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SnuaepMnC NMCcTa OAHOAO0SIBHOIO PacTEHMA — LUIMPOKO UCMOob3yemas
MogenbHasa cnctema ana nyyeHus auddepeHUpoBKI KNeToK pacTe-
HU. OH coflepKUT CneLnan3npoBaHHble KNeTKN, KOTOpble NIerko
HabnofaTb. B HacToAwen paboTe npefnaraeTca KOHLENLMA NCMOSb-
30BaHUA PaCTYLLEro NNCTa 31akoB AJ1A N3yYeHUA CTPeCcCc-UHAyLnpo-
BaHHbIX U3MEHEHU MopdoreHesa B AHAMMKE. JIMHEHbBIN NNCT nLe-
HULbI BO Bpema cBoero GopmrnpoBaHua AnuTeNbHOE BPemsa COXpaHsaeT
a3y cTaymoHapHoro pocta. 3To NO3BoONAET HabNoAaTb Ceputo Nocse-
[oBaTeNIbHbIX COObITUI MOpdOreHesa, 3adUKCMPOBAHHbIX B KNETOY-
HOW CTPYKTYpe B3pOC/IOro NncTa. 1A n3yyeHmna KNeTouHom apxuTeK-
TYpbl NMAepMm1ca NNCTa NWEHULbI TPUMEHEH NOAXO[, OCHOBAHHbIN
Ha nosyyeHnmn n obpaboTke KOHPOKanbHbIx 3D n306parkeHNi NNCTbeB
NWeHNLbl, OKpaLLeHHbIX ¢piyopecLeHTHbIMU Kpacutenamu. OH faeT
BO3MOXHOCTb NPOBOANTb TOUHOE MOPPOMETPUYECKOe onncaHue un
onpeaendaTb KONMYECTBEHHbIE XapaKTepPUCTUKK NaTTepHa anugepmMmmuca
nucta. Hu3kmne Temnepatypbl ABAATCA OAHUM U3 GaKTOPOB, TMMU-
TUPYIOLWMX BO3[eSbIBaHVE KySIbTYPHbIX PaCTEHUIN B yMEPEHHOW 30He.
MokasaHbl 3HauMMble HapyLleHna MopdoreHesa yCTbMYHOrO annapa-
Ta B anuaepmuce npeadnaroBbix NMMCcTbeB coptoB CapaToBcKas 29 n
AIHeykmc MNMpobaT B OTBET Ha XONOLOBON CTPeCC. YCTaHOBJIEHO, UTO B
30He MaKCMManbHOro NPOABIEHNA CTPECCOBOrO BO3AENCTBUA Npe-
obnagatoT GyHKLMOHaNbHO HapyLUeHHble YCTbMLa, TOrAa Kak B 30HaX,
cHOPMMPOBAHHbBIX 1O U NOC/IE HEro, aHOManuM Pa3BMTUA CBOAATCA
TOMbKO K HapyLUeHno MmopdoreHesa o6KMafouHbIX KneTok. [ina copTa
CapaTtoBckas 29 6bIn0 BbIABIEHO GOPMUPOBAHUNE 3HAUMMOTO KONUYe-
CTBa SKTOMUYECKNX TPUXOM B pAfaXx, AeTEPMUHMPOBAHHbIX K 06pa3o-
BaHu10 ycTbu,. C NprMeHeHrem npeanaraeMmoro nogxona MoXHo no-
nyyaTb CTaHAAPTN30BaHHbIE KaYeCTBEHHbIE 1 KONIMYECTBEHHbIE OLieH-
KU1 CTpecc-MHAYLMPOBaHHbIX HapyLLleHW MopdoreHesa anuaepmMmmuca
NNCTa NweHnLbl. BnocnencTBum 3tm faHHble MOryT ObiTb MCNONb30Ba-
Hbl 4nA BepuprKaLMm KOMMbIoTEPHbIX Mogenen mopdoreHesa mcra.
[JanbHerilwee N3yyeHe MEXaHN3MOB AeCTBMA XOIOL0BOro cTpecca
Ha MopdoreHe3 NO3BONUT HANTU AOMONTHUTENbHbIE BO3MOXKHOCTH MO-
BbILUEHWA YPOXKANHOCTY NLIEHNLbI B 30HaX PUCKOBAHHOIO 3emneenys.

