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BausaHue Clavibacter michiganensis subsp. sepedonicus
Ha YPOBEHb 3HAOINeHHOro NepoKcuAa BOAOPOAA U AaKTUBHOCTb
nepoKcuaa3sbl B TPAHCreHHbIX pacTeHUAX KapTodens
(Solanum tuberosum L.), akcnpeccUpyroyLuX reH gox

H.B. ®uanHoBa, A.A. UweHkKo, T.B. KonbiTuHa™’, A.E. MakapoBa

depeparbHOE roCyAapCTBEHHOE BIOAXETHOE YUpexaeHne Hayku CUOMPCKMM MHCTUTYT
Puamnonorum u bmoxmummm pacteHmii CO PAH, UpkyTck, Poccurickaa ®eaepaums

AHHOTauuMA. BospacTaHue ypoBHS nepokcraa Boaopoaa (H,0,) B pacTUTEAbHbIX TKAHSX COCOOCTBYET MOBbLILLIEHNIO
YCTOMYUBOCTM K pa3HO0bpa3HbIM 6MOTMUECKMM U abuoTndeckum crpeccopam. OAHUM M3 OCHOBHbIX GEPMEHTOB,
yuacTByHLUMX B peryrsumm ypoBHs H,O,y pacTeHui, SBASETCS NepokcHaasa. Lieab poaHHoM paboTkl 3aKAroUasach
B UCCAEAOBaHUM YPOBHSA 3HAOreHHoOro H,O,, akTUBHOCTU NePOKCUAa3sbl U €€ U30PEPMEHTHOIO CrEKTPa B KOPHAX
kapTodens in vitro copta Ckapb M ero TpaHCreHHbIX AMHWUH, 3KCMPECCHPYIOLLMX reH THKO300KCHAa3bl (S0X) M3
Penicillium funiculosum B HOpMaAbHbIX YCAOBUSX M MpH B3auMOAeNCcTBMM ¢ putonatoreHom Clavibacter michigan-
ensis subsp. sepedonicus. [Toka3aHo, 4To ypoBeHb H,0, TPaHCTEHHbIX AMHUI, HECYLLIMX MOANPULIMPOBAHHbIN reH goX,
OblA CyLLIECTBEHHO BbILLIE B COABHEHMM C MCXOAHBIM COPTOM M eLle boaee BO3pacTaA npu BOSAEHCTBUN GuUTONaToreHa.
B HOpMaAbHbIX YCAOBUSAX POCTa BbISIBAEHbI Pa3AUYUS B CIIEKTPE U30POPM MNEPOKCUAA3bLI B TPAHCTEHHBIX AMHUSAX U
ncxopHom copre Ckapb. lNpu KOHTaKTe ¢ pUTONATOreHOM CyLIECTBEHHO U3MEHSIACS CrEKTP M30GOPM B MCXOAHOM
copte Ckapb v B TpaHCrEHHbIX AMHUSIX B CpaBHEHMM € cOpTOM Ckapb. MoAyyeHHbIE A@HHbIE AOKA3bIBaKOT, YTO MPOAYKT
3KCpeccumn reHa gox popmMupyeT BbICOKMH ypoBeHb H,0O, B pe3yabTaTe OKMCAEHMS TAOKO3bI. Bbicokuii ypoBeHb H,0,
B TPa@HCreHHbIX AMHUSAX, BEPOATHO, MHAKTUBUPYET Nepokcuaasy. llokasaHo, YTo 3apaxeHne pacTeHuH putonaToreHom
Clavibacter michiganensis subsp. sepedonicus NPUBOAUT K YBEAUMYEHUIO aKTUBHOCTH NEPOKCUAA3bI U UBMEHEHUIO
M30EPMEHTHOIO COCTaBa Kak B KOHTPOAE, Tak U B TPAHCIrEeHHbIX AMHUSX.

KnroueBble cnoBa: Clavibacter michiganensis subsp. sepedonicus, TpaHCreHHbIe PacTEHUS KapTOPEAS, MHKO300K-
cupasa, nepoKcUa BOAOPOAA, NepoKcHUaala, M30PepPMEHTHbIM CEKTP
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Effect of Clavibacter michiganensis subsp. sepedonicus
on endogenous hydrogen peroxide levels
and peroxidase activity in transgenic potato plants
(Solanum tuberosum L.) expressing the gox gene
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Abstract. Higher levels of hydrogen peroxide (H,0,) in plant tissues improve resistance to a variety of biotic
and abiotic stressors. One of the key enzymes involved in the regulation of H,0, levels in plants is peroxidase.
The present study was aimed at analyzing the level of endogenous H,0,, peroxidase activity, and its isoenzyme
spectrum in the roots of in vitro Skarb cultivar and its transgenic lines expressing the Penicillium funiculosum
glucose oxidase (gox) gene under normal conditions and with exposure to the phytopathogen Clavibacter michi-
ganensis subsp. sepedonicus. The H,0, level of transgenic lines carrying the modified gox gene was shown to be
significantly higher compared to the original cultivar and to increase further due to exposure to the phytopathogen.
Under normal growth conditions, differences were observed in the spectrum of peroxidase isoforms in the trans-
genic lines and the original Skarb cultivar. Upon exposure to the phytopathogen, the spectrum of isoforms was
significantly altered in the original Skarb cultivar and in the transgenic lines compared with the Skarb cultivar. The
obtained data prove that the product of gox gene expression causes a high H,0, level due to glucose oxidation.
High H,0, levels in transgenic lines presumably inactivate peroxidase. Exposure to the phytopathogen Clavibacter
michiganensis subsp. sepedonicus is shown to increase peroxidase activity and change the isoenzyme compo-
sition in both control and transgenic lines.

