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KPATKOBPEMEHHOE OXJIAXAOEHUE MPOPOCTKOB
WU KOPHEN MNLWEHULbI BbI3bIBAET USBMEHEHUS
B YJIbTPACTPYKTYPE KJIETOK MESO®UJIJIA JIUCTA

0. B. BeHxuk, A. ®. Tutos, B. B. TanaHoBa

UHcTuTyT Grnosnorum Kapesnbckoro Hayd4Horo ueHTpa PAH, NeTpo3aBoack

B ycnoBusix KOHTpoONMpyemMol cpenpbl U3yyanu BAUSIHUE KPaTKOBPEMEHHOIO oxnaxnae-
HUs (2 °C, 10 MMHYT) NPOPOCTKOB NweHnubl (Triticum aestivum L.) nnn TonbKo 1X Kop-
HEBO CUCTEMBbI Ha XOJIOA0YCTONYMBOCTb U YNIbTPACTPYKTYPY KIIETOK Me3odwuina nucTa.
YCTaHOBMEHO, YTO X0N040YCTOMYNBOCTb KIIETOK NNCTbEB B nocneaenctsum 10-MuHyT-
HOrO OXJTXAEHNS NMPOPOCTKOB WM KOPHEN HAYMHAET YBENNYMBATLCSH COOTBETCTBEH-
HO 4yepe3 1 1 5 y, pocTmras makcumyma yepes 24 4. [pn 3aToM B kneTkax mesodunna
JINCTBEB YXE B MEPBbIE MUHYTbI 1 4ackl MOC/E OXNAXAEHUS MPOUCXOAMT LENbIA psajg,
YNIbTPACTPYKTYPHBIX MEPECTPOEK, BbIABASEMbIX C MOMOLLBIO 3NEKTPOHHOW MUKPOCKO-
nun. K HAM OTHOCATCS M3MEHEHMS GOPMbI 1 MIIOTHOCTM XJI0POMNIACTOB, MUTOXOHAPWIA
1 NEPOKCMCOM, YBENNYEHNE PA3MEPOB MUTOXOHAPWIA U XNOPOMNIACTOB, MOSIBIEHNE B HUX
BbIDOCTOB W MHBarvHaumii, CKOMJeHNe MUTOXOHOPWUIA M NEPOKCMCOM OKOJSIO Miactup,.
MoMnmMo 3TOro, KPaTKOBPEMEHHOE OXJIAXAEHME MPOPOCTKOB WAN KOPHEWN BbI3bIBANO
B XJlOponiacTax JIMCTbEB U3BMEHEHNS B TUNAKOUOHOW cucteme. Tak, yepes 24 4 nocne
oxnaxaeHnst MPOPOCTKOB B MX XoporiacTtax 3adukCMpoBaHO YBENNYEHNE NMPOTSXEH-
HOCTU POTOCUHTETMYECKUX MEMOPaH 1 KO3 durLMeEHTa rpaHanbHOCTL (3a CHET OJINHBI
TUNAKOWAOB rpaHasbHbIX MemMOpaH). Moa BAMSHUEM NTOKANIbHOMO OXNTaXAEHNS KOPHEN,
HaobopOoT, yMeHbLLaNnachb AavHa GOTOCMHTETUYECKMX MEMOPAH, 04HAKO KO3PPULIMEHT
rpaHanbHOCTV 3aMEeTHO BO3pacTas BCNEACTBME YMEHbLUEHUS ANVHbI MEMOPAaH TUNako-
naooB CTpoMbl. ConocTaBneHne ynbTPacTPYKTYPHbIX Npeobpas3oBaHnii, NPONCXOASALLNX
B KJIETKaX JINCTHEB MPU KPATKOBPEMEHHOM U AJINTENIbHOM OXJTXAEHUN NMPOPOCTKOB MLue-
HULbI NN TONBKO MX KOPHEBOWM CUCTEMBbI, MO3BOJIUIO 3aKJTIOYUTb, YTO B 3aBUCUMOCTU OT
xapakTepa (Tvna) HU3KOTEMMNEPATYPHOro BO3AENCTBUS B PACTEHUSIX Peanm3yloTcs pas-
JIMYHbIE aAanTUBHbIE NPOrpPaMmbl, KOTOPbIE MOMYT BK/IOYAaTb B CEOS Kak CXOAHbIE (OAHO-
TUMHbIE), TaK U PA3HbIE U3MEHEHWS B YNIbTPACTPYKTYPHON OPraHmM3aLmm KNeToK JIMCTLEB.

Kniwouyesble cnoBa: Triticum aestivum L.; KpaTKOBPEMEHHOE OXNaXOeHNEe; XONo40-
YCTOMYMBOCTb; XJI0OPOMNNACTbl; MUTOXOHAPUN; MEPOKCUCOMbI.

Yu. V. Venzhik, A. F. Titov, V. V. Talanova. SHORT-TERM CHILLING OF
WHEAT SEEDLINGS OR ROOTS AFFECTS THE ULTRASTRUCTURE OF
MESOPHYLL CELLS

The effects of short-term chilling (2 °C, 10 min) of seedlings or roots of wheat (Triticum
aestivum L.) on the cold tolerance and ultrastructure of mesophyll cells were studied un-
der controlled conditions. The results indicated that the cold tolerance of leaf cells started
to increase respectively 1 and 5 h after short-term chilling of seedling or roots, reaching
a maximum after 24 h. In addition, a number of ultrastructural rearrangements in meso-
phyll cells were detected by electron microscopy during the first minutes and hours after
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short-term chilling. These included changes in the shape and density of chloroplasts,
mitochondria and peroxisomes, enlargement of mitochondria and chloroplasts, emer-
gence of protuberances and invaginations in chloroplasts, accumulation of mitochondria
and peroxisomes near plastids. At the same time, short-term chilling of wheat seedlings
or roots caused changes in the thylakoid system of leaf chloroplasts. Thus, the extent
of photosynthetic membranes and the index of grana stacking of chloroplasts increased
24 h after short-term chilling of seedlings (due to the extent of appressed membranes).
Local chilling of roots, on the contrary, caused a reduction of the length of photosynthetic
membranes, but the index of grana stacking increased as a result of decreasing length
of non-appressed membranes. A comparison of ultrastructural changes occurring in leaf
cells at short-term and long-term chilling of wheat seedlings or only the root system sug-
gested that a number of different adaptive programs depending on the character (type)
of low-temperature treatment are realized in the plants. They can include both similar (of
the same type) and different changes in the ultrastructure of leaf cells.