KnioueBble cfioBa: X0I0[0BOI CTpecc; MopdoreHes; Markas nileHmua;
SMVAEPMIC JINCTA; YCTbULA; KNETOYHAsA CTPYKTYpa TKaHW; KOHpOKaslb-
HaA MUKPOCKOMWS; aHann3 n306paxxeHuni.
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Wheat leaf epidermal pattern

as a model for studying

the influence of stress conditions
on morphogenesis
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The leaf epidermis of a monocotyledonous plantis a
widely used model system for studying the differen-
tiation of plant cells, as it contains readily observable
specialized cells. The approach proposed in this paper
uses a growing cereal leaf to study stress-induced
dynamic changes in morphogenesis. In the process of
formation, the linear leaf of wheat remains in the sta-
tionary growth phase for long. This fact permits us to
observe a series of successive morphogenetic events
recorded in the cellular structure of the mature leaf.

In studying the cellular architecture of the wheat leaf
epidermis, we obtained and processed confocal 3D
images of wheat leaves stained with fluorescent dyes.
This procedure allows an accurate morphometric de-
scription and determination of quantitative character-
istics of the leaf epidermal pattern. Low temperatures
are among the factors limiting the growing of crop
plants in the temperate zone. In the present work, we
show significant aberrations of stomatal morphogen-
esis in the epidermis of boot leaves of wheat varieties
Saratovskaya 29 and Yanetskis Probat in response to
cold stress. We found that nonfunctional stomata pre-
dominated in the zone of maximum manifestation of
stress, whereas in the zones formed before and after
the stress impact, the developmental anomalies come
to the disturbance in the morphogenesis of subsidiary
cells. In Saratovskaya 29, a significant amount of ecto-
pic trichomes formed in rows predetermined to stoma
formation. The proposed approach can provide stan-
dardized qualitative and quantitative data on stress-
induced morphogenesis aberrations in wheat leaf
epidermis. Subsequently, these data can be used for
verification of computer models of leaf morphogen-
esis. Further study of the mechanisms of the effect of
cold stress on morphogenesis will add to the search
for additional opportunities to increase wheat yields in
areas of risky agriculture.

Key words: cold stress; morphogenesis; wheat; leaf epi-
dermis; stomata; cellular pattern; confocal microscopy;
image analysis.



W3KHE TeMIepaTypbl — OMH 13 a0HOTHYECKUX CTpec-
COBBIX (pAKTOPOB CPEAbI, JIUMUTHPYIOINX MTPOTYK-
TUBHOCTH W apeall CeJIbCKOXO3IHCTBEHHBIX PAaCTCHUN
B YMEPEHHBIX 30Hax 3eMiH. B HacTosIiiee BpeMs B MHUpe
WHTEHCUBHO BE/yTCs paOOTHI 110 NCCIIEAOBAHMIO MEXAHIU3MOB
(hopMupOBaHUs PACTUTEIBHBIX TKAHEH U OPraHOB B HOPME U
B OTBET Ha pa3JIM4HbIC CTpeccoBbie dakTopsl (Xiong et al.,
2002), ropmons! (Matias-Herndndez et al., 2015) u np. B xa-
YecTBE MOJICITBHON CHCTEMBI JUTsl HCCIIEI0BAHNS MOp(OTeHe3a
PACTUTENbHBIX TKAHEH pacCMaTpUBAETCsl Pa3BUTHUE IUIEP-
MHca JUCTa ¥ (POPMHUPOBAHNE B HEM CIEIHATN3MPOBAHHBIX
kietok (Yang, Ye, 2013).

B mporecce ajanraiyy K HU3KUM TEMIIEpaTypam Ipouc-
XO/IUT TIepecTpoiika pocToBrIX mporeccos (Yadav, 2010),
YTO, B CBOIO OYEPE/b, MPUBOANT K CHIKEHUIO HETaTHBHOTO
BO3JCICTBUS HU3KUX TEMIIEPATYP Ha KJIETOUHbIE CTPYKTYPBI.
N3BecTHO, YTO PaCTEHMSIM CBOMCTBEHHO JMHAMUYECKOE H3-
MEHEHHE Pa3MepOB KIETOK. DTO CITYKUT BaXKHOH aJJaTHBHOM
(yHKIMEH B peakluy pacTeHUi Ha aOMOTHYECKHE CTPECCHI
(Limin, Fowler, 2001). Bo3neiicTBue xomona mpu 3akianke
OpraHOB pacTeHUH MOXET BBI3bIBAaTh H3MEHEHHE MOp(OreHe3a
W CKa3aThbCs BIIOCIIEICTBUU Ha pazmepe, Gpopme u GpyHKIUH
3pEIBIX OPTAHOB.

