U3 myTeil COCTOUT B MPENOTBPALEHUH ITOCTYIIJICHUS] METAJUIOB B KIIETKY. DTO JOCTUTAETCS
UMMOOUIIM3aIMel HOHOB B KJIETOYHOW CTEHKE, OTPAaHUYECHHEM TPAHCIOPTa MOHOB Yepes3 Tia3-
MaJIeMMy BCJIEJICTBHE M3MEHEHHS CBOWCTB ee TpaHc(epas, a TakKe C MOMOIIBIO JIUTaHJIOB, XE-
JATUPYIOIIUX METaJUIbl, KOTOPHIE BBIACISIOTCS W3 KJIETKHA B OKPYXKAIOILIYI0 cpedy. Takumu Ju-
TaHJaMH MOTYT OBITh OpTraHWYECKHE KUCIIOTHI, caxapa, (heHomsl, nentuasl. Ocaxnenne TM mo-
JKET MIPOUCXOAUTh Ha IOBEPXHOCTH KOPHSI, HAIIPUMEP Yy PACTEHH, YCTONUYMBBIX K CBUHILY, ME/IH,
aTIOMUHMIO. Y cuiieHue 3 (PEKTUBHOCTH XOTs ObI OJJTHOTO M3 ITHX MEXaHU3MOB MOXKET MPUBECTH
K MOBBIIIEHUIO YCTOWUUBOCTH pacTeHust K TM.
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Puc. 6.7. MexaHu3Mbl yCTOMYMBOCTH K TSKEJIBIM METaJlIaM

[Tpu HEedhpexTHBHON paboTe yKa3aHHBIX MEXaHW3MOB HEBO3MOXXHO M30€KaTh IMOTaIaHHs
B KJIeTKy TM, Torja BKJIIOYAIOTCS BHYTPHUKJIETOUHBIE CIIOCOOBI (DOPMUPOBAHUS METAIIOTOJE-
PAHTHOCTH. Y CIIOBHO UX MOKHO Pa3/IeJUTh HA JIBE IPYIIIbl: MEXaHU3MbI I€TOKCUKALIUHU, WIN aK-
TUBHOTO BbIBelleHUsI TM, U Te crmocoObl, KOTOPBIE MO3BOJISIOT KJIETKE HOPMAaIbHO (DYHKIIMOHH-
poBatk B IpUCYTCTBUH TM HiIM OBICTPO BOCCTAHABIMBATH MOBPEXKICHUS, BbI3BaHHBIE MMH. K
MEPBOM TPyIIe OTHOCAT 00pazoBaHue (PU3MOTOTUUECKH HEAaKTUBHBIX (POPM METAJIOB - OpraHH-
YECKUX KOMILUIEKCOB MM HEPACTBOPUMBIX HEOpraHMUecKux coenuHeHuil. O0e3BpexuBanue TM,
Hanpumep, y Alyssum, IPOUCXOIUT MPHU CO3JaHUU KOMIUIEKCOB C OPTaHUYECKUMHU KHCIOTAMHU.
OTOT rMNEPaKKyMYJISITOP CIIOCOOEH HaKallJIuBaTh B OIPOMHBIX KOJMYECTBAaX HUKENb. [Ipu aTOM
METaJIJ CBSA3aH B CJNa00 JAUCCOIMHUPYIONINIA PACTBOPUMBIM KOMIUIEKC C OPTaHUYECKUMHU KHUCIIO-
TaMH - MaJIaTOM M LUTPATOM, B BakyoiH. [10100HBIM 00pa3oM CBSI3BIBACTCSI C MajaTOM IIHHK.
Kowmrnekcu-poBanue MeTamioB ¢ OPraHMYECKUMHU KUCIOTaMU HEOOXOAWMO TakKe AJisl TpaHC-
NOpPTa METAJIOB, HAIPUMEp, B BaKyoutb. CyIIecTBYeT U 0COOBIN KJIaCC COSTMHEHHI, KOTOPhIE HE
BCTPEUAIOTCS B HOPMAJIbHBIX YCIOBHSIX, HO OOpa3yroTCsl B OTBET Ha HAKOIJICHHUE METaJUIOB, -
MemaniomuoHeunsvl U gumoxenamuHvl. MeTaITIOTHOHENHBI TPEACTABISIIOT COO0I CBSI3BIBAIO-
necss ¢ MeTaulaMu (B OCHOBHOM C MEIbI0O M IIMHKOM) PacTBOPUMBIC, HHU3KOMOJEKYISIPHBIC
oenku (8-10 x/I), B coctaBe koTopbIX cBbILIE 30% MPUXOIUTCS HA CEPOCOAEPKAIINE AMUHOKHC-
noTel. bonee mpocTeie coequHeHHs- OoraThle IUCTEUHOM MENTH/IbI, B3aUMOJACHUCTBYSI ¢ MeTaj-
JaMu, 00pa3yroT (PUTOXEITaTHHBI, CBA3BIBAIONINE KaJMUH, IMHK, CBUHEN. [Ipu oOpa3oBanum me-
TaJNIOTHOHEMHOB M (PUTOXENATUHOB TsDKEJIble METaJUbl MHAKTHBHPYIOTCS. CrenuduyHoCTH B
COEJIMHEHUH C TEM WJIM MHBIM METAJUIOM HE yCTaHOBJIEHO. KoMIuleKkchl ¢ MeTamiaMu crocoOeH
JaBaTh U TIIyTaTHOH, Oyarogapsi KOTOPOMY MPOUCXOTUT 00e3BpeMUBaHUE PTYTH U cepebpa. Ha-
KOHEII, JKeJe30coepxKaniiue 0enku - (PeppUTHHBI B3aUMOJICHCTBYIOT C IIMHKOM, MEJbIO, KaIMH-
€M, CBUHIIOM, OepuiuiueM, xene3oM. [leTokcukaiuu cnocoOCTByeT U BbiBeAeHre TM u3 muTo-
3011 B BaKyoJlb, KOTOPOE OKa3bIBAETCSI BO3MOXKHBIM OJarojapsi K3MEHEHUSIM CBOMCTB TpaHCde-
pa3 TOHOIUIACTA.

K BHYTpPHKJIETOUHBIM MEXaHH3MaM METaJUIOYyCTOWYMBOCTH OTHOCSAT CHHTE3 (DEPMEHTOB,
cnabo 4YyBCTBUTENBHBIX K MeTamwiam (puc. 6.7). Hampumep, akTUBHOCTb HHUTpaTpedyKTasbl,
M/I', n301UTpaTAECTUAPOTrE€HA3bl OBBIIIAETCA B TOJIEPAHTHBIX K IIUHKY PAacTEHUSX IPU BHECE-
HUU B MUTATEIbHYIO CPEY METAJUIOB B TOKCHUUHBIX ISl YYBCTBUTEIbHBIX PACTEHUN KOHLIEHTpA-
uusx. Peakuus 4acTto pa3nuyaeTcs B 3aBUCUMOCTH OT YCTOMYHMBOCTH PACTEHUM K MeTallny. Tak,
Yy PacTeHHI HEYCTOMYMBBIX K IIMHKY TOMyssiui Agrostis ATda3za nHrubupoBagack moja BIIHs-



arem 3107 Moms/n conn, cozepKalle IMHK, HO Y IIPEACTABUTENIEH yCTOMUNBBIX IOMYJISIUN B
10 pa3 aktuBHpoBanach. Ilpu neHCTBHM CBMHIIA aKTUBHOCTh KapOOAHTUAPA3bl y YCTONYMBBIX
HOMYJISIUM MOJaBIsIach B MEHBLICH Mepe, YeM Y HEeyCTOMYMBBIX. BO3MOKHOCTH (popMuUpOBa-
HUS TOJIEPAHTHOCTH B PE3YJIbTATE aKTUBALMU AJIbTEPHATUBHBIX IIyTEH JOIyCKAeTCsl, HO 3TOT BO-
IIPOC IIOKA U3Y4Y€H HEJTOCTATOYHO.

PenapaTuBHbIE MeXaHU3MBI, CIIOCOOCTBYIOIIME BOCCTAHOBJICHUIO MOBPEKACHUH, CBS3bI-
BAIOT C MHAYKIMEH CHHTE3a psila CTPECCOBBIX OEIIKOB, KOTOPBIE 110 MOJIEKYJIIPHON Macce Onn3-
ku Kk BTIHI. Pactenus, nmoaseprimecs: TENIOBOMY IIOKY, IPOSBISIOT MOBBILIEHHYIO YCTOMYU-
BOCTb K JICTJIbHBIM KOHILICHTpALUsAM aJTOMUHHUS, KaIMUs, Kelle3a. Bmecte ¢ TeM kaaMuil uHIy-
mupyet cunte3 bTII70, a Takxke ciocoocTByeT cuntedy Apyrux BTII nebomnbiioit Monexymsp-
HOM MaccChl, KOTOPbIE, BO3MOXHO, TAK)KE UTPAIOT POJIb B ITOBBIICHUH YCTOMYUMBOCTH K TM.

Hu onuH M3 yka3aHHBIX MEXaHU3MOB HE SBISIETCS YHUBEpCaIbHbIM. BeposTHO, B hopMmu-
POBaHMH YCTOMYHMBOCTH MIPAOT BAKHYIO POJIb M PE3EPBHBIE BO3MOKHOCTH OPraHU3Ma, U KOM-
NapTMEHTALUsl METAJUIOB, ¥ CBSI3BIBAHUE MX B BUJE KOMIUIEKCOB. Bce 3T0 B COBOKYIIHOCTH IO-
3BOJIIET PACTEHUSAM aalITUPOBATHCS K IMOBBIIEHHBIM KOHIICHTPALMAM METAJUIOB.