Keywords: Triticum aestivum L.; short-term chilling; cold tolerance; chloroplasts; mi-

tochondria; peroxisomes.

BBepeHune

TemnepaTypa SBNSeTCA OOHUM U3 Haubonee
BAXXHbIX 9KONOrMYyeCcknx pakTopoB, OKa3bIBAKOLLNX
NOCTOSIHHOE BMsIHME NPAaKTUYECKM Ha BCE CTOPO-
Hbl XU3HeLEeATeNIbHOCTU pacTeHuin. Hecny4anHo
ee [OeliCTBUIO Ha PaCTEHUS NOCBALLLEHbI MHOMO4YUC-
NeHHble nccnepoBanma [Tutos v ap., 2006; Tpy-
HoBa, 2007; Tutos, TanaHosa, 2009; Heidarvand,
Maali Amiri, 2010; Ruelland, Zachowsky, 2010; Ya-
dav, 2010; Theocharis et al., 2012; Crosatti et al.,
2013]. Mpn 3TOM O4YEeHb OOAr0 CYUTANOCb, 4TO
KpaTKOBpeMeHHbIe (CeKyHbl, MUHYTbI) BO3OENCT-
BUSI HEONArOMpPUSTHBLIX TEMMNepPaTyp He CNOCOOHbI
Bbl3blBaTb TMJlyOOKMX W3MEHEHWIA B CTPYKTYPHO-
GYHKUMOHANIBbHOW OpraHM3aunm pacTteHuin, no-
DOOBHbIX TeM, KOTOpbIE MPOUCXOOAT Npu ee 6onee
NPOAOMKNTENBHOM (4ackl, cyTkn) aencteum. Oa-
HaKO B MocnefHue rodbl, MO Mepe MosiBAEeHUs U
HaKOMJIEHNS HOBbIX 3KCMEPUMEHTANbHbIX JAHHbIX,
9Ta TOYKa 3pPEeHVs MNOABEPrfaCb CYLLECTBEHHOM
Kkoppekumun. Tak, Oka3anocCb, YTO HU3KME Temmne-
paTypbl, OENCTBYS B TEYEHWE BCEr0 HECKOJbKUX
MWHYT, CNocOOHbl BbI3blBAaTb 3aMeaJieHne pocTa
[Becenos n gp., 2002], ¢poTtocuHTesa [Li et al.,
2004], nameHeHus B BogHoM oOmeHe [Wilkinson
et al., 2001] n aKTMBHOCTM aHTUOKCUOAHTHOW CU-
ctembl [Li et al., 2013] n gp. bonee Toro, gaxe
€CN1 KPaTKOBPEMEHHOE OXNaxAeHMe HOCUO N0~
KanbHbIM XapakTep, TO eCTb EMY NOABEPranoCh He
BCE pacTeHue, a TONbKO ero OTAeJfibHble OpraHbl
WM 4acTu, TO U B 3TOM CJly4ae npomcxoamnm on-
peneneHHble GyHKUMOHaNbHble (dranonoro-6mo-
XUMUYECKNE) NBMEHEHMS, B TOM YUCIE B OpraHax
M 4YacTaX pacTeHusi, KOTOpPblE HENnOCPeaCTBEHHO
He UCMbITbIBANIN BO3AENCTBUSA HeEGNaronpuaTHON
Temnepatypbl [Al-Hamdani, Thomas, 2000; Vese-
lova et al., 2003; Lee et al., 2004; Tutos, TanaHo-
Ba, 2011]. YuntbiBas, 4To NogoOHblIE N3MEHEeHUs

MOTyT COMPOBOXAATbCA TEMU WU UHLIMU CTPYK-
TYPHbIMU NMPeobpazoBaHMSMU, Mbl UCCNenoBau,
Kak BAusieT kpatkoBpeMeHHoe (10 MuH) oxnaxae-
HVE NMPOPOCTKOB MLUEHULLbI MU TONIbKO NX KOPHEN
Ha X0N040YCTOMYMBOCTb U YNIbTPACTPYKTYPY Kile-
TOK Me3odwuna nucra.

MaTtepuanbl u meToAabl

OnbITbl MPOBOAMAN C HEAENbHbIMU MPOPOCT-
Kamuy nweHuupl (Triticum aestivum L.) MOpo030-
cTonkoro copta MockoBsckasa 39, BbipaLLLEHHbIMU
B pyJioHax GpunbTpoBanbHOM Bymarn Ha nuTaTenb-
HOM pacTBOpe B KaMepe NUCKYCCTBEHHOro Kinma-
Ta Npu Temnepartype Bo3ayxa 25°C, ero oTHO-
cuTenbHOM BRaxHocTtn 60-70 %, ocBeLeHHOCTU
180 Mkmonb/M2-c 1 doTtonepmoge 14 4. 3aTem
NPOPOCTKM MM TONbKO MX KOPHW noaseprann B
TeyeHne 10 MUH BO3aencTBUIO TeMnepaTtypbl 2 °C.
Bce un3mepeHus npoBOAWAM HA MNEPBOM JINCTE
NPOPOCTKOB B MOCAEAENCTBUM OXNAXAEHNS B Te-
YeHne CyTOK.

O x0nogooycTom4ymBOCTM KIETOK NucTa Ccyau-
1 Mo TemnepaType, Bbi3biBatowwen rnoens 50 %
nanucagHbiX KIETOK JIMCTOBbIX Bbicevek (J1T,))
nocne nx 5-MvH NPOMOPAXVBaHUS B TEPMOJJIEK-
TpuyeckoM  MukpoxonogunbHuke TXXKP-02/-20
(«MHTEPM», POCCKA) Npu nocnenoBaTelbHOM CHU-
XeHun TemnepaTypbl ¢ UHTepeanom 0,4 °C [bana-
ryposa v ap., 1982]. )XnaHecrnocobHOCTb KEeToK
OLUEHMBaNM NO Koarynauum uMTonnaasmbl U Oe-
CTPYKLUMN XJTIOPOMAACTOB C MOMOLLbIO CBETOBOIO
Mukpockona Mukmean-2 (JJOMO, Poccusi) ¢ 06b-
ekTneom 40x.