Krnetku pacTeHuit 00beAMHEHBI 00IIeH KIIETOYHON CTEHKOH
B MEXaHHYECKHUI aHcaMOJIb U HE UMEIOT BO3MOKHOCTH CABHU-
raThesl APYT OTHOCUTENBHO JIpyTa B Iporecce pocra. st 31ma-
KOB XapaKTepeH JIMHEHHBIA THIT pOCTa JINCTA 33 CUET JICTICHUS
1 YIJIMHCHUS KJIICTOK B 0a3aabHOM YaCTH JINCTOBOM IIJIACTUHKH
(puc. 1, a). 1o ckopocTr pocTa TUCTa 3TaKOB MOYKHO BBIZIC-
muth TpH craxun (Skinner, Nelson, 1995). Ha nepBoii craanu
HaOJIF01aeTCsl YBEIMYEHNE CKOPOCTH, Ha BTOPOH OHA ITOCTOSIH-
Ha, a Ha TPEeThel CHIbKaeTcs. Bo Bpems pocTa nicrta B 6a3aib-
HOH 4acTH HAOMIONAIOTCS XapaKTepHbIE YYaCTKH: 30Ha pOCTa
JIeIeHHEM U 30HA POCTa pacTshkeHHeM (cM. puc. 1, a). Ha Bro-
PO cTainy, MPOAOIKAIOLIECS HECKOIBKO THEH, pa3Mep 3TUX
30H OCTAETCS OTHOCUTENIBHO MOCTOSTHHBIM. OJTHOBPEMEHHO C
POCTOM JIMcTa B €ro 0a3ajbHOM YacTH MPOUCXOIUT CIelua-
JU3anus OTAEIBHBIX KIETOK M (hopMHpOBaHHE KICTOUHOMH
apXUTEKTYpbI TKaHel. B yacTHOCTH, B 31maepmuce Habrona-
eTcss MopdoreHes Crielnalu3upOBAHHBIX CTPYKTYP — TPUXOM
(cm. puc. 1, 6) 1 yCTBHYHBIX KOMIUTEKCOB (CM. puc. 1, 8).

OTnnuuTenbHas yepTa SMUACPMaIbHOrO NaTrTepHa 3i1a-
KOB — OpraHusanius KJICTOK B BUAC IMTPOAOJIbHBIX KJICTOYHBIX
psinoB. [Ipn 3TOM criennan3upoBaHHbIE KIIETKH, B YaCTHOCTH
TPUXOMBI M yCTHHIIA, 00pa3yIOTCs B OTJCTBHBIX PsiIax KICTOK
(Gallagher, Smith, 2000; Rudall et al., 2017; Hepworth et al.,
2018). TpuxombI 00pa3yroTcs B pe3yabTaTe aCHMMETPUIHOTO
nenennsi. Ha aucranbHOM KOHIIE MaTrepUHCKON KIICTKH OT-
JACIACTCA MEHbIIAaA 110 pasMepy MHULIMAJIb, KOTOpas B JaJib-
HelmeM (GopMHUpyeT BHEITHUH SMUACPMATIbHBIA BBIPOCT.
YcThUHBIE KOMIUICKCHI Y 31aKOB, B YACTHOCTH Y STAMEHS, Ky-
KypY3bl U MIIEHUIBI, TAK)KE HAOMIONA0TCsl B 000COOICHHBIX
MIPOIOTBHBIX PAAax KIeToK (cM. puc. 1, 8) (Gallagher, Smith,
2000; Liu et al., 2009; Peterson et al., 2010; Chateret al., 2017,
Rudall et al., 2017; Hepworth et al., 2018). Ha nepsom stare
B pE3y/bTaTe ACHMMETPUYHOTO JICICHNS KIETOK 3TOTO PsAaa
Ha IMCTAJIBLHOM KOHIIE 00pa3yeTcsi MaTepHHCKast KieTKa (CM.
puc. 1, ¢2). Ilepen crieayromymM MUTO30M OHA HHIYIUPYET
ACUMMETPUYHBIE JICICHUSI B COCEIHMUX KJIETKaX CMEXHBIX
KJIETOUHBIX PSIIOB (cM. puc. 1, 63). OHM NponU3BOIAT OOKIIa-
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JIOUHBIE KJIETKH, BOXKHbIE 17151 QYHKIIMOHUPOBAHUS YCTHUIIA.
Jlanee MaTepHHCKas KJIETKa CHMMETPUYHO JIETUTCS B 00pasy-
€T JIBE 3aMbIKAIOIINE KIETKH (CM. puc. 1, 64). Takum obpazom,
MPaBHIBHO CPOPMUPOBAHHBIN YCTHHYHBIN KOMILIEKC COCTOUT
13 YeTHIpeX KIETOK (cM. puc. 1, 89).