Keywords: Clavibacter michiganensis subsp. sepedonicus, transgenic potato plants, glucose oxidase, hydrogen
peroxide, peroxidase, isoenzyme spectrum
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BBEAEHUE

OAHUM 13 OCHOBHbIX NMPUKAAAHBIX HANPaBAEHWI GU3K-
OAOTUW PACTEHUIN ABAAETCA NOAYUEHWE KYABTYPHbIX pac-
TEeHWIA, yCTONUMBbIX K HEOAAronpPUATHBIM YCAOBUAM CPEAbI
u duTonaTtoreHam. Hapsaay ¢ TPaAMLIMOHHBIMKU METOAGMMU,
LUMPOKO MCMOAb3YHOTCA F€HHO-UHXEHEPHbIE NMOAXOAbI, C
MOMOLLbIO KOTOPbIX YYEHHbIE HAAEASAIOT PACTEHUA HOBbIMM
MOAE3HbIMMW MPU3HAKAMMU, KOUX HEBO3MOXHO AOOUTLCA
MyTeM CEAEKLMOHHbIX METOAOB. KPOME TOro, TPaHCTEHHbIE
pacTeHWUs MOXHO MCMOAb30BaTb B KAYECTBE MOAEAbHbIX
CUCTEM AAS PELLEHNUS PAa3AMYHBIX DYHAAMEHTAAbHbIX 3aAaY.
OAHOW M3 TaKUX 3aAay ABASIETCSA MOBbILIEHWE 3aLLMTHbIX
CBOWCTB PACTEHWIA MyTEM NPUBHECEHUA FEHOB, KOAUPYIOLLIMX

6eAKK, cNOCObHbIE MPOABAATb 3aLLMTHbIE GYHKLMW. MpK-
MepoM NOAOBHbIX PACTEHUI MOTYT CAYXXUTb UCMOAb3YEMbIE
B A@HHOM paboTe pacTeHna kapTodeAs, IKCNPECCHPYOLLME
reH gox u3 rpubos Penicillium funiculosum [1].

leH gox KoampyeT GepMEHT rAKKO300KCeHAasy (B-D-
rarokosa: O,-1-okcupopeaykTasa, KO 1.1.3.4), kotopas
KaTaAuM3UPYEeT PEaKUMIO OKUCAEHWUS [B-D-rAoKo3bl A0
B-D-rAtOKOHO-0-AAKTOHa U COMPSI)XEHHOE BOCCTAHOB-
neHne O, Ao H,0,. 0 MHEHUIO aBTOPOB FrEHETUUYECKUX
KOHCTPYKLMI, HaAMUME AMAEPHOM NMOCAEAOBATEABHOCTH
CeKpeLMmn B anonAacT No3BoASIET OEAKY CEKPETMPOBATLCSA
B anornAacT 1 cnocobctBoBaTh HakonAeHuto H,0, UMEeHHO
B 3TOM KoMnapTMmeHTe [1, 2].
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M3BECTHO, UTO BbICOKMI ypoBEHb H,0, B pacTUTEAbHbIX
TKaHAX cnocobCTBYET NOBbILLEHUIO YCTOMUMBOCTH K pas-
HoOb6pasHbIM BUOTUUECKUM [3] U aBUOTUUECKUM CTPEC-
copam [4]. OAHUM U3 OCHOBHbIX GEPMEHTOB, y4aCTBYHOLLMX
B peryasiumm ypoHsi H,0,y pacteHuii, ABASETCA NepPOoK-
cvpasa. B 3aBMCUMMOCTHM OT BUA@ CTpecca M3MEHSETCS ee
M30pepMeHTHbIN cnekTp [5, 6].

AKTMBHOCTb NEPOKCMAA3bl KOPPEAMPYET C YCTONUUBOCTLIO
COPTOB CEAbCKOXO3AMCTBEHHbIX PACTEHWIN (AKTUBHOCTb
NepoKCHAA3bl B KAETKax COPTOB, YCTOMUMBBIX K MAaTOreHam,
B ABa M bonee pa3sa Bblllie, YeM B BOCMPUUMUMBBIX), a
pa3Hoobpasune ee M30GEPMEHTHOrO COCTaBa PacLUMPSET
rpaHuLbl GYHKLMOHMPOBAHUA (@KTUBHOCTb B LUMPOKOM
AvanasoHe pH ot 3 Ao 14), uTo ABASETCS NPUCNOCObU-
TEAbHBIM MexaHM3MOM. B npoBeAeHHbIX paHee nccae-
AOBaHUAX Ha HETPAHCIeHHbIX copTax KapTodeas in vitro
nokasaHo BAMAHWe 3apaxeHus Clavibacter michiganensis
subsp. sepedonicus (Cms) Ha U30PpEPMEHTHbIN COCTaB
cAabocBA3AHHOM C KAETOUYHOM CTEHKON MEepOKCUAA3bI.
BbIAO YCTAHOBAEHO, YTO MHOULIMPOBAHWE PACTEHWI NaTo-
reHOM NPMBOAMT K ObICTPOIN aKTUBaLMM NEPOKCUAA3bI, K
NOABAEHUIO HOBbIX U30POPM Y UCHEZHOBEHUIO HEKOTOPbIX
APyrux nsodopm depmenTa [6].

Buay Bcero BbllliecKa3aHHOro Hactosilaa pabota
NoCBsilLlEHa M3YUYEHUIO CBA3U MeXAY ypoBHeM H,0,,
aKTMBHOCTBIO NEPOKCHAA3BI U CNEKTPa ee M30HOopM B pac-
TEHUAX KapTodeAs in vitro, TpaHCHOPMUPOBAHHbLIX FEHOM
80X, B 0ObIYHbIX YCAOBUAX POCTa U NpU 3apaxeHnn Cms.
MOCKOAbKY NpK 3apaxxeHWn pacTeHWn NepBOHAYaAbHO
¢ dGMTONATOreHOM KOHTaAKTUPYHOT UMEHHO KOPHM, a He
CTEOAM U AUCTbSI, HA AQHHOM 3Tane UCCAEAOBaHMI MHTepec
npeAcTaBAfAa OLEHKa M3yvyaeMblx NapaMeTpoB MMEHHO
B KOPHSIX.

OKCNEPUMEHTAABHAA YUACTb

B pabote UcnoAb3oBaAK pacTeHns KapTodens (Solanum
tuberosum L.) copta Ckapb 6eA0PYCCKON CEAEKLMU U TPU
TPaHCreHHble AMHUM AGHHOIO COPTa, MOAYYEHHbIE B UHCTUTYTE
reHeTuku 1 umtonorun HAH beaapycu (. MuHcK, Pecnybanka
benapycb): AvHMA L 17.2 - pacTeHust, TpaHCGOpMHUPOBaHHbIE
HaTUBHbLIM FrEHOM TAKOKO300KCHAA3bl goxX U3 Penicillium
funiculosum, amHUA M 7.3 - pacTeHus, TpaHCHOPMUPO-
BaHHble MOAMDULMPOBAHHbBIM reHOM gox-mod, 1 AUHKSA
Pb 14.10 - pacteHus, TpaHCHOPMUPOBAHHbIE BEKTOPOM
6e3 LeAeBoro reHa.