Ana TpaHCMMCCUOHHOMN 31EKTPOHHOW MUKPO-
CKOMUK BbICEYKN U3 CPeaHEN YacTn nucta GUKCu-
poBanu 3%-mM rnyrapanbaernaomMm Ha GocdaTHOM
oydepe (pH 7,2) ¢ noctdukcaumen B 2%-m pac-
tBope 0sO, n 06e3BoxuBann B cepun CnupToB
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M aueToHa no CTaHOapTHOW npoueaype. Ynotpa-
TOHKME Cpe3bl NUCTa Noayyann Ha MUKPOTOME
Ultracut E (Reihert, ABcTpus), KoHTpacTuposanm
ypaHunaueTaTtomMm 1 UmMTpaTtoM CBMHLA U MPOCMaT-
pvBanu Ha 3A1EKTPOHHOM Mukpockone Hitachi 600
(AnoHuns). MopdomeTpuyeckmuin aHanma ynbTpa-
CTPYKTYpbl NMPOBOAUAM Ha kneTkax 1-ro cybanu-
AepManbHOro cnost Mmedodunna no CTaHAAPTHbLIM
metogukam [Kutik et al., 2004; Garbero et al.,
2012]. O6wyo oanHy GOTOCUHTETUYECKUX MEM-
OpaH B X/0pONjacTte paccyuTbiBanM Kak CyMMy
OJIMH MmeMbpaH TUNakouaoB B rpaHax U CTpoMalib-
HbIX Tunakonaos. KoadpduumeHT rpaHanibHOCTU
XJI0POMN1IaCTOB OMNpPeaensnv Kak OTHOLLIEHNE ONn-
Hbl MeMbBpaH TUIaKkoWAOB B rpaHax K AJvHE MeM-
OpaH TUNakonaoB, KOHTAKTUPYIOLLMX CO CTPOMOIA.

Buonormnyeckas nNOBTOPHOCTb B Npeaenax of-
HOro BapuaHTa OTAENbHOrO OMbiTa MPU OLLEHKE

Tabayuya 1. OuHamuka XOnOA0YyCTOMHMBOCTU KNETOK
nncTbeB B nocnenencteum 10-MUHYTHOMO OXNaXxaeHus
(2 °C) NpOpOCTKOB NN KOPHEN MLLIEHULbI

XonopoycrondmeocTs (J1T, ), °C
3kcnosnums npu
25°C, y oxnaxaeHune oxnaxneHune
NPOPOCTKOB KOpHel
KoHTponb -5,2+0,1 -5,2+0,1
1 -5,8+0,1* -5,4+0,1
5 -6,2+0,1* -6,1+£0,1*
24 -6,4+0,1* -6,2+0,1*

lNpumedanve. 3pecb 1 B Tabn. 2 n 3: *0TAN4MSA OT KOHTPOJIbHO-
ro BapuaHTa goctoBepHbl npu p < 0,05.

YCTOMN4YMBOCTM COCTaBASNa 6, a kaxablii OnbIT NOB-
TOopsSNM HEe MeHee 3 pa3. AHanu3 ynbTPacTPyK-
Typbl B K&XZAOM BapuaHTe OnbiTa NPOBOAUIN HA
20-25 kneTtkax mesodunna. B tabnuuax npuse-
OeHbl cpefHue apdMeTUyYeckne 3Ha4YEHUs N nUx

Puc. 1. YnbTpacTpykTypa KneTtok mesodwunna nucrta B nocnenemnct-
BUn 10-MuHYTHOro oxnaxpaeHus (2 °C) NpopocTKOB MiLEeHULbl: A —
KOHTPOSbHbIN BapuaHT; B n B — cpady nocne oxnaxageHus; I — yepes
1 4 nocne oxnaxaeHus. Xn — xnoponnact, Mx — mutoxoHapus, llc —
nepokcmucoma. MacwitabHasa nuHerika 0,5 Mkm
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cTaHgapTHele owmnbkn. B crtatbe obcyxpatoTcs
TONbLKO BENMYMHBI, OCTOBepHbIe npu p < 0,05.

MccnepoBaHns BbIMOAHEHBI C WUCMNOJIb30BAHU-
eM HayydHoro obopyaoBaHusa LIKIM HO NHcTtuTtyTa
ovonorum KapHL, PAH «KomnnekcHble dyHOa-
MEHTasIbHble N MPUKIagHble UCCNenoBaHUS OCO-
OeHHOoCTen PYHKLUMOHMPOBAHUSA XUBbIX CUCTEM B
ycnosusix Cesepa».

Pe3ynbTaTtbl

[MpoBeneHHblE MCCNeooBaHUsS Mokasann, 4To
XON1040YCTONYMBOCTb K/IETOK NUCTbEB B MOCHe-
nenctBum  10-MuHYTHOro  oxnaxgeHus (2 °C)
NMPOPOCTKOB M KOPHEN MLeHnLbl BO3pacTtana yxe
yepe3 1 n 54 cootBeTcTBEHHO (TAabn. 1). B manb-
Henwem oHa npogosikana yBennyimBaTbCH, A0-
cTuras MakCMmMyma K KOHLLY MepBbIX CYTOK nocrne
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Puc. 2. YnbTpacTpykTypa KieTok mMe3odunna nnucrta B Nocnenenct-
BN 10-MUHYTHOro oxnaxaeHus (2 °C) NpopoCTKOB MeHuupl: A 1
B — yepe3 5 4; B n T — yepes 24 4 nocne oxnaxaeHus. X — Xnopo-
nnact, Mx — mutoxonapus, lc — nepokcucoma, Vxmn — nHBarmHaums

oxnaxaeHuns. CywecTBEHHO, YTO BENMYMHA U ON-
HaMuMKa NpMpocTa yCTOMYMBOCTM B 0O0MX BapuaH-
Tax onbiTa Ob1a NOYTM OA4MHaKOBOM (Tabn. 1).
YnbTpacTpykTypa KIeTok mesodunna nucta
HeeJsIbHbIX MPOPOCTKOB MLUEHULBI KOHTPOJIbHO-
ro BapmaHTa (BblpalleHHbix npu 25 °C) 6bina tn-
nn4Hom (puc. 1, A): B xnoponnaactax npaBuiibHOM
JINH30BMOHOM @OpMblI YETKO npocMarpuBanach
pasBuTag TunakougHas cuctema, MnorpyxeHHad
B MEJIKO3EPHUCTYID CTPOMY. B OKpyr/ibix MUTO-
XOHOPUAX BblM 3aMeTHbl KPUCTbLI, a HebosbLune
OKpYrjible NepokCUcoMbl nmenn 6onee MNAOTHYHO
CTPYKTYpY, Yyem mutoxoHgpum (puc. 1, A). Cpa-
3y rnocrie oxaxaeHus nPopoOCTKOB B KJeTKax Mx
NIMCTbEB OOHapyXeHbl M3MEHEHMUs, Npexae Bce-
ro kacawowuecs GopMbl 1 MIOTHOCTU OpPraHessl.
B yacTtHOCTWM, xnoponfacTtbl KNeTok me3odwnna
HEeCKOJ1bKO okpyrnsanuce (puc. 1, B), a HekoTopble