Omnwucannsle 3Tansl MopdoreHe3a NMpoOTEKaIOT MOCIEI0-
BaTeJILHO BJIOJIb OCH POCTA JIUCTA M MO3BOJISIIOT HAOIIOAATh
HECKOJIBKO CTaJWil OHOBPEMEHHO. DTO JeJaeT JIHISPMUC
JUCTa 371aKOB YAOOHBIM OOBEKTOM JUISl M3Y4YECHHUST MOpQO-
reHesa. [loHmkeHHe TemIieparypbl BIMsSET HA OMOMEXaHU-
YecKHe CBOHCTBA M CKOPOCTH JIENEHUs KIETOK, IPOHCXOIAT
M3MEHEHHUS CTPYKTYPBI pacTuTeNbHOM kiieTku (Yadav, 2010),
B YaCTHOCTH 3HAYMTEINIbHbIC H3MEHEHHS ITpeTepIieBaet (hoTo-
cUHTeTHYeCcKui anmapat (Bemwxkuk u ap., 2012). Bozgeticteue
HU3KOH TeMITepaTypbl MOXKET ITPUBECTH K OMOMEXaHNIECKUM
OTpaHUYCHHSM, U3MEHEHHUSIM aKTHBHOCTH MaKpOMOJIEKYJI
U YMEHBLICHHIO OCMOTHYECKOTO NMOTEHIMAIAa B KIETOUYHOH
cpene (Xiong et al., 2002). Tak, pocT IMCTHEB MOXKET CHIIBHO
3aME/UIMTHCSI B TEUECHHE JIBYX MUHYT OXJIaXJCHHs KOpPHEH
(Dale et al., 1990). OnHako MeXaHU3M JEUCTBUS XOJIOJOBOTO
cTpecca Ha MOp(OoreHes3 KJIETOUHOH apXUTEKTYPbl PAaCTUTEIb-
HBIX TKAQHEH J10 KOHLA HE CEH.

B nacrosmieit paboTe mpenaraeTcs METOANKA UCTIONB30-
BaHUs MATTepPHA JIUICPMHUCA JHUCTA MIICHHUIBI B Ka4eCTBE
MOJICIN JIJIsl U3YUYECHHsI BIHMSIHUS CTPECCOBBIX YCJIOBUI Ha
Mopoorenes. [Ipennoxxena u anmpodrupoBaHa METOJMKA CO3-
JIAaHUS CTPECCOBBIX YCIOBHH M N3BJICUCHHS KA9Y€CTBECHHBIX U
KOJIMYECTBEHHBIX OL[EHOK O JIMHAMKKE HapyIlleHni Mopdore-
He3a CIIeNUaIn3HPOBAHHBIX KJIETOK BO BPEMsI CTAllHOHAPHOTO
pocTta nucTa. B KOHTpOIMPYEeMBIX YCIOBHSIX XOJIOIOBOTO
cTpecca ObUIM MPOBEAEHBI OCHOBHBIC ATAIlbl aHAJIM3a — OT
nonoopa IUTEIBHOCTH BO3AEHCTBHS 10 IOITYYEeHHs JaHHBIX
0 THIAX M 4acTOTaxX HapylICHWH MOp¢oreHe3a TPUXOM H
ycrbuil. JlJist n3ydeHus KJIETOUHON apXUTEKTYPbI SITUIEPMH-
ca JIMCTa IIISHHIIB! IPUMEHEH IT0JX0/], OCHOBAHHbIH Ha II0-
Jy4eHuHn 1 00paboTke KoH(poKaIbHBIX 3D n300pakeHnii snm-
JIEpMHCa JINCTHEB ITIICHHIIbI, OKPAIIEHHBIX (IIyOPECILEHTHBI-
MH KPaCHUTEISIMH.