6.2.4. BnusHue HegocTaTKa MUHepalsibHbIX AJ1IeMeHTOB Ha pacTeHue

I'opa3no wame pacTeHus NMOnajarT B YCIOBHS MHUHEPAIbHOIO IOJIOAAHMA. B menom mo-
BPCIKACHUS, BBI3BAHHBIC HCIOCTATKOM HCOGXOI[I/IMBIX 9JICMCHTOB, OHNPCACIAIOTCA HUX POJIBIO B
KHU3HEEATEIbHOCTH PAaCTeHUs. 3aMEMJISIOTCS POCT U PAa3BUTHE, TOPMO3UTCS (POTOCUHTE3, CTHU-
MYJHUpYeTcsl TbIxaHue. Pa3BUBaeTCsl MEJIKOIUCTHOCTh, YTHETAaeTCsl 00pa3oBaHHe OOKOBBIX MO0OE-
TOB M BETBEH, MajlaeT NPOAYKTUBHOCTh. BecbMa JII000NBITHO, YTO IPU HEJOCTAaTKE HYTPHUEHTOB
Pa3BUBAIOTCS YEPThI KCEPOMOP(HHOCTH. 3aMEUYEHO, YTO PACTECHHS - MPEACTABUTEIN OJIUTOTPOd-
HOU ()JIOpBI, KUBYLIME HA OYEHb OEIHBIX MUHEPAJIbHBIMH COJIIMU CyOcTpartax, Jjake Ipu HOp-
MAaJIbHOM OO€eCIIeueHUN BO,Z[OI>'I HUMCIOT MCJIKHEC XKCCTKHC JIUCThA, MCIKOKICTOYHOCTh U LIGJILIﬁ
pAA ApYruX crenn(pu4ecKux aHaTOMUYECKUX MPHU3HAKOB, CBUJIETEIBCTBYIOLIMX O CTPOrOM 3KO-
HOMuUM Biaru. Takum oOpazom, aHaTOMO-MOP(HOJIOTHYECKast peakiys Ha HeJOCTaTOK MTOYBEHHO-
IO IUTaHUS CXOJHA C MPUCHOCOOIEHUIMH, BOSHUKAIOUIMMH B OTBET HAa HEAOCTATOK BJIArM WM
IIPU IEUCTBUU APYTUX CTPECCOPOB.

OcTtpas HexBaTKa MUHEPAJIBHBIX 3JIEMEHTOB BBI3BIBACT JECTPYKTUBHBIE IIpOLECCHl. Paspy-
maercs xnopoq)ymn, MOSIBJISIFOTCSL XJIOPO3bl U HEKPOTHUECKHE IATHA. YacTo ,Z[G(I)I/IL[I/IT KaXXJ10ro
KOHKPETHOI'O JIEMEHTA UMEeT crenn(puiecKyro cumnromaruky. Camoe paHHee IpOsIBICHUE He-
JI0CTaTKa a3oTa - OJeIHO-3e]eHas OKpacka JIMCTHEB, BhI3BaHHAsI OCIA0JICHHEM CHHTE3a XJIOpO-
¢wta. JInurenbHoe a30THOE TOJIOIAaHUE MTPUBOAUT K 3HAUUTEIBHOMY YCHJIEHHUIO THAPOIUTHYE-
CKHUX IMPOIIECCOB U Pa3pyLICHUIO XJIOpoduiuIa. ITO IPOUCXOTUT MPEKAE BCErO B HIDKHUX, Ooee
CTapBbIX JIUCThSIX, OTKYJA MUTATEJIbHbIE BELIECTBA TPAHCIIOPTUPYIOTCS K O0JIee MOJIOBIM JIUCTh-
M ¥ TOYKaM pocTa. Benenctsue paspyuieHus xjgopoduiuia HUKHUE JUCThS B 3aBUCUMOCTH OT
BUJIa PACTE€HUS NPUOOPETAIOT XKENTYI0, OPAaHKEBYIO MIIM KPACHYIO OKPACKy, a I[P OCTPOM I'0JIO-
JTAHWUU MOSIBJIIIOTCS. HEKPO3bl, TKAHU OTMUPAIOT U BbIChIXatoT. Cnenuduyeckre CMMOTOMBI a30T-
HOT'O TOJOJAaHHUs - COKpAIllCHHE IEPUOJa BEr€TaTUBHOIO POCTAa M yCKOPEHHOE CO3PEBAHUE Ce-
MsiH. CXOZIHBIE peakuu HaOI0Aal0TCs IpU AeULIUTE Cephl, a TAKKE MUKPOAJIEMEHTOB, CBA3aH-
HBIX C a30THBIM OOMEHOM, T.€. MOINO/ICHa ¥ KOOanbTa.

Bremne ¢ocdopHoe rosogaHue BbIpaXkaeTcs B CHHEBATO-3€JICHON OKpAacKe JINCThEB He-
PEIKO C MypIypPHBIM MM OPOH30BBIM OTTEHKOM, YTO OKA3bIBACTCS CJICACTBHEM 3aJ€PKKU CUH-
Te3a Oenka 1 HakoruieHust CaxapoB. JIUCTbs CTAaHOBATCS HE TOJBKO MEIKUMH, HO U y3KuMu. [Ipu
nedurmre docdopa B IepBy0 ouepeab CTPAJAIOT SHEPTeTHUECKUE MPOLECCHI: IbIXaHue U (HoTo-
CHHTE3. 3HauuTeNbHas HexBaTka ¢ochopa akTUBUpYeT pacnaa pochopopraHuIecKux BEILIECTB,
B TOM YHUCJIC U HYKJICMHOBBIX KHUCJIOT.

[Tpu HepocTaTKe Kalus JIMCThS XKEITEIOT ¢ KpaeB, 3aTeM MX Kpasl M BEepXyIIKH MpuodpeTa-
10T OYPYIO OKpPacKy M 3acChIXaroT. JIUCThS BRITISAAT 000¥OKCHHBIMU. OTMHPAIOT BEPXYyIICUHBIC
MIOYKH, aKTUBUPYETCS pOCT OOKOBBIX 1MOOEroB, pacTeHHE CTAHOBUTCS 00Jjiee KyCTUCThIM. 3HAUYM-



TEJIbHBIC HAPYUICHUs HAOIOJAIOTCS B BOJHO-MHHEPAJIHLHOM OOMEHE W Pa3BUTHH TPOBOSAIINX
TKaHEH.

OT HemocTaTKa Kalblus CTPANAOT B MEPBYIO OYepe/lb MEPUCTEMaTHYECKHE TKaHU U KOp-
HeBas cucrema. [Ipu neneHun KieTok He GOopMUPYETCsl BEpETeHO JAEJIeHHUs, B pe3yIbTaTe BO3HU-
KalOT TOJIUTUIONIHBIE M MHOTOSIJIEPHBIC KIETKU. Y BEJIHYUBACTCS MIPOHUIIAEMOCTh MEMOpaH, Ha-
PYLIAIOTCS CIIMBKHM MEX]Y MEKTUHOBBIMM BEIIECTBAMH, YTO BBI3BIBACT OCIU3HEHHE KIETOYHOM
CTCHKH U OTMHpaHHE KJIETOK. B pe3ynbTare KOpHH M Yy4acTKH CTEOJIS 3arHMBAIOT M OTMHPAIOT.
Kpast nuctbeB BHauane 6eneroT, 3aTeM YEPHEIOT, TUCThs CKPYUMBAIOTCS U OTMHUPAIOT.

HenocraTtok Marausi MpUBOJUT K YMEHBIIEHHUIO MOCTYIUICHUS Gochopa B pacTEHHS, Taxe
eciu coepkanue gocgopa B MouBe HaAXOIUTCS Ha HOpMaJIbHOM ypoBHe. [loaTomy moBpexie-
HUSI TIPY MarHWeBOM TOJIOJIAHHMH, CXOIHBIE C TEMH, YTO OTMeYaroTcs npu dochopHom. Kpome
TOro, ONOKUpYyeTcs OEJKOBBIM M yIJiIeBOAHBIM OOMEH, HAKAIJIMBAIOTCd MOHOCAXapHbl. YHU-
KaJbHOCTh MarHusi 00yCJIOBJIEHA er0 HEOOXOAUMOCTRIO Jisi poTocuHTesa. [Ipn nedunmre mar-
HUSI HE CUHTE3UpyeTcs XJIOopo(uil, HapyllaeTcsl HapacTaHWe YMCIla IUIACTH], CTpOMa MPOCBET-
JsieTcsl, JaMeJUIIpHbIe 00pa30BaHUs PAclafaroTCs Ha MEIKUE BE3HKYJBI, KJIETOK XJIOPEHXHMBI
CTaHOBUTCS MeHbIe. BHEIIHNE CUMIITOMBI CIIEIyIOIUe: MEXAY JKUJIKAMU HOSBIISIOTCS KeJTO-
3eJICHbIC XJIOPOTHYECKHE IIATHA, a Kpast TUCThEB MPUOOPETAIOT JKENThIH, OpAaH)KEBBIH WIH TEMHO-
KpacHbI OTTeHOK. Ha mo31HUX cTajusx MarHueBOro rojoJaHus Takas "MpaMopHas'" oKpacka
MOSIBIISICTCS M HA MOJIOJIBIX JIUCTHSIX, YTO CBUACTEIBCTBYET O pa3pylICHWH MUTMEHTHOTO aria-
pata. 30HbI JIMCTA, MPUIIKALINE K COCYAaM, JIOJIbILIE OCTAIOTCS 3€JICHBIMH.

HenocraTtok KpeMHUSI BBI3BIBACT pa3MATdeHUE KICTOYHOW CTEHKH, M PACTEHHs YaIle Io-
pa’karoTCs MaTOT€HHBIMU OpraHU3MaMH.

BopHoe ronomaHue OTIMYAaeTCs TEM, YTO MPEXKIEC BCETO OTMHUPAIOT KOHYCHI HapacTaHMUS,
HapyIaeTcs yriieBOAHBIH U (eHoabHbINH oOMeH. [Ipu HemocTaTke ’kene3a U MUKPO3JIEMEHTOB
HOSIBIISIIOTCSI XJIOPO3BI, HapymaeTcss paboTa (pepMEHTHBIX CUCTEM, IPOMCXOIAT MOTEPsl Typropa
U 3aBsiaHue pacteHuil. Hemocratok koGanmbTa M MonuOjaeHa 3aTparuBaeT B NEPBYIO Odepeib
a30THBIA OOMEH, JKejle3a M MeIU - OKUCIIUTEeNIbHO-BOCCTAHOBUTENIbHBIE MPOLIECCH, MapraHia -
HYKJIEMHOBBIM OOMEH, a ITMHKA - AbIXaHUuEe U MeTa0oau3M ¢ocdopa.

[Tpu HexBaTKe Kakoro-iu0oO 3JIeMEHTa ApPYTHe BEUIECTBA, HAXOJSIIUECS B JOCTATOYHOM
KOJINYECTBE, MOT'YT TOPMO3UTh €ro moctyruienue. Tak, nepuuut a3ora U LUHKA ycyryomsercs
dochopom, kanus - a30ToM, HochopoM U KallbIIUeM, HEAOCTATOK KAJIbLUS - IMHKOM U XKEJE30M,
IIMHKA ¥ MapraHIa - *ejle30M U MeJIbI0 U T.I. BpIBaeT, 4TO HEJOCTATOK OJITHOTO JIEMEHTA BBI3bI-
BaeT HeJNoCTaToK japyroro. HexBaTka moimbneHa M kobanbTa CriocoOCTBYET pa3BUTHIO HEINOC-
TaTKa a30Ta, CHUKEHHUE COJAEP)KAaHUs KaJlisl, MarHusl U [IMHKA BBI3bIBACT HapyleHus B Gocdop-
HOM OOMeHe, a TeHUIUT [IUHKA IPUBOIUT K TOHMKCHUIO YPOBHS KaJIbLUs, KAJIMs, MAarHUsl 1 Ha-

TpHSL.

6.2.5. NMpucnocobneHnsa pacTeHUM K HeJOCTaTKy MUHeparbHbIX 3JIEMEHTOB

HenocraTok HE0OXOIUMBIX MHUHEPATbHBIX BEUIECTB IPEBHUE PACTECHHUS OILIYTHUIIU MPH BbI-
xoJie Ha cymry. ['opHbIe TOPO/IbI, HA KOTOPBIX OHU POCIIH, COJIEP KA MHOTO KPEMHUSI U MeTaJ-
JIOB, HO a30Ta, (hocdopa, cepsl U Kanus, KOTOPHIX ObLIO TOCTaTOYHO B MOPCKOW BOJE, Ha CyIle
OKa3zaJioch Majo. boiyiee TOro, 3TM BayKHEWIIME MUTATEIbHBIC BEIIECTBA HA CyIle ObBUIH pacces-
HBI, @ HE CKOHILIEHTPUPOBAHBI B OMPEIEICHHBIX MecTaX. PacTeHusM ObU10 HEOOXOAUMO OOHAPY-
JKUTh HYXKHBIC JIEMEHTBI M UCIIOJIb30BaTh UX. JIJIsl OTJIOMIEHUSI MUHEPAIbHBIX BEIIECTB U BOJIBI
y pacTeHui MOsSBWICS KOPEHb KaK CHEUAIN3UPOBAHHBIM OpraH MOYBEHHOTO NMUTaHus. CaMbIMU
NeGUIUTHBIMU dJIEMEHTaMU ObLTH a30T, Gocdop, Kanmii u xene30. NPK - riaBHbBII KOMIIOHEHT
JTOOBIX KOMIUIEKCHBIX YIOOpeHHid. A30T - caMblii BOCTpeOOBaHHBIN 371eMeHT B buocdepe, 3a He-
ro OOBIYHO MJAET KOHKYpEHIUsA. A30Ta MHOTO B 36MHOM KOpE, HO UIsl PAaCTEHUI JOCTYITHO TOJb-
ko 0,5-2% o0b1ero 3amaca 3TOro 3J1eMeHTa B Mo4YBe. ATMOC(EPHBIN a30T HEJOCTYIIEH PaCTeHHU-
SIM, HE UMEIOIIMM B KaueCTBE CHMOMOHTOB OPTaHU3MOB, CITIOCOOHBIX ero noriomars. Heopranu-
yeckue (popMBbI a30Ta XOPOIIO PACTBOPUMBI, HO JIETKO BBIMBIBAIOTCS U3 MOYBHI. JIJIs pacTUTENb-
HBIX OPTAHU3MOB a30T - CaMblii IS(OUITUTHBIA JIEMEHT. 3amackl TOYBEHHOTO Gocdopa TaKxKe He-



Benmkd. K Tomy sxe Gospmas 9acte (HOCPOpHBIX COCTUHEHUH TUIOXO pacTBopsieTcs B Boxe. C
OJIHOI CTOPOHBI, 3TO YCYTYOIISeT MOJI0KEHNUE PACTeHUH, a ¢ IPYrou - CHIKaeT notepu docdopa
BCJIEJICTBHE BhIMBbIBaHUs. OpraHudecKkrue coeMHeHHs a30Ta U (ocdopa - KOMIOHEHTHI TyMyca,
TOKE MPEJOXPAHSIOT 3THU 3JEMEHThI OT BBIMBIBAHUA. 3alachl Kalus B IOYBE OTHOCUTEIBHO Be-
nuku: orn B 8-40 pa3 Oosbie, ueM (ocdopa, u B 5-50 pa3, ueM azota. TeM He MEHee BCE COSIH-
HEHUS Kallusl JIETKOPACTBOPUMBI U OY€Hb MOOWIBbHBI. JKene3o B cuily IUIOXOH pacTBOPUMOCTHU
COJICH TOYKE OTHOCHUTCS K AC(PUIUTHBIM JIeMEHTaM, 0COOCHHO Ha KapOOHATHBIX TTOYBAX.

B oTBer Ha nedUIUT HYTPUEHTOB Y PACTEHUS HHTEHCU(DUIIUPYETCS POCT KOPHEH U yBeNIU-
YHBAETCS UX KOJIMYECTBO. DTO YCTAHOBJICHO NpU (OCHOPHOM H JKEIIE3HOM T'OJIOJITAHUH PACTECHUI
¢ukyca u monuHa. Kak u3BecTHO, KOpHU 00JIATAIOT MONOKHUTEIBHBIM THIPO- U XEMOTPOIHU3-
MoM. Ecnu nocaguThk pacTeHrne B MHEPTHBIM CyOCTpaT U B ONPEAEIEHHOE MECTO MOJIOKUTh KpHU-
CTaJIJT MUTATENFHOM COJIM, TO KOPHH pacTeHUsi OyIyT pacTH B HAMPABICHUU K ’TOMY KPUCTAILTY,
YTO YKa3blBaeT Ha MOJIOXKUTEIbHBIA XeMOTpONH3M. B To ke Bpems ecii BMECTO HyTpUEHTa IO-
MECTUTh TOKCUYHOE BEIECTBO, KOPEHb OYAET pacTh B MPOTHUBOMOJIOKHOM HAaIpPaBICHUU. DTO
IpUMEp OTPHULATEIBLHOTO XEMOTPOIIHU3MA.

Ha xopHsx B 30He moriomieHus obpa3yeTcsi MHOTO KOPHEBBIX BOJIOCKOB. B mMemOpanax
KJIETOK PU30/I€PMbl YBEIUYMBAETCS YMCIO CHUCTEM TPAHCIOPTAa MOHOB: MOHHBIX HAcOCOB, Oel-
KOB-TIEPEHOCUMKOB U KaHAJIOB U MOBBIIIAETCS UX aKTUBHOCTb, T.€. MOTJIONIEHUE HOHOB PETYIIH-
pyercst ¥ Ha ypoBHE TeHHOH skcripeccuu. CoennHenus ¢ocdopa u xenesa Xy’Ke BCEro pacTBo-
PSIOTCS B IIETOYHOM cpene. IMEHHO Ha IIeTOYHBIX KapOOHATHBIX MOYBAX PACTCHHS UCTIBITHIBA-
10T CHIIBHBINA aedunut dhocdopa m ocodeHnHo xenes3a. [loaTomy BeIIeneHHE IPOTOHOB PU30IEP-
MO CIOCOOCTBYET MEPEeBOAY ITHX M IPYTHMX COCOUHEHHH B Ooliee NOCTYIMHBIC U PACTEHUs
¢dopmbl. [ToMuMO MPOTOHOB pU30JepMa BBIJENSET pa3IMuHble AHUOHBI, B OCHOBHOM aHUOHBI Op-
raHnueckux kucnot. [locnennue BHITECHSIOT aHUOHBI MUHEPATbHBIX KHCIOT U3 MOYBEHHOTO TMO-
[JIOIIAIOIEr0 KOMILUIEKCA, CIIOCOOCTBYSI 3aKMCICHHUIO CPEllbl, a TakKe NMPUHUMAIOT aKTHBHOE
y4acTue B XEJIaTHUPOBAHUU TPYAHO PACTBOPUMBIX WIIM MPOYHOCBSA3aHHBIX MeTaoB. Kpome To-
ro, paCTBOPUMOCTb COJIEH HEKOTOPBIX METAJIJIOB 3aBHCUT OT CTENEHU OKHCIEHUs MeTauia. Tak,
B [I0YBE COJEPKATCS INIABHBIM 00pa3oM IUIOXO PacTBOPUMBIE COJIM TPEXBAJIEHTHOIO JKeJe3a, TO-
I/1a KaK COJIM JIBYXBAJIEHTHOTO JKeJIe3a JIy4dllle PACTBOPSIIOTCS B BoJE. PacTeHMs mOrIomaroT xe-
JI€30 HAa OCHOBE XEJIaTUPOBAHUS U BOCCTAHOBIICHUS Fe’™ — Fe®'. Dror MPOLECC XOPOIIO U3YUYEH
y LIBETKOBBIX pacTeHHi. CylecTByeT ABE CTpaTEruy MOIJIOIIEHNUS Kele3a.

Crparerus | xapakTepHa aisi BceX IBYAOJbHBIX U OJHOJOJBHBIX, KPOME 3JIaKOB M, BO3-
MOYKHO, CHTHUKOBBIX U OCOK. Y PacTeHHMU MpH Je(UIUTE Kelle3a 3aMEUIAI0TCS POCT U yTOJIIIE-
HUE KOpHs, 00pa3yeTcsi 0UeHb MHOTO KOPHEBBIX BOJIOCKOB. KieTku pusonepmsl GopMHUpYIOT J1a-
OMPUHTOOOpA3HbIE WHBAarMHAIMM B KJIETOYHYIO CTEHKY, KaK y KIJIETOK-CIyTHHKOB BO (iiosme
WIH Yy CEKPETOPHBIX KJIETOK B COJEBBIX XkKene3Kax. LleHTpanbHast Bakyoslb B 3TUX KJIETKaxX HcUe-
3aeT, GOPMHUPYETCS] MHOTO MaJICHBbKMX BaKyOJeH M yBEIMYMBACTCS KOJIUYECTBO MUTOXOHAPHI.
B memOpaHnax KJI€TOK pu30AepMbl BO3pacTaeT KOJUYECTBO OEIKOB-NEPEHOCYMKOB, IPOTOHHBIX
nomrl, a Takxe kommiekcoB HA JId-okcunopenykrassl. [lpy noriomennn xxene3a akTuBUPYeETCs
BbIJIEJICHHE MPOTOHOB B pHU30c(epy, YTO CHOCOOCTBYET YBEIHMYEHHIO PACTBOPHUMOCTH JKEJe3a.
Crumynupyercsi TakKe CEeKpelMs XeJaTopoB, B MEPBYIO Odepe/b JIMMOHHOW U sI0JI0YHON KH-
CJIOT. DTU COEAMHEHHUS XEIaTUPYIOT ’KeJle30 U3 MOUYBEHHOTO MOTJIOMIAIONIET0 KOMILIEKCa U Mpo-
HUKAIOT 00paTHO B KJIETOUHYIO CTEHKY. Jlajee Ha BHELIHEW CTOPOHE IIa3MalleMMbl Fe’* Boc-
cranaBinuBaercs HAJI®-peaykraszoil B Fe™', MOCTYMAaeT B KJIETKY, a XeJIaTop BBICBOOOXKIaeTCs
00paTHO B MOYBEHHBIM PACTBOP. ITOT CIOCOO MOOMIM3AIMH Kejne3a T0CTaTOYHO P PEKTUBEH,
HO Hecrenu(puYeH, Tak KaKk aHUOHbI OPTaHUYECKUX KUCIIOT XeIaTUPYIOT HE TOJIbKO XkeJie30, HO U
JpyTHe TMOoTJIolIaeMble KOpHeM MeTasuibl. K xemaTopam, BBIAETSEMBIM PaCTEHUSIMH U CIIOCOOCT-
BYIOIIIMUM TIOTJIOIICHUIO MOHOB JKeJie3a, OTHOCUTCS W pubodnaBuH. B ¢opme xemaroB nByxBa-
JIEHTHBIE MOHBI JKeJIe3a XOPOIIO paCTBOPUMBI U MOTJIOLIAIOTCS PACTEHUEM.

Crparerus 11 oOHapyxeHa y 31akoB. KOpHH 3]1aKOB BBIIETSIOT CIICIIMATM3UPOBAHHbBIE XE-
natopsl - purocuaepodopbl. ITO HEMPOTEHHOTCHHBIE MMOJIMAMHUHOKUCIIOTHI, KOTOPhIE CHHTE3H-
pyroTcs U3 MeTHOHMHA. BHavane obpasyeTcsi HHKOTHHAMMH, KOHJEHC AL ABYX MOJIEKYJ HUKO-



TUHaMHHA J1aeT urocuaepodop-ae30KCHMYTHHEEBYIO KUCIIOTY, U3 Hee o0pa3yercsi MyruHee-
Basi, WM OBCsIHasA, KucnoTa. Purocunepodopsl, XeIaTUPYIOLIUE JKeJIe30 U3 MOYBEHHBIX KOJIIOU-
JI0B, TIPOSIBJIAIOT K HEMY JJOCTaTOYHO BBICOKOE CPOJICTBO, KPOME HEr0 OHU 00pa3yIOT KOMILIEKCHI
¢ Cu”’, Zn*" u Co*". C JPYTUMH KaTHOHAMU: Ca®", Mg2+ AP u ap., purocunepodopsl KOM-
iekcoB He GopmupyroT. [locie oOpa3zoBaHMs Xenara OH MOTJOMIAETCS KOpHEM. [lepeHocunk
TPOSIBIISIET aKTHBHOCT MPEUMYIECTBEHHO K KoMIutekcy Fe’ -purocuaepopop. MHTEHCHBHOCTD
MOTJIOUIEHHS] KOMILJIEKCOB C ME/IbI0, IMHKOM M KoOanbToM HeBenuka. [lonaB B KopeHb, TpexBa-
JIEHTHOE XeJle30 B KoMILIeKce ¢ purocuaepodopom TpaHciopTUpyeTcs B MoOer, I7ie BocCTaHaB-
JUBACTCS W BKJIIOYaeTcs B 0OMeH. CuHTE3 PUTOCHACPOPOPOB 3aIyCKACTCS TOJBKO MPH HEIOC-
taTke xene3a. Crparerus Il mo3BossieT 31akaM JOCTaTOYHO JIETKO, O€3 3aTpaT 3HEPruH Ha BOC-
CTaHOBJICHUE U B KpaTYaIie CPOKU JIMKBUIUPOBATH JEQHIINT jKeIe3a B TKAHSIX.

W3BecTeH ele oAMH crocod pelieHus npolieMsl AeduuuTa 31eMEHTOB MUTaHUS - CeKpe-
st B puzocdepy GpepMeHToB. {151 MEHEpaTbHOTO MUTaHUS HanboJiee BaXKHBI HUTPATPEIyKTa3a,
y4acTBYIOLIasi B BOCCTAHOBJICHUU HUTpaTa, U (ocdarasa, KOTOpas B KUCION cpelie THIAPOIU3YET
HepacTBOpHUMEIE oM ochaThl MOYBHI, IIEPEBO/IS HX B AKTUBHOE COCTOSTHHE.

B kauectBe mpucnocobseHusl K HeIOCTaTKy MHHEPAJIbHBIX 3JEMEHTOB CIeIyeT paccMaT-
pUBaTh U CO3J]aHME 3aIacoB HA "YEpHBIN JIeHB'", CBOCOOPA3HBI BapHAHT CTPATEIHH M30CKAHHS
CTpeccoB. A30T OTKJIaJbIBAE€TCS B BUJIE aMHUJIOB U 3alacHbIX OenkoB. Kpome Toro, npu cuibHOM
TOJOaHWU BO3MOXHA W MOOWJIM3ANUsl a30Ta W3 BTOPUYHBIX A30TCOACPKAIINX METAOOJHTOB,
Hanpumep ankaigouaoB. docdop 3amacaercs B BUAe KOHAECHCUPOBaHHBIX (ocdaro, (puTHHA,
docdo- u HykIeonpoTenaoB. GUTHH CITYKUT yIOOHOH 3amacHoi GOopMON U JUIsl KAIBIHS W Mar-
Hus. JKene3o u MUKpO3TIeMeHTHI "XpaHATcs" 00bIYHO B KOMILIeKce ¢ Oenkamu. Tak, 6enok dep-
PUTHH, IMEIOIINI MHOTO THAPOKCUTPYTIIL, YaCTh U3 KOTOPHIX (ochoprimmpoBaHa, CIocCOOCH CBS-
3p1BaTh 10 6000 aToMOB >kene3a. DeppUTHH MpeNCTaBIsAeT cOO0M OENKOBBIM LUIMHID, BHYTPH
KOTOPOTO HaXOJUTCSI THMAPOKCHUJ Keljie3a. JTO MO3BOJIAET KJIETKE HaKalIuBaTh OOJbIINE KOH-
LEHTpaluy MeTal1a, "He ornacasch’ ero TOKCMYecKoro JefcTBusa. MUKPO3JIEMEHTHI 3a1acaioTcs
C TIOMOIIBIO OEJIKOB-METANIOTUOHEMHOB. TakuM 00pa3oM, 3TU OEJIKM y4acTBYIOT HE TOJIBKO B
MHAKTUBALIMYU TSKEJIBIX METAJUIOB, HO U B IEIOHUPOBAHUM MUHEPAJIbHBIX BEILECTB.

PacTtenus - aBTOTpOoQHBIE OPraHU3MBbI, B X07€ (OTOCHHTE3a M MOYBEHHOI'O MUTAHUS OHH
HOMJIOIIAI0T HEOPTaHNYECKUE BEIECTBA U CUHTE3UPYIOT U3 HUX opraHuyeckue. HemHorue pac-
TeHHs (canpoduThl, Mapa3UThl U HACEKOMOSIIHBIE) OTHOCSATCS Takke K (DaKyJIbTaTUBHBIM WIIH
O0UraTHBIM reTepoTpodamM, MOMydaroUMM OpraHUYECKHEe BEIecTBAa U3 BHelIHeH cpenbl. Ca-
npoTpodsl (carmpoduTsl) MUTAIOTCS OPTaHUYECKUMH BEIIECTBAMH Pa3JaralolIUXcsi OCTaTKOB
pacTeHuil U KUBOTHBIX, NMAPA3UThl - OPTAHNYECKHMHU BEIIECTBAMH JKUBBIX CyLIeCTB. boJbIIMH-
CTBO BBICHIMX PACTCHUH UMEET PsiJi NPUCIOCOOICHUH K UCIOJIIb30BaHUIO HE TOJIBKO MUHEpPAJb-
HBIX, HO U OpPraHUYeCKUX CyOCTpaToB, T.€. K IeTepOTpO(GHOMY MUTAHUIO, HAPUMEp, MPH MPO-
pacTaHumM ceMmsH, KiIyOHeH, nykoBun u ap. Ilpu BbIpamMBaHWU pacTeHUl Ha OPraHUYECKUX
yIO0OpEHHUSAX 1aXKe B CTEPHIIbHBIX YCIOBUAX UX IMPOJYKTUBHOCTb MOXKET OBITh BBIIIE, UEM Ha JK-
BUBAJICHTHOM I10 JIEMEHTHOMY COCTaBY MUHEpaIbHOM cyOcTpaTe. OOBICHIETCS 3TO HE TOIBKO
HEOOXOIMMOCTBIO SHEPreTHUECKUX TPAT Ha BOCCTAHOBIICHHE U BKIIOYEHUE BEILECTB B OPraHM-
YEeCKHe COeIMHEeHHUsI, HO U APYTUMH NPUUYMHAMH. Tak, TyMHUHOBBIE KUCIIOTHI - cJIa0ble MOBEPXHO-
CTHO-aKTHBHBIE BELIECTBA, T.€. JETEPrE€HTHI, OOJBLIEH YacThIO CIIOCOOHBI INPOHMKATH Yepe3
miazmaieMMy. o npencraBneHUsIM HEKOTOPBIX CHELMAIUCTOB, 'YMHUHOBBIE KUCIOTBI MOTYT IIO-
CTyHaTh MOYTU LEJIUKOM BHYTPb PAaCTUTENbHOH KJIETKH, NEPEHOCS MHOTO Pa3IMUYHBIX 3JIEMEH-
TOB: METAJUIbI, OpPraHuYecKuil a3oT, ¢pochop u cepy. Kpome toro, 3Tn BemiecTa, MMEIOIIUE yT-
JIEpOJHBIN CKEJIET, MOT'YT CHOBA BOBJIEKATbCSA B 0OMEH. B skcnepumeHTax 1Mo NpUMEHEHHIO UC-
KyCCTBEHHBIX ITOBEPXHOCTHO-AKTHUBHBIX BEILECTB IOBBIIIAETCS YCBOGHUE M OPraHUYECKHX, U
MHUHEpaJIbHBIX y100peHnil. PacTeHus MOryT moriaomarb MOHOMEPHbIE OPraHNYeCKUe BELIeCTBa:
caxapa, HEKOTOpble aMMHOKHCIIOTbI, BATAMUHBI, U3 MOYBBL. B yacTHOCTH, BUTaMUH B2, KOTOpPBIN
HE CUHTE3UPYETCsl PACTEHUSAMH, OHH MTOIJVIOIIAI0T U3 MOYBbI, 1€ €ro 00pa3yroT OakTepuH.

B GosibiMHCTBE Cily4aeB BBICHIME PACTCHHUS, OCTABAsACh 3€JIEHBIMU aB-TOTPO(HBIMU Opra-
HU3MaMH, MOJIy4aroT JOMOJHUTEIBHOE a30THOE MUTaHUe Ojaroaaps CMMONOTUYECKUM OTHOIIE-



HUSIM C TpUOaMu W/WiK GaKTepUsIMH, KOTOPBIE MOCETSIOTCS B pr30chepe Uil HeTOCPEACTBEHHO
B KOpH:X. 1 HaKOHel, XUIIHBIE WM HACEKOMOSIHBIC PACTEHUS, OOUTAIOIINE OOBIYHO B YCIIOBH-
X KpaifHero neuIrTa MUHEPaTbHBIX BEIIECTB: Ha OOJOTaX WM B MPECHBIX BOAOEMAax, MpO-
Oonemy nedunuTa azora u hochopa MM OPraHUYECKUX COCAMHEHHH PEIIAIOT, IMoeaasi HaceKo-
MBIX, paKooOpa3HbIX, HH(Y30puH 1 ap. Takum o0pa3zom, mpodiiemMa euIrTa IEMEHTOB MUHE-
PaJbHOTO TIMTaHMS PEIIACTCS PACTCHUSMH CAMBIMU Pa3sHOOOPa3HBIMH CIIOCOOAaMU: OT YCHJICHUS
BO3/ICHCTBUS HA MTOYBY /10 0Opa30BaHUS aCCOIMANINN C IPYTHMMHU OPTaHW3MaMH | JJaKe Iepexoia
Ha TeTepOTPOHBIA CIOCOO MUTAHUSL.

MaBa 7 §
FrASOYCTONYUBOCTDb

B mporecce 3Bomonuu y pacTeHuii He CHOPMUPOBAIUCH CUCTEMBI TPUCIIOCOOJICHUS K
BPEIHBIM Ta3aM, MOATOMY CIHOCOOHOCTh MPOTHUBOCTOSITH UX MOBPEXKIAIOUIEMY JIEHCTBUIO OCHO-
BBIBACTCSI HA MEXaHU3MaX yCTOWYMBOCTH K APYTUM HEOJIAronpHusITHBIM Bo3AeicTBusIM. [ToHSATHO,
YTO B CBSI3U C 3TUM OCOOCHHO Ba)XHO PACCMOTPETh OCOOEHHOCTH HECTIEITU(PUIECKOM YCTONIHBO-
CTH.

CoBpeMeHHbIE pAacTEHUs! Pa3BUBAIUCH B YCIIOBHUSX, KOTJa COJEp)KaHUE BPEIHBIX Ta3oB,
00pa3yronmxcsi BO BpeMs M0KapOB, XUMUYECKHUX MPOIECCOB, BYJIKAHUYECKON JESITEILHOCTH, B
BO3yXe ObLJI0 HEOONBIINM. DTOT BO3AYX cHOPMHUPOBAJICS OKOJIO | MIIpA JIET Ha3a/d Kak CIEeACT-
BHE JKU3HENIEATEITHHOCTH aBTOTPO(HOB, OOHOBIICHHE ke aTMOC(EPHI MPOUCXOIUT, KaK H3BECTHO,
kaxapie 3000 ner. [To-Buammomy, ocBoOokaeHHE TepBuuHOM atMochepsr 3emnu ot NHi, H,S,
CHa4, CO u zip. akKTUBHO OCYIIECTBIISUIN PACTEHHUSI-aBTOTPO(BI MPOTEPO30MCKOI U MaIe030HCKOn
3p, KOTOpBIE JOJIKHBI ObUTH 00J1aaTh MeXxaHM3MaMu ra3oyctoiunBocTu. [lo Mepe yBenmueHus
COJIepKaHUsl KUCIOpoJa B aTMoc(epe BO3yXa U YMEHBIIEHUS COACPKAHUS B HEM BPEIHBIX Ta-
30B 3TH MEXaHU3Mbl yTPAYHBAIUCh.

Bpennoe BiusiHEE MPOMBINIICHHBIX TA30B HA PACTEHHS CTAJO MPOSBISATHCS K CEpEIUHE
XIX B. Torma Hauanuch Hay4dHbIE UCCIEAOBAHUS B 3TOM HallpaBlieHUMU. B HacTosiee BpeMs 3a-
rpsi3HEHHE aTMOC(Epbl, CBA3aHHOE C PACHIUPEHUEM MPOU3BOJICTBEHHOM NIEATEIHHOCTH YeTIOBe-
Ka, BO3pacTaeT 0 KaTtacTpopuueckux pasmepoB. KoHIEHTpalus TOKCUYECKUX BELIECTB MPEBBI-
[I1aeT MpeAeNbHO JOMYCTUMYI0 HOPMY, M CHCTEMBI aBTOPETYJISIUU aTMOoc(hephl yxkKe He CIpaB-
JSIFOTCSL C €€ OYMCTKOM.

7.1. BATPA3HAIOLLMUE ATMOC®EPY Ir'A3bl

B pesynbrare nesTenbHOCTH YenoBeKa (MPOMBIIIIICHHON, aBTOTPAHCIIOPTHOM U JIp.) B BO3-
nyx Beiensiercs: 0osiee 200 pa3nHUHBIX KOMIIOHEHTOB. DTO CepHUCTHIN Ta3 (SO;), OKCUIbI a30Ta
(NO, NOy), yrapssriii raz (CO), o30H (O3), coenunenus ¢gropa (F,), yrieBomopoasl, mapbl Ku-
ciot (H2SO4, H,SO3, HNO3, HC), deHombI, TBEpIbIC YaCTHIIBI CaXKH, 307161, TIBLITH, COACPKAIINC
TOKCUYECKHE OKCHJIbI CBUHIIA, ceNieHa, IMHKa. CEepHUCTHIN ra3 oOpa3yeTcsi B OCHOBHOM IIPH CTO-
paHUM KaMEHHOTO YTJIsl, He(pTH, IPUPOJTHOTO Ta3a, COACPIKAIIETO CEPOOPTAHNICCKUE COCTUHE-
HUS, a TaKKe B LIBETHOM MeTamutypruu. OKCUABI a30Ta- MPEAIIECTBEHHUKN a30THON KUCIIOTHI -
MOITAIAI0T B aTMOC(Epy B COCTaBE JIbIMA Ta30BBIX KOTJIOB TEIUIOBBIX AJICKTPOCTAHIIHMA, BBIXJIO-
MOB JIBUTaTeNIeil BHYTPEHHETO CTOPaHUsl.

B mpombInIeHHO pa3BUTHIX CTpaHax 3arps3HeHHe Bo3ayxa Oonee yem Ha 50% oOycioB-
JICHO TPaHCIOPTOM, O0K0J0 20% MPUXOAUTCS Ha OTOMUTENIbHBIE CHCTEMBI, CTOJIBKO K€ Ha Tpo-
MBIIUICHHYIO JESATCIBHOCTD (3JICKTPOIHEPTETHKY, MPOU3BOJICTBO HEPTH, OymMaru, XUMHUIECKYIO
MPOMBIIIIEHHOCTH), 0kosio 10% Ha nepepaboTKy U YHUUYTOXKEHHE 0TX0J0B 1 Jip. B Poccuu razo-
BbI€ BHIOPOCHI COCTABIISAIOT 0KOJIO 50 MJIH T B rO/I.

3arps3ustonue aTMOC(hEpHbI BO3yX KOMIOHEHTHI MOJIPa3AesaioTCa MO BEJIHYMHE Yac-
THUI, CKOPOCTH OCEIaHWs TOJ[ JCHCTBHEM CHJIbI TSDKECTH W AJICKTPOMArHUTHOMY CIIEKTPY Ha
IBUIB, TIAPHl, TYMaHbl U IbIM. ['a3bl U Maphl, JIETKO MPOHUKAsI B TKAHU PACTCHHsSI Yepe3 yCThUIIA,
MOTYT HETIOCPEICTBEHHO BJIHSITh HA OOMEH BEUIECTB B KJIETKAX, BCTYIAss B XUMHUECKHAE B3aUMO-



JNEHCTBHUS Ha YPOBHE KJICTOYHBIX CTCHOK M MeMOpaH. [Ibuih, ocenas Ha MOBEPXHOCTH JIHCTHEB,
3aTpyIHSET TMOTJIOLIEHUE CBETa, HapyIllaeT BOAHBIN pekuM. [1o yObIBaHHIO TOKCHYHOCTH Ta3bl
pacnonaratores B psabl: F, > Cl, > SO, > NO > CO > CO»; Cl, > SO, > NH; > HCN > H,S.

[TaryOHOe BIMSIHME Ta30B PACTEHHUs OLIYNIAIOT HAauyuWHas ¢ KoHIeHTparuit 500 MKT/M.
Kucreie ra3el v mapsl 0oJiee TOKCHYHBI JUTSE PACTCHHIA, YeM ISl J)KUBOTHBIX, JIJISI KOTOPBIX BTOPOU
psia ra3zoB BeIDsAUT uHaue: HCN > H,S > Cl, > SO, > NH;.

B pesynbrare monaganus B aTMochepy OKCHIOB CEPBl M a30Ta MOXKET MPOUCXOJHTH 3a-
KHUCJICHHE OCAJKOB M BBIMAJCHHE KUCIOTHBIX noxaed (pH 5,5). Bo MHOrux oGnacTtsax BbICOKas
CTCTICHD 3arps3HEHMsI aTMOoc(hepsl yCyryOnseTcss KIMMAaTHYeCKHMH YCIOBHSIMH (HEIOCTaTKOM
BJIaTY, BBHICOKOW TEMIIEpaTypol BO3AyXa, 3aCOJICHHEM), TIOSTOMY OOIIUE MEXaHU3Mbl yCTOWUH-
BOCTH OKa3bIBAIOTCS HAMOOJIee BaXXHBIMU JIJISi BBDKUBAHUS OPTAHU3MOB. [ 430yCMOuyu80cms -
3TO CIIOCOOHOCTh PACTeHHMU MPOTHUBOCTOATH NEHCTBUIO T'a30B, COXpaHss HOPMAaJIbHBIA POCT U
pa3BHTHE.

7.2. BEACTBUE rA30B HA PACTEHME

Bpennoe npsimoe Bo3/IeHCTBUE Ta30B HA PACTEHUS MPOSBISETCS HEMOCPEICTBEHHO Ha JIKC-
TOBOM anmapate. KocBeHHOe BIUsiHME ra30B HA MUKPOQIIOpPY, TOYBEHHBIH MOTTIOIAIOIINN KOM-
IUIEKC, KOPHHU PACTEHUH OCyIlecTBiseTcs yepe3 mouBy. [IpsiMoe neiicTBre BeaeT K yXyALLIEHUIO
pocTa, YCKOPEHHUIO CTapeHHsI, OTMHUPAHHIO OTACIbHBIX OPTaHOB, CHU)KEHHUIO YpOXKasi U €ro Kaue-
CTBa.

Kucnble ra3bl 1 KUCIOTHBIE JOXKAW HAPYIIAIOT B0OHbIU pedCum pacmenuti, B pe3ylbTaTe
CHI)KAeTCs OBOJAHEHHOCTh TKaHEH, MMajgaeT coJiep:KaHue CBSI3aHHOW BOJIbI, U3MEHSETCS] TPAHCIIU-
paums; IPUBOAAT K 3AUUCIEHUIO YUMONAA3MbI, U3MEHEHUIO PAaOOTBl MPAHCHOPMHLIX CUCTHEM,
MOBPEXKAAIOT MEMOPaHBI XJIOPOIIACTOB, MJIa3MalleMMbl U JPYTUX KJIETOUHBIX CTPYKTYp. Benen-
CTBHE MOBPEXIECHUSI MEMOpPaH XJIOPOILJIACTOB CHUXKAETCS UHMEHCUBHOCMb (OmOocunmesda, pas-
pymaTcs XJIOpohul @ U KApOTUHOU/BI, B MEHbILIEH CTENEHU XJIOPODUIIT 6 U KCAaHTO(UILIIBI.
Oco0eHHO SITOBUTHIM Ui (DOTOCHHTE3a CUUTACTCS CEPHUCTBIM ra3, KOTOPBIN JIydllle pacTBOpS-
eTCs B BOJIE, UEM YIJIEKHCIIOTA. DTOT ra3 OTHOCAT K (POTOCUHTETHUECKUM SJ1aM.

Ha nurmeHTHy10 cucreMy HeOJaromnpHusTHO JACHCTBYIOT XJIOP, CEPHHUCTBIM Ta3; aMMHaK
YMEHBIIIAET COJICpKAaHWE KapOTHHA W KCaHTO(WIIa, HO Majlo BIUieT Ha Xjaopodumisl. Hanbo-
Jiee YyBCTBUTEIBHBI K 3arpsI3HEHUIO BO3AyXa (hepMeHTHI (POTOCUHTE3A.

HMHTEeHCUBHOCTD JbIXaHUs BHAYajie MOBBIIIAETCS, & 3aT€M, [0 MEpEe YCUJICHUS TIOBpEXK/e-
HUSL U OTCYTCTBHS IIOCTaBKM CyOCTPaTOB BCJEICTBHE HapymIeHHs (POTOCHHTE3a, CHUXKACTCS.
WNnakTtuBUpyeTcs TPaHCHOPT SJIEKTPOHOB U BCEX OKHUCIUTEIbHO-BOCCTAHOBUTENIBHBIX (hEPMEH-
toB. Hapymaercs docdopubiii oOmeH: copepkanue oOmero Qocdopa mamaer, a KUCIOTO-
HEPAaCTBOPUMOTO MOBBIIIaeTcs. HeOmaronpusaTHele CIBUTH MPOUCXOASIT BO BCEM MHHEpPATbHOM
oOMmene. [lormnomienre aHHOHOB M3 BO3yXa COMPOBOXKAAETCS MOCTYIUICHHEM M3 MOYBBI KAaTHO-
HOB KaJIvisl, KaJbIIWsl, IIMHKA, CBIHIIA, ME]TH.

YcunuBaroTcst CBOOOAHOPAMKAIBHBIE ITPOLECCHI, YUTO OCOOEHHO XapaKTEPHO Il BHICOKO-
aKTUBHOTO 030Ha. B pesynbraTe hoTOnmsa o30Ha 0Opa3yrOTCS aKTUBHBIE CYNEPOKCHII-aHUOH-
paauKalbl, KOTOPHIE BHI3BIBAIOT ()OTO-UHTHOMPOBAHUE U MOTYT MOBPEXKIATh OCIKH U HYKJIEHHO-
BBI€ KHCJIOTHI, BBI3bIBATh MYTaIllH, pa3pymats Junuasl B nporecce [1OJI (em. . 3). B pe3yib-
TaTe ACMCTBUS O30HA HA JIUCThs YXYIIACTCS PErYJISIUs YCThUII, OBPEKIAIOTCS MEMOpPaHbI TH-
JAKOUOB XJIOPOILIACTOB, Aerpamupyer Pbd-kapbokcnnasza, uHrnoupyercst poTocuHTe3 B Iie-
aoM. CBOOOIHBIE cepocoieprKalliie paauKalibl IPOAYLUPYET TAK)KE CEPHUCTBIN ra3 MpH y4acTHH
CYTIEpOKCHI-aHUOHOB.

[ToBpexxaeHust pa3ianyaloT B 3aBUCUMOCTH OT KOHIIEHTPAILIUU Ta30B, U MO CTETNIEHU yCHIIe-
HUSI OTMEYAIOT: CKPBIThIE, XPOHUYECKUE, OCTPhIC, KaTaCTPOPHUECKUE (IETTUTMEHTAIMs, HEKPO-
tuzanys, aedonuarnus). Crenyer yuuThIBaTh TakKe, YTO MPHU JEHCTBUU HECKOIBKHUX a3oB CO3-
JaeTcsl CHHeprudeckuil 3Q(eKT, T.e. OHM OKA3BIBAIOT MOBPEKICHUS U MPHU O0JIee HU3KUX KOH-
neHTpauusax. CTeneHp OTpaBIeHUs ra3aMH 3aBUCHT OT PAa3JIMYHBIX METEO(aKTOPOB: TEMIIEpATy-
PBI, BIIQXXHOCTH BO3/yXa U TIOYBBI, OCBEIIEHHOCTH U T.1I.



KocBeHHOe BIUsTHHE 3arps3HEHUS] PUBOAUT K YMEHBIICHUIO TUIOOPOIUS TIOYBBI, BBI3bI-
Bas THOEJb MOJIC3HON MHUKPO(DIOPHI, OTpaBiIeHNE KOPHEBOI CHCTEMBI, HApYIICHUE MHHEPAILHO-
ro nutanud. [Ipu nmoHmwkenun pH B pe3ynbraTe KUCIOTHBIX TOKICH YBEITMYMBACTCS ITOJIBHXK-
HOCTh TOKCHYECKHX METauIoB. Jl0 TOKCHYHBIX KOHIIEHTpAIM{ HAKaIUIMBAIOTCS, HarpuMep,
KaJbIWUH, INHK, CBUHEl, ME/Tb.

OueHb CHJIBHO CTPAZaloT OT 3arps3HEHUs XBOMHBIE MOPOABI: MOSBISETCS CYXOBEPILUH-
HOCTh, YMEHBIIIACTCS JUTMHA ¥ YBEJIMYUBACTCS YMCIIO XBOMHOK Ha 1OOETe, IMPOUCXOANUT OBICTpast
1oTepst XBOU. Y JMCTBEHHBIX MOPOJ KUCIIBIE Ta3bl BHI3BIBAIOT YMEHBIIEHHE Pa3MEpPOB U KOJIHYe-
CTBa JIMCTHEB, HHAYLUPYIOT MOSBICHUE YEPT KCEPOPOPHOCTH.

Hapymenue pocta u pa3BUTHs PaCTCHUH IO BIUSHUEM BPEIHBIX T'a30B MOXKET CHIDKAaTh
YCTOMUYMBOCTh M K JAPYTHM HEOJIArOMPHUSATHBIM (PaKTOpaM CPEIbl: 3acyXe, 3aCOJICHUIO, TIOHIKE-
HUIO TeMIiepaTypbl. Hampumep, pacTeHusi, BEIpalieHHbIE B aTMOC(epe 3arpsi3HEHHOTO BO3/yXa,
JIeT4e MOpaXkaroTCsl PIKaBYMHOM, CepOil THUIIBIO, Y HUX CHM)KAETCSl MHTEHCHBHOCTh O0pa30BaHHS
KITyOEHBKOB.

Pasnuyator eazouyscmeumenvhuvlie u eazoycmotiuugble pacteHust. UyTKUMU HHIUKAaTOpaMH
3ara30BaHHOCTH CIIy’KaT MXHU M JUIIAHHUKU. OTMETUM, YTO JIMIIAHHUKN YCTOWYMBBI K 00€3BO-
KUBAHUIO, HO HE K 3arPs3HEHUIO, TIOCKOJIBKY Y HUX HEe CPOPMUPOBAIOCH MPUCTIOCOOICHHOCTH K
HEMY B XOJI€ BOJIOIMU. Apeabl UX paclpOCTPaHEHHsI TI0 MEpe PAa3BUTHS METAIOIUCOB PACIo-
JararoTCcs BCE JaNblIe OT TOPOIOB.

7.3. MEXAHU3MbI FA30YCTOUYMBOCTU

B 3aBHCHMOCTH OT MEXaHHM3MOB, €€ ONPEACISIONINX, Ta300yCTONYNBOCTh KIIACCUPHUIUPY-
eTcs Kak OMoJornyeckas, aHaroMmo-mopdonoruyeckas u ¢puznonoro-onoxumuueckas (puc. 7.1).
buonornuyeckne MexaHM3MbI YCTOWYMBOCTH CBS3aHBI C MEKPOJIOBBIM U MEXBHIOBBIM Pa3HO00-
pasuem. Hanpumep, kpecTorBeTHbIe Oosiee YCTOWYMBEI, 4eM 0000BbIe, 13 6000BBIX (acoib 60-
Jee yCTOounBa, 4eM KJIeBep, COsl U T.JI.

['a3oycrofiyuBOCTE
Bromormyeckas AHaroMo- ®duzmonoro-
(thaza pazsuTKs, mopdosnoruueckas 6uoxnmuqeckan
BO3pacT, BAIOBAA (MOIDHAA KYTHKYNA,
MpHHALIEKHOCTS, BOCKOBBIE [IOKPOBEI, / \
3KONOr0- Oy Wwetina, MElibliad | | perynupopanue| | | Nerokcukauus
reorpaguyeckoe BEHTHIIMPYEMOCTh NOMOWEHHUSA STOBATHIX
MPOHCXOAIAEHHE, rvb4aToil napeHxMMhl, ra3os BElicCTS
FIKONOrHYCcCKan MCNKHC YCTBHLUA, +
[NACTHIHOCTh HT. A.){ | KCEpOMOPQHOCTS) Moanepaanne
oydepHrIx crocTs
LHTOINIa3sMEl
W e¢ HOHHOID
Damawca

Puc. 7.1. MexaHu3Mbl ra30yCTOHYMBOCTH PACTCHUHN

JpeBecHble pacTeHus (B3, KUMOJIOCTh, KJICH) MEHEE YCTONYMBBI [0 OTHOILIEHUIO K XJIOPY,
¢dTOpY, 3aKUCH a30Ta, UeM TPABSHUCTHIE. Y IIBETKOBBIX MOBPEXKIAEMOCTh JIMCTHEB 3aBUCUT JaxKe
OT UX TOJIOKEHHUs Ha mobere. Ddemepbl, OTINYAIOIINECS UHTEHCUBHBIM OOMEHOM BEIIECTB U



KOPOTKHM BEreTaTHBHBIM IEPHOIOM, OTHOCATCS K HEyCTOMYMBBIM. Bubl ¢ Ooree IMTeTbHBIM
BEreTaTMBHBIM MEPHOIOM JIy4llle MEPEHOCST YCIOBH 3ara30BaHHOCTU. KyJIbTypHBIM pacTeHUAM
CBOWCTBEHHA OOJIbINIAsi YyBCTBUTEILHOCTh K 3arPSA3HEHUIO aTMOC(hEPHI IO CPABHEHUIO C AUKHMHU
BUAaMU. ['a30yCTONYMBOCTD 3aBUCUT U OT (a3bl pa3BUTHsL, HHTEHCUBHOCTH POCTa, BO3PAcTa pac-
TEHHIA, TIOJI0)KEHUST BHJIOB B ABOJIOIMOHHON CHCTEME, OT MX KOJIOTO-Teorpa)uaeckoro Mmpouc-
XOXJIEHUS U HKOJIOTUUECKOM MIaCTUYHOCTH.

AHaTroMo-Mop(hosIoruyecKue NpU3HaKu, CIIOCOOCTBYIOIIME MOBBIILIEHUIO I'a30yCTOWYMBO-
CTH, - 3TO MOIIHAs KYTUKYJIA, JONOJHUTEIbHbIE BOCKOBBIE TTOKPOBBI, OITyIICHHE, MEHbIIIasl BEH-
THIIMPYEMOCTh Ty0O9YaToi MapeHXHMBI, YepThl KCEPOMOP(GHOCTH, B YACTHOCTH MEIIKHAE yCTHUIIA.
BockoBoii HaneT Ha JTUCTBAX CO3/1aeT BOJOOTTAIKUBAIOIIEE MOKPBITHE, U TPsI3b JIETKO CMbIBAECT-
cs1 BOJIoi. BOCKOBO# HalleT 3aKpBIBAET TAK)KE YCTHUYHBIC IIEIH, YTO MOBBIIIAET YCTOHYUBOCTD K
3ara3oBaHHOCTU. Y Cy-pacTeHU KJIETKH OOKJIAJAKH MPOBOIAIIMX MYYKOB CO3/1al0T Oapbep, mpe-
MATCTBYIOIIHN Bo3aeicTBIIO SO, HA 3arpy3Ky (PII03MBI aCCHMUIISTAMHU.

®u310I0r0-0MOXMMHUYECKHE MTPUCTIOCOOUTENIbHBIE MEXaHU3MBbl BKIIIOYAIOT PETyJIUpOBaHHE
NOCTYIJICHUS Ta30B, MojaJepkaHue OyQpepHOCTH HUTOIUIa3Mbl H €€ HOHHOTO OallaHca, JETOKCH-
Kaluio 00pa3yromuxcs s70B.

Perynsnust moromenns ra3oB OnpeAesieTcs Mpexk/Ie BCEro YyBCTBHTEIBHOCTBIO YCTHHII.
[Ton BaMsiHMEM ra30B (OCOOEHHO CEpHUCTOI0) pPacTEHUsl ra30yCTOHYMBBIX BHUJOB CAMHU 3aKpbl-
BAIOT ycThHIa. Hampumep, y pacTeHHi IpruCIOCOOIEHHBIX BUJIOB TIPH MOBBIIICHUH KOHIICHTPA-
IIUM Ta30B CTENEeHb OTKPBITOCTU yCThUI] yMeHbIaeTcs Ha 40%, a y HenpucrnocoOJIEHHBIX TOIBKO
Ha 11%.

[Tonnep>xanue noHHOTrO GasiaHca M Oy(epHbIX CBOWCTB IIUTOILIA3MbI MOXKET OBITh CBSA3aHO
¢ yposHeM B kietkax karnonoB (K*, Na®, Ca”), cmoco6HEIX HeHTpaTH30BaTh AHTHAPHIBI KHCIOT.
OObIUHO pacTeHUs, YCTOHUMBBIE K 3acCyXe, 3aCOJICHUIO0 U HEKOTOPBIM JPYTUM IMOJOOHBIM BO3-
JIEHCTBUSM, UMEIOT 00Jiee BBICOKYIO Ta30yCTOWYHBOCTD, BO3MOXKHO OJ1aroiapst CrlocCOOHOCTH pe-
I'YJIMpOBATh BOJHBINA PEKUM M HOHHBIN cocTaB. Ha 3T0 ykasbIBaeT ycujaeHHe MOJ BIUSIHUEM Cep-
HHUCTOTO Ta3a MPU3HAKOB KCEPOMOP(HOCTH JHCTHEB, a MO ACHCTBHEM XJIOpA MIPU3HAKOB CYKKY-
JIEHTHOCTH.

JleTokcukanus ra3000pa3HbIX 0B HMPOMCXOIUT B pe3yJIbTaTe yCHUICHUS (UTOHIIMIHBIX
BBIZICICHU pacTeHnid (9(QHUPHBIX Macen), 00JagaronuXx aHTUCENTUYCCKUMHU CBOMCTBAMHU. DTO
XapaKTepHO, B YaCTHOCTH, JUISI HEKOTOPHIX BUJOB YCTOMUMBBIX K CEPHUCTOMY Ta3y APEBECHBIX
pacTteHuil. Y XBONHBIX MOBBIIICHUE YPOBHS CEPHHUCTOrO ra3a IMPUBOIUT K YBEIUYEHHUIO COJEp-
*KaHus d(PUPHBIX Maced B XBoe. B yCloBHX 3ara3oBaHHOCTH 10100HOE 00€3BpEKUBAHUE S/10-
BUTBIX [a30B CIIOCOOCTBYET MOAAEPKAHUIO (POTOCHHTE3a M CUHTE3a B LIEJIOM Ha IOCTaTOYHO BbI-
COKOM YpOBHE. Y ra3oyCTOHYMBBIX pacTeHHH oOecrieunBaeTcsi cOaIaHCHPOBAHHOCTh (DOTOCHH-
T€3a U OTTOKA aCCUMMIIATOB. J[€TOKCUKAlLKs ra30B MOXKET ObITh PE3yJIbTATOM M UX XUMHUYECKOTO
npeoOpa3oBanus. Tak, B KI€TKax CEpHHUCTBIM ra3 mocie pacTBOPEHHUS MOXKET JaTh OUCYIbPUT
win cynbdur. [TocneaHuit TOKCHYEH A pacTeHU, HO TIPU HU3KOW KOHIICHTPAllUU METabOoIH-
3UPYETCs XJIOPOIIaCTaMH JI0 HETOKCUYHOTO cylbgaTa. Ilpn HU3KON KOHLIEHTpAH 3P HEKTHB-
HO 00e3BpeKuBacTcsa U OUCYIb(QUT, TOrJa CEPHUCTBIN ra3 MOXKET paccMaTpUBaThCs KaK UCTOY-
HUK cepbl s pacTeHus. OHAKO MPH MOBBIIICHHBIX KOHIEHTPAIMAX 3TOr0 M JPYTUX ra30B UX
HOBpEXAOIee JACHCTBHE OKa3bIBAETCS HACTOJIBKO CHIIBHBIM, YTO PACTEHMsI HE MOTYT oOecre-
YUTh UX JCTOKCHKAIIUH.

Kak 0OBIYHO, BBIIETAIOT YCTOMYHBOCTH IMACCHBHYIO, T.€. YXOJ OT BO3JEHCTBUS C MOMO-
11610, HAIIPUMEP, AHATOMO-MOP(HOJIOTUIECKUX 0COOEHHOCTEH, U aKTHBHYIO - (PU3HOIOTUYECKYIO
CHOCOOHOCTh MUPUTHCS C TIOTJIOIEHUEM ra3a Win 00e3BpeXUBaTh €ro. [l ycToHYMBBIX pacTe-
HUM XapaKTepHBI: NMOHWKEHHAss MHTEHCHUBHOCTh I'a3000MEHA; BBICOKAsi CKOPOCTh METaboiIn3Ma
OpPraHUYECKUX COEIMHEHUN M MX TpaHCIOpTa; OOJIbIlas JIeTaJbHAs /103a NPU HAKOIUIEHUH Cep-
HHUCTOTO ra3a B KJIETKaX U CIOCOOHOCTh K BOCCTAHOBJIGHHIO OOMEHA BEIIECTB; BBICOKAS SKOJIO-
ruyecKas MIacTUYHOCTb. [103TOMY B yCIIOBHSIX 3ara30BaHHOCTH Y IPUCHOCOOIEHHBIX PAaCTEHUU
COXPaHSIOTCSI HEOOXOAUMBIH YpOBeHb (DOTOCHHTE3a M ABIXaHUS, BOJHBIA M MOHHBIA PEXUMBI,
KaTHOHHO-aHUOHHBIN OalaHC U B LIEJIOM MTOAJIEPKUBAETCSI HOPMaJIbHBIM ypOBEHb MeTa00IM3Ma.



[IpuoOpeTenHas ra30yCTOMYMBOCTh MOXKET TepeAaBaThCs MO HaclencTBy. Hanpumep, nu-
CTBEHHHIIA SIMOHCKAsl, pacTylias BOJNM3H BYJIKaHOB, Oojiee yCTOWYMBA K CEPHHCTOMY rasy, 4eM
eBpoIIelicKas, 4TO ObLIO YCTAHOBJIEHO MOCJE UCHBITaHUS UX ruOpuaoB. ConpsKeHHasl yCTONYH-
BOCTh MPOSIBISETCS U Ui Ta30yCTONYMBBIX PACTEHUU: OHU OTIUYAIOTCS OONbIIEH yCTOWYHBO-
CTBIO U K 3aTEMHEHHIO, 3aCyX€, 3aCOJCHUIO0, HOHU3UPYIOIIEH paaraliu.

Jnst nogvluenus cazoycmotiuusocmuy BakeH 0TOOP BUAOB, YCTONYMBBIX B TOM YHCIE U K
JpYTUM BO3JEUCTBUSAM, HallpUMeEp K 3acojieHUI0. [10BBIIEHUIO ypOBHS yCTOMYMBOCTH CIOCOO-
CTBYET U BbIpAIIMBAaHUE PACTEHUI Ha IUIOJAOPOIHBIX HE3arpsI3HEHHBIX NTOYBAaX WM CMEHA MOYBbI
Ha Ta30HaX M [BETHHKAX OKOJO MPOMBIIIICHHBIX Hpeanpustuid. OOpaboTka ceMsH craObiMu
(0,1%-HBIMHM) pacTBOpaMu COJSTHOM M CEpHOM KUCIIOT M IOJIUB BCXOJIOB MOJKHUCICHHOM BOAOM
MOBBILIAIOT ra30yCTONYUBOCTh, KaK U MEPUOJNYECKOE CMBIBAHHE TOKCHYECKHX COECIUHEHHH ¢
JHMCTHEB U HEUTpanu3alys U3BECTKOBBIMU U APYTUMH CIELUATBHBIMU pacTBopamMu. D (PeKTUB-
Hbl BBEJICHUE (PU3MOJIOTHYECKU aKTUBHBIX COCAMHEHUM, B TOM YMCJIE AaHTUOKCUAAHTOB - aCKOp-
OMHOBOM KHUCJIOTHI, THOMOYEBUHBI, THAPOXUHOHA U JIP., & TAKXKE PETYJISIIHUSI MUHEPATLHOTO IH-
TaHUs, BBEJCHHUE a30Ta B BUI€ MOUYEBHHBI. HecMOTps Ha onpesiesieHHbIE yCIEXU B UCCIIEI0BAHUN
ra3oyCTOMYMBOCTH, OOMICTIPUHATON TEOPHH Ta30yCTOMYMBOCTU B HACTOSIIEE BpEeMsl MOKa He
CyIIIECTBYET.

3AKIIOYEHUE

Utak, pazpaboTaHHast AJs )KUBOTHBIX KOHIIETIIIHS CTpecca KaK COBOKYITHOCTH Hecrenupu-
YECKUX peakluil BIIOJHE NMPUMEHHMAa U K PACTEHUSIM, KOTOPHIE BCIEICTBUE MPUKPEIIICHHOTO
o0pasa >KHU3HU HAXOAATCS B OCOOEHHO TECHOW 3aBHCHUMOCTH OT OKpYy»Karomieu cpeasl. Ctpecc
CIIyKUT OCHOBOM Jis OBICTPOI OpUEHTAIIMHM OpraHH3Ma B MEHSIOUINXCS YCIOBHIX CYIIECTBOBA-
HUS U HanOoJjee 5JKOHOMUYHBIM CPEJICTBOM MHOAepKaHUs TomeocTaza. OH MposIBIISIETCS Ha BCEX
YPOBHSIX OpraHW3allid PacTeHUs U BO BcexX ¢azax neicTBus HebmarompustHoro ¢akropa. bia-
rozapsi Hecnenu(UIeCKUM MeXaHH3MaM BO3MOYKHO TMOBBIIICHUE YCTOMYMBOCTH K HECKOIBKHM
BO3/ICHICTBUSIM, BBI3BIBAIOIIUM CXO/IHbIC H3MEHEHHSI B OOMEHE BEIIECTB.

B o0bennHeHnn pe3epBHBIX BO3MOKHOCTENW OpraHu3Ma OCHOBHYIO POJIb UTPAIOT CHCTEMBbI
perymnsiiiui. IMEHHO peryisius KOMILIEKCAa B3aMMO3aBUCHUMBIX 3alTUTHBIX PEaKIHi MpeCcTaB-
JSIET OCHOBY SKOJIOTMUECKON yCTOWYMBOCTU pacTeHHil. CriocoObl MPOTHBOCTOSIHUSI pacTeHUM
HEOIArONMPHUITHBIM YCIOBUSM CPEIbI CIOXKHBI 1 MHOTOOOpa3Hbl. OHAKO OCHOBHAsI CTpaTerus
pUCTIOCOOICHUST M KOMIUIEKC HECTIENN(UIECKUX 3aIIUTHBIX PEAKIUN eUHBI IJIS1 PACTHTEIBHBIX
OpPraHU3MOB HE3aBUCHUMO OT CTEMEHU MX yCTOWYMBOCTH. Pa3nuuums ke KacaroTCsi CKOPOCTH U
aMIUIMTY/Ibl OTBETHBIX peakluidl. BeposTHO, B X0/€ 3BOMIOIMY UMEHHO TaKO€ COYETaHHWE MyTel
peanu3anuy MPUCIIOCOONICHHUS PACTeHUN K HeONarompusaTHbIM ¢GakTopaM cpeisl chopMHUpOoBa-
J0Ch Kak Hanboiree Y3 hEeKTUBHOE.

Oco0eHHOCTH CYIIECTBOBAHUSI PACTEHUH B YCIOBHUSX DKOJOTHYECKOTO CTpECcca YKE MHO-
THe roJibl HaXOJATCs B LIEHTpEe BHUMaHUA Ouosoros. OqHaKo MHTEpEC K ATOW mpobiieMe He oc-
nabeBaeT, 4yTO CBSA3aHO KaK C 3allpOCcaMiy MPAKTUKH BCJIEACTBUE YXYIICHHUS YKOIOTUYECKUX yC-
JIOBUH B MHUpE, TaK U ¢ HEOOXOAMMOCTBIO CO3JJaHMs OOIIEH TEOpUH CTpecca M alalTallii pacTe-
Huu. BMmecte ¢ Tem B mocienHue roasl 6maronapsi (paHTaCTUUECKUM ycrexaM OMOTEXHOJOTHU U
TE€HHON MHXEHEPUU MOSIBUIIACH BO3MOYKHOCTh KOHCTPYHUPOBAHUS OPTaHU3MOB C HYKHBIMU YeJIO-
BEKy KauecTBaMH, B TOM 4YHcIe 00JalaloluX YCTOMYUBOCTBIO K CTPECCOBBIM BO3JEHCTBUSIM.
[IpennpuHuMaroTCsi HOBbIE U MEPCIIEKTUBHBIC LIard B MCCIEAOBAHUU CTPECCa U yCTOMYMBOCTU
pacTeHuid. DKCIEPUMEHTAIFHO YCTAHOBJICHHBIE OMOXMMHYECKHE MEXaHU3Mbl YCTOMUMBOCTH U
YYBCTBUTEJIBHOCTU PACTEHUM MOJENIMPYIOTCS HA TPaHCTEHHBIX pacTeHusix. IIpoBoautcs mouck
CHEIMATM3UPOBAHHBIX T€HOB YCTOWYMBOCTU. bosee Toro, s molydeHus: OpraHu3MoB, BHICOKO-
YCTOMYMBBIX K KOMIUIEKCY BO3JCHCTBUM, AEIIAIOTCS MOMBITKH BBEJEHUS T€HOB, "OTBETCTBCHHBIX "
3a pa3NUYHbIC BUJIBI YCTOMUMBOCTH. Eciiu OBl B OTHOM PAacTEHUU yAaIoCh COCPEIOTOYUTH T€HBI,
OTBEUAIOILIUE 33 YBEIMUYEHUE OCMOTHYECKOrO MOTEHIMANa, MOBBIIIEHUE CTOMKOCTH MeMOpaH,
yAalneHue CYMepOKCUIHBIX PAIUKaIOB, TO TAKOW OPraHu3M ObLI OBl UCKIIOYUTEIHFHO YCTOMYUB K



mobomy abuotuueckoMmy ctpeccy. IlomoOHbie pabOThl BO3MOMKHBI MPU HCIOJb30BAaHUU KOM-
IUIeKCa TEHOB WJIU MEPEKPECTHOTO CKPCIUBAHHS PACTCHHUMN, COEPIKAIIUX PAa3HbBIC TeHbI CTPECC-
ycroifunBocti. Bo m30exaHne HeraTuBHBIX d(PQEKTOB B TaKUX HCCIECIOBAHHAX HEOOXOIUMO
YUUTBIBATh CIBUTH, KOTOPHIE MOTYT IPOU30HTH OT BTOPXKEHUS M3BHE B OOMCHE BEIIECTB OT-
JCIIBbHBIX paCTeHI/II\/JI U B 6I/IOIICH033X B LCJIOM. CYHIGCTBGHHBIX I[OCTI/I)KCHI/Iﬁ MOXHO OXHUIOATh B
pe3yJbTare PemieHHs CTapblX MPOOJIeM C MOMOIIBI0 HOBBIX METOJIOB M MOJXO/I0B, & TAKXKe MO/I-
KIIIOYCHUSA K UCCIICAOBAHUAM HOBBIX CICHHUAIMCTOB - MOJICKYJIAPHBIX OMOJIOrOB U 6I/IOXI/IMI/I‘~I€-
CKUX TCHETHUKOB.
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