xnoponnacta. MacwTabHasa nuHerika 0,5 Mkm
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MUTOXOHOPUN NpuobpeTann ©Oosiee BbITAHYTYIO
dopmy (puc. 1, B), MmeHanack Takxke n ¢opma ne-
pokcucom (puc. 1, B). MNMpu aTOM NAOTHOCTb MUTO-
XOHOPWUI N NEPOKCUCOM YBENNYMBanNachb, BChen-
CTBME Yero KpUCTbl B MUTOXOHOPUAX CTAHOBUIINCH
noyTn HesameTHbiMu (puc. 1, B). NoBcemecTHO
BCTpPeYanucb CKonneHus opraHenn (puc. 1, B),
HexapakTepHble S5 KNEeTOK Me3oduiiia Heoxsax-
JasLimxcs npopocTkoB. Cnycta 1 4 nocne oxnax-
JeHNa CTpomMa XJIOPOMnacToB YIJIOTHANACbL U B
Hen naoxo npocmarpusanacb TUNAKoOUAHas CUC-
Tema (puc. 1, I'). BoigBneHHble N3MEeHeHns coxpa-
HANUCb U 4epesd 5 4, U CMyCTa CYTKM MNOCne X0J0-
[OBOro BO34ENCTBUA, NpU 3TOM B XJioporuiacTtax
NOSIBNISSINCb MHBarnHauum, copepxaiwime opar-
MEHTbI LMTOMNa3Mmbl (puc. 2).

MIamMeHeHna B CTPyKType KJeToK me3odunna
JMcTa NPOPOCTKOB OBHApYyXeHbl M Mocne Kpat-
KOBPEMEHHOIO OXJIaXAEHUSA TOJIbKO KOPHEBOM
CUCTEMbI, HO OHW TMPOSABASANUCH MO3XEe, YeM B

nocnefencTBum OXNaxaAeHUsa BCero npopocTka.
B yacTHOCTH, cpasy Xe nocse 10KasbHOro oxiax-
OeHNA KOpHer 1 B Te4eHue NnepBoro yaca nocne
Hero (puc. 3, A) B ybTPacTPyKType K1eToK Me30-
dunnna naMeHeHun He npoucxoauno. Cnycta 5 4
MIOTHOCTb XJI0POMJacToB, MUTOXOHAPUA U Ne-
POKCUCOM B KJIeTKax Me3oduiia ysenmyimsanach,
a B nyiactnaax nosaBAsINCbL MHOMOYMUCIEHHbIE Bbl-
POCTbl M MHBArnHaumu ¢ y4actkamu LUUTOMNIasmel
(puc. 3, B). AHanornyHble U3MEHEHUS B yNbTpa-
CTPYKTYpE KJIETOK JINCTA NPOPOCTKOB OTMEYEHbI U
yepes CyTkM MOCNe OXNaXOeHUs KOpHen (puc. 3,
B). Kpome TOro, B knetkax mesodpunna scrpeya-
JINCb MHOMOYUCSIEHHbIE CKOMJIEHUS MUTOXOHAOPWIA
1 NEePOKCUCOM, HepeaKO N3MEHEHHOW POpPMblI, J10-
Kann30BaHHbIE OKOJI0 Xn1oponiacTos (puc. 3, IN).
Hannune ynbTpacTpPyKTYpPHbIX WU3MEHEHUN B
KneTkax mesodunna amcta 'y NnpopoCcTKOB MNLUEHN-
Lbl, 0OYCNOBNEHHbIX KPATKOBPEMEHHbLIM OXNlaxae-
HVYEM BCEro rnpopocTka WM TOJSIbKO ero KOpHEWN,

Puic. 3. YnbTpacTpykTypa KNeTok mesodunna nucta B nocnenemncr-
BN 10-MUHYTHOrO oxnaxaeHus (2 °C) kopHel nuweHuubl: A — yepes
14, B —u4epe3 54; Bul —yepes 24 4 nocne oxnaxaeHns KOpHEN.
Xn — xnoponnact, Mx — mutoxoHgpwus, [1lc — nepokcucoma, Mxmn — nH-
BarnHaums xnoponnacta. MacwTtabHas nuHelika 0,5 MKm
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Tabnyuya 2. YnbTpacTpykTypa KIeToK
(2 °C) NpOpOCTKOB UM KOPHEW MLLEHULbI

mesodunna

nmcta B NOCNEeaencTeum 10-MMHyTHOI’O oxnaxpeHus

MNMokasaTenb KoHTpornb 2;2?;2@?22: OxnaxpeHve KopHei
Mnowanpk cpesa xnoponnacra, MKm? 10,0+£0,7 13,5£1,1* 12,7 £0,5*
Mnowanb cpesa MUTOXOHAPUM, MKM? 0,4+0,03 0,5+0,03* 0,6 £0,04*
Mnowanb cpesa NepoKCUCOMbI, MKM? 0,5%0,1 0,5%0,1 0,7x0,1
Yncno xnoponnacToB Ha Cpese KNEeTKM, LUT. 9+1 81 101
Yncno MUTOXOHAPUIA Ha CPe3e KNEeTKN, LWT. 8+1 8+1 101
Yncno NepokCUcoM Ha cpese KNeTKu, LWT. 2+0,3 2+0,3 3+x0,4

lMpumedaHme. 30echk 1 B Tabn. 3: Bce napamMeTpbl ybTPACTPYKTYPbl N3MeEPSM Yepes 24 4 nocsie oxIaxaeHus.