MaTtepwuanbl n metogbl

I'eHeTHYecKMii MaTepUaJI U YCJIOBUS BbIpaluBaHus. s
9KCIIEPUMEHTAIBHOM PadOThI HCIIOIb30BAIN PACTEHHS MATKOH
nenusl Triticum aestivum L. coptoB Caparosckas 29 (C29)
u Suenxuc [Ipobdat (SI1). Copt C29 mmeet pazHooOpa3HBIi
KJIETOYHBIH COCTAB AMUAECPMHICA, COACPKAIINI KAK OCHOBHBIC
KIJIIETKU SITUACPMHUCA U YCTbHUIIA, TaK U TPUXOMbI pa3jindyHOT'O
pasmepa (Hopomkos u ap., 2011; Doroshkov et al., 2016),
MO3TOMY OH IIPHUEMJIEM JUISI anpoOary MeTosa M3y4eHUs
CTpecC-MHYIIUPOBAHHOIO HapylleHus: Mopdorenesa Kie-
TOYHOH apxuTekTypsl snmaepmuca. Copt All nmeer cmabo
BeIpakeHHOe onynreHue smcta (Doroshkov et al., 2016). st
CO3J1aHus CTaHAapTHBIX yCﬂOBI/lﬁ HCIIOJIB30BAJIM THAPOIIOH-
HYIO TEIUTHIly U Ba30HBI C KEPaM3HTHBIM I'pyHTOM. J[inHa
CBETOBOTO JIHS MO/IEpKHBaNIach 16 4. Becero 6pu10 BhIpaIeHo
o 20 pacTeHui KaxkJI0ro copra.

Co3ganue cTpeccoBbIX yeao0BHii. CxeMa SKCIIepUMEHTa
npuBesicHa Ha puc. 2. Ha ctamun 4eThIpex 3pesibIX JIMCThEB
TOJIOXKEHUE CBOOOZHOW YacTH pacTylIero MsToro JIMCTa OT-
MeYanoch MapkepoM. B 3To BpeMst B HOpMaJIbHBIX YCIOBHSIX
IATHIN (TIpehIaroBeIit) JIMCT HaXOAUTCS B (pase crannoHap-
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Puc. 1. Cxema mopdoreHesa anvaepmmnca nmcta Markon nwenuubl no (Rudall et al., 2017; Hepworth et al., 2018).

a- dopmmpoBaHme N1cTa B $pase CTaLMOHAPHOTO PocTa; 6 — MopdoreHes TpUxom; 8 —- MopdoreHes ycTbu. DZ - 30Ha pocTa fieneHviem; EZ — 3o0Ha pocTa pacTsixe-
Huem; MZ - 30Ha 3penbix knetok; CMZ - 30Ha MopdoreHesa Tprxom 1 ycTbil. CepbiM LBETOM 0603HauYeHbl 06bIYHbIE KIETKU SMMAEPMICA, FONTy6bIM — TPUXOMBI,
OpaHXeBbIM — YCTbULA.
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Puc. 2. Cxema SKCMepumeHTa No CO34aHNI0 CTPECCOBbIX YC/IOBUIA: a — 0o6Lan cxema; 6 — U3MeHeHMe NoKanvsaumm CTpecc-nHayLmMpoBaHHbIX HapyLie-
HUN Mop¢oreHe3a cneunannsnpoBaHHbIX KNETOK annaepmnca n1cTa B npouecce pocta nN1cTa.

DZ - 30Ha pocTa geneHviem; EZ — 30Ha pocTa pactskeHnem; MZ — 30Ha 3penbix kKneTok. Lindpbl 0603HavaloT apyc nmcra.
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Wheat leaf epidermal pattern as a model for studying
the influence of stress conditions on morphogenesis

HOTO pOCTa M SIMJEPMHUC TTOCIIEIOBATEIBHO MTPOXOJHUT BCE
sTarnsl GOPMUPOBAHNS C TIOCTOSHHON CKOpOCThIO. PacTenus
Ha ATOW CTaJIMU MOMELIATH B KIMMATHYECKYI0 KaMepy HpH
+4 °C c coxpaHeHHeM CBETOBOTIO JHA (cM. pHc. 2). 715 ApoBBIX
COPTOB MSTKOH MIIEHHUIIBI B IEPUOJ BETE€TAINH ONITUMAIbHAs
Temmneparypa — B unrepsane ot +10 1o +24 °C, a remneparypa
+4 °C ci1y>KUT CTPECCOBBIM BO3/ICHCTBUEM U BBI3bIBAET 3HA-
YUTEIBHOE 3aMeIEHNE POCTA. BbuTH C(hOPMHUPOBAHBI TPYIIIIHI
PpacTeHHH, ToIBEpraBIINecs pa3HOH JUTNTEITLHOCTH XOJIOI0BO-
ro Bo3zeicTBuA (2,4, 6 11 8 CyT), a Tak)Ke KOHTPOJIbHAS TPy
pacteHuid. B kax10#i rpyTime ObUI0 110 BOCEMb paCTEHHH IBYX
n3ydaeMbIX coptoB. ITocie X01010BOrO BO3AEHCTBUS BCE
IPYIIIbI PACTEHUI BO3BpAILAJIM B OJIaroNpHsTHBIE yCIOBUS
U BBIPAIIMBAIN A0 CTAUM KOJIOMICHMs. PacTeHns kaxmoi
TPYIIIBI 3aTeM OBUTH MOABEPTHYTHI BU3YaJIbHON HWHCTICKIIHH.
Jis ananmza orOupanu nsThle (npenduaroBbie) JUCThS C
MeTKaMH (CM. puc. 2, 6).