PacTteHus KyAbTUBMPOBAAM in Vitro B TeueHue 7 CyT. Ha
TBEPAOW NUTaTeAbHOM cpepe Mypacure - Ckyra (Sigma,
CLLA) ¢ pobaBaeHrem 20 /A caxaposbl (AO «\eHPeakTuB»,
Poccusa) n 5 r/a arap-arapa (OO0 «brnotexmHHoBaLUMs»,
Poccus) (pH 5,8-6,0) A0 06pa3oBaHKUs NEPBbIX KOPHEN.
3aTeM NepeHOCUAM Ha XUAKYIO MUTaTEAbHYIO CPEAY, TAE
MX KYABTUBMPOBAAW A0 MHOKYASILMK B TeueHue 4 cyT. PocT
pacTeHW NPOXOAMA B GaKTOPOCTATHbIX YCAOBUSIX NMPU TEM-
nepatype 21 °C u 16-yacoBom $OTONEPUOAE.

baKkTepuanbHbI NaToreH, Bbi3blBatOLLMN KOAbLEBYHO
FHUAb KapTodeasn (Cms, WwTamm 6889 (BUPYAEHTHbIN, MYKO-
WAHBIW)), BblipallMBaAM Ha XUAKOW CPeAE, COAEpXaLLEN
10 /A APpOXOKEBOTO aKCTPakTa ([0CyAaPCTBEHHbIV HayUHbIN
LEHTP NPUKAAAHON MUKPOOUOAOTUM U BUOTEXHOAOT UM, T.
060neHcK, Poceusn), 15 /A ratoko3bl (AO «\eHPeakTuBb»,
Poccus) (pH 7,0) B TeueHune 3 cyT. Tutp bakTepuii onpe-
AEASIAM NPU 655 HM Ha NAaHLWETHOM cnekTpodoTomeTpe
Immunochem-2100 (High Technology Inc., CLLA).
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PacTeHuns, noMmelweHHble Ha XUAKYIO NMUTaTEAbHYHO
cpeAy, 3apaxaAn NAAHKTOHHOM KYAbTYpPOI BakTepuii B
CTEPUABHBIX YCAOBUSIX YePE3 MAACTUKOBYIO TPYHOUKY,
uT06bl HAKTEPUM NMOMNAAU UCKAKOUUTEABHO B CPEAY POCTa, a
He Ha AMCTbsi pacTeHWI. MpU MHOUUMPOBAHWUU KOHEYHbI
TUTP cocTaBAsiA 2x107 kneTok/MA. COBMECTHOE KYAbTU-
BUPOBaHWE MPOBOAMAM B BblLLEOMUCAHHbIX YCAOBUSAX B
TeueHune 24 4. AN UCCAEAOBAHMI UCMOAB30BAAU KOPHMU
He3apaXeHHbIX PacTEHN KapTopeAns, B3ATbIX B HYAEBOM
TOUYKE Nepep MHOGUUMPOBAHNEM (UCXOAHbIE paCcTEHUSA),
yepesd 24 4y 1 10 cyT. OT Hayana B3aUMOAEWCTBUA C
naTtoreHom.

AASt BBIAEAEHUS «pacCTBOPUMbIX» MEPOKCUAA3 HABECKY
pactuteAbHoro obpasua pactupanu ¢ 0,1 M HaTpuin-doc-
datHbIM Bydepom (pH 7,0) c noobaBaeHHem 10 MM deHuAme-
TUACYAbDOHUADTOPHAA (Sigma, CLLA) Ha Abay. MOAYUYEHHbIN
romoreHat ueHTpudyrnposanm npmu 12000 g B TeueHune
5 MWUH. AAA ONpeAeneHUst MEPOKCUAA3HOM aKTMBHOCTU
MCMOAb30BaAM CyNnepHaTaHT.

AKTMBHOCTb NEPOKCUAA3bI OMPEAEATAM MO CKOPOCTH
OKWUCAEHWA O-AMAHU3MAMHA B NMPUCYTCTBUM NEPOKCUAA
BOAOpPOAA U nepokcuaasbl B 0,1 M HaTpui-pochaTHOM
bydepe (pH 7,0). lNocae BHECEHMSA B PEAKLIMOHHYHO CMECh
0,1 ma 16 MM nepekuncn Bopopoaa B TeveHne 120 ¢ npo-
BOAMAM MOCEKYHAHOE M3MEPEHME ONTUYECKOM NMAOTHOCTH
npu 460 HM Ha cnekTpodoTtomeTpe (Unico, CLLA). KoHh-
TpoAbHas cpeaa coaepxana: 2,4 ma 0,1 M HaTpun-dpoc-
daTtHoro bydepa (pH 7,0), 0,1 ma 4,3 MM 0-AMaHU3UAMHA
1 0,5 MA aKcTpakTa. AKTMBHOCTb GEpPMEHTa pacCUmTbiBaAK
B YCAOBHbIX EAMHMLAX Ha 1 T cbipoi Macchbl, AAS OLEHKM
YAEAbHOM aKTUBHOCTM — Ha 1 Mr 6eaka [7-9].

CopepxaHue 6enka B npobax onpeaensiAu No METOAY
Bpeadopaa [10].

CoaepxaHue nepekncu BOAOPOAA ONPEAEASIAV C UCTIOAb-
30BaHWEM XAOpUAA TUTaHa, OCHOBLIBAACH HA METOAUKE
n3 pabotbl [11].

BbisiBAEHWE M30POPM MEPOKCHMAA3HI OCYLLLECTBAAAU C
NMOMOLLbIO HaTUBHOTO aAekTpodopesa B 10%-M noAnakpw-
AaMupHoM reae (MAAT) [12]. AAst obHapyXeHUs depMeH-
TaTUBHOM aKTMBHOCTK B MAAT nCnoAb30BaAM AMAMUHO-
6EH3MANMHOBbBIN METOA B MOAMUKaLMK Nornaa u ap. [13].

Cratnctuueckyto 06paboTky AaHHbIX MPOBOAWAK C
ncnoAb3oBaHWeM naketa nporpamm Microsoft Excel. B
TabAMLIe M Ha PUCYHKaxX yYKa3aHbl cpepHue apudMeTw-
YeCKMe 3HaYeHUsT U MX CTaHAAPTHble OTKAOHEHUs. Bce
3KCMEePHMMEHTbI MPOBOAWAM B TPEX BUOAOTUUYECKMX U TPEX
@HaAUTUYECKMX MOBTOPHOCTSAX.

OBCY>XAEHUE PE3YAbTATOB

HaTtnBHbIV reH 80X KAOHMPOBAH M3 BbICOKOAKTUBHOIO
rpubHoro wramma Penicillium funiculosum 46.1. Moau-
dULUMPOBaHHbIV reH gox-mod (M 7.3) npeacTaBAsieT coboi
reH gox ¢ 3aMeHEeHHbIMU KOAOHAMW Ha CUHOHUMMWYHbIE
KOAOHbI pacTeHut Solanum tuberosum L., 4To, N0 AQHHbIM
6EN0PYCCKUX KOAAET, BEAET K YBEAUUEHWIO KOHLEHTPaLUK
3HAOreHHoro H,0, B cpepHeM Ha 23% No CpaBHEHUIO C
TPAHCrEHHbIMU PACTEHUAMMW, KOTOPbIE SKCMPECCUPYIOT
HaTMBHbIN reH B BapuaHTte L 17.2 [1, 2].

B nepByto ouepeab B pacTEHMAX UCXOAHOTO copTa U
€ro TPaHCreHHbIX AMHUAX aHaAM3MpoBann ypoBeHb H,0,,
uTOObI YAOCTOBEPUTLCA B TOM, UTO TPAHCTEHHbIE pacTEHUS
AENCTBUTEABHO 06AAAAOT BbICOKMM ypoBHeM H,0, B
pes3yAbTate aKkcnpeccum reHa gox (puc. 1).
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YposeHb H,0,, MKMOAL/T CbIPOiA Macchl

Ckap6b Pb 10.14 L17.2 M7.3

B@HcxopHble  BE3apaxenue 244 @3apaxeHue 10 cyT.

Puc. 1. YpoBeHb Nepekncu BOAOPOAA Y PacTEHUI KapTodenst
copTa Ckapb v ero TpaHCreHHbIX AMHUIA A0 MHOULMPOBAHMA
(McxopHble pacTeHus), a Takxke uepes 24 4y n 10 cyT. nocae
nHodUuMpoBaHusa baktepuamu Clavibacter michiganensis
subsp. sepedonicus

Fig. 1. H,0, level in the control and transgenic lines

of potato variety Skarb before infection (source plants)
and 24 hours and 10 days after infection with bacteria
Clavibacter michiganensis subsp. sepedonicus

AHanmn3 ypoBHA H,0, B KOPHSIX HE3apaXeHHbIX pac-
TEHWI KapTopeAsi NoKasan, UTo ero CoAepXaH1e y pacTeHuN
TPaHCreHHon AvHuK Pb 14.10, MOAMOUUMPOBAHHBIX MYCTbIM
BEKTOPOM, Ha 30% HUXe, YeM Y UCXOAHOTO copTa. B 10 xe
BPEMS NPUCYTCTBME B FTEHOME pacTeHUM reHa gox L 17.2
n gox-mod M 7.3 NpUBOAUAO K CYLLECTBEHHOMY YBEAU-
YeHuto ypoBHA H,0, Ha 230 1 1211% COOTBETCTBEHHO
(cM. puc. 1). HakonaeHne 6oabLLOro koanyectBa H,0,
ABAAETCH PE3YABTAaTOM 3KCMPECCUU MPUBHECEHHOTO reHa gox,
KaK 1 3aAyMbIBAAOCb aBTOPaMM TPAHCTEHHbBIX AMHUIA MPU
MX co3paHum [1].

Cnycta 24 4 KoHTakTa ¢ ¢uTonatoreHom Cms mbl
oTMeuann yBeandyeHue ypoBHS H,0, B pacTEHUAX AMHUIA
L 17.2 n M 7.3, B TO BpEMS Kak B pacTEHUAX UCXOAHOM
AMHUU ypoBeHb H,0, ocTaBanca Ha NpexHeM ypoBHE, B
pacteHusax AmHun Pb 10.14 oH yBeAMUMBAACA HE3HAUU-
TeAbHO. o ncteuennn 10 cyT. BO3AENCTBUS dUTONaTOreHa
0TMEYaA0Cb CHUXeHME ypoBHS H,0, BO BCEX MCCAEAYEMBIX
AMHUSAX, NPUUYEM BO BCEX AMHUAX ypoBeHb H,0, BbiA HUXE
MCXOAHbIX 3HauYeHW. BeposiTHO, 3T0 ObIAO CBA3AHO C
pa3BUTMEM CUCTEMHOIO OTBETA Ha CTPecC, akTMBaLmen
AHTMOKCUABHTHbBIX GEPMEHTOB W APYTMX 3aLLUTHBIX Mexa-
HW3MOB, UTO MPUBOAMAO K CHXEHWMIO ypoBHSA H,0,. B T0 xe
BPEMS TPAHCTEHHbIE AMHUW, SKCNPECCUPYIOLLIME FEH ZOX,
COXPaHSAAM MOBbILWEHHbIM ypoBeHb H,0, B cpaBHEHUU C
MCX0AHbIM copTom Ckapb v Pb 14.10.

3TV pesyAbTaThl XOPOLLIO COMOCTABASIKOTCA C U3BECTHBIMM
AQHHBIMU, MOAYYEHHBIMW Ha TPAHCTEHHbIX PACTEHUAX Kap-
TodeAs, IKCNPECCUPYIOLLMX FeH fungal, KOAMPYHOLLLMIA TALO-
KO300KCHAA3Y M3 APYroro nAecHeBoro rpnba Aspergillus
niger, B KOTOPbIX TaKXe 6bIA BbISIBAEH BbICOKWI YPOBEHb
H,0, Kak B TKaHfX AUCTbEB, TaK U B KAYOHSAX pacTEHUN.
YKa3aHHble TPaHCreHHbIE PaCTEHNST KAPTOPEAS AEMOH-
CTPUPOBAAK BbICOKYIO YCTOMUMBOCTb K BakTepnanbHOM
MSIFKOM THUAKM (6aKTEpPUAAbHON BOASIHKE), Bbi3biIBAEMOWM
Erwinia carotovora subsp. carotovora, n GUTOHTOPO3Y,
BbI3biIBaemomy Phytophthora infestans [3].

