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Abstract — The free amino acid content in the needles and the inner bark of stems and roots
of 8-13-ages self-sawn trees of Pinus sylvestris L. in Central Siberia in experimental and natural
conditions was compared. The experiments imitated an influence of long-seasonal or permafrost, soil
drought and root hypoxia, concomitant flooding. The aim of the investigation was to expose the
adaptive changes of these metabolites composition under stress impact. All of types of stress
influences changed the total free amino acid content in the tissues of different morphological tree
parts: the cooling of root system caused a deposit of free amino acids in overground tree part, the
water deficit stimulated an accumulation of free amino acids in root inner bark, the flooding
decreased the amino acid content in all tissues. The ratio in a group of amino acids with glutamic acid
as metabolic precursor (y-aminobutyric (GABA), proline, arginine, citrulline and ornithine) changed
under different stress impact. The cold stress in rhizosphere caused GABA accumulation in the
needles and stem but not in the roots in the period of soil thawing. The moderate moisture deficit had
not an influence on GABA content, the flooding caused GABA accumulation only in new needles.
The maximal exceeding above control were marked for the sum of arginine and its metabolic
precursors citrulline and ornithine. The group of these compounds may be considered as stress
metabolites for scots pine, but specificity of depositing of these amino acids at water stress requires
additional proofs. Since the proline accumulation was showed in separate times in the different
tissues under all of investigated stressors impact, the specificity of proline as indicator of water stress
in scots pine tissues is debatable. The disturbance of donor-acceptor connections in experiment with
cooling resulted to the amino acid accumulation in stem inner bark, in experiment with drought — in
root inner bark.
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ORIGINAL ARTICLE
BJIUAHUE CTPECCOBBIX BO3JENCTBUI B PU3OCPEPE HA

COCTAB CBOBOJHBIX AMUHOKHNCJIOT B TKAHSIX COCHBI
OBBIKHOBEHHOM

Cynauxkosa H.E., Muntotuna 1.J1., Pomanosa JI.1.

HUnemumym neca um. B.H.Cykauesa CO PAH, 660036, Kpachospck, Axademeopooox
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Iocrynuna B penakuuio 16 oxtsa6ps 2007 r.

[IpoBeneHO cpaBHUTENBHOE HCCIENOBAHWE COACP)KaHHs CBOOOAHBIX AMHHOKHCIOT B XBOE U
nybe cTBONa M KOpHeW 8-13- merHero camoceBa Pinus sylvestris L. B llenrpampHoii Cubupu B
€CTECTBEHHBIX YCIOBHSAX H B ONBITE, UMHUTHPYIOIIEM BIUSHUE MIUTEIbHO-CE30HHONW WM BEYHOM
MEp3JI0Thl, MOYBEHHOW 3aCyXW M KOPHEBOH THIIOKCHH, COIYTCTBYIOIIEH 3a00JaYMBAHUIO, C LEIBIO
BBISIBIICHUSI QJalTUBHBIX W3MEHEHHWH COCTaBa ATHX METa0OIWTOB B YCIOBHSX cTpecca. Bce Buabl
CTPECCOBBIX BO3/IEHCTBHI U3MEHSAIOT 00IIee coAep kaHrne CBOOOIHBIX aMIHHOKHCIIOT B TKAHSIX Pa3IMIHBIX
MOP(QOIOTHYECKUX dYacTell JepeBa: OXJIaXICHHE KOPHEBOM CHCTEMBbI BBI3BIBACT JIETIOHMPOBAHUE
CBOOOJ/IHBIX aMHHOKHCJIOT B HAJ3€MHOW YacTH JIEpeBa, BOIHBIA JC(HHUIUT CTUMYIUPYET HAKOIUICHUE
aMUHOKHCIIOT B JIyOe KOpHEH, 3aTOIJICHWE CHIDKAeT YPOBEHb AMHHOKHCIOT BO BceX TKaHsaX. [lox
JEHCTBUEM PAa3IUUHBIX CTPECCOPOB U3MEHSETCS COOTHOLICHNE B TPYIIIE aMHHOKHUCIIOT, METa0OJIMYECKUM
MIPEIIIECTBEHHUKOM KOTOPBIX SIBIIIETCS TIIyTaMHHOBas kuciota (Yy-ammHomacisHas (I'AMK), nposnus,
apryHUH, LIUTPYJUIMH U OPHUTHH). XOJIONOBOH cTpecc B pusocdepe BbI3Bad HakorueHne [AMK B
MIEPUOJT OTTAUBAHU MOYBHI B XBOE U B CTBOJIC, HO HE B KOPHSIX. YMEPCHHBIN AC(PUIUT BIIard HE OKa3aj
BnusiHUS Ha ypoBeHb ['AMK, 3aromsenue Bwi3Basio HakoruieHue ['AMK numbs B Mosonoit xBoe.
MaxkcruManbHbIe TIPEBBIIICHUS HaJ KOHTPOJIEM OTMEYEHBI Ui CyMMbI apTMHUHA U €r0 METa0OJIMYeCKUX
MPEIICCTBEHHUKOB IIUTPYJUIMHA U OPHUTHHA. [ pynma 3TUX COEAMHECHUN MOXET paccMaTpUBATHCS KaK
CTPECCOBBIE METa0ONUTHI Ui COCHBI OOBIKHOBEHHOH, HO CIENU(QHYHOCTH JIETIOHHUPOBAHUS ITHUX
aMUHOKHCIIOT TIPH BOJIHOM CTpecce TpeOyeT TOTOIHUTEIbHBIX T0Ka3aTenbCTB. [10CKOMbKY aKKyMyJIISIIHs
MPOJIMHA OOHAPYXKUBACTCSI B OTACIbHBIC CPOKHM HAONMIOACHUN B Pa3HBIX TKaHSAX TOJ| BIUSHUEM BCEX
UCCIIElyeMBIX CTPECCOPOB, CIEIM(PUIHOCTD MPOJIMHA KaK WHAWKATOPa BOJHOTO CTPecCa B TKAHAX COCHBI
O0OBIKHOBEHHOM criopHa. HapyIrieHrne TOHOPHO-aKIIEITOPHBIX CBSA3EH B OIBITE C OXJIAXKIACHUEM MPUBOIUT
K HaKOTJIEHUIO aMHHOKHUCIIOT B JTyOe CTBOJA, TIPH 3aCyXe - B JIyOe KOpHEH.