Oxpacka npenaparoB M U3BJe4YeHHEe JAHHBIX O AMHA-
MHKe HapylieHuii MopdoreHe3a cnenuaIn3HpoOBaHHbBIX
KkJeTok. O0acTy JrcTa ¢ HapyHmeHUsIMHI Mop(doreHes3a mH-
KyOupopoBaiu B ¢pukcarope 3: 1 (3TaHOI : YKCYCHAs! KHCIIOTa)
B TEUEHHE TPeX WK Ooliee yacoB. J[iist okpammrBaHus HCIOIb-
30BaM Kpacutenu 4’,6-auamMuanno-2-henunnamon (DAPL,
Sigma-Aldrich) u Propidium Jodide (PJ, Sigma-Aldrich). 3tor
Ha0op KpacuTenel Ha (PUKCUPOBaHHOM Marepuane obecrie-
YHMBAET JOCTATOYHO yCTOIUHMBYIO K BBITOPAHHUIO OKPACKY sIEP
1 KJIETOUHBIX CTEHOK, a TAKXKE MO3BOJISIET PA3INYaTh IITyOOKO
3ajeraromue cocyabl. OKpacKy MpOBOAMIIN B JBa ATaIa ¢ mpo-
MEXKyTOUHOU TIPOMBIBKOI HEHTpaIbHBIM (QochaTHBIM Oyde-
poMm. OTMBITBIE ABYKpPaTHO (pparMeHTHI JUCTa MOMEIIATIH B
pactBop PJ 10 mkr/mi Ha 30 MuH, 3aTeéM CHOBa OTMBIBAJIU J[BA
pazamo 15 mun. [lanee ¢pparMeHTsI TUCTA pa3aessiiy Ha 30HBI
(cMm. puc. 2, 6), okpammBaiu pactBopom DAPI 10 Mxr/mi B
Teuenne 30 MHUH U 3aKJIFOUaJIH 0]l TOKPOBHOE CTEeKI0. B ka-
YECTBE peareHTa, MPEeTsTCTBYIOIIETO BEITOPaHHUTo (aHTH(EH-
na), ucrions3oBanu peareHT DABCO (Sigma-Aldrich). 3o
[IO3BOJIMJIO B JAJIBHEHIIIEM IIPOBOIUTH MHOTOKPATHbIM MUKPO-
ckonmmueckuii ananu3. DABCO OpL1 pa3BeieH COTIIACHO
crannaptHoit Metoauke (25 mr/mn DABCO B cmecu 90 %
muuepus, 10 % 1 xPBS pH = 8.6). Takas cmech 14 3aKiio-
4yeHHs1 00JIaaeT T0CTAaTOUYHON BSI3KOCTBIO AT YICPKAHUS
MOKPOBHOT'O CTEKJIa Ha (hparMeHTe JIMCTA MIICHHIIBI.

[TonyueHHbIe npenapaThl OLIEHUBAIHN IPU TOMOLIH (Iryo-
pecnenTHoro Mukpockora ZEISS Axioskop 2 ¢ mensio Ha-
XOXKJICHUSI ONTUMAIIbHOM JITUTEILHOCTH XOJIOJJOBOTO BO3/ICH-
CTBHS, KOTOpas oOecreyrBaeT UIMHY 30HbI HapyLICHUS
MoporeHes3a Ha B3pocioM Jucte B npeaenax 20 mm. 3oHa
TAKOTO pa3Mepa, M0 HalllMM OLIEHKaM, COIEpHUT okoio 200
9JIEMEHTOB KJIETOYHOTO MaTTePHA B KAKIOM N3y4aeMOM IIpo-
JIOIBHOM DSy, YTO MO3BOJISIET ONPEEIUT CTATHCTHUECKYIO
JIOCTOBEPHOCTHh M3MEHEHMS YacTOT IMOSIBICHUH HapyIIeHUH
MopdoreHesa yCThHUI] 110 CPABHEHHIO C KOHTPOJIBHOW 30HOH.
3arem mpemaparsl ¢ OTOOpAaHHOW TPYMIBI PaCTEHUH ObLTH
n3ydeHsl npu nomomu mukpockona ZEISS LSM 780 NLO
B pexuMe «tile scan» mpu CieayronX HaCTPOUKax: yBeu-
yeHne o0bekTHBa 20X, KPaTHOCTh YBETUYCHUS MPH CKaHH-
poBanuu 0.6, paccTOsIHUE MEXIY COCEIHUMU ONTHYCCKUMHU
cpe3aMu 0 BEPTUKAJIBHOM ocH 2.5 MKM. YCUJIEHHE CUTHAIA
MoI0Mpanock AMHaMU4Iecku. Pazmep ImiKcestst Ha ONTHYECKUX
cpe3ax UTOroBOoro M300paxeHus cocTasisi 1.38 x 1.38 Mkm.
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Takue HacTPOMKH MO3BOJISIOT TOJIydaTh U300paKeHHsI, Ha
KOTOPBIX BHMMAsl TOJIMHA KJIETOYHON CTEHKH COCTABIIAET
2—-4 mmkcenst. [Iporsxennsie (40-50 MM JumHOI) obmacti
BJIOJIb JINCTA, PABHOYAAJCHHBIE OT LCHTPAJIbHOM JKHIKU U
Kpasi, ObIIIM MCIIOIb30BAHBI B AHAJIN3E.