Tabnuuya 3. YnbTpacTpykTypa XJI0pOMniacTtoB B KieTkax me3odwunna nmcta B nocnegenctsum 10-MUHYTHOrO

oxnaxaeHus (2 °C) npopoCTKOB UM KOPHE NLIEHNLbI

lMokasaTennb KoHTponb 2;2?(;‘2?22: OxnaxneHue KopHem
Yucno rpaH Ha cpese, LWT. 28+2 28+2 27+2
JnameTp rpaHbl, MKM 0,38 £ 0,01 0,36 = 0,01 0,36 = 0,01
BbicoTa rpaHbl, MKM 0,13+£0,01 0,18+ 0,01~ 0,15+ 0,01
[OnvHa MembpaH rpaHasibHbIX TUNaKkonaoB, MKM 95,6 £ 10,2 127,0 £ 4,9* 86,4+4,5
O6was omHa GOTOCMHTETUYECKMX MEMOPaH, MKM 175,3 + 15,1 208,7 +5,6* 129,5+7,5*
KoadpunumeHT rpaHanbHOCTU 1,2 1,6* 2,0*

Tabsmua 4. ISMeHeHNst X0NnoA0yCTOMYMBOCTM U YIIbTPACTPYKTYPbl KNeTok Me3odusna nucta B 3aBUCUMOCTM OT
xapakTepa (Tvna) Xxof040BOro BO3AENCTBMS Ha NMPOPOCTKM MLIEHULLbI

lMokazatenb OnuTtenbHoe oxnaxaeHne* KpaTkoBpemeHHoe oxiaxaeHve
pacTeHui KOpPHen pacTeHuin KOpHen
X0noaoyCTON4YMBOCTb YBenunumBaetcs YBenuyuneaetcs YBenuumBaeTtcs YBenuumeaetcs
dopma xnoponnacTos,
N N3mensieTcs N3mendaeTcsa N3meHsieTcs N3menseTcs
MWUTOXOHAPWI, MEPOKCUCOM
MNOTHOCTbL XI0PONIACcTOB,
. YBenuyumeaeTtcs YBenununeaetcs YBenunymeaeTcs YBenuymeaeTtcs
MUTOXOHAPWI, MEPOKCUCOM
Pa3mepbl xnoponnactos YBenuymealoTcs YBennumpaioTcs YBenunumealoTcs YBenuymealTcs
BbIpOCTbI M MHBArnHaumm B
MosiensoTCH MosiBnsaoTCS MosinsitoTCH MosiensoTCH
xfoponnactax
CKonneHnst MUTOXOHAPUIA U
MosiBnsaoTCH MossnsioTcs MosiensitoTCH MosiBnsaoTCH
NepoKCMCOM OKOJSIO NnacTmg,
Pa3mepbl nepokcrucom YBenuumeatoTcs YBenuumearoTcs He namensiorcs He namensiorcs
Pasmepbl MUTOXOHOPWUI He nameHsaiorca YBenuumBaloTca YBenuyumeatotcs YBenuumBatoTca
TunakongHas cmctema CHuxaeTtcsa YBenuymBaetcs YBenuyneaetcs YBenuumBaeTtcs
XJ10pOniacTos rpaHanbHOCTb rpaHanbHOCTb (3a rpaHanbHOCTb (3a rpaHanbHOCTb (3a
CYeT yBeNIN4eHns CYeT yBeNn4eHus CYET YMEHbLUEHUS
[NHbI MeMbpaH ONVHbI MeMbpaH ONMHBI MeMbpaH
TUNAKOWAOB rpaH) TNNAaKOWAOB rpaH) TUNAKOWA0B CTPOMbI)

anMe’-IaHMe. *Mokazatenu XOHO,EI,OYCTOVI'-II/IBOCTI/I N yNbTPACTPYKTYPbI KJIETOK MeSOd)I/IJ'IJ'la npun annTenbHOM OoXiaxaeHunn npo-
POCTKOB MNLUEHULLbI NN IOKAJIbHOM OXJTaXOEHUM UX KOPHEN NPUBOASATCA HA OCHOBaHMN Pe3y/ibTaToB NPeablayLnX NCCeaoBaHnin

[Berxuk n gp., 2008, 2012; Venzhik et al., 2014, 2016].

NOATBEPXAAT U pe3dynbTatel MOpPdOMETPUYEC-
KOro aHanuaa, nNpoBeAeHHOro 4yepes 24 4 nocne
XONOO0BOro Bo3aenctema (Tabn. 2). B oboux Ba-
puvaHTax onbiTa K 3TOMY MOMEHTY MPOUCXOANIIO0
3aMeTHOe YBENMYeHMEe Pas3MepPoB XJIOPOMIacToB
N MUTOXOHAPWIA (Tabn. 2), XOTs JOCTOBEPHbIX U3-
MEHEHUI B pa3mMepax NepoKCUCOM, a Takke B KO-
NM4eCTBE OpraHesn Ha cpesax kneTok mesodunna
He BbISiBNIEHO (Tabn. 2). MomMumo aToro, Yepes 24 4
nocne oxnaxaeHus NPOPOCTKOB B XJI0ponaacTax

MX INCTbEB 3adUKCUPOBAHO YBENNYEHME NPOoTH-
XEHHOCTU (POTOCUMHTETUYECKMX MeMOpaH U KO-
adduumeHTa rpaHasbHOCTX XJI0POMJacToB 3a
CYET AJIHbI TWUNAKOWAOB rpaHasibHbIX MeMOpaH
(tabn. 3). MNpu 3TOM yBENMYMBaANacb M BbICOTA
rpaH, HO MX KONMYECTBO Ha cpes3e xJoporsacTa
OoCTaBasoCcb HemaMeHHbIM (Tabn. 3). MNocne no-
KasbHOro BO3OENCTBUS HU3KOW TEMMepaTypbl Ha
KOpHM B Xnoponnactax Mme3oduina nmcra, Haobo-
pPOT, yMeHbllanacb gavHa @OTOCUHTETUYECKNX
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MemOpaH (Tabn. 3), ogHako KO3pDULMEHT rpa-
HaNbHOCTM XJIOPOMJIacTOB 3aMEeTHO Bo3pacTas
BCNeACTBME YMEHbLUEHUS OJIMHbI MeMbpaH Tuna-
KOMZ0B CTPpOMbI (Tabn. 3).

OOGcyxaeHune

PegynbTatel NpoBEeAEHHOrO  MCCREeOOBaHUS
nokasdanu, 4yto 10-MuHyTHOE OxnaxaeHue (2 °C)
NPOPOCTKOB MLUEHULbI UAU TONIBKO MX KOPHEBOM
CUCTEMbI Hapsay C YBENYEHMEM YCTOMYMBOCTU
KNEeTOK JINCTbEB K KPATKOCPOYHOMY MPOMOPaXM-
BAHMIO BbI3bIBAET B HUX LENbI P yAbTPACTPYK-
TYPHbIX M3MEHEHU, YacTb U3 KOTOPbIX BbISIBAS-
nachb yXxe B NepPBbl€ MUHYTbI U Yacbl NOC/E XO0N040-
BOro BospgencTeus (puc. 1-3; Tabn. 1-3).

ConocTaBneHne 3TUX AaHHbIX C MOJSTYYEHHbI-
MU paHee npu OaUTeNnbHOM (00 7 CyT) oxnaxnae-
HUM NPOPOCTKOB MLUEHMULBI UKW TObKO NX KOPHEN
[Benxunk n gp., 2008, 2012; Venzhik et al., 2014,
2016] no3BONSET rOBOPUTL, HTO HEKOTOPbLIE N3 Ha-
OnogaeMblx Nog, BIMSIHUEM HU3KOW TeMnepaTtypbl
YNbTPACTPYKTYPHbIX U3BMEHEHWUI ABNSIOTCS 00LWLM-
MU (OZHOTUMHBIMK) (Tabn. 4). K HUM, B 4acTHOCTH,
MOXHO OTHECTU M3MeHeHue GOpPMbl U MAOTHOC-
TN XN10POMNNACcTOB, MUTOXOHAPUIA N NEPOKCUCOM,
yBENUYeHne pasmMepoB MnacTua, MNOsABAEHVWE B
HUX BbIPOCTOB M WHBArvHauuii, CKOMIEHME MU-
TOXOHAPUA U NEPOKCUCOM OKOJIO XJI0POMnaacToB
(tabn. 4). C opyroil CTOPOHbI, NMPOsIBNIEHNE YIib-
TPACTPYKTYPHbIX WU3MEHEHWUI, KacaloLUXCs, Ha-
npuMep, pa3MmepoB MUTOXOHAPUIM N NEPOKCUCOM,
a Takke TUIAKOWAHOW CUCTEMbI XJI0POMIacToB,
HaxXoAMNOChb B 3aBUCUMOCTU OT NPOAOIKUTENBHO-
CTW XONOA0BOro BO3aencTans (Tabn. 4). YuutoiBas
OOHOTUMHBIA XapakTep W3MEHEeHUs XO0n0A40YyC-
TOMYMBOCTU (Tabn. 4), BbISIBIEHHbIE CTPYKTYPHbIE
NepecTporikn, O4EBUOHO, MOXHO paccMaTpuBaTtb
KaKk ajanTuBHble, COMPOBOXAAawLwme QyHKLMO-
HanbHble (DU3NONOro-6UoxMMmyeckme) n3meHe-
HUS B pacCTEHUsIX, BbI3BAHHbIE KAK OJUTESbHbIM
WM KPaTKOBPEMEHHBIM OXNIaXAEHNEM, OENCTBY-
IOLMM HenocpencTBEHHO, Tak U OOYC/IOBNEHHbIE
CUrHasoM O BO3AENCTBMM X0N104a, NOCTyNnaloLLmMm
13 KOPHEeM B JINCT.

Tak, «pa3byxaHune» nnactug (T. e. Ux okpyrie-
HUE) Hapsay C yBENMYEHUEM PAa3MepPOB CUYUTAIOT
YHUBEPCAbHbIM  MAapKEPOM  XOJI040BOr0  BO3-
nencteusa [Kratsch, Wise, 2000; TpyHosa, 2007;
Yu et al., 2011; Vella et al., 2012; Nonos u ap.,
2016], koTopoe Habnwganu y X0J1040CTOMKUX
[Ristic, Ashworth, 1993; Yu et al., 2011; BeHxuk
n op., 2012; Vella et al., 2012] u TennontoobmBbIX
pacteHunn [Ishikava, 1996; Kratsh, Wise, 2000;
Monos n ap., 2016]. Kak npaBnno, U3aMeHeHns Ta-
KOro poga COnpoOBOXAAIOTCS yBENNYEHNEM MNOT-
HOCTU CTPOMbl U CBUAETENbCTBYIOT O ObICTPbIX

nepecTporkax B €e XMMMUYEeCKOM COCTaBe, B TOM
yucne 0b6 ycuneHHOM cuHTe3e OeNikoB U pepMeH-
ToB [Kaplan, Guy, 2004; TpyHoBa, 2007; Li et al.,
2011; Vella et al., 2012], n oHn BbICTYyNalOT B Ka-
YeCcTBE KOCBEHHOIro nokasarens uHteHcudukaunm
depmeHTaTUBHbIX Npoueccos [Kratsh, Wise, 2000;
Cuietal., 2012].

dopma MUTOXOHOPUI TakKe CHMTAETCS BbICO-
KOOVHaAMWYHbLIM CTPYKTYPHbIM nokasatesnem [Lo-
gan, Leaver, 2000; Van Gestel, Verbelen, 2002; Lo-
gan, 2006, 2010]. Y TennontobuBbIX pacTeHWi 13-
MeHeHne GOopMbl MUTOXOHAPUN CONPOBOXAAETCH
«BbICBEYMBAHNEM>» MaATPUKCA U UCYE3HOBEHMEM
KPUCT, 4TO pacCMaTpMBAETCs B KA4yeCTBE CUMI-
ToMa noBpexaeHus [Ishikava, 1996; Krasch, Wise,
2000]. Y x0nonooCTOMKUX pPacCTEHWUM, Takmx Kak
apabugoncmuc nnm nweHnua, naMmeHeHne Gopmbl
MUTOXOHOPUA Ha BbITAHYTYIO, «FAHTENEeBUOHYIO»
UNn Jgaxe «4yalleBUOHYH» HOCUT obpaTuMbI Xa-
paktep [Yu et al., 2011; Vella et al., 2012]. MNpea-
nonaraeTtcsl, 4To Takas opmMa opraHessn crnocob-
CTBYET YBEIMYEHMIO MOLLAAN UX MOBEPXHOCTU U
obneryaet o6MeH meTabonuTamm ¢ LUTOMIa3MOoM
[Yuetal., 2011; Vella et al., 2012]. Kak noka3aHo B
HaLUMX UCCneaoBaHnsx, nameHeHne GopMbl MUTO-
XOHOPUI 1 HabgaemMoe yrjaoTHEHNE UX MaTPUK-
ca noj, BNusiHnemM HebnaronpusTHbIX TeMneparyp
MOXET COMNPOBOXAATbCSH YBEIMYEHNEM PA3MEPOB
MUTOXOHOPUI (Tabn. 4), 4To CBUAETENbCTBYET O
MOBbILIEHNN AblXaTefIbHOW CrnocobHOCTU pacTe-
Hui [Kucniok n gp., 1995; Armstrong et al., 2006].
VIHTEpeCHO, 4TO Npu AAUTENbHOM OXIaXAEHUN
NPOPOCTKOB MLUEHWLpBl HE 3adUKCUPOBAHO yBe-
JIN4EHNST Pa3MepoB MUTOXOHAPWIA (Tabn. 4), Ho
Ha Cpe3ax KNeTOK OTMEYEHO yBENIMYEHNE NX KO-
yecTBa [BeHxuk n gp., 2008].

BaXXHbIM CBOMCTBOM MNEPOKCUCOM CHYUTaETCS
MX BbICOKAs1 MJACTUYHOCTb, MO3BONLAOLAA U3ME-
HATb GOpPMY M Nokanna3aumio B knetke B Hebnaro-
npuaTHeix ycnosusax [Del Rio et al., 2006; PeyHos,
2014]. VIMeHHO nMepoKCUCOMbI ABMSIIOTCS OCHOB-
HbIMW reHepaTopamMu akTUBHbIX GOPM K1ucnopona
(ADK), HO C opyroli CTOPOHbI, OHW Xe y4acTBYIOT
B HenTpanmzauum ADK c nMomMoLLbld aHTMOKCU-
DaHTHbIX pepmeHToB [Nyathi, Baker, 2006; Palma
et al., 2009]. Noatomy nameHeHme GoOpMbI, NNOT-
HOCTU M Nlokanusauum nepokKCUCcoM, OTMEYEHHOE
Hamu (Tabn. 4), MOXHO paccmaTpuBaTb Kak WH-
OVKaTOp U3MEHEHUIM B OKUCIUTENbHO-BOCCTAHO-
BUTENbHOM OanaHce kneTtok [Rodriguez-Serrano
et al., 2009; PeyHoB, 2014]. OgHako TO, 4YTO yBe-
nn4yeHne pa3mMepoB MEPOKCUCOM MNPOUCXOANI0
TONbKO MNPV OJNTESIbHOM OeNCTBUU HU3KON TEM-
nepatypbl (Tabn. 4), MOXeT KOCBEHHO yKa3blBaTb
Ha 6Oonee akTUBHYlO pPabOTy aHTUOKCUAAHTHOM
CUCTEMBbI MPU AANTENBHOM OXNXAEHNN PACTEHNI
NO CPaBHEHUIO C KPATKOBPEMEHHbBIM.
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MHOro4yncneHHole CKOMJIEHUS MNepPoOKCUCOM U
MUTOXOHOPWUIA OKOJIO XJIOPOMIacToB, 3adUKCUPO-
BaHHble BO BCEX BapumaHTax OXJaxAeHus, cBuae-
TeNbCTBYIOT 00 YCUIEHNN KOHTaKTOB MeXAy 3TUMMU
opraHennamu. BbIpoCTbl M MHBarMHaumm, MosiB-
NalowmMecs npu 9ToM B xJlopornnacTtax, crnocob-
CTBYIOT YBEJIMYEHMIO MOBEPXHOCTW MNactui wu, B
CBOI0O o4epenp, obneryaioT ooOMeH meTabonmuramm
C UMTONNA3MON N APYrvMU OpraHennamm KneTku
[Buchner et al., 2007; Holzinger et al., 2007; Litz,
Engel, 2007].

NMNoMMMO MEepeYmCrEeHHbIX Bbille CTPYKTYPHbIX
npeobpasoBaHnii 1 ONUTENbHOE, U KpaTkoBpe-
MEHHOEe oOxnlaxaeHne MNPOPOCTKOB WU TOJbKO
KOPHEN MLWeHULbl BbI3bIBASIO M3MEHEHUSA B TU-
nakoungHor cucteme xJoponnacTtos. [lpn npo-
LOMMKUTESIbHOM  OEWNCTBUM HU3KOW Temrepary-
pbl HA MPOPOCTKN B UX TNCTbAX HOPMUPOBATNCH
XJI0PONAacTbl CO CHUXEHHBbIM KO3(DPULMEHTOM
rpaHanbHocTn (Tabn. 4), B KOTOpbIX MeMOpaHbl
TUNaKoMOoB CTPOMbI Npeobnanany Hag rpaHaib-
HbIMKW MemOpaHamn. Takoro poga MembpaHHas
nepecTporika ABNSeTcs NPOSAB/IEHWEM 3aLUUTHO-
NPUCNOCOBUTENbHBLIX PeakLmii, HanpaBeHHbIX Ha
coxpaHeHne GYHKUMOHANbHOM akTUBHOCTK Bonee
X0s0404yBCTBUTENBHOM poTocucTemsl Il [Kratsch,
Wise, 2000; TpyHoBa, 2007; Benxuk n gp., 2012;
Vella et al., 2012], nockonbKy B rpaHasnbHbIX MEM-
OpaHax COOTHOLUeHME nunuapl/6enkn noy4Tn B
2 pasa Hwxe, Yem B MemOpaHax Tuiakouaos
cTpoMbl [MokpoHocoB un gp., 2006], a cnepno-
BaTesbHO, OHW Bosniee NNOTHble U BbICTPEe MoB-
pexgatoTca xonoaom. Kpome Toro, ymeHbLUeHne
pa3MepoB rpaH B xJIOporsiactax pacTeHuin, noa-
BepraembixX OJIUTENIbHOMY OXJIaXAEHWUIO, Hanpas-
JIEHO Ha 3aluTy MemOpaH OT U3ObITOYHOWM reHe-
paumm ADK B cTpeccoBkix ycnosusix [[onos v ap.,
2016].

B oTmnnume OT 3TOro KpaTtkoOBPEMEHHOEe OX-
naxgeHune rnpopoCTKOB UM KOPHEWN MLIEeHULbl He
BbI3blBaNlo GOopMMpoBaHMS MoAdobHoN, npeano-
NoXuTenbHo Oonee aganTUPOBAHHOW K XOMOAY,
CTPYKTYpbl X10pOMJacToB, a HaobopoT, NpUBO-
anno K GopMMpPOoBaHUIO NiacTug, C NOBbILLEHHOW
«rpaHanbHOCTbIO» (Tabn. 4). 3amMeTM, 4TO aHaso-
rMyHasa nepecTponka TUNAKOULHOW CUCTEMBI 3a-
durKCnpoBaHa B XJ1I0pOnjacTax JIMCTbEB MLLIEHULbI
M Npv 4JnUTenbHOM OENCTBUN HU3KOW TeMrepary-
pbl TONLKO Ha KOpHU (Tabn. 4). OgHako noayepk-
HEM, 4YTO Npouecc GOPMUPOBAHUSA XJIOPOMNIACTOB
C MNOBbLIWEHHOW «IPaHaJIbHOCTbIO» MPOUCXOONS
B Pa3HbIX BapuaHTax OMbITOB HEOAVHAKOBO — 3a
CYET yBeNNYeHUs ASIMHbl MeMOpaH rpaHasibHbIX
TUNakougos (rnocne KpaTKOBPEMEHHOIro Oxax-
JeHNs MpPOpPOCTKOB, a Takxe Mnpu AJNTESIbHOM
[eNCTBUM HU3KOM TeMNepaTypbl TOSIbKO HA KOPHU)
WNn B pe3ysibTaTe YyMEeHbLUEeHUS OAVHbI MeMbpaH

TUNaKoMOoB CTPOMbI (MOCne KpaTKOBPEMEHHOrO
OXNaXAEeHUs KopHeit) (Tabn. 4).

B HacTosilee BpemMs 3HayeHMe TakoW CTPyK-
TYPHOW TpaHchOopMaL MM X10POnaacToB OCTaeTcs
He BMOJIHE SAAICHbIM. TeM He MEHee MMEHHO Ccro-
COOHOCTb K BbICTPbIM MeMOpPaHHbIM NepecTpoii-
KaM, MO MHEHWI0 HEeKOTOPLIX aBTOPOB, ABMASETCS
BaXHbIM 3JIEMEHTOM YCTOMYMBOCTU pPACTEHUM
kK HebnaronpuaTHelM dakTtopam [Hudak, Salaj,
1999], a BOBMOXHOCTb «3anyckaTb» Takoro poga
N3MEHEeHUNs1 B XJloporniacTax CYNTaeTcs OA4HMM U3
MEXaHM3MOB, CHUXAIOLMX BEPOATHOCTb POTOUH-
rméupoBaHns 1 obecrneyvmBaloLnX ONTUMU3ALNIO
nporecca GOTOCUHTE3a B CTPECCOBbLIX YCIOBUSX
[Pribil et al., 2014].

3aknio4yeHue

B uenom nposefeHHble MCCnegoBaHUs noka-
3anu, 4TO [axe KpaTKOBPEMEHHOe oxnaxaeHue
NPOPOCTKOB WM KOPHEN NWeHuUbl UHOYLUpyeT
yBeNMYeHne Xosi000yCTONYMBOCTU KIETOK JINCTb-
€B, KOTOPOe COMNpOBOXAAETCH KOMIJIEKCOM YIlb-
TPACTPYKTYpPHbIX  M3MeHeHun. ConocTasneHne
YyNbTPACTPYKTYPHbLIX NpeobpasoBaHuii, Habnwoaa-
€MbIX B KJIeTKax JIMICTbEB MPU KPaTKOBPEMEHHOM U
OJIUTENBHOM OXJIXXAEHUN MPOPOCTKOB MLUEHNLbI
WJIN TOJIbKO MUX KOPHEBOW CUCTEMBbI, MO3BOJIUIIO YC-
TaHOBUTb, YTO YACTb U3 HUX ABNAIOTCS OOLLMMW ANIS
3TUX BUOOB XOJIOLOBOro BO3AencTBudA. K HUM, B
4YaCTHOCTU, OTHOCATCH N3MEHEHUS POPMbI 1 MOT-
HOCTM XJIOPOMIacToB, MUTOXOHZAPUA N MEPOKCU-
COM, yBe/IMYeHne pa3MepoB nnacTtug, nosisneHme
B HUX BbIPOCTOB N MHBArnmHawmi, CKOnJjieHme MmnTo-
XOHAPWIA U Nepokcncom okono nnactua. C gpyrom
CTOPOHbI, MPOSABNIEHNE OPYrux YNbTPAaCTPYKTYp-
HbIX M3MEHEHUN, TaknxX KakK yBeNn4eHne pasme-
POB MUTOXOHOPUI U MEPOKCUCOM, MepecTponka
TUNAKOWAHOM CUCTEMbI XJIOPOMJacToB, 3aBUCENO
OT MNPOAOJIKUTENIBHOCTU OXNaXOeHNd 1 OT TOro,
HOCWJI0 OHO OBLLUMIA NN NoKasbHbIN XapakTep. Mo-
BUAMMOMY, B 3aBUCMMOCTU OT xapaktepa (Tuna)
HU3KOTEMMNEpPaTypHOro BO3AEUCTBUA B KJeTKax
pacTeHnn peanmnayloTca pas/ivyHble afanTUBHbIE
nporpamMmel, KOTOpble MOIYT BKJtoYaTb B cebs kak
CXOOHble (OAHOTUMHbIE), TaKk N pPadHble U3MeHe-
HUS B YNbTPACTPYKTYPHOM OpraHm3auumn KieTtok
NNCTbeB. Hannyme pasHblx aganTuUBHbIX MPOrpamMm
M pa3HbIX aaanTUBHbIX CTPATErMin MOXET paccmar-
prBaTbCH KakK CBMOETESIbCTBO HaIMYMA Y XON040-
CTOMKMX PaCTEHUA 3HAYUTENIbHOro afanTUBHOIMO
noTeHumana, KoTopbli chopMmnpoBascs B NpoLec-
ce 1x apoJioumn 1 bnarogapst KOTOPOMY OHM CMo-
COOHbI YCMELUHO NepeHOCUTb Kak KpaTKOBPEMEH-
HOe, Tak 1 ANInTeNbHOEe BO3OEeNCTBME X0104a B Ne-
pvoL aKTMBHOM Beretaumu, T. e. B Nepmon, korga
pacTeHns K 3TOMY HaMeHee NOArOTOBJIEHbI.
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duHaHcoBoe obecriedeHne uccaenoBaHui
OCYLLIEeCTBJIS/IOCh U3 CPeAcTB enepaabHOro
6roaxeTa Ha BbINOJIHEHNE rocyaapCTBEHHOro 3a-
naanus no teme N 0221-2014-0032.
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