Key words: 3acyxa/ 3amorineHue/ oxnaxoeHue/ c0600HbIE aMUHOKUC/IOMbI/ COCHa 0ObIKHOBEHHas!.

B ecrecTBeHHBIX YCJIOBUAX  IPOU3pACTAHUA
npoueccol pocCta B BBICOTY W IO JUAMETPY

ore. I/I3yquI/Ie peakuun APEBCCHBIX paCTeHI/Iﬁ Ha
CTPECCOBLIC CUTyallun B KOHTPOJUPYEMbBIX

JIPEBECHBIX PACTCHUIA, OINPENCIIAIONINE YPOBEHb HX
HPOJYKTUBHOCTH, JIMMHTHUPYIOTCS SKOJOTMYECKUMU
(akTopamu, MOPOroBbIe 3HAYCHHUSI KOTOPBIX CO3JAI0T
CTPECCOBBIC CUTYaI[MH, HETATUBHO BIIMSIOIINE HA OTH
nporieccel.  Jlnms  Cubupm  Hamboliee akTyaiabHO
JICACTBUE XOJIOJOBOTO, THIIOKCUYECKOTO M BOJHOIO
CTPECCOB, MOCTOSIHHO IEHCTBYIOIIUX HA J[PEBECHBIC
pacTeHuss B CEBEPHBIX MIMPOTAaX, 3a00JIO0YCHHBIX
MECTOOOMTaHUSIX WM B 3aCyIUIMBBIX PErMOHaX Ha

YCJIOBUAX OCJIOKHACTCA UX KPYIHBIMU I‘a6apI/ITaMI/I.
MonenbHbIe OIIBITBI, IPOBOJANMBIC B KOHTCﬁHCpHBIX
KyJbTypax ¢ cCe€idHOaMu, HC BCErga aAaCKBaTHO
OTpaXarT ycCioBus, CKJIaAbIBAOIITNECCS B
€CTCCTBCHHBIX OIPEBOCTOMAX.

Kak Obl10 HaMM ITOKa3aHO paHee, CTPECCOBLIC
BOSHGﬁCTBI/Iﬂ CYIIECTBEHHO BJIMAKOT Ha
MOp(l)OHOFI/I‘leCKI/Ie XapaKTCpUCTUKHN JACPCBLCB,
HU3MCHSA pasMephbl H06€FOB, XBOH, HIUpUHYy
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TOJMYHOTO  KOJbLA  JIPEBECHHBI U pa3Mepsl
cocTaBgonmMX ero snemenToB (CymadkoBa W 1p.,
2005). Mopdonorunueckum M3MEHEHUSM
COMyTCTBYET (WM TpenBapseT  TOCIEIHUE)
(dhopmupoBanue CTPECCOBOTO MeTabonu3ma,
OOHAPY)KUBACMOTO MO W3MCHCHUIO KOHIICHTpAIMU
OOBIYHBIX WU TMOSBJICHHIO HOBBIX MeTabonmuToB. K
CTPECCOBBIM METa0oIUTaM HapSTY c
HU3KOMOJICKYJIIPHBIMHU YTJIICBOAAMHU M TOJHAMUHAMHU
OTHOCSATCS AaMHHOKHCIIOTBI, (YHKIIMH  KOTOPBIX
COCTOSIT B 3allUTe TPEeXMEpHOH KoH(popMaImu
OCITKOB W CTPYKTYpHl OnomMeMOpaH, ONTUMHU3ALUU
BHYTPHKJIETOYHOTO 3HaueHus pH, ocymecTBieHnn
ocmoperymsauuu (Schlee, 1986). Illupoko u3BecTHa

CITOCOOHOCTH OTHEIbHBIX aMUHOKMCJIOT
HaKalJIMBaTbCS B TKaHSAX pPACTEHUH B OTBET Ha
crtpeccoBble  BozneictBusi  (bpurtukos, 1975,

[leBsikoBa, 1983), uTo MOOYmMIIO HCCIeAOBaTeCH
MIBITATHCS MCTIOJIB30BATh ATH COCANHEHUS B KaUECTBE
HWH]JIMKaTOPOB CTPECCOBOI'O COCTOAHMS pacTeHui. Jlo
CHX TIOp OCTaeTcsi IUCKYCCHOHHBIM BOIPOC O
cnenuUIHOCTH W3MEHEHUH B COCTaBE CBOOOHBIX
aMUHOKHCJIIOT B OTBET HAa OIPEICICHHBIN THII
CTPECCOBBIX BO3ICHCTBUH, YTO W ONpPEHCNSACT HX
WH/IUKATOPHBIC BO3MOXKHOCTH.

KonkperHas 3amava Hamield paboThl cocTosuia B
[IPOBEJICHUU HATYPHBIX OINBITOB B E€CTECTBEHHBIX
MOJIOZHSIKAX COCHBI OOBIKHOBEHHOHW, MMHUTHPYIOITUX
BIIMSTHHAC JUTATEIIbHO-CE30HHOMN WA BEYHOM
MEp3JIOThI, TOYBEHHOM 3aCyXu H  KOPHEBOU
THUIIOKCHH, COIyTCTBYIOIIEH 3a00lauyuBaHuIoO, C
LIEJIbI0 BBISBJICHUS Al TUBHBIX MU3MEHEHUW COCTaBa
CBOOOHBIX AMHUHOKHUCJIOT.

MATEPHAJIBI 1 METO/bI

OOBEKTOM HWCCIenoBaHusa ObUT  8-13-meTHHI
caMOCeB COCHBI 0ObIKHOBeHHOU (Pinus sylvestris L.)
B IlenrpanpHoit Cubupu (EMenbsHOBCKHI paiioH
KpacHosipckoro Kkpas) B COCHIKE OpyCHHYHO-
Pa3HOTPABHOM Ha JIEPHOBO-TIOA30JHMCTON IOYBE B
MOJ[30HE FOXKHOW TaliTh B €CTECTBEHHBIX YCIIOBHSIX.
Bbutn TIpOBENICHBI OMBITHI C OXJIAXKICHHEM KOPHEBOU
CHUCTEMBI, UCKYCCTBCHHOM 3aCyX0ii U 3aTOIUICHHEM. B
OMBITE C OXJAKICHHEM KOPHEBOM  CHCTEMBI
OTTaMBaHME MOYBHI OBUIO 3aJEp’KaHO Ha JIBa MecsIa
IyTeM COXpaHEHHS CHEXKHOTO TOKpOBAa IO
TEIUIOM3O0JSIIMOHHEIM ~ cJloeM. B akcmepuMente,
HMUTHPYIOIIEM  IIOYBEHHYIO  3aCyXy, OIBITHBIN
YYaCTOK H30JHMPOBAIM OT MOCTYIUICHUS OCAIKOB U
BHYTPHUIIOYBEHHOIO CTOKA. [ MIIOKCUYECKUH cTpecc
HMUTHPOBAIM  MyTEeM  3aTOIUICHUS  E€MKOCTHU
miomaneo 30 M M3 THUAPOM3OIAMOHHOTO
MaTepuaja C 3apaHee TIepecakeHHBIM B Hee
CaMOCEBOM  COCHBI, B KOHTPOJBHOW €MKOCTH
BIIQYKHOCTH TIOJIJICPIKUBAJIH OJTM3KOH K €CTECTBEHHOM.
KonuuecTBo epeBheB Ha KAXKIOM U3 KOHTPOJIBHBIX U
OIIBITHBIX Y4acTKOB Obi1o He MeHee 50. B Teuenne
BErCTAI[HOHHOTO MEPUOJa B OIBITE C OXJIAXKICHUEM