MN3BecTHO, UTOo camo no cebe 3apaxeHue ¢uTonaTo-
reHoM, kak v arpobaktepuanbHan TpaHchopMaLms, MOXeT
NPUBOAUTb K MOABAEHUIO PA3AMUYHBIX @aKTUBHbBIX GOPM KKC-

AOPOAQ@ B pacTeHusX, BKAoUasa H,0,, UTo ABASIETCA XapaKk-
TEPHbIMW NMPU3HAKAMKU OKUCAUTEABHOTO cTpecca [14, 15].
H,0, aBASIeTCS HanboAee «AOATOXMBYLLEN» GOPMOW aKTUBHbIX
$dOPM KUCAOPOAA M OUEHb PEAKLMOHHOCMOCOOHOM, POAb
€€ Kak CUrHaAbHOM MOAEKYAbI BECbMa MHOroobpasHa: ot
peryAsiuMmM ropMOHaAbHOM CUTHAAM3aLMKN U SKCNIPECCHUM
reHoB, yUaCTBYHOLLMX B 3aLUUTE PACTEHUI OT NATOreHHOM
MHbeKunn [15, 16], akTMBaLUMKU KaAbLMEBBIX KAHAAOB B
MeMbpaHe KAETOK [17], A0 peryAsilummn aKCNPeccun XAo-
POMAACTHbIX U AAEPHbIX reHoB [4, 18], UTO NPUBOAUT K
M3MEHEHUIO aKTMBHOCTM (EPMEHTOB, Y4YaCTBYHOLLMX
B YTMAM3ALMKU aKTUBHbIX GOPM KMCAOPOAA, TaKUX Kak
CynepoKCcMAAMCMYTa3a, kaTanasa, NoAMdEeHONOKCHMAA3a
n nepokcmpasa [19, 20]. bbino Noka3aHo, UTo B KAETKaX
TPaAHCreHHbIX PACTEHWUI pUCa, CUHTE3UPYIOLLUX FreTepPO-
AOTWYHbIN NENTUA LEKPOMUH A, AaXe B OTCYTCTBUU GUTO-
NaToreHHOM MHOEKLMM YBEAMUMBAETCA 3KCNPECCHa psaaa
reHOB CUCTEMbI 3aLLMTbI OT OKUCAUTEABHOIO CTPECCA, MPU
3TOM Hauboaee aKTUBUPYEMbIMU ABASIIOTCS FEHbl MEPOK-
cupas [21].

Aanee NPeACTOANO OLEHWUTb 3aBUCMMOCTb MEXAY
ypoBHEM H,0, U aKTUBHOCTbIO NMEPOKCUAA3bl B KOPHAX
MCCAEAYEMbIX PACTEHUI KapTOHEAS B HOPMAAbHbBIX YCAOBUAX
pocTa 1 Npu B3aMMOAENCTBMM C MATOreHoM (puc. 2).
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Puc. 2. AKTMBHOCTb NEPOKCUAA3bI Y pacTeHUI kapTodens
copTa Ckapb v ero TpaHCreHHbIX AMHUIA A0 MHOULMPOBaHKA
(McxopHbIEe pacTeHus), a Takxke yepes 24 4 1 10 cyT. nocae
MHdUUMpoBaHuA baktepuamu Clavibacter michiganensis
subsp. sepedonicus

Fig. 2. Peroxidase activity in control and transgenic lines
of potato variety Skarb before infection (source plants)
and 24 hours and 10 days after infection with bacteria
Clavibacter michiganensis subsp. sepedonicus

13 puc. 2 BUAHO, UTO B HE3APaXEHHbIX PACTEHUAX
B CPaBHEHWW C MCXOAHBIM COPTOM aKTMBHOCTb MEPOK-
cuAasbl 6biAa Bbllle Y AMHWIA Pb 14.10 (Ha 222%) MM 7.3
(Ha 61%). Y AMHUKM L 17.2 akTMBHOCTb GepMeHTa ocTaracb
Ha YpOBHe McxoaHOro copta Ckapb. Yepes 24 u nocae
3apaxeHus putonatoreHom y copta Ckapb copepxaHue
H,0, ocTanoch Ha ypoBHE He3apaXeHHbIX pacTeHWi, Mpu
3TOM aKTUBHOCTb NEPOKCUAA3bl yBeAUUUAACh Ha 75% (no
CPaBHEHWIO C He3apaXXEHHbIMU PacTEHUAMM). Y pacTeHUH
KapTodens, MOAMPUUMPOBAHHBIX MYCTbIM BEKTOPOM
(Pb 14.10), mbl HabAtopanm 40%-e yBEAUUEHWE COAEPXKAHNS
H,0, Ha POHE CHUXEHUA aKTMBHOCTM NEPOKCUAAsbl (Mo
CPaBHEHUIO C HE3apaXXeHHbIMU pacTeHUAMM). Y pacTeHnH,
MOAMOULMPOBAHHbBIX FreHamu gox, Ha GOHE CyLLECTBEHHOMO
yBeAnyeHust ypoBHsa H,0, (nopsaka 30% Ana AMHuKM L 17.2
1 50% AAA AMHUKM M 7.3) yBEAUYEHUE AKTUBHOCTM NEPOK-
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CUAA3bl HABAOAAAM TOALKO Y AUHWMK L 17.2 Ha 148%, y AMHUK
M 7.3 NPpOMCXOAMAO AWLLb HE3HAYUTEABHOE YBEAUYEHWE
AKTMBHOCTM NEPOKCUAA3bI (CM. pUC. 2).

MokasaHo, uto uepes 24 y n yepes 10 cyT. nocae 3apa-
XEHUs GUTONATOreHOM TEHAEHLMM U3MEHEHWI aKTUBHOCTH
depmeHTa y copta Ckapb v ero AMHWI CyLLLECTBEHHO OTAM-
Yaauchb (CM. puc. 2). Npu 3TOM y TPAHCTEHHbIX AUHKI L 17.2
n M 7.3 npAMoW CcBA3M UBMEHEHUIN aKTUBHOCTM NEPOK-
CHAa3bl C Ha4anbHbIM YypoBHEM H,0, He BbIABAEHO. BbICOKMM
ypoBeHb H,0, (cM. puc. 1), BO3HUKAIOLWIMI B pe3yAbTaTe
9KCMNPECCHM LIEAEBOTO reHa gox y TPAaHCreHHbIX AUHWI, He
cnoco6cTBOBAA YBEAUUEHUIO aKTUBHOCTH NEPOKCHAASI
KakK B OTCYTCTBWUMW, TaK U B MPUCYTCTBUU MHOEKLMOHHOM
Harpysku y AsHun M 7.3. OaHako y AMHKUK L 17.2 npu 6onee
HU3KOM, YeM Yy AMHUKU M 7.3, ypoBHe H,0, 3aMeTHO yBe-
AMUYMBANACb aKTUBHOCTb MEPOKCUAA3bI MPU KOHTaKTe C
dutonatoreHom. Y AuHmmM Pb 14.10, TpaHCHOPMUPOBAHHOM
XOAOCTbIM arpobakTepranbHbiM BEKTOPOM, BEPOSATHO,
nepoKcMaasa, nokasateAM akTMBHOCTU KOTOPOM ObiAK
BbICOKMMM, cnocobcTBOBaAa NOAAEPXKMBAHUIO HU3KOTO
ypoBHS H,0, B KOPHAX Kak Yy HEMHOULMPOBAHHBIX, Tak U
Y MIHOULIMPOBAHHbIX PacTEHWI (CM. puc. 1, 2).

Mocae 10 cyT. BO3AENCTBUSA duTONaToreHa HabAaopanm
CMABHOE CHWXEHWE aKTUBHOCTU NEPOKCUAA3LI Y AHUU M 7.3,
Y AviHUM L 17.2 nponcXoAMAO HEOOABLLOE CHUXEHWE aKTUB-
HOCTH, y AMHMK Pb 14.10 akTMBHOCTb NEpPOKCUAA3bI BEP-
HyAaCb K UCXOAHBIM 3HAYEHMSAM, @ UCXOAHbIN copT Ckapb
AEMOHCTPUPOBAA CYLLLECTBEHHOE YBEAUYEHWE GKTUBHOCTU
nepokcuaasbl. BeposTHo, y copTta Ckapb K 10 cyT. pasBuaach
3alUMTHAA peakuma Ha MHOULUMPOBAHWE GUTONATOrEHOM,
NpPosBMBLUAACA B NOBbILEHUN aKTUBHOCTU NEPOKCHUAA3SbI.
MpuBEAEHHbIE AGHHbIE MOTYT CBMAETEABCTBOBATb O PA3HbIX
bGU3MONOTUYECKMX PeaKLMAX TEHETUYECKM HEOAHOPOAHBIX
AVHWI pacTeHu KapTodena Ha AeNCTBUE dUTONnaToreHa,
a TakXe 0 TOM, YTO BbICOKMI ypoBeHb H,0, He Bceraa
HanNpPsAMYyto MPUBOAMUT K YBEAUUYEHWIO aKTUBHOCTU MEPOK-
CvAa3bl BBMAY TOr0, UTO MOTYT aKTUBMPOBATLCA Apyrve
AaHTUOKCUAAHTHbIE epMeHTbI. IMeroTCs AaHHbIE O TOM, YTO
NepoKcHaasa ABASETCA HECTabBUABHBIM GEPMEHTOM U AETKO
MHaKTUBMPYETCA CBOMM OKUCAWUTEABHBIM cybcTpaToM - H,0,,
TO eCTb Npu 136bITKE cybcTpaTa NPOUCXOAUT CAMOMHAKTH-

Bauua depmeHTa [22, 23], UTO B HalleM CAyYae Kak pas U1
MOXET 0ObSICHATb CHUXEHUE aKTMBHOCTU NEPOKCUAASLI B
TPAHCIEHHbIX AMHUAX C BbICOKUM YpOBHEM H,0,.

MpeACTaBAANOCH MHTEPECHBIM NPOCAEANTL, UBMEHAETCH
AW CMEKTP M30POPM NEPOKCUMAA3bl B KOPHSX pacTeHUH
KapTodensi B HOPME W MpU 3apaxeHunu natoreHom. MNytem
anekTpopopesa B MAAT HbiAK MOAYUYEHBI NPOOUAK U30HOPM
depmeHTa, oTobpakeHHble B TabAMLE.

PesyabtaTbl anekTpodopesa B NAAl nokasanu, 4To
M30PEPMEHTHbIE CMEKTPbl MEPOKCHMAA3bl B He3apa-
XEHHbIX KOPHSIX MCXOAHOro copta Ckapb 1M BO BCEX €ro
TPaAHCreHHbIX AMHUAX OTAMYALOTCS. Tak, Mbl BUAMM, UTO Y
BCEX TPAHCIEHHbIX AMHUIA A0 MHOULMPOBAHUS BbiiBAEHA
nzopopma nepokcmaasbl ¢ Rf 0,40, KoTopasi OTCyTCTBOBaAA
y copTa Ckap6, HO BbisiBUAGCb MOCAE MHOULMPOBAHKSA Cms.
AmHUS M 7.3 0TAMYaAaCb HaAMUMEM HUBKOMOAEKYASPHBIX
dopm (Rf 0,68 1 0,72), KoTopble HE HAbAIOAAAM Y ABYX
APYTMX TPAHCTEHHbIX AMHWUIA 1 UCXOAHOTO copTa Ckapb.

Mocne 24 4 B3aMMOAEWNCTBUS C GUTONATOrEHOM
HabAtOAGAM CAEAYIOLLME M3MEHEHUS U3O0PEPMEHTHOMO
cocTaBa B KOPHSIX pacTeHui kaptodenst copta Ckapb u
BO BCEX TPAHCIreHHbIX AMHKAX. BO-nepBbIX, BO BCeX Bapu-
aHTax aKcnepuMeHTa 30pEPMEHTHbIN COCTaB NEPOKCUAA3bI
CTaA NOYTH OAMHAKOBbIM. Bo-BTOpbIX, MOMEHAACA n3odep-
MEHTHBbIW COCTaB - MOSABUANCH BbICOKOMOAEKYASIPHbIE GOPMbI
(Rf 0,20 1 0,36) u ncuedan Bce n3odopMbl ¢ Rf 6oAbLLe
0,50. 3a 10 cyT. KoMHKybaLuKn ¢ pUToNaToOreHoM y copta
Ckap6 HabAtoAaNOCh YBEAMUYEHME YNCAG HUBKOMONEKYAAPHBIX
nzopopm ¢ Rf 0,50 1 0,52, a y AMHUM M 7.3 - nsopopm
¢ Rf 0,44, 0,46, 0,50.

MpeaBapUTEABHO CAEAEH BbIBOA O TOM, YTO HE BCErAa
HaAMUMeE LIMPOKOro CNeKTpa M30hopM Nepokcuaasbl obe-
CMEeYNBaET BbICOKUIA YPOBEHb aKTMBHOCTU depMeHTa B
HOPMaAbHbIX YCAOBUSIX POCTa, a TakXe MpuU KOHTaKTe C
¢dutonatoreHom. BepoaTtHo, y copta Ckapb 1y AvHuM M 7.3
60AbLUNI BKAQA B YBEAUUEHUE AKTUBHOCTM BHOCSIT HU3-
KOMOAEKYASipHble GOpPMbI. B NOAb3Y Cka3aHHOro CBUAE-
TEAbCTBYIOT AQHHbIE aKTMBHOCTU NEPOKCUAA3bI B KOPHSX
pacTeHnn AMHUKU M 7.3 AO KOHTaKTa ¢ GUTONATOreHoOM U
copta Ckapb nocae 10 cyT. KOHTaKTa ¢ GpUTONATOreHOM
(cM. puc. 2). Bo3MOXHO, OTCYTCTBME HUBKOMOAEKYAAPHbIX

OTHOCHUTEAbHAA NMOABUXHOCTb M30DOPM NEPOKCUAASHI KOPHEW PaCTeHMI KapTodean copta Ckapb 1 ero TpaHCreHHbIX AUHWI

B NOAMAKpUAAMUAHOM rene, Rf

Relative mobility of root peroxidase isoforms of potato plants of the Skarb variety and its transgenic lines in polyacrylamide gel, Rf

Ckap6 AnHUA AvHUA AvHUA Ckap6 AWHUA AUHUA AUHUA Ckap6 AvHUA AMHUA ArHUA
Pb 14.10| L17.2 M 7.3 Pb 1410 | L17.2 M 7.3 Pb 14.10| L17.2 M 7.3
McxoaHble 24 4 3apaxeHus 10 cyT. 3apaxeHus
- - - - 0,28** |0,28** |0,28** |0,28** |0,28***((0,28** [0,28** |0,28**
_ — _ _ 0,33%*% | 0,33%**% |(,33%** |[(,33%%* | (,33%** |(,33%** |(,33%**% [(,33%**
- - - - 0,36** |0,36** |0,36*** |0,36** |0,36***|0,36** |[0,36** |0,36**
- 0,40%** 0,40** [0,40** |[0,40** |0,40%** |0,40%** | 0,40%** | 0,40*** |0,40*%** | 0,40** |0,40%**
- - - - 0,44* |0,44* 0,44%%* - 0,44**%10,44* 0,44* 0,44%**
0,46** |0,46*** |0,46%** |0,46%** - 0,46* 0,46** - 0,46** |0,46% 0,46* 0,46*
0,53** |0,52** 0,52** 10,52 - - 0,50% - 0,50* - - 0,50*
0,57***|0,57*** |0,57* 0,57%** - - - - 0,52* - - -
- - - 0,68* - - - - - - - -
- - - 0,72* - - - - - - - -

lNpumeyaHue. 3Be3p04KaMU OTMEYEHa MHTEHCUBHOCTb OKPaLLMBAHWA MOAOC KpacUTEAEM: * — HU3Kas, ** — CpeAHss,

*%% _ BbICOKas.
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M30popM Nepokcuaasbl y AMHMKM M 7.3 nocae 10 cyT.
BO3AENCTBUSI dUTOMATOreHa, KOTOPOE Mbl HabAOAAAU B
MCXOAHOM BapuaHTe, U MPUBOAMAO K CHUXKEHWIO aKTUBHOCTU.

Cpean UccAeAyEMBIX AMHWUIA HETUMWYHBIM XapaKTepoMm
peakumnu obrapana AvHWA Pb 14.10, TpaHchopMUpOBaHHas
XOAOCTbIM arpobakTepuranbHbIM BEKTOPOM. B KOpHSIX ee
pacTeHui npu obwem H1U3KoM yposHe H,0,, NpocAexu-
BaeMOM Ha NPOTSXEHUU BCEX NEPUOAOB HAOAOAEHWI, AO
1 yepes 10 cyT. nocae UHGUUMPOBaHUA BakTepusamu Cms
oTMeyYanach 6onee BbiCOKas aKTMBHOCTb MEPOKCHAASDI, YEM
Y AMHMIA M 7.3 1 L 17.2. MNpwn 3TOM B yKa3aHHbIE€ NEPUOADI
y AvHuK Pb 14.10 ypoBeHb NEPOKCUAA3HON aKTUBHOCTH
6bIA OAMHAKOB (CM. PUC. 2) NPU CYLLECTBEHHOM Pa3AUUMK
B COCTaBe WX M30pOpPM Nepokcuaasbl (CM. Tabauly). B 1o
Xe BpemMs Npu OAMHAKOBOM M30HGEPMEHTHOM CMEKTpe
NepoKCHAasbl y 3TOM AMHWKU GUKCUPOBAAOCH CHUXEHUE
AKTMBHOCTW A@HHOIO pepMeHTa U HE3HAUUTEAbHOE NOBbI-
weHue ypoBHA H,0, B HauYane KOHTakTa C yka3aHHbIMU
H6akTepusmu. C uem 310 CBSA3AHO, ELLLE NPEACTOUT BbISICHMUTb,
HO paHee Mbl HAaBAOAAAM TaKYHO peakLMu pacTeHui Tabaka
Ha TpaHchOPMaLMIO XOAOCTbIM arpobakTepuanbHbIM BEK-
Topom [14].

BbissBAeHHasA pa3Has MHTEHCHMBHOCTb MOAOC Ha 3AEK-
Tpodoperpamme (CM. TabanLy) CBUAETEABCTBYET O KOAW-
YyeCcTBEHHON BapuabeAbHOCTU Aa@HHbIX M30PEPMEHTOB
Yy UCCAEAYEMbBIX AMHUW. BO3MOXHO, OTMeYeHHaa Bapu-
abeAbHOCTb UMeAa 0ToBpaxeHre Ha HabAIOAGEMBbIX Y ATUX
PacTEHUI U3MEHEHUAX YPOBHSA aKTMBHOCTU MEPOKCUAA3DI.

AN TEHETUYECKM HEOAHOPOAHBIX AMHUI ONMCaHHas
KapTWHa ABASIETCA XapakTepHOW. MOATBEPXAEHMEM 3TOMY
CAYXaT A@HHble, MOAYUYEHHbIE Ha HETPAHCIEHHbIX OTEeYe-
CTBEHHbIX COpTax KapTodeAs in vitro, Ha KOTOPbIX U3yYanu
BAMSAHWE 3apaxeHunss Cms Ha U3opepMeHTHbIM COCTaB
cAaboCBA3aHHOM C KAETOYHOW CTEHKOM NEePOKCUAA3bI. Bbino
YCTAHOBAEHO, UTO MHOULMPOBaHWE pacTeEHUI NaToreHaMu
MPUBOAMT K ObICTPOM aKTHBALIMM NEPOKCUAA3LI, HACTO COMPO-
BOXXAAEMOM NOSIBAEHUEM HOBbIX GOPM U UCUE3HOBEHWEM
HEKOTOPbIX APYTUX M30dopM depmeHTa [6].

3AKAKOYEHUE

CyMMUPY$ BbILIEU3AOXKEHHOE, MOXHO CAEAATb BbIBOA
0 TOM, YTO UCCAEAYEMbIE TPAHCTEHHbIE AMHUU KapTOdEAS,
HecylLMe reHbl goX U gox-mod, AENCTBUTEABHO 0BAaAAIOT
BbICOKMM ypoBHEM H,0,, uTo obecneurnBaeT yCTONUMBOCTb
KOPHEN (KAYOHEWN) K pa3AnUHbIM BUAAM BaKTepruanbHOM
N rpMBKOBOM MHOEKLMMU.

BansiHue outonatoreHa Cms Ha ypoBeHb H,0, B Kap-
Todene ncxopHoro copta Ckapb u anHumn Pb 14.10 npo-

ABASIANOCb AWLLUb B HE3HAUYUTEABHOM Er0 YBEAUUYEHWH, A B
TPaHCreHHbIX AMHUAX L 17.2 1 M 7.3 - B CyLleCTBEHHOM
YBEAMYEHUUN, HECMOTPS Ha TO, YTO 3TU AMHUKU UCXOAHO
obrapanm BbicOKMM ypoBHeM H,0,. Yepes 10 cyT. nocae
3apaeHusl NPOM30LLAO NOHMXeHMe ypoBHen H,0, y Bcex
UCCAEAYEMBIX GOPM PaCTEHUI, BO3MOXHO, 00YCAOBAEHHOE
aKTUBM3aLMEN B 3TOT NEPUOA KaTanasbl.

MOHWUTOPUHT aKTMBHOCTM NEPOKCUAA3bI MOKa3aA, uYTo
yepes 24 4y 1 yeped 10 cyT. mocAe 3apaxeHus utona-
TOreHOM TEHAEHUMW U3MEHEHUIM aKTUBHOCTU depMeHTa
y copTta Ckapb v ero AMHWIA CyLLECTBEHHO OTAMYAAMCH.
Y AMHUKM M 7.3 camblit BbICOKUI U3 UCCAEAYEMBbIX GOPM
pacteHuii ypoBeHb H,0, BO3HUKAIOLWWLMIA B pe3yAbTaTe IKC-
Npeccun LeAeBOoro reHa gox, He CnocoOCcTBYET YyBEAUUEHWIO
AKTMBHOCTU Nepokcupasbl. OYEBMAHO, 3TO MPOUCXOANUT
Kak B OTCYTCTBUM, TaK U B NPUCYTCTBUU MHOEKLMOHHOWM
Harpysku. 3aMeTHO yBEAMUMBAAACb aKTUBHOCTb MEPOK-
CMAa3bl MOCAE KOHTaKTa ¢ GUTonaToreHom y AuHumn L 17.2,
ypoBeHb H,0, y KOTOpON HUXe, YeM Yy AUHUK M 7.3, HO
Bbllle, yeM y copta Ckapb v AnHuM Pb 14.10. Y AUHMK
Pb 14.10, TpaHCHOPMUPOBAHHOM XOAOCTbIM arpobakTe-
pranbHbIM BEKTOPOM, HU3KKI ypoBeHb H,O, aHanornmueH
ypoBHto copta Ckaph, HO Npu 3TOM y 06CYyXXAAEMON AUHUK
NPOCAEXMBAETCA BbiCOKasA OTpMLATeAbHAs 3aBUCMMOCTb
(KoaddUUMEHT KoppeAsumnn R =-0,99) mexay U3MEHSIHO-
LLMMKUCA NoKa3aTensiMKU AN ypoBHEN H,0, M aKTUBHOCTH
NepoKCMAa3bl B pa3Hble NeproAbl HABAIOAEHWH, BKAKOYAS
B3aUMOAENCTBUA ¢ CmS. AaHHbIN GaKT CBUAETEALCTBYET O
XOPOLLO BblpaXeHHOM POAU NePOKCHAA3bl y AMHUMKM Pb 14.10
B peryasunmn ypoBHs H,0, B KOPHSAX.

Mpn B3aUMOAENCTBUM C GUTONATOrEHOM MPOUCXOAUT
KapAMHaAbHOE W3MEHeHWe M30PepMEHTHOro cocTaBa
NepoKcUAasbl U KOAMYECTBEHHON BapMabeAbHOCTH 3TUX
130bEPMEHTOB B KOPHSIX Kak UCXOAHOTO copTa Ckapb, Tak 1
€ro TpaHCreHHbIX AMHWI. MoAaraem, 4To OTMeYeHHas Bapu-
abeAbHOCTb UMena oTobpaxeHne Ha HabAAGEeMbIX Y STUX
PacTeHWM U3MEHEHUAX YPOBHSA aKTUBHOCTU MEPOKCHUAASDI.

XoTs BbICOKMIA ypoBeHb H,0, 0becneunBaeT 3alluTy pac-
TEHWI OT MHOEKLMU Pa3AMYHBIMU MUKPOBHBIMU areHTamu,
Ha pOHE MHaKTUBALMK NEPOKCUAA3bI OH MOXET NPUBOAUTb
K OKMCAUTEABHOMY CTPECCY U Aerpajaumm MHOTUX KAe-
TOUHbIX CTPYKTYP 1 BEAKOBBIX MOAEKYA, @ TAKXE CHUXEHUIO
pPOCTOBbIX MapameTpoB. baaropapsi MHOroypoBHEBOM
CUCTEME 3aLLMTbl PACTEHUIN OT OKUCAUTEABHOTO CTpecca
MOXET MPOUCXOAWUTb aKTUBALIMA APYTUX GEPMEHTOB aHTU-
OKCMA@HTHOM 3aLLMTbl, HAaNpUMep Katanasbl, NTOAUGEHO-
AOKCUAA3bI U NP., aKTUBHOCTb KOTOPbIX, BO3MOXHO, CTaHeT
NpPeAMeTOM AaAbHENLLNX UCCAEAOBAHUNA.
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