Amnanmi3 n300paxxeHH MPOU3BOIMIN B Tporpamme Imagel
(Collins, 2007) npu oMoy miaruaa CellCounter (https://
imagej.nih.gov/ij/plugins/cell-counter.html), koTopsrii m03B0-
JISIeT OTMEYaTh Ha M300payKeHUH TOUKH C 331aHHBIM THITOM, a
3aTeM M3BJIEKaTh X KOOpAMHATHL. B psiax, B HopMe cozaep-
KaIx ycThuma (cM. puc. 1, ), ObITH OTMEYCHBI 3JI€MEHTHI
KJICTOYHOTO TaTTepHA: YCThHUYHBIC KOMIUIEKCHI U OOBIYHBIC
KJIETKHU SMHEPMHUCA. 30Ha CTPECCOBOTO BO3/EHCTBUSI Oblia
pa3bura Ha OTPE3KH ITHHOHN MO 2 MM, BKJIIOYAIOIINE OKOJIO
20 51IeMEHTOB KJIETOYHOTO MAaTTepHa B KaXKJOM H3y4aeMOM
MPOAOIBHOM psiny. I OTPE3KOB OLIEHUBAJINUCH YAaCTOTHI
HOPMaJIBHBIX U HapyIICHHBIX AJIEMEHTOB KIETOYHOW apXu-
TEKTyphl. B kauecTBe KOHTPOJIBHOW 30HBI MCIIOIH30BAIN
OTPE30K JIMCTA JUIMHOU 4 MM, KOTOPBIH chopmupoBacs 10
BO3IEMCTBUS XOJI0A0BOIO cTpecca. Ha kaxkaoM oTpeske Bbl-
yucnsiii Meauany, 0.25 u 0.75 kBaHTUIM, MUHUMAJIbHOE U
MaKCHMaJIbHOE HaOirofaeMble 3HaueHus. OTHeNbHO ObLIH
OIIEHEHBI COOTHOIICHHUS M0 HapyIIeHui (hopMHUpOBaHHUS
3aMBIKAIOINX W OOKJIaOYHBIX KJIETOK YCThUIl. Bcero mis
JIBYX T€HOTUIIOB B paboTe u3yueHo okono 15000 anemenToB
narrepHa. OIeHKa mapaMeTpoB PaclpeieIeH i, TOCTPOCHUE
rpa¢ukoB 1 3D pexkoHCTpyKIMH (parMeHToB JINCTA TPO-
M3BOJIMIIACH C TIOMOIIBIO CTaHIAAPTHHIX (DYHKIUH B MaKeTe
Mathematica 10.

PesynbraTbl n 06CyxaeHune

[Tocne x0momoBOro BO3AEHCTBUS Pa3HOW UIMTEIBHOCTU Ha
CTa I KOJIOIICHHS PACTEHHUS CHOPMHUPOBAIH Mpei(IIaroBbie
JIUCThSI HOpMaJibHOTO pasMepa (amuHa 150-250 MM, mupuna
8—12 mm). B poniecce Bu3yanbHOM MHCIIEKITUH OBIIIO yCTa-
HOBJICHO, YTO MOCJE JIBYXJHEBHOTO JEHCTBHS XOJOIOBBIX
YCJIOBUH HET BHJIMMBIX W3MEHEHUH MOP(OIIOrHH JIUCTA.
[Tocne 4eTbIpexAHEBHOTO IEHUCTBUS B MPEACKa3aHHON 30HE
(cM. puc. 2) Ha pacCTOSTHUN OHOW TPETH JIMHBI OT Oa3alib-
HOW YacCTH JINCTOBOW IUIACTMHKU HaOIonaeTcst PparMeHtT ¢
BUAVMBIMU HapyIIEHUSIMH T€OMETpPUH >kmikoBanus. Iloc-
Jie MIeCTH- U BOCBMHUJHEBHOTO BO3/ICHCTBUS XOJIOJIOBOTO
cTpecca u3ydaemasi 30Ha CTaHOBUTCs Oojiee MPOTSHKEHHOH 1
cocrapmser 10-25 MM. DT0 moATBEpPXKAAET, 9TO MOpPOTreHe3
9TOM YacTH JIMCTA MPOXOIMI B CTPECCOBBIX yCIOBHUsX. Jlist
JAC€TAJIbHOTO U3YyUCHUSA YaCTOTHOM JUHAMHUKHU ITOABJICHUS
HapymeHnid Mop¢oreHesa Oblia BRIOpaHa JITUTEIHHOCTH B
IIECTb CYTOK. bputn oToOpans! pparmenTsl ucta copra C29 u
AT pvnoit 80 MM, cofiepkaline B IIEHTPeE MpenoaaraeMyro
30HY CTpPECC-WHAYNHNPOBAHHOTO U3MEHEHHs MopQoreHesa.
[TarTepn mucra, HaOIIOAAEMBIH B SKCIIEPUMEHTE, COOTBET-
CTBOBAJI IAHHBIM O KJICTOYHOM apXUTEKType MHUIepPMHCa JIUC-
Ta MATKOW MIeHuIbl. KieTkn paHKupoBaHbl B IPOJIOTbHBIE
PSIIBL, ¥ OT/CNBHBIC PSAIBI AETCPMUHUPOBAHbBI Ha 00pa3oBa-
HUE ONPCACTICHHBIX 2JIEMEHTOB NATTEPHA — TPUXOM U YCTHUI]
(puc. 3). [leTepMHHUPOBAHHOCTH PSAAOB COXPAHSIIACH TIO JITH-
He (hparMeHTa JINCTA, YTO MO3BOJIMIIO B OOJIBIINHCTBE CIIy4acB
[IPOCIIEAUTD IMHAMUKY YaCTOT HapyILLIEHUN BHYTPU KaX10I0
psna. HecMoTps Ha TO, 9TO HAOMIOMAEMBIH MTATTEPH B YCIIO-
BUSIX CTpEcca COXpaHSET KJIETOUHBIC PSAbI, OH NCKPUBICH
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Puc. 3. DparmMeHT TpexMepHOi CTPYKTYpbl SMMAEPMICa IMCTa MATKOM MiueHnLbl copTa CapaToBckas 29.

PeKOHCTPYKLMA BbINONHEHA C MOMOLLbIO CTaHAAPTHBIX GyHKLMIA Ana Bu3yanusaummn 3D n3obpaxeHuii B nakete Mathematica 10 Ha ocHose
HaLLNX SKCMepUMEHTaNbHbIX JaHHbIX, MOJTyYEHHbIX C UCMONb30BaHMEM N1a3ePHOro CKaHUPYIOLLEro MUKPOCKOMa.
Ha pucyHke oTmeueHbl pagbl, B HopMe cofepratume Tpuxombl (7, 3, 4) n yctbuua (2). BugHbl HopmasnbHble (a) 1 HapyLeHHble (6) yCTbUYHble

KOMIMNIEKCbl, HOPMaJibHble (8) U HeJOPa3BUTbIE (2) TPUXOMBbI.

M MIMEeT MHO)KECTBO BH3YaJbHO Pa3MUMUMbIX HAPYIICHHH,
TaKUX KaK HeIOPa3BUTHE TPUXOM (CM. pHC. 3, 2) U aHOMAJIUU
pa3BuTHA YCTHHUI (CM. pHC. 3, 6). KUKy mpu 3TOM Tpo-
XOJISIT 30HY HapyIlICHHH HACKBO3b, H3MEHEHNUS UX YHCIIA HE
HaOJII0/1AJI0Ch.

Brumn oTobpansl Hanbosee THMUYHBIE (ParMEHTHI JIUCTA
000MX T€HOTHIIOB ¥ TPOCKAHMUPOBAHEI C HIDKHEH (a/1aKcualib-
HOW CTOPOHBI) BIOJB JIUCTA +/— 25 MM OT IICHTpa 30HbI Ha-
pymrenust Mopgomnorun. Ha pacctosaun 50 MM OT Kpast 30HