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% [Ipobsiema 3arpsisHeHHst OKPYKAIOLIEH CPe/Ibl TSKEJIbIMUH METa/IaMH, B TOM YHCJIe KAIMHEM, OCTPO CTOUT MepeJl COBPEeMEH-
HBIM OOLIeCTBOM. B CBsi3n ¢ 3TUM H3yueHHe MOJIEKYJSPHBIX H FeHeTHYECKHX MEXaHHU3MOB, JIEJKAIUX B OCHOBE YCTOHYHBOCTH
paCTeHHil K 3THM TOKCHUHBIM BellleCTBaM, SIBJISIETCS KpaiiHe akTyaJbHbIM B HacTosilliee BpeMsi. B JlaHHOM Hcc/ieloBaHHH Oblil
MPOBEJIEH CPABHUTEJIbHbIN aHA/NN3 SKCIPECCHH MeHOB, CBS3aHHbIX C PA3BUTHEM 3alLUUTHbBIX PeaKLHil, ¥ JIByX P€HOTHIIOB rOpOXa,
KOHTPACTHBIX 110 YCTOMYMBOCTH K KaJIMHIO. B ucciieoBanny HCroJib3oBaiu yHUKabHbIH MyTanT ropoxa SGECA!, xapakrepu-
3YIOIMHCS TIOBBILIEHHOH YCTOHUMBOCTBIO K Kaamuio, U ucxoauyto junnio SGE. ¥V smunun SGE o6pa6otka pactenuil kaamuem
MPUBOJIMJIA K YCHJIEHHIO SKCITPECCHH M€HOB, KOJMPYIOLIUX KaTasasy, XUTHHA3Y, FeBeHHION00HbIH aHTUMUKPOOHBIH enTin PRP4A
u 6esok P1206 (otHocsimiics K rpynne dirigent protein). ¥ myranta SGECd' kaamuil noBbiias sKCnpeccuio reHoB, Koaupy-
IOLIMX XUTHHA3Y, TyyTaTHoHpenyKTasy u aepensnn DRR230. B KoHTposibHBIX 06pasiax 9KCIpeccusi FeHoB, KOIUPYIOUHX 6eJ-
ki PRP4A u DRRR230, 6buia yeunena y myranta SGECd! o cpaBhenuto ¢ siunneit SGE. Takum o6pasom, Ha MOJIEKYJISPHOM
YPOBHE MyTalusi B reHe cdt MomudHIpyeT OTBET Ha Kaamuii, npudem y myranta SGECd' naxe 6e3 BozneiicTBUsi KaAMUS ObIIO
OTMEUEHO MOBbIILIEHHE YPOBHSI IKCIPECCHH HEKOTOPBIX I'€HOB, BEPOSITHO, OMOCPEIYIOIIMX 3alUTY OT BPEHOTO BO3IEHCTBHS
JIAHHOTO TSIKEJIOr0 MeTaJuia.

% KioueBbie c10Ba: ropox MoceBHOH; KajiMHil; CTpece; SKCIPeccHs TeHOB.
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% Background. A major problem of the environmental pollution with heavy metals, including cadmium, requires an intensive study
of the molecular and genetic mechanisms underlying the tolerance of plants to these toxic substances. In this study we present
acomparative analysis of the expression of stress-related genes in two pea genotypes contrasting in tolerance to cadmium.
Materials and methods. A unique mutant of pea SGECd', characterized by the increased tolerance to cadmium, and initial line
SGE were used. Gene expression was analyzed by Real Time PCR. Results. In the line SGE cadmium increase the expression
of genes, encoding catalase, chitinase, chitinase-like protein PRP4A and dirigent protein PI206. In the mutant SGECd! cadmium
increase the expression of genes, encoding chitinase, glutathione reductase and defensin DRR230. In control samples expression
of genes encoding PRP4A and DRRR230 was enhanced in mutant SGECd' versus line SGE. Conclusion. It was shown that, the
reaction of the mutant SGECd! at the molecular level differs from that of the line SGE. In the mutant SGECd!, a change in the ex-
pression of a number of genes is observed, which may indicate that cadmium entering the cell causes activation of defense reactions.

% Keywords: pea; cadmium; stress; gene expression.

BBEAEHUE BHEM KOTOPBIX CTaJI0 yCHJEHHE aHTPOMOTeHHOW Harpysku

HauaBmasica B konue XIX Beka spa HMHIyCTpHasM-  Ha OKPYKAIOIULYIO CPey, B TOM 4YMCJe 3arpsi3HeHHe MOuBbI,
3allid MpUBeJa K aKTUBHOMY POCTY IPOMbIIIJIEHHOCTH — aTMOC(hepbl U BOJHBIX PECYPCOB TSXKEJbIMU MeTaJlJIaMH.
M MHTEHCHBHOH J0Oblue MMOJE3HbIX HCKOMaeMblX, caeacT- OpHUM M3 Haubojiee OMacHbIX M IIMPOKO PacrpocTpa-
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HEHHBIX TSKEJbIX METaJIOB SBJSETCA KajJMHH, aKTHBHOE
HaKoOMJIeHHe KOTOPOro B OKpYyKalolllell cpejie CBA3aHO
C TOPHOJOOBIBAIOLIEH MPOMBIIIIEHHOCTBIO, aBTOTPAHCIIOPT-
HOH OTpac/blo, MCMOJb30BaHHEM (OChATHBIX YA0OPEHHI.
Uepes nepeHOCUHKH MeTasJIoB KaJMUH TPOHHKAeT B pa-
CTEHHS] U MOXKET HaKarJMBaTbCs B HA3€MHOH M MOJ3EM-
HOH uacTsX. AKKyMyJISILIUS KaJIMHUs CeJIbCKOXO35IHCTBEHHO
LIeHHBIMU KyJIBTYpaMU W JlaJibHeMIIask ero nepeaaua mno nu-
LIeBbIM LEMSAM TPEJACTaB/sAeT COO0H KpaKHe aKTyasbHYIo
npob6semy [1].

Ha mosieKynsipHO-KJIETOYHOM YpPOBHE KajJMHH BbI3bIBa-
€T HapylleHHe LEeJOCTHOCTH MeMOpaH, 3aMeHsIeT HEeKOTO-
pble 3JIEMEHTbI B (PYHKIMOHA/LHBIX LEHTPAX MOJIEKYJ, UTO
MPUBOJUT K WMHAKTHBALMH MHOTHX OesikoB. [loBbilieHHe
KOHIIEHTPALIMH KaJIMU$s1 BHYTPH KJETKH MPUBOIUT K 06pazo-
BaHHMIO aKTHBHBIX (hopM Kucaopoaa [2]. Beienepeuncnen-
Hble (haKTOPbI BbI3BIBAIOT HAPYLIEHHE TIPOIIECCOB PA3BUTHS,
nuTaHus, GoToCcHHTe3a, BOJHOrO GanaHca y pacTeHui [3].
JIsi HUBEJMPOBAHUS HETaTHBHOTO JEHCTBUS KaJMHUs y pa-
CTeHHH (DYHKIMOHUPYIOT pSJl CHCTEM CBSI3bIBAHMSA JlaH-
HOTO TSKEJOr0 MeTajjla W penapaidd NOBpPeXJIeHHH.
CBsA3bIBaHHE KajJMHSI TIPOMCXOJUT B OCHOBHOM 3a CUET
THOJIOCOJIEPXKALINX TENTHIOB, TAKUX KaK MeTaJJIOTHOHEH-
Hbl, TJIyTaTHOH, CHHTE3WpyeMble W3 HEro (PUTOXEJaTHHbI,
1 HEKOTOPBIX KOMIOHEHTOB KJ1eTOuHOH cTeHkH [4]. [Toka-
3aHO, UTO MHOTHE MPECTABUTENHM CHCTEMbI MOJJIEPKAHHUS
OKHCJIUTENIbHO-BOCCTAHOBUTEIbHOTO GajlaHca, Takue Kak
CYNMEePOKCHJIMCMYTa3bl, KaTtajasbl, TJIyTaTHOHPELyKTa3bl,
MepPOKCH/IA3bl, TIPUHUMAIOT AKTHBHOE YydacTHe B HHBe-
JIMPOBAHUM  OKHCJIMTEJNBLHOTO CTPecca, BbI3BAHHOTO HH-
TOKCUKAlMeH KJIeTKH KaamueM [5]. Penatypauus GesikoB
1 BOCCTAHOBJIEHHE LIEJIOCTHOCTH MeMOPaH, MOBPEXK/IEHHBIX
KaJMHUeM, TPOUCXOUT TPH y4acTHH OEJIKOB TEMNJIOBOTO
1I10Ka. Pl KOMIOHEHTOB 3alIUTHBIX PeaKIUi, CBSA3aHHBIX
B OCHOBHOM C peakuluell Ha OMOTHYECKHE CTHMYJIbl, TAKXKe
MPUHUMAET y4yacTHe B OTBETE KJETKH Ha MPOHMKHOBEHHE
MOHOB KajMHsl. K HUM OTHOCATCS T'e€Hbl, KOAMPYIOIIHE XH-
THHA3bl, XaJbKOH-H30Mepasbl, Ne(eH3UHbI, a TaKkkKe Qe-
HUJAJAaHUH-AMMOHHUI-JIHA3y, MNPEeACTaBJALLYyI0 CcOO0H
KJI0U€eBOH (hepMeHT cHHTe3a (PeHHNMPonaHonaos [6].

KpaiiHe Ba)kHbIM $IBJSIETCS M3yueHHe BJIMSHUSA Kall-
MHSl Ha He MoJieJibHble OOBEKTbI, 4acTO OTHOCAIIHECH
K 1IEHHbIM CeJIbCKOXO3SICTBEHHBIM KyJibTypaM. [losyuen-
nolil Bo BHHMM cenbckoxo3siiicTBeHHON MHKPOOHOJIOTHH
(Canxr-IlerepGypr, Poccusi) myrant ropoxa SGECd! cno-
CoOeH HaKaruBaTb OOJIbllIee 10 CPABHEHHIO C MCXOIHOH
JIMHUEH KOJHYecTBO KaaMusi. [Ipu3HaKH TOKCHUECKOro
OTpaBJIEHUS! TIPOSIBISAIOTCA Yy MyTaHTa TPH MCTOJb30Ba-
HUM OoJiee BBICOKHX (MO CPaBHEHHIO C MCXOIHOH JIMHHEH )
103 Kanmus [7]. Takum oGpa3oMm, JaHHbBIA MyTaHT HHTEpe-
CeH B KauecTBe MOJIEJH Il U3yUeHUsT MEXaHH3MOB (hOpPMHU-
pOBaHHs1 YCTOMUHBOCTH pacTeHHH K Kaamuio. Panee MyTaHT
SGECd' 6bl1 oxapakTepu3oBaH Kak UMEIOLIHH MOHOT€HHOE
Hac/elloBaHue W pellecCHBHBIN (eHoTHn. Jlokyc cdf Obu
JIOKAJM30BaH B 6-1 rpynre cienyieHusi ropoxa [8].

11 vceneoBaHusl MOJIEKYJISIPHBIX W3MEHEHMH, oroc-
peloBaHHBIX MyTallMell B JIoKyce cdf, B JaHHOH pabore
OblJI MPOBEJIEH CPABHUTEJbHBIH aHANH3 3SKCIIPECCHH psna
TeHOB, CBSI3aHHBEIX ¢ (DOPMHPOBAHHEM CTPECCOBOTO OTBETA
Ha Kaamuil, y myranta SGECd' u ucxonnoit sinuun SGE.
K uccie0BaHHbIM OTHOCATCS! TeHbl, MPOAYKTbl KOTOPbIX
CBfI3aHbl C MPOLIECCAMH MOMIEPIKAHUA OKHCIUTEbHO-BOC-
CTAHOBHUTEJILHOTO OaslaHCa KJIETKH M y4acTBYIOT B 3alUMT-
HBIX PeaKLUAX NMPH aOHOTHUECKHX U OMOTHUECKHX CTpeccax.
PaHee a1s HEKOTOPbIX M3 HUX ObIO [OKA3aHO ydacTue
B OTBETE HA JCHCTBHE HOHOB KaIMHUs Y JAPYTHX JIHHUHA rOpPO-
xa [9—12], uTo mo3BOJISIET pacCMaTPUBATh HX B KauyecTBe
MapKepoB Pa3BUTHS CTPECCOBOrO OTBETA Y TOPOXa IMOCEB-
Horo. B pamkax naHHOH paGOTbl METOAOM CPaBHUTEJILHOTO
aHaJIN3a SKCMPECCHHU TeHOB, CBA3AHHBIX CO CTPECCOM, ObIIO
MPOBENICHO UCCJICIOBAHHE BJIUAHUA KaMHUA HA PAa3BUTHE 34-
IIMTHBIX PeaKUMH y JBYX JIHHHHA ropoxa, KOHTPACTHBIX MO
MPHU3HAKY YCTOHUUBOCTH K JAHHOMY TSAZKEJIOMY MeTaJjly.

MATEPWUAJIbI U METO bl

B uccnenoBaHun OblIM MCMO/MB30BAHbI MCXOJHAS JIH-
HUsi Topoxa mnoceBHoro (Pisum sativum 1.) SGE [13]
u mytant SGECA!, xapaxkTepusyloluiics MOBbIILIEHHBIMH
YCTOHYHBOCTBIO K KaJMHIO M €r0 aKKyMyJsiHell B TKaHsIX
pacrenuit [7].

YcaoBus BbIpallMBaHusl pacTeHHi

Crepunusaiiyst ceMsiH KOHLIEHTPHPOBAHHOH CEePHOM KH-
cI0TOH MpoBoaMJach B TeueHue 30 MHUH ¢ moc/enyrollei
TPOMBIBKOH AHCTH/IIMPOBAHHON BOJOH 6 pas.

PacTenust BbIpallMBaIUCh B YCJOBHMSIX CMEHbI JieHb/
Houb — 16/8 u, npu temneparype 21 °C, oTHOCHTEJILHOF
BJIAXKHOCTH BO3ayXa 75 %, OCBeLeHHOCTH 38 ThIC. JIIOKC,
B YCJIOBHSIX THAPOTIOHHKH C aspalyed.

PactBop xsopuna kaamusi (ocu, Merck) KoHileHTpaluei
3 MKM 106aBIsi/Id B COCyabl C MUTATeJbHOH cpeioi [7]
K 4eThbIpeXIHEBHBIM MpPopocTKaM ropoxa. Cpok o6padoT-
KM XJOPUAOM Kaamusi coctaBisan | u 3 cyrok. Otaens-
HO coOpaHHble TOOeroBast M KOpPHEBAs 4YaCTH PACTEHHH
(o 10 pacrenuit Ha BapuaHT) GBIIN 3aMOPOXKEHBI B XKHJI-
KOM a3oTe. Bbl0 ocylecTB/IeHO TPH HE3aBHCHMBIX GHOJIO-
TMUECKHX SKCIMEepPUMEHTA.

Boinenenne PHK

st Beiienienuss PHK kopuu u moGern 6b11u romoreHm-
3UPOBaHbl ¢ UCMOJB30BAHUEM 2KHIKOT'O a30Ta. DBoutu B3st-
Tl HaBeckn 50—100 Mr pacrurtesbHOH TKaHW. Beinese-
HHe MNpOBOAMMM C momolplo Habopa NucleoSpin RNA
(Macherey-Nagel, Tepmanusi) corsacHoO peKOMeHIALHsAM
MPOU3BOIUTEJISI.

Onpenenenne konuentpauuu PHK, nocranoBka
00paTHON TPAHCKPUILMH

Onpenensiin xonuentpauio PHK na duoopumerpe
Qubit 3 (Thermo Fisher Scientific, CI1IA). Jlns peakuuu
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Tabauya 1
[locaenoBatenbHOCTH, UCNOJAb30BaBLIMECS /151 AaHAIU3A 9KCIIPECCUU TeHOB
Table 1
Sequences used for gene expression analysis
i T e | T
PRPAA | s AF137351 | Benok PRP4A
FNR ¥Egg%£gg8¥%gg??é¥?g ((:: 1G X99419 Deppenokcun-HAID* -peykrasa
Pi2os | GCACIEA TG CANGGRACS M18250 Bestok PI206
CHI é%%?gg}TCCA%]C"?SGCTGG%TCC/I\iggAG U03433 XaJsikon u3omepasa
GR %ﬁ?géggggggéﬁéggg?g X98274 [nyraTnonpenykrasa
HSP70 ggggéig%&%%ggggg}%% L03299 BeJiok TensoBoro 1oka
FeSOD 88?}%}%%%CCT?TCCT,§§(TZ¥€/§§;{CC c AY426764 Fe-cynepokcumynemyrasa
MnSOD EEGA CC‘I}TC"?AJ"A[(T}EETC? CG g ATé: XTATT(E X60170 Mn-cynepokeHiMeMyTasa
o _|Glechmecoouaccie
APXI ?%g ((::éAACA;g{}T?CGg ACCCCCA%‘%%T?TC c M93051 Ackop6at nepokcuiasa
ar_|Mccemencttecioa
prRR-230 |G L e e AF139018 | Besok DRR230
PALI géi?TAgACGAﬁACTATCTACCCngigiﬁGTG D10002 DennnanannH-aMMOHHIt-1Ma3a
PAL2 (T}TCTAC"}[%:AA(?"EAGT(T}%(T%SQSXS&CTTC D10003 DeHnnanaHuH-aMMOHUIi-J11a3a
s |MEMESETHCTCICCS o | s e

oGpaTHOl TpaHCKpUMNMHK Oblia ucrosnb3oBana PHK B ko-
qudectse 1,5 mxr. Peakiyio nposoauin B o6beme 20 MK
¢ ucrnoJsb3oBaHueM HaGopa RevertAid First Strand ¢cDNA
Synthesis Kit (Thermo Fisher Scientific, CILIA) B aBToma-
tueckoMm ammingukatope T 100Thermal Cycler (Bio-Rad
Laboratories, CIIIA).

[posenenue TP B pexume peanrbHOro BpeMeHU

[ILIP B pexxuMe peasbHOrO BPEMEHH OCYLLECTBJISA-
Jacb B aBtomarnueckoM ammindukarope C1000Thermal
Cycler, coBmenieHHOM ¢ onTtHdeckum MoaysneM CEFX96TM
Real-Time System (Bio-Rad Laboratories, CIIIA) ¢ uc-
noJb30BaHHEM  KoMMepueckoro Hatopa gPCRmix-HS
SYBR (Eporen, Poccus). Peakuuio npoBoauin B 06beMe
10 MKJI. DKCITPECCHIO TeHOB BBITOJHSIIN B TPEX TEXHHUECKHX
MIOBTOPHOCTSIX. AMMIN(HUKALHNIO aHAJTH3UPOBAJIH 110 CJIeIyI0-
uteit nporpamme: 95 °C — 30 ¢, 58 °C — 30cu 72 °C —

30 c¢. DuyopeclUeHIHIO HMHTEPKATUPYIOLIETO  KpacHTeJIs
SYBR Green | perucTpupoBain B KOHIE KaKJIOTO LIHKJA
npu 72 °C. KosiuecTBeHHYIO OLIEHKY 3KCIIPECCHH aHaJH3H-
pyeMoro reHa nMpoBOAMJH C HCMOMb30BAHHEM MTPOrPAMMHOTO
obecneuenns Bio-Rad CFX Manager 3.1. B kauectBe pe-
thepencHoro Obln ucnogsb3oBad red GapCl, Konupylouiuit
TJIMLEepaJbIerui-3 - pocdar-aeruaporeHasy.

[TILIP B pexume peasbHOrO BpPEeMEHH OCYLIECTBJSIN
py [OMOLLM NpaMepoB, MpeAcTaB/eHHbIX B TabJ1. 1.

CratucTHueckasi 06paboTKa JaHHbIX

JI1s1 cpaBHEHMs! 9KCIPECCHH IeHOB Mexly oOpasuamu
UCTIOJIb30BaMM  OAHOMAKTOPHBIA AUCMEPCHOHHBIA  aHAIN3
C MocJelylolWuM MpuMeHeHueM Kputepust Tbioku. Hop-
MaJIbHOCTb pacrpe/e/ieHust JaHHbIX OLEHHBAIN C OMOLLBIO
tecta [lannpo — Yunka B cpene cratucTHueckoi o6pador-
k1 R (Bepcnst 3.4.3).
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PE3YNbTATbI

CpaBHHUTE/IBHBIA aHANN3 KCTPECCHH TeHOB B moberax
1 KOpHAX Obl1 MpoBefeH mocie | W 3 cyTok HHKyOaillu
pacTeHHil B cpefe, cojepkaliedl 3 MKM xjopuia KaaMmus.
Jlannele cpoku ObLmM BBIOPAHBI HCXOAST U3 TIPEBAPHUTE/b-
HO TIPOBENEHHBIX HCCAEN0BAHUHA MOP(ODH3NONOTHIECKHX
0COOEHHOCTEH pPOCTa KOPHEBOW CHCTEMbl JJAHHOTO MyTaHTa
B crpeccoBblx ycnoBusix [14]. Tlocne 1 cyrox uukyGaiuu
pacTeHHil B cpele C XJIOPHAOM KajiMHsl BJHSIHHE TaHHOTO
TSDKEJIOTO MeTajlla Ha HMHTEHCHBHOCTb Pa3BHUTHSI KOpHe-
BOW cuCTeMbl He OblIO BbisiBjieHO Kak y myranta SGEC!,
Tak Wy ucxonHo# sunun SGE. Tocsie 3 cyTok uHKyOGaiinu
pacTeHHil B Cpele C XJOPHAOM KaiMHs CKOPOCTb pocTa

A PRP4A (1 1.)

o
o

kopHs1 y suHun SGE 6blna 3HAUUTENBHO CHIDKEHA Kak Mo
CPaBHEHHIO C KOHTPOJIEM, TaK M MO CPABHEHHIO C MyTaHTOM
SGECd". ¥ myranta SGECd' ckopocTb pocta KopHst ocTa-
BaJlach HeW3MeHHOM. JlOCTOBEPHOCTH OTJIMUHS SKCIPECCHH
OLLEHUBAJIH JI/151 KOPHEF W M0OEroB B MPeJie/iaX OJHOTO CPOKA.

[Tocnie cyTounoit 06pabOTKM pacTeHHH XJOPHAOM Kal-
must B Kopusix myranta SGEC' nabmionanocs ne6oJb-
1I0€ CHHXKEHHME 3KCIPECCHH TeHa, KOMMpylollero Oesok
PRP4A (PrP4A), B To BpeMst KaK y HCXOJIHOH JIHHKK Obliia
BhisiBJIeHa HeOoJIbllIast aKTHUBallusi 3KCIPECCHUHU J1aHHO-
ro reHa. CJIeI[ye’I‘ OTMETHUTL, YTO B KOPHSIX KOHTPOJIbHBIX
o6pasuoB rex PrP4A skcrpeccHpoBasiCst aKTHBHEE Y My-
tranta SGECd' (puc. 1). B kopusix sunnn SGE 6b110

B PRP4A (3 4.)

o
8
13
S15
s
H
8
Q
Q
510
3
K
2
2
805
>
& . ; «
\({A <<§\ 08\0\ (‘)(\\ 6\6 ?>\<\\
e" & & CY &
< < < <
B PI206 (1.4.)
2.0 6
o
8
s
>15
<
3 4
8
2
§1.0
&
2
2
2 2
205
0.0 0 - ——
W " Q¥ & Q¥ v . Q¥ « v S
& A é)ef\ & & R S
& § & 3 & 3
o DRR230 (1 8.) E DRR230 (3 4.)
*k
20 *x _\ 6
o
3
§ 15
z 4
H
8
[
g0
&
2
é 2
g5
> -
A | [ reee-—— . - - - -
Q‘-\( oi’ﬂx d—\ 6\9 é‘@, c}-"@ é’\‘\\x o\b\@* 0@% \\é c@w 5 0 0&6 0 \@*
& % & ES & S & & % & % &
& N 3 %"” & &

Puc. 1. Vawmenenne yposnsi skcnpeccun renos PRP4A (A, B), PI206 (B, T'), DRR230 (I1, E) B KopHsix u noGerax HCXOIHOH JIHHHH SGE 1 My-
tanta SGEC' B KOHTPOJIbHBIX YCJIOBHSIX H [PH BO3JIEACTBUH 3 MKM CdCl,. «1 1.» — cpok 1 cyTku, «3 11.» — cpoK 3 cyToK. * 10cTo-
BepHble oTanuus, p < 0,05. ** nocroBepubie otyinuust, p < 0,01. K — xopenb, [T — no6er. 3nak «-» — KOHTpOJIb, 3HAK «+» —

OIIBIT
Fig. 1.

Changes in the expression of the PRP4A (A, b), PI206 (B, T'), DRR230 (11, E) genes in the roots and shoots of the SGE line and
SGECd' mutant under control conditions and aiter exposition with 3 pM CdCl,. “1 d.” — 1 day, “3d.” —
ferences, p < 0.05. ** significant differences, p < 0.01. K — the root, IT — shoot. “-” — control, “+

3 days. * signilicant dil-

” — treatment
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0OHApPY’KEHO YCHJIEHHe 3KCMPEeCcCHH TeHa, KOAMPYIOLIEro
karasasy (CAT) (puc. 2). Takke Ha jaHHOM Cpoke ObLIO
M0Ka3aHo HeOOJbIIOe CHIXKEHHE IKCIPECCHH TeHa, KOIH-
pytotiero heHuIaIaHuH-aMMOHUI-Hasy (PAL2) B KOpHSIX,
KaK y MyTaHTa, Tak M y HCXOAHOH JuHuu (puc. 3). B no-
6eroBoi 4acTH rocje OfHWX CyTOK MHKyOalluM pacTeHui
B Cpe/le C XJIOPHIOM KaaMHsl ObLIO BBbISIBJICHO 3HAYMTEJILHON
yCUJIEHHE 3KCIPECCHU T'eHOB, Koaupywoumx Geskn P1206
(P1206), DRR230 (DRR230) (cm. puc. 1) u ruyratHoH-
penykrady (GR) (cm. puc. 2) y myranta SGECd.

[Tocnie Tpex cyTok 00pabOTKHM pacTeHHH XJIOPHLOM
KaAMHsl B KOpHsX pactenuil aunun SGE Gvuio oTmeueno
YCHJIEHHE KCIPECCHH FeHOB, KOAUpymomx 6ejmok PRP4A

A CAT (1 4.)

w

2,

(PrP4A), 6enok PI206 (PI206) (cm. puc. 1), rayratuon-
penykrasdy (GR) u xurunady (CHT) (cm. puc. 2). B xopHsix
mytanta SGECd' 6bl1o 06HapyKeHO HeGoJbllIoe YCuJe-
Hue skcnpeccuu reHa CHT (cm. puc. 2). Kak y myranra
SGECd!, rak u y ucxonHo# Junn SGE Gblio ycTaHOB-
JIEHO CHHKEHHE 9KCIPECCHH I'eHa, KOAMpPYIOLero (eHnsI-
ajiaHnH-aMMonui-mnasy (PAL2) (em. puc. 3). Takke 6bi10
M0Ka3aHo, UTO Ha JIAHHOM CPOKe 3Kcrpeccusi reHoB PrP4A,
DRR230 (cm. puc. 1) u GR (cm. puc. 2) ycusieHa B KOPHSX
KOHTPOJIbHBIX 00pasitoB myranta SGECd' no cpaBnenuio
c smnni SGE. dxenpeccusi rena, Koaupytollero dheHuagna-
HUH-aMMOHHUII-nasdy (PAL1) Gblia CHUXKEHA B KOPHSX Kak
KOHTPOJIBHBIX, TaK M OMBITHBIX pacTenuit myranta SGEC'
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0

o
3
13
ES
s
H
82
Q
Q
] 1.0
%
2
2
81
g 05
0 00
v v \* N \ ¥ x x v ; x x ¥ % x «
éo\*- 0})\+ 0@1— 08‘9 &6\ 05\0 0@6 0\6@ &t- 06\‘9 éc\«-\ o%\@ 0®<\ 05@ éy 08\0\
B <& o = <& & < % < <& <
e Fog Y N © &7 § o
B CHT (1.4.) r CHT (3 4.)
*x
o
3
52 2
S
s
3
8
2
£
a2t 1
g -
o
o
>
0 0
T ; ; . 7 . M . g . - .
%Cf“\*_ ‘g & 0845* c?\& 05\0 90*_ 03@ & 03\*3 c§’>@ c}\@ o“§\ c,5\<\\
& S B R & & % $§ S
§ 4 § & & o &
b GR(1.4.) E GR(3.4.)
* 3 *
*
3 *
o
3
:'
S 2
<
32
8
[
2
5
&
2
: .. .
o
(=N
0 0
¢ e S & I L N N
& S K S & P 5 & S F S & & &
e S & S o S < o ES <

Puc. 2. Mamenenue yposnst sxcnpeccun renos CAT (A, B), CHT (B, T'), GR (11, E) B kopusix u noGerax ucxoauo# junun SGE u my-
tanta SGECd' B KoHTposbHbIX yeoBusix v npu Bosaeiictsun 3 MKM CdCl,. «1 1.» — cpox 1 eyTku, «3 1.» — CPOK 3 CyTOK.
* nocroepbie otanunst, p < 0,05. ** jocroBephble omnumst, p < 0,01. K — kopenb, [T — no6er. 3HaK «-» — KOHTPOJIb, 3HAK

«+» — OMNbIT
Fig. 2.

Changes in the expression of the CAT (A, B), CHT (B, T'), GR (/1, E) genes in the roots and shoots of the SGE line and SGECd'

mutant under control conditions and aiter exposition with 3 pM CdCl,. “1 d.” — 1 day, “3 d.” — 3 days. * signilicant differences,
p < 0.05. ** significant differences, p < 0.01. K — the root, IT — shoot. “-” — control, “+” — treatment
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Puc. 3. Mawmenenue yposus skcnpeccuu retos PALT (A, B), PAL2 (B, I') B kophsix u no6erax ucxoaHoit iunud SGE u myranra SGECd!

B KOHTPOJIbHBIX yeJI0BHsX U npy BoszelictBun 3 MKM CdCl,,.

«l 1.» — cpok 1 cyTKH, «3 J1.» — CpoK 3 CyTOK. * J0CTOBEpHbIE

orumst, p < 0,05. ¥¥p < nocrosepubie omnumsi, p < 0.01. K — kopetb, [T — no6er. 3HaK «-» — KOHTPOJIb, 3HAK «+» —

OMbIT
Fig. 3.

** significant differences, p < 0.01. K —

no cpaBHeHHIO ¢ TakoBbiMM JiHMM SGE (cM. puc. 3).
B no6erosoit uactu pacrenntt munnn SGE mocse tpex cy-
TOK HHKYOaLUMH pacTeHUH B cpefe, copepxKallell XJIOpHjL
KaAMHs1, ObIJIO YCTAHOBJIEHO YCHJIEHHE SKCTPEeCCHH TeHa,
komupytotiero karanagy (CAT) (cm. puc. 2).

J171s1 psina reHoB HAMH He OBbIJIO BBISIBJIECHO JOCTOBEPHBIX
OTJIMUHH B YPOBHE IKCMPECCHH KakK MpH 06padoTKe Kaj-
MHEM, TaK U B KOHTPOJIbHBIX 00pa3liax KoOpHel 1 MoOeros
pactenui pazHoro Bogpacra. K 1aHHbIM reHam OTHOCSITCS
reHbl, Komupytouie Fe-cynepokcummiemyrasy (FeSOD),
Mn-cynepokeupmiemytady (MnSOD), Gesiok TenuoBoro
uioka HSP70 (HSP70), xankon uzomepasy (CHI), ackop-
6ar nepokeunasdy (APX1) u deppenokcun-HAID-penyk-
tagy (FNR). Takxke 171 psifia reHOB HaMu OblJ1 0OHAPYKeH
opraHocrnelUUIHBIA XapakTep 3KcrpeccHd. Tak reHsl
CHI, PrP4A, PI206 cunbhee 3KCIPEeCCHPOBAIUCH B KOP-
HsIX 06€NX JIHHUH 110 CpaBHEHHIO ¢ moberamu. JKCrpeccHs
reHoB HSP70, FeSOD 6binia ycuieHa B noberax 1o cpas-
HeHHIO ¢ KopHsMH. OpraHocrenudHuHbI XapakTep K-

Changes in the expression of the PALI (A, B), PAL2 (B, I') genes in the roots and shoots of the SGE line and SGECd' mutant
under control conditions and after exposition with 3 uM CdCl,. “1 d.” — I day, “3d.” —
the root, I'T — shoot. “-” — control, “+

3 days. *
” — treatment

significant differences, p < 0.05.

cripeccuu Obl OMHAKOB Kak y JiuHud SGE, Tak uy my-
tranta SGECd'.

OBCYXEHUWE

B orBetr Ha MOCTYyIMJIEHWE UOHOB KaJiIMHsl B paCTUTEJIb-
HOW KJIETKEe H3MEHSIeTCs XapakTep 3IKCIPeCCHH psijia re-
HOB, CB$I3aHHbLIX B TOM YHCJIE€ U C aKTMBaHMeﬁ 3alIUTHDbIX
peakuuil. JoctaTouHO 4acTo B KauecTBe MOJAEJH HCIOJb-
3yeTcs IPOLeCC «OCTPOro» cTpecca ¢ IPUMEHEHHEM KOH-
HeHTpaHHﬁ, npeBbIIaolMX eCTECTBEHHbIC B IECATKU pas.
[Tpn sTOM ualle BCero mnocsje KpaTKOBPEMEHHOH 3KCIO-
3ULMK pacTenus norudaioT. OJHAKO TaKHe HCCeI0BaHUs
He JIal0T OTBET Ha BOIIPOC O TOM, Kakhe MpoLecchl poTe-
KawT 'y paCTEHHﬁ, BbIpAlICHHbIX B YCJIOBHUsIX, HpI/I6JII/I)KeH-
HBIX K €CTEeCTBEHHbIM, KOTJla pacTeHue B TeYeHHe JO0JIroro
BpeMeHH COXpaHsieT CMOCOOHOCTb Pa3BUBATHCS MPH HaJH-
YUKW CTpecca, BbISBAHHOI'O KaMHEM.

Panee Obl10 10KazaHo, 4TO B pesyJ/bTaTe IMTENbHOH
006paboTkn 3 MKM xsopuaa kaamusi y myranta SGECd!
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BBISIBJISIETCS CHHXKEHHOE T10 CPABHEHWIO C HCXOJHOH JH-
HHEel KOJIMUECTBO HEKOTOPHIX KOMITOHEHTOB aHTHOKCHIAHT-
HOM 3allUThl, TAKHX KaK MEepPOKCHIA3a, XUTHHA3a W MPO-
JuH [7]. OfHako JaHHOEe HCCJIeIoBaHUE He 3aTparuBajio
M3MEHEHHs 3KCIPECCHH TeHOB W MPOBOJAMJIMCL Ha CPOKAaX,
KOTJIa Y UCXOHON JIMHUK HAOJII0[a/1ach y2Ke 3HAYHUTE bHAs
OCTaHOBKA pa3BUTHSA. TakuM 06pa3oM, JHCKYCCHOHHbBIM
ocTaBajicsi BOTpoc 006 aKTHBAlMM 3alIMTHBIX MEXaHHU3MOB
y mytanta SGECd' u ncxonnoit munnn SGE npu nefictBuu
KaJMUs Ha 0oJjiee PaHHUX CPOKaX, KOTJa pacTeHHe MOXKET
AKTHBHO COMPOTHBJATbCS (DAKTOPY, BHI3bIBAIOIIEMY CTpeCC.
B Hacrosiliem HccsieioBaHuK OblJ POBEJIEH CPABHUTEJIb-
HbIHl aHAJM3 U3MEHEHHUs] SKCIPECCHH T'eHOB, YUaCTBYHOLIMX
B 3alllUTHBIX peaKIUsX, BbI3BAHHBIX KaJMHEM, Y MyTaHTa
SGECd"' n ucxonno# uuuu SGE. Tlpu anannze skcnpec-
CHH TeHOB OblJa YCTaHOBJIEHA pa3HWlA B XapaKTepe M3-
MEHEHHSs IKCTIPECCHH HEKOTOPBIX I'eHOB MEXIy MYTaHTOM
¥ MCXOJHOH JIMHHEH KaK B KOHTPOJIbHBIX YCJOBHSX, TaK
1 NP 06paboTKe pacTeHUH XJIOPHIOM KaAMHS.

OnHuM U3 HauboJiee BaXKHBIX MPOLECCOB KJETOUHOTO
MeTaboJM3Ma SBJSETCS MOIepKaHHe OKUCIUTENbHO-BOC-
CTaHOBUTEJLHOrO GajiaHca, HapyllleHHe KOTOPOr0 HaHOCHT
gHauutesibHble noppexaenuss JIHK u 6enkam. [lokasano,
UTO KOMITOHEHTbI CUCTEMbI HEHTPAU3AIMK AaKTUBHBIX (hOPM
KUCJI0POJIa UIPAIOT 3HAUUTEJLHYIO POJIb B YCTOHUHBOCTH pa-
cTeHul K Kaamuio. [TokaszaHa cBsi3b MOBbBIILIEHHON KCMpec-
CHH TEHOB, KOJMPYIOLIMX CYNepPOKCHIIUCMYTa3y, KaTasasy,
ackopbaT MepokcHaay, ryTaTHOHPEIYKTa3y, U MOBbIIIEH-
HOM YCTOHUYHUBOCTH K KAJIMUIO Y HEKOTOPbIX T€HOTHIIOB pari-
ca [15]. CBsi3b yCcHJIEHHS] 9KCMIPECCHU TEHOB, KOIMPYIOLIHX
(hepMeHTbI, HHAKTUBUPYIOIIIME aKTHBHbIE (POPMbI KHCJIOPO-
Jia, ¥ MOBBIIEHHOH aKKyMyJIILUK KaaMus Oblaa MPOJEMOH-
CTPUPOBAHA TPH H3YUEHHUH TPAHCKPUIITOMHBIX Tpoduei
HECKOJIbKHX TE€HOTHIOB KHTalcKoi karyctbl [16]. Csep-
xsKenpeceus rena Cu/Zn-cynepoKCHIIMCMYTa3bl U3 TH-
nepakkymyssitopa kaamusi Sedum alfredii B pacreHHsix
apaOujoncuca NpHUBOJUJIA K TMOBBLILIEHHOH YCTOHYHBOCTH
K KaJIMHIO TPaHCTeHHbIX pactenuil [17]. Cpean reHoB, oT-
HOCAIIMXCS K CHCTEME MOJIeP KaHHUA OKUCJIUTENbHO-BOC-
cTaHoBUTeJIbHOrO Oasianca y sunuu SGE, 3nauutesibHee
BCEro YCHJIMBAJACh IKCTpeccUs TeHa, KOIUPYIOLIEro Ka-
Tajasdy W rJyTaTHOHPEIyKTasy. B oTBeT Ha MpOHUKHOBEHHE
MoHOB Kajmusi y myranta SGEC! BbisiBleHO ycHsieHHe
IKCMPECCHH T'eHa TJIyTAaTHOHPEIyKTa3bl, CBA3aHHOH ¢ Mpo-
ieccaM TIpeBpallleHHs] OKHUCJIEHHOH (OpMbl TJIyTaTHOHA
B BOCCTAHOBJIEHHYI0. JIaHHBIH npolece fBJISETCS BaXKHbIM
9JIEMEHTOM MOJIEP>KAHUS OKUCJIUTENBHO-BOCCTAHOBUTEb-
HOTo GaJslaHca KJETKH.

[IpencraButesn rpynmnbl  (QEeHUINPONAHOMIOB Hrpa-
I0T KJIIOUEBYIO POJIb B 3alllUTe PACTEHHHA OT OMOTHYECKO-
ro U aGHOTHYECKOTO CTpecca, B TOM 4uc/e OJarogapst Ux
CMoCOOGHOCTH HHTHOMPOBATh 06pa3oBaHie aKTHBHBIX (hOPM
kueaopona [18, 19]. ITokazaHo, uTO y pasHbIX BHUJIOB Bbi-
SIBJISIETCSl pa3HOHAMpABJIEHHAs peaKlnsi HEKOTOPbIX TeHOB
6uocuHTe3a (DEHUJINPONAHOUIOB Ha TMPOHHKHOBEHHE

MOHOB Kaamusl. Tak MpoTeOMHBII aHa/MM3 nokasaisi, 4to Kaj-
MHH He OKa3blBaeT KAKOTro-JUGO BJAUSHUS HAa KOMIOHEHTbI
thenunnponanounHoro nytu y Arabidopsis thaliana [20].
B Toxke Bpemsi CHHTE3 XaJIbKOHCHHTA3bl YCUJIWBACTCS TPH
JIeHCTBUN KaaMust B Kaetkax Glycine max [21]. Dxenpec-
cHsl TeHa, KOAUPYIOLlero QeHuIa aHnH-aMMOHHUI-Hagy,
YCUJIMBAETCS MPH JAeHCTBUN Kaamus y Brassica juncea [22]
1 G. max [23]. Tlpu 9T0M Yy JilONKMHA BBISBJIEHO CHUXKEHHE
IKCIIPECCHH TeHa, KOAUpylollero (heHumasaHiH-aMMOHIH-
qagy [23]. Y ropoxa oGHapy»KeHO JiBa reHa, KOAUPYIOIIHX
(heHUNaTaHUH-aMMOHHI-Hasy [24]. B Hacrosiiem uccse-
JIOBaHWH ObLJIO BbISIBJIEHO CHHXKEHHE IKCTpeccHH reHa PALZ
B KopHsix MyTanTta ropoxa SGECd' u munnu SGE. Bmecre
C TeM ypoBeHb dKcrpeccu reHa PALT Obll CHUXKEH Yy My-
tanta SGECd' no cpaBHenuto ¢ nunueit SGE. Panee namu
OblI0 MOKazaHo, 4to o6paboTKa Ha GoJiee paHHEM CpoKe
BLICOKUMH KOHLIEHTpauusaMu xjopuaa kKaamus (30 MKM)
MPUBOJUT K YCHJIEHUIO SKcrpeccuu rena PAL2 B KoHUMKaX
KOpHe# y ucxonHo# JuHud SGE M cHMXKEeHHIO SKCrpeccHu
JaHHoro reHa y mytanta SGECd' [14].

Cpemy TeHOB, CBSI3aHHBIX C peakiyel Ha OMOTHUECKHe
ctumyJnl (pathogen related), snaunrtenbHoe ycunenue sk-
cripeccun 'y siuanu SGE 6b1710 MPOAEMOHCTPHPOBAHO IS
TpaHCKpUNTOB, Koaupyioumx 6esok PI206, Genok PrP4A
v xutuHagdy. besnok PI206 ortHocutcs k rpynne dirigent
proteins (ot JatuHckoro dirigere — HampaBJ/iATh, PYKO-
BOJIUTh), KOTOpblE ONPEIEaSIOT CTPYKTYPYy XUMHUECKHX
CBsi3ell MeXay MoHoMepamu [25, 26]. JlaHHble GesiKH He-
06XO/MMBI TIPH CHHTE3e JIMTHHHA, 00pa3oBaHHe KOTOPOro
YCUJIMBAETCS MPH JIEHCTBUU KAJIMUSL Y HEKOTOPBIX BUJIOB pa-
creHu#t [27]. Posib XUTHHA3, KaTaJU3UPYIOLIMX Aerpaaalutio
XUTHHA, W TeBEHHNOAOGHOTO AHTHUMHUKPOGHOTO MenTHaa
PrP4A, tak:Ke OTHOCSIIIErOCsT K TPyMIe XUTHHA3, B OTBETE
pPaCTUTE/JIbHOH KJIETKH Ha JeHCTBHE aOMOTHUECKHX CTpec-
COpOB ellle OKOHUaTeJbHO He sicHa. [lpeamonaraercsi, uto
YCHJIEHHE AKTHBHOCTH JIAHHBIX (PEPMEHTOB MOXKET HOCHTb
BCTIOMOTaTeJLHBIN XapaKTep JUist AOMOJHUTENBLHON 3alHUThI
OT TATOreHOB B TEPHOJL CTPECCOBOrO OTBETA Ha aGHOTHYE-
ckue daxropbl [28]. ¥V myranta SGECd' kagmuii Bbi3bIBa
yCUJIeHHe 3IKcrpeccuu reHa PI206, a Takxke reHa, KOJu-
pytottero 6eoxk DRR230 (oTHocsierocst K pacTUTEIbHBIM
neeHsnHaM ), B noberax nocje cyTouHol o6paboTKH pa-
creHuit KaamueM. JledeHsuHbl, Oyayun GOJIbIIOH TPYNou
AHTUMUKPOOGHBIX TENTHIOB PACTEHHI, MPUHUMAIOT yyacTHe
B OCHOBHOM B OTBeTe Ha OHOTHUYECKHE CTHMYJBI, OAHAKO
A1 HeGOJIBIIOro 4ucaa Ae(eH3HHOB OMHCAHO ydacTHe
B MPOLIECCAX aJanTalul pacTeHui K aOMOTHUECKUM BO3JIEH -
CTBUSIM, TakuM Kak xoJsiofi [29—31], 3acosenue [32, 33],
neiicrue MetanioB [34—37]. CTOMT OTMETHUTb, UTO
B KOPHSIX KOHTPOJIbHBIX PACTEHHH YPOBEHb 3IKCIPECCHH
FeHOB, KOJAMPYIOUIUX TJIyTaTHOHpeIyKTasy u Oesnku PrP4A
1 DRR230 ycunen y myranta SGECd' no cpaBHenwuio
¢ TakoBbIM y quHud SGE. Takum oGpasom, B pesyJbrare
MPOBEJICHHBIX HCCJIENIOBAHUI TTOKA3aHO, 4YTO TpH JICHCT-
BUM Kaamus peakins mytaHta SGEC' Ha MosiekysnspHoM
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YPOBHE OTJIMUAETCS OT TaKOBOH y HcxopHoi JjvHun SGE.
Y myranta SGECd' nabmionaercst M3MeHeHHe IKCIIPECCHH
psila TeHOB, YTO MOXKET CBHAETEJLCTBOBATL O TOM, YTO
nocTynatoomuil B KJETKY KaAMHMI BbI3bIBAeT aKTHBALMIO
3alUTHBIX peakuui. IIpn 9TOM B KOHTPOJILHBLIX YCJIOBH-
X ObIO OOHAPYXKEHO YCHJICHHE SKCIPECCHHU PsAJia TeHOB
y MyTaHTa Mo cpaBHeHHI0 ¢ ucxoaHon Junuel. [Tockoabky
reH, B KOTOPOM I1POM30LLIA MyTalusl, €lle He BbISBJIEH,
MOXKHO JIMLLIbL BbICKa3aTb IPEANOJIOKEHHe, YTO pa3HHLA
B 9KCIIPECCHH MOXKET ObITb OMOCPEIOBAHA MyTaLMel B reHe
uHTepeca. Hapsay ¢ 9TUM BO3MOXKHO IPEAINOJIOKHTD, UTO
yCHJIEHHE IKCIIPECCHH FeHOB, CBSI3AHHDIX C 3aLLUTHLIMU pe-
aKLMSIMH, B KOHTPOJIbHBIX YCJIOBUSX MPUBOAUT K GoJblIei
roroBHocti Mytanta SGECd' Kk TokcHueckoMy aeHCTBHIO
KaJIMUs 10 cpaBHeHHIo ¢ JuHuell SGE, uto no3poJsser my-
TaHTY J0JIbLIE MOJIEPKUBATD KU3HEAESATELHOCTb B CPeJie,
coliepekallleil JaHHbIH TsKe bl MeTan1. CTOUT OTMETHTD,
4TO B XOJIe MCCJIE0BAHUS ObIIO BBISIBJEHO BJIHSIHUE KaMHUsl
Ha H3MEHEeHHe SKCIIPECCHU JABYX F€HOB, KOAUPYIOLLUX aHTH-
MHKpPOOHbIe NenTuipl y pactenuil. Kak yxxe Obio ckazaHo
BBbILIIE, BOMIPOC O TOM KaKylo HMEHHO (DyHKIIHIO BBITTOJHSIOT
JlaHHble BellecTBa NMpH aGHOTHYECKOM CTpecce, OCTaeTcst
OTKPBITBIM, OIHAKO, MOCKOJIbKY JaHHbIEe MeNTHAbl SABJISIOT-
csl LMCTeHHOOraTbIMU MOXKHO BbIIBHHYTb I1PEANOJIOKEHHE
0 BO3MOXKHOM CBSI3bIBAHMM KaJMHsl THOJIOBBLIMH T'pyMNamu
JaHHbIX COeIMHEeHUH. B HelaBHeM uccsel0BaHHM, NpoBe-
JIEHHOM Ha puce, ObT BbISIBJIEH T'eH, KOAUPYIOUINH aetheH-
3uHnoA00HkIH 6esok CAL1, cBsI3aHHBIf ¢ XeJaTHPOBAHHEM
KaJMHUs B LMTOIJIA3Me W IepeHoce ero BO BHEKJIETOHHOE
npocrpaHcTso [38].

Takum o6pa3om, M3yuMB pa3BHUTHE 3ALUUTHLIX peaKLHH
Ha paHHHMX CpoKax y JABYX JIMHHUE ropoxa, KOHTPACTHBIX
110 YCTOHUMBOCTH K KaIMHIO, CJIelyeT OTMETHTb, YTO HCCJle-
JI0BaHUsl MEXaHU3MOB YCTOHYHBOCTH, HECOMHEHHO, J10JI2KHbI
MPOBOJUTLCA B IIHPOKOM JHANA30HE CPOKOB, YTOOBI Oblyia
BO3MOKHOCTb OTCJIEIUTh PA3BUTHE peakUHH Ha (axrop,
BbI3bIBAIOLLMH cTpecc. Bynyline uccienoBaHust Ha ypoB-
HE PEryJIiTOPHbIX MOJIEKYJl H KOHEYHBIX IPOLYKTOB MOTYT
BHECTH 3HAUHTEJIBHBII BK/I4A B HM3ydeHue (OPMHPOBAHHS
yctoiuuBoctH y Mytanta SGECd
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