o0pa3ubl Opamu 5 pa3, B ONBITaX C 3aCyXod U
3aTomuieHneM 1o 3 pa3a. B Kaxmelid Ccpok ¢
KOHTPOJBHBIX W OMBITHBIX YYaCTKOB OTOHMpPAIH MO 5
nepeBbeB, a B mocienHuit cpok - 10. C kaxmoro
JiepeBa coOMpany XBOIO TEKYIIEro M MPOILIOTo roja
C TpeX BEPXHUX MYTOBOK, BhIpe3anu 00pasibl Jiyda
CTBOJIOBOM 4YacTW M CKEJETHhIX KopHel. U3
MOJYYCHHOTO MaTepualla COCTABISUIA  CPEIHHMN
oOpasel, U3MeNbYall W KCIOJIb30BAIH B aHAIH3C.
Jus  ompenmemeHuss  CBOOOIAHBIX ~ AMHHOKHCIIOT
HaBECKH TKaHHM dSKcTparupoBasn 80%  ATaHOJIOM,
SKCTPaKT BBIIAPHBAIH, pacTBOpsUIM B BOIE,
pacTBOpUMBIE  OENKH OCa¥aamu XJIopohopMoM,
OYUINCHHBIN JKCTPAKT OCBOOOXKIANU OT YIJICBOJIOB
Ha KOIOHKE ¢ KathmoHutoM KVY-2, »smroar
KOHIICHTPUPOBAIA W MPOBOAWIM OMNpEICICHUE Ha
aMUHOKHUCIIOTHOM aHanu3aTope AAA-339.
Copneprxanre aMHHOKHCIIOT PAaCCUNTHIBAIA B MT Ha T
abCOJTIOTHO CYXOTO BEIIECTBA TKAHM.

PE3YJIBTATBI U OBCYXXJIEHUE

B JKCIEPUMCHTE c OXJTaXKICHUEM
MOJIOXKHUTENIBHAS TemIeparypa Ha Tiayomne 20 cMm
Obuta 3adukcupoBaHa 15 wrons, T.e. Ipouecc
OTTaWBaHUS TMOYBHI OBUT 3a/iep)kKaH Ha 2,5 Mecsa,
BeieacTBHE 4ero morn6iio okomo 30 % ONBITHBIX
JIepeBbEB, TEMIIEpaTypa IOYBHI IIOCIEC OTTAUBAHHUS
MOCTEIIEHHO YBEIMYWBaIach, HO He TpeBbicwiia 8°C
JI0 KOHIIA BETCTallii, B KOHTPOJIC MaKCHMaJbHas
TeMmIeparypa MouBbl B aBrycte gocruranga 17° C. B
3aCyIIHUKE B CpPEJAHEM 32 CE30H BIAXHOCTB
KOPHEOOMTAaEeMOro CIIosi TIOYBHI OblIa HIbKe HA 35%,
Ha 3aTOIUICHHOM YydYacTke - Bbile Ha 45% 10
CPaBHEHHIO C KOHTPOJIEM, YTO TPEBBIIIAIO TOIHYIO
BJIArOEMKOCTh (puc.1).

Bce Buabl cTpeccoBbIX BO3/IEHCTBHI OTPA3UINCh
Ha ypOBHE CBOOOJHBIX aMHHOKHCIIOT B Pa3THYHBIX

Mopdonorungeckux CTPYKTYpax JepeBa.
HanGompmmic 3¢ ekt  BhI3BAJIO  OXJITAKIACHHE
KOPHEBOM CUCTEMBL. Cymma CBOOOTHBIX

AMHUHOKHCIIOT B XBOE JICPEBBEB IIEPEIl OTTAMBAHUEM
MOYBBl YBENIWYWIACh B 7 pa3, B iybe ctBoma - B 3
pasa, B KOpHSAX yMEHbIIMIack B 2 pasa. Ilo mepe
MOBBILICHHUS TEMIIEPATyPhl TOYBbI ITMK AMHHOKHCIIOT
nepeMeIaeTcss M3 XBOM B CTBONI M K OCEHHU
MpeBBIIaeT KOHTpOIb Jmmib B 1,3- 1,8 pasa (puc.2,
A). 3acyxa BbI3Bajla CYNIECTBEHHOE IOBBIIICHHE
COJICpXKAaHUS AaMUHOKUCIOT B KOPHSAX, K KOHILY
BEreTallii OTMEYCHO MPEBBIIICHUE HAJl KOHTPOJIEM B
XBOC TEKyIIer0 Toja © Jy0e CTBOJNA, B XBOE
MPOIIIIOTrO T0Jia B TCUCHHE BCEH BEreTalud ypOBEHb
CBOOO/IHBIX AMUHOKHUCIIOT HHXKE KOHTPOIBHOTO (pHC.
2, b). 3arorieHne mNpuBENO K CYIIECTBEHHOMY
CHIKCHHIO COJIep)KaHHs aMHHOKHCIOT BO BCeX
TKaHSIX B TEUYEHHE BCEro IMepuoia HaOIIOICHHUN 3a
UCKJIFOUCHHEM OJTHOTO CpOKa B JyOe cTBona (puc. 2,
B).
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Puc.1. BraxxHOCTh TOYBHI B OTBITE ¢ AehunuToM Biiard (A) u 3aroruiernem (b), %. 1 — rmybuna 10
CM OIIBIT, 2 — riryouHa 30 cM ombIT, 3 — rayouHa 10 cM KOHTPOIIb, 4 — T1youHa 30 CM KOHTPOJIb.

[IpumegaTensHO, dYTO B COCTaBe CBOOOIHBIX
AMHHOKHUCIIOT JIOJIi HEIMPOTEHHOTEHHBIX COCTABIIET OT
25 nmo 54%, w™akcuMaldbHOE COACpNKAHHE OITUX
coeMHEeHNH 00HapyKeHO B TyOe CTBOJIA, MHHUMAIIEHOE
- B XBOE TeKywero roja. XoJOJAOBOI cTpecc B
CpPaBHCHHHM C BOJHBIM W THUIOKCHUYCCKHM OTIMYACTCS
CYIICCTBEHHBIMH  W3MEHEHHMSMH B  COOTHOIICHHHU
AMHMHOKHCJIOT, CBSI3aHHBIX CBOUM HPOUCXOXJICHHEM C
TIIyTaMHUHOBOH KucnoTor (y-ammHOMacisHas (["AMK),
TIPOJIHH, apTUHAH u ero MeTabomnaeckne
MIPEIIIECTBCHHUKN IUTPYJUTNH B OpHUTHH) (puc.3,.A). B
Tepuo]; NpeObIBaHUsI KOPHEBON CUCTEMBI B 3amep3lneit
nouse npu  Temmeparype —3--4°C  oTmedaercs
MUHHMAJbHBI YPOBEHb 3THUX COCAWHCHHNA B XBOE, B
cymme He mnpesbimarommii 35%. Ilepen orrauBanuem

TOYBBI JIONISL STOH TPYNIBI B COCTaBe CBOOOIHBIX
AMHUHOKHCIIOT B XBO€ cocTaBiisieT 73%, B TOM YHCIIE
cBeIIe 65% TPUXOAWTCS HA ApTHHUH, TUTPYIUIUH H
opuutuH, cogepxxanme ['AMK wu rioyramata -
MUHHMAJBbHO. B KOPHSAX B 3TOT K€ MEPUOJ CEMEICTBO
TIyTAMUHOBOM KHUCJIOTBHI Takke cocraBisieT 73% ot
CyMMBI, HO Ha JIOJIO aprUHMHA W  €ro
MPEALIECTBEHHUKOB ITpuxoautcs 5,5%, a nons TAMK
mocturaer 64%. Jlo oOTTraMBaHWS IIOYBBI B XBOE
HaOmIOmaeTcsl aKKyMyJLIIHUA — Ol-aMHHOAIUITHHOBOM
kuciotel. Ilociie oTTamBaHMs TIOYBEI B XBOE
TIOBBIMIAETCS COJEPIKAaHUE aCTIAparMHOBOM KHCIOTHI U
MPOJYKTa €€ JeKapOOKCHIMPOBaHHs [-alaHWHA, U
CHW)KAETCS  KOHIICHTpAalHs  Ol-aMHHOAIUITHHOBOM
KHCJIOTEL.
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Puc. 2. Biusaue oxinaxaeHus (A), neduiira Biaard

(b) u 3aTomnenus (B) Ha conepkanue

CBOOOJHBIX aMUHOKHCIIOT B TKAHSIX COCHBI OOBIKHOBEHHOM, % K KOHTPOJIIO. 1- XBOSI TEKYILETO roAa,
2 — XBOsI IPOLIIOTO T0Aa, 3 — my0 cTBOMNA, 4 — TyO KOpHEA.
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Puc. 3. CoctaB cBOOOTHBIX aMUHOKHCIOT B TKaHAX XBoW (1) kKopHeW (2) COCHBI OOBIKHOBEHHOW TION

BIUsHEEM oxJaxaeHus (A), 3acyxu (b) u 3aTorenus (B) puzocdepsi.
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Puc. 4. J/Ilunamuka cofepkaHus acriapariHOBOW KucioThl (1), cepuna (2), ananuna (3), TIyTaMHHOBOM
kucnotel  (4), T'AMK (5), mnpommna (6) u apruEMHa C €ro MeTaOOINYeCKUMH
npenmecTseHHuKaMu (7) mon BausHUeM oxnaxaeHus (A), 3acyxu (b) m 3aromnenus (B) B
pusocdepe, % K KOHTPONIO. 1- XBOSI TEKYIIETo ToAa, 2 — XBOS MPOILIOro roja, 3 — y0d cTBoia,
4 — 1y0 KOpHEH.
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IMox BnusHUEM neduimra Biaru B puszochepe B
TEUCHHE BEreTalUH B TPOIUIOTOAHEH XBOE
YBEJIIMYMBACTCS JOJIA TIIYyTAMHHOBOM KHCIIOTHI H
cHWXkaetcs aoist apruHuHa, AMK u mponwHa, B
KOPHSIX, HEIOCPEICTBEHHO SBIIIOMINXCS MHIICHBIO
JIEUCTBUSL  BOJHOTO CTpecca, dTa 3aKOHOMEPHOCTh
coxpansierca s apruauHa, AMK u mponuHa, a
colepKaHMe TIYTaMHHOBOM  KHCJIOTBHI ~ CHayaia
BO3pacTaer, Kak M B XBO€, HO K OCEHH PE3KO
camxaercs (puc.3, b). B Bapumante omnbita C
3aTOIJICHHEM B TEUCHHE BCETO OITBITA KaK B XBOE, TaK
u B KopHsix npeobdnagaer [AMK (puc. 3, B).

CpaBHeHne CoJepKaHUSA AMHUHOKHCIIOT,
npeoOaaalouX B COCTaBE TKAaHEH  OMBITHBIX
pacTeHuil, ¢ KOHTPOJbHBIMH, I[OKA3bIBAET, YTO
HAMOOIIbIIIHE U3MEHEHUSI TPU  OXJAKICHUH
HaOroarTesl B JyOe CTBOJA, TNIC NPEBBIMICHUC HAJl
KOHTpPOJIEM  TIOCJ€  OTTaWBaHWUS  IOYBHI  JUIA
acraparuHOBOW  KHUCJIOTBI  JIOCTHTaeT S-KpaTHOM
BenuunHbl, 111 [AMK u amanwHa - 6-KpaTHOH,

DIYTAMUHOBOH  KUCJIOTBI-  10-KpaTHOM, a s
nponuHa  46-kpatHoit  (puc.4, A). Ilepen
OTTaMBaHMEM IIOYBBI OTMeYeHO 60 - KpaTHOe
BO3pacTaHue JIOJTH apruHuHa i ero

MpeaIIeCTBCHHUKOB.  OpHUTHH, IMTPYJUIMH H
apruHUH OOBEIMHEHBI B OHY TPYIIY, MOCKOJIBKY
CBSI3aHBI B3aMMOIIPEBPALICHUSAMH B OPHUTHHOBOM
ukiie B pacternsax (Micallef, Shelp 1989).

B omeite ¢ pmedumuromM Biarm conxepiKaHHe
CBOOOIHBIX aMUHOKHUCIIOT TIOIBEPKEHO HAHOOIbIINM
U3MEHEHHsIM B  JIyOe KOpHEH, TJe YCTaHOBIICHO
YBEJIMYEHUE COJEPXKAHHS NPOJIMHA U TIIyTAMUHOBOW
KHCJIOTHl B 2 pa3a, aclmaparuHOBOM KUCIOTHI B 3,5
paza, cepmHa - B 6 pa3 ®W apruHUHA C
npeanmiecTBeHHUKaMu B 7,5 paza. B aBrycre
OTMEUEHO TaKkke Ooyiee yeM 8-KpaTHOE BO3pacTaHHE
IposvHa B Jy0e CTBOJIA M aJJaHWHA B MOJIOJION XBOE
(puc.4, b).

3aToIuIeHne BBI3BAIO TOBBIIICHUE COACPKAHMS
npoJauHa B 7 pa3 B JyOe KOpHEH W INIyTaMHUHOBOW
KHCIIOTHI B cTBOJe B 3,7 paza (puc.4, B). Husa
acraparuHOBOM KHCJIOTBI, ajJlaHMHa M aprMHUHA 3TO
[pEBBIIEHUE MO  OTHOIIEHHI0O K  KOHTPOJIO
coctaBisiio He Oonee 20-50 %. Ilockombky oOriee
cojiep)kKaHre aMHUHOKHCIIOT B OTBITE C 3aTOIUICHUEM
3HAYUTENBHO HIDKE KOHTpoJs (puc. 2, B), maxe
Takoe MIPEBBIIICHAUE ciemyer CUYHUTAThH
CYILIECTBEHHBIM.

OBCYXJIEHHUE

Kax moxazanu pe3ynbTaTsl HCCIEIOBAaHUS, BCE
BU/IBI CTPECCOBBIX BO3JCHUCTBHMI W3MEHSIOT oluiee
COJICp)KaHWE CBOOOJIHBIX AMHHOKHCIOT B TKaHSIX
pasiMuHBIX  MOpPQOJIOTHYECKMX 4YacTeld JiepeBa:
OXJIAXKICHHE  KOPHEBOM  CHCTEMBI  BBI3BIBACT
JICTIOHNPOBAHUE  CBOOOJHBIX  AMHHOKHCIOT B
HaJ3€MHOW 4YacTH JiepeBa, BOMHBIA  JAeQUIHAT
CTUMYJIMPYET HAKOIUICHHE aMHHOKHCIOT B Iy0Oe
KOpHEH, 3aTOIUICHHE CHUXKAeT YPOBEHb aMUHOKHUCIIOT
BO BCE€X TKaHAX. J[0JI1 HEMPOTEUHOT€HHBIX B COCTaBE
CBOOOIHBIX aMHUHOKHCIJIOT B 3aBUCHMOCTH OT THHA U
HMHTEHCUBHOCTH CTPECCOBOTO BO3ACUCTBUS

BappupyeT oT 25 po 54%. MakcumanbHOe
COZICp)KaHWE  HEIPOTCHHOTCHHBIX  AMHHOKHUCIIOT
oOHapyXeHO B JIyOe CTBOJIOB BO BCEX BapHaHTax
OTIBITA.

3HaunTenbHAsS 4acTh myJia CBOOOIHBIX
AMHHOKHCIIOT B TKaHAX COCHBI IIpPEACTaBJICHA

prHHOﬁ AMHWHOKMHCIJIOT, BKJ'IIO'-IaIOIIIeﬁ
TJIyTaMUHOBYIO KUCJIOTY H COCIMHCHMUA, JJIsA
KOTOPBIX OHa CIIYKUT METa00IMYECKUM

npefmecTseHHukoM: riyramud, ['AMK, mnponus,
OPHHTHH, LUTPYJUIMH, apruHUH. [JIyTaMuH B 3TOM
psny MPEACTABICH OYCHBb HU3KAMHA
KOHLIEHTpauusMu. M3 3Toil rpynmel B KauecTBe
CTPECCOBBIX  METa0OJMMTOB  Hamboyiee  IUPOKO
obcyxnatorcst pynkuun TAMK u nposnmna.

I'AMK - HenpoTeMHOTeHHas AaMUHOKHCIIOTA,
MOCTOSIHHO OOHAapyXuMBaeMasi B TKaHIX PACTCHHUH,
UHOT A B KOHIICHTPAITHSIX 3HAYHUTEIIEHO
MPEBBIMIAOIIAX KOHUEHTpAaLUU CBOOOIHBIX
MPOTEWHOTCHHBIX aMHWHOKHCIIOT. Heomnokpatao
oTMmeuanoch Hakomieane ['AMK B pacteHusx B
OTBET Ha pa3IUYHBIE CTPECCOBBIC BO3ICHCTBUS:
THIIOKCHIO, JeunmUT BOABI M MHHEPAIHHOTO
MUTAHUS,  PAJMAIMI0,  XOJOJ,  MCXaHUYCCKUE
noBpexaenus (Satya Narayan, Nair, 1990; Bown,
Shelp, 1997; WU3amaiinos, 1986; Wallace et al., 1984).
[peanonaraercst ¢ynknus AMK B pactenHusx B
KadecTBE CHUTHAJIBFHONW MOJIEKYJBI IO aHAJIOTHH C ee
¢yakuusamMu B opranmsMme >kuBOTHBIX (Kinnersley,
Lin, 2000). OcHoBHoli ncrounuk cuHresa [AMK B
pacTeHHuH - TiyTaMuHoBas kuciora. Cuate3 TAMK
U3  I[iIyTaMata  CTHUMYJIUPYETCS  YBEIHMYCHHEM
xoHUeHTparuun H' B nurosone mmu yposHs Ca’,
KOTOpBIE YBEIUYHBAIOT AKTUBHOCTb
riayramaTaekapOokcunassl. Beixog Ca® B 1uT030176
NPOMCXOOUT TIO KaHajaM, JIOKAJTM30BAaHHBIM B
MeMOpaHax IUIa3Mbl WM B TOHOIUIacTe. OTKpBITHE
STHX KaHAJOB IPOWCXOAWT B OTBET HA XOJIOJOBOH
IIOK WJIM MEXaHW9IecKylo cTuMyisuio (Bown, Shelp,
1997; Shelp et al., 1999). XonomoBoii ctpecc B
pusocdhepe B HAIIEM OIBITC BBI3BAT HAKOIUICHHE
T'AMK mnepen oTrauBaHueM IMOYBBI U IOCJE HETO B
XBO€ M B CTBOJIE, HO HE B KOpHIX. YMEpPEHHBII
IeUIUT BIard, JOCTHUTHYTHIH B HAIllEM OIIBITE, HE
okazan BinusiHusS Ha ypoBeHb AMK, xots y apyrux
BHUJIOB (ThIKBa) oTMeudaercs HakorieHne 'AMK npu
3acyxe (Oda et al.,, 1990). Kmaccuueckuii mpumep
CTPECCOBOM peakUuMu Ha TUIMOKCUI0 U AHOKCHIO -
Hakorienue ['AMK  (Streeter, Tompson, 1972;
Aurisano et al., 1995). B mnamem ombiTe C
3aTOIUICHHEM pPH30CPEPbl COCHBI OOBIKHOBCHHOM
cogepxanne '’AMK B M0J10/1011 XBOE€ YBEIUYUIIOCH B
2 pa3a 1o CpaBHEHHIO C KOHTPOJIEM JWIIb B ITEPBHIi
CPOK C TOCTEIYIOIUM CYIIECTBCHHBIM CHIDKECHHEM.
OTO SABISETCS CIEICTBHEM CHIDKEHHS OOIIETO
KOJIMYECTBA CBOOOTHBIX AMHUHOKHCIIOT.
HeiictBuTensHo, coaepxxanne 'AMK noutu Bo Bcex
TKaHSAX HU)KE KOHTPOJS MO aOCONIOTHOW BEIHYMHE.
Ho ecnu Bbrumcnuts gomo 'AMK B % or cymmsl
CBOOOJTHBIX AMHUHOKHCJIOT B OIBITE M KOHTPOJIE, TO
CTaHOBUTCS Oo4eBUAHBIM, 4TO noiit [AMK B ombiTe
WIA HaXOAWTCSI Ha YpOBHE KOHTPOINS, WU
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MPEBBIIACT €ro, 0COOCHHO B MOJIONOHW XxBoe. Takum Tekyumero rojga. W3 Bcex BHUIOB CTPECCOBBIX
obpazoMm, 4-MecSYHOE  3aTOIUIEHHE  KOPHEBOM BO3JEUCTBUI MakcuMmanbHOe HakomiueHune I[I'AMK
CUCTEMBl HE BBI3BAJIO CYILIECTBEHHOI'O HAKOIUICHUS OOHapyXHBaeTCs TPH  OXJAXKICHHH  KOPHEBOH
TAMK B TKaHAX COCHBI, 3a HCKJIIOYEHHEM XBOH CHUCTEMBI.
A b o B
o, ) o

65 2 65 65

55 55 55

45 | . 45 f 45 . f

19.05.03 19.07.03 19.09.03 21.06.04 06.08.04 21.09.04 20.06.05 05.08.05 20.09.05

JaTa —&—onbiT —l—KOHTPOMb

Puc.5 JlunaMyka BIIaKHOCTH XBOH MPOIILIOTO Toa B YCIOBHUAX oxJaxacHus (A), 3acyxu (b) u
3aroruieHus (B) puzochepbl COCHBI 00BIKHOBEHHOM, % K a0C. CYyXOMY BEIIECCTBY TKAHU

Jonroe Bpemsi OOINICTIPH3HAHHBIM CYHTAIIOCH
cnenr(uIeckoe HAKOIUICHHE IMPONMHA B TKAHAX
pacTeHHd B OTBET Ha 3acyXy W 3acojieHue (Stewart,
Larcher, 1980; bpurukos, 1975; CynaukoBa u np.,
1997; Raymond, Smirnoff, 2002), HO mocTeneHHO
HAKOIWIKACH JI0Ka3aTeIbCTRA AKKYMYJISILIAA
CcBOOOJTHOTO MpPOJIMHA MPH X0J070BOM cTpecce (Chu
et al., 1974, Gates et al., 1971), a Takke npu Jpyrux
Bunax crpecca (bapaxrenosa, 1991). Ilo3xe Obuia
MOATBEpP)KIICHA 3aIIWTHAs POJb MPOJIMHA TpH
xoyonoBoM ctpecce (Gleeson et al., 2004),

B Hamem omnbiTe € OXJaXICHHMEM KOPHEBOM
CHUCTEMBI KOHIICHTpAIIHs MPOJMHA B XBO€ B MOMEHT
HauOoOMNbIIEH  MPOJOJDKUTEIBHOCTH  XOJIOOBOTO
BO3JCHCTBUSI (nmepen OTTauBaHUEM IIOYBBI)
MpeBbllIala KOHUEHTPAUUI0O B KOHTpoOJe B 2 pasza.
Cyast mo BIQXHOCTH XBOH, B 3TOT MEPHOJ] OIMBITHBIE
pACTEHUS MCIBITBIBATIM BOAHBIN AeuuuT (puc. 5, A)

CylIecTBEHHOE CHIKEHHE BIIAYKHOCTH XBOH
OTMEYCHO TaK)K€ B OMBITE C 3aTOIJICHUEM B KOHIIC
Beretaruu  (puc.5, B). Ilpm 3TOM conepkanue
MPOJMHA B XBOE OBUIO 3HAYMUTEIHHO HUXKE, YeM B
KOHTpOJIe, B KOPHSX JK€ TIPEBHINICHHE HAJ
KOHTPOJIEM B TEUYEHHE OINbITa H3MEHSJIOCh C 7-
KpaTHOM 1O 2-KpaTHOW BeauuuHbl. OYEBUAHO, UTO
THUIIOKCHUYCCKUI U XOJIOJIOBOM CTpecCHl B pu3ochepe
COIIPOBOKAAIOTCS BOIHBIM Je(QUIIMTOM B XBOC, U B
OTIBITE C UMUTAIMEH 3aCyXH BIIQYKHOCTh XBOW ObLIa
BBIIIC, Y€M B OIBITE C OXJIAKICHHEM JI0 OTTaUBaHUS
TOYBHI, YTO CBUICTEILCTBYET 00 YMEPEHHOM BOJTHOM
nedurmTe B 9TOM Bapuante (puc. 5, b).

B  ycioBusAx TOYBEHHOW 3acyXu OOHApyKEHO
MOBBIIIEHUE KOHUEHTPALUUU TMPOJUHA B KOPHIX
spkanunTa (Shvaleva et al., 2005), enu yepHoH, enu
roay0oit u cocusl bankca (Cyr et al., 1990), cocHbl
o6bikHOBeHHOMW (CynaukoBa u ap., 1990). Ho Bo Bcex
YKa3aHHBIX  ClydasX  HapsAay ¢  [POJUHOM

HaKaIlIMBAarOTCA U APYrue aMHUHOKHUCIIOTHI. B CII0M,
OTHOCUTCIIBHO IIPOJIMHA KaK HWHIWKATOpa BOIHOTO

cTpecca 'y  JPEBECHBIX  pAacTeHWA  JTaHHBIC
TIPOTHUBOPEUHBHI, B OIHUX  OJKCIIEPUMEHTAX
(uKcupyeTcss TOBBIICHHOE  COACP)KAaHHE  ITOH

AMHMHOKHUCIIOTHI, B IPyTHX OTMEYaeTcs mpeodiiaianue
aprunuHa (Cynadkosa u ap., 1997).

B Hamem OIBITE  COJIEp)KAaHHE MPOJIMHA
YBEJIMYMBAIOCH TPH 3acCyXe B KOpDHIX B HIOJNE W
aBryCTE BBOE M0 CPaBHEHHMIO C KOHTpoJseM (puc. 4,
b 6). Takoii e ypOBeHb TNPEBBINICHUS HAJ
KOHTpOJIeM OblT 3adUKCHPOBAH I TIIyTAMHHOBOM
KHUCIIOTHI B aBT'yCT€ M CEHTS0pe, OTMEUeHO OoJiee YeM
TPEXKpaTHOE YBEJIMYECHUE KOHIICHTP AL
acraparnHOBOW KHCIIOTBI B HIOJNE W CEHTIOpe, HO
MaKCHUMaJIbHbIC 3HAYCHUs MPEBBINICHUS B Uroyie (B 7
pa3) u asrycre (B 3 pasa) OOHapyXHBaIOTCS I
TPYIIbl AMAHOKHCIIOT, B KOTOPYIO BXOJST aprUHUH U
€ro MeTabOIMYECKUE MPEANICCTBEHHIKN HUTPYIUTHH
¥ OPHHUTHH.

Kak Obuto MmokazaHo Ha Pa3IMYHBIX OOBEKTAX:
CESIHIIAX  COCHBI  OOBIKHOBEHHOW B  yCIOBHSAX
ecrectBeHHOH 3acyxu (CymaukoBa u np., 1996) u B
CYCIIEH3UOHHOM KYJNbType CIaJKoro Kaprodes,
MOJIBEPrHyTON ocMoTHdeckomy ctpeccy (Wang et al.,
1999), xoHLEHTpalMsl IPOJNIMHA B TKAHU WM KIETKE,
HECMOTpSl HA MHOTOKpPATHOE YBEJIIMYEHUE, HACTOIBKO
HU3Ka, 91O HE MOJKET BBITIOJTHATD
ocMmoperymmpyromyo ¢pyHknuio. He uckmodeHo, 4to
WHTEHCUBHOCTh AKKyMYJISILIMS alaHWHA, IIPOJIMHA,
OKCUIIPONVMHA W TIHIMHA TPH BOJHOM aeduimre
MOXET U3MEHSATbCA BCIEICTBHE HCIIOJb30BaHUSA
STHUX AaMUHOKHCIOT HA CHUHTE3 COOTBETCTBYIOLIUX
0eTanHOB, M3BECTHBIX CBOMMH OCMOPETYJIUPYIOLIUMHU
cBoiictBamu (Hanson et al., 1994).

OcoOblii  MHTEpeC  MpeACTaBiseT  Ipymma
AMUHOKHCIIOT, (DYHKIMOHHUPYIOIINX B OPHUTHHOBOM
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LUUKJIC: AapruHUH, OPHUTHH ¥ IUTPYJUIMH, JBE
TOCJIEIHIE HEMPOTEHHOTEHHBIC. DTH aMUHOKHUCIIOTHI
BBITIONHAIOT ~ (PYHKIUHW  aKKyMYJSIIIUM ~ aMHUHHOTO
a30Ta, OCBOOOXKIAIOIIETOCS TPU pacmajze OCENKOB B
CTPECCOBBIX YCIOBUSX, SBISIOTCS META0OIMUECKUMHU
MPEIICCTBCHHUKAMY TIOJIMAMHHOB, BBITIOJIHSFOIIUX
3alIUTHBIC (DYHKIMH TIPA BOJHOM JePUIMTE U
apyrux Bupax crpecca (Liu et al., 2007). B
HACTOsIEE  BpeMsi  OOCYXXIAaeTcs  CUTHAIbHAs
(YHKITUS CTPECCOBBIX aMHUHOKHCIOT B PACTCHHSX.
ApPTHHHH B  CTPECCOBBIX YCJIOBHUSAX  SIBIISETCS
ncrounnkoM NO, yyacTByIIero B Tiepenade
crpeccoBoro curHana (Durzan, 2002). Cnenyer
OTMETHUTh, YTO AapPTWHUH TMOTJIOMACTCS KOPHIMH
XBOWHBIX W CIYXHT He MeHee d((HEeKTUBHBIM
HCTOYHUKOM a3oTa, 4eM HEOPTraHMYCCKUE
coeuuennst (Ohlund, Nisholm, 2001).

Hakomienne apruHuHa B moOerax €M YepHOM
OTMEYECHO B OTBET Ha KpaTKOCPOYHBIA (8 dac)
xonmomoBoid  crpecc  (Odlum et al, 1993).
AKKyMyJISIIHS apTHHUHA TP 3acyxe 3aUKCHPOBaHA
B mo0erax  JIMCTBEHHWIIBI CUOMPCKONH W COCHBI
oObikHOBeHHOH (CymaukoBa u  nap., 1996). B
9KCHCPUMEHTE C  OYCHb  JKCCTKAM  BOIHBIM
Je(UIIUTOM B KOPHSX TUKOTO apOy3a, yCTOMYUBOIO K
3acyxe, OTMEYaloCh YBEIMYCHHE KOHICHTPAIUU
nutpysunHa B 40 pa3 u aprunuaa B 20 pas, ypoBeHb
IMpOoNMHA TPH 3TOM  OCTAaBAICS HEW3MEHHBIM
(Kawasaki et al., 2000). YBenuuenne KOHIICHTpAITUH
apruHrHa 3aQUKCHPOBAHO TakXKe Yy JISABCHIA
GosotHoro  moj neidictBueM 3acyxu (Diaz et al,
2005).

JnurensHoe npeObIBaHNE KOpHEH B 3amep3lueit
M CWIHLHO OXJIAXKICHHOM IOYBE BEI3BIBAcT B XBoe 60-
KpaTHOE IO CPaBHEHUIO C KOHTPOJIEM YBEIUYEHUE
KOHIIEHTPallMd apTHHUHA W €ro MeTa0OJUYEeCKUX
MPEANIECTBEHHUKOB  IMTPY/UIMHA W OPHUTHHA,
00OTameHHbIX a30TOM, 4YTO CBHJAETEILCTBYET 00
M30BITKE 3TOrO 3jeMeHTa. M30BITOK aMMHHOTI'O a30Ta
MOXET OBITh MPUYMHON PE3KOro BO3PACTAHUS
Cco/iepKaHUs HENPOTEMHOTCHHBIX aMUHOKHUCIOT O
aMHUHOAJMITMHOBON KUCIOTHI M [-ajlaHuHa, KOTOPHIE
B OOBIYHBIX YCJIOBUSIX SBJSIFOTCS MHHOPHBIMU
COCIMHEHUSIMHU B COCTaBe CBOOOTHBIX aMHUHOKHCIIOT.
VYBenuueHue KOHIIEHTPaIUN apTUHUHA
COTIPOBOXKIACTCSI CHIDKEHUEM JOJM TIyTaMHUHOBOM
kucinotel U TAMK.

Bonuenii nmeduuT, AOCTUTHYTHIH B  HAIIEM
OTIBITE, CYAS IO BIAXKHOCTH ITOYBHI, OBLT yMEPEHHBIM,
TeM HE MEHEE OH BbI3BaJl HAKOIUIEHHE aprMHHMHA B
nybe KopHeH m cTBONa. PaHee OBLIO TOKa3aHO, YTO
aKKyMYJSIIIMS apTUHMHA YBEJIMYMBACTCA IO Mepe
ycwienuss BopHoro nedumura (Sudachkova et al.,
2002).  3aroruieHWE WHHIMAPOBAIO HAKOIUICHHE
apruHuHa B MoJoaod xBoe. M3  ckazanHOro
OYEBHIHO, YTO APTHHUH M €ro MpPEeIIIECTBEHHUKH
MOTYT paccMaTpuBaThCA KaK CTpPECCOBBIC
MeTabonuthel. [lomydyeHHbIE HAMHM JaHHBIC IMOKA HE
MO3BOJISIOT YTBEPIKIATh, YTO aKKYMYJISIIHS apTUHHHA
npeAcTaBisier co0ol crnenuuyYeckyro peakiuio Ha
KaKOH-TO OINpeNeNeHHBbIN CTPEeCCOp, MOCKOIbKY 3TOT
mporecc 3aUKCHPOBAaH Ul OTHENBHBIX TKAaHEH BO

BCEX BapHaHTax  OIbITA. Ilog  meiicTBueM
OXJTaXICHUS WHTCHCHUBHOCTD AKKyMYJISIIAN
OKa3aJlaCh BBIIIE, YTO MOXXET OBITh CBSA3aHO WIIM C
¢uszmonorndecko  3acyxoi (M TOrma  3TO
JIOKA3aTeIbCTBO  CIENU(PUIHOCTH  pEeaknuud  Ha
BOJIHBIA JEPUIUT), WIKM C HAPYIICHHEM KOpHE-
JIUCTOBBIX cBsI3eid, COMPOBOXKIAIOIINMCS
HAKOIUICHHEM aMUHOKHUCIOT B HaJ3€MHOHN 4acTu U3-
3a pacnaja Oelika ¥ HapyIIeHUs TpaHcHopTa (Toraa
3TO - TPOSBIEHHE 3aIIUTHONH (QYHKIWH  TIO
yTHIM3anuyd W30BITKAa aMHHHOTO a30Ta). Hapymenue
JIOHOPHO-aKIETITOPHBIX ~ CBsI3¢i Hambojee YeTKO
MPOSIBIISIETCSI B OMBITE C OXJaxkaeHueMm. CpaBHUBas
JMUHAMUKY CBOOOJHBIX aMHUHOKHCIOT MpPHU Pa3HBIX
TUMAX CTpecca MOXKHO OTMETUTh, YTO OXJIAXKICHHE
NPUBOMUT K HAKOIUICHUIO aMHUHOKHCIOT B Jy0e
CTBOJIA, 3acyXa - B 1yOe KOpHEH.

Takum 00pa3oM, OYEBUAHO, UTO IO JCHCTBHEM
Pa3sIUYHBIX CTPECCOPOB MPOUCXOAAT HM3MEHEHHS
COOTHOIICHUH B rpymnmne aMHHOKHMCIIOT,
METa0OIMYECKUM  TIPEIIECTBEHHUKOM  KOTOPBIX
SBIIIETCS TIyTaMHHOBas Kuciora. [lo-Buammomy,
BCC YYACTHUKHU 3TOU TPYMIBI NOIU(YHKIIMOHAIBHBI,
Y B 3aBUCUMOCTHU OT THIIa U MHTEHCUBHOCTU CTpecca
OPOSIBIISIIOTCS.  T€ WM HWHBIC METa00JIMYecCKue,
3alIUTHBIE U CHUTHAJIbHBEIC CBOWMCTBA OTHCIIBHBIX
coenuHeHuil. IIOCKOJIBKY OHM CBsI3aHBl B E€AMHYIO
CHUCTEMY BO3MOXHOCTBIO B3aUMOTIPEBpAICHUH, TpH
N3ydeHIH CTPECCOBBIX peakiuit clemyeT
paccMaTpuBaTh =~ OWHAMHAKY  BCEX  COCIMHEHUH,
BXOJISIIIUX B ATy IPYyMIY.

Pabora BbImoSHEHAa NpPU MOJJIEPKKE TI'PAHTOB
PODOU 07-04-00199 u KKOH-PODU 07-04-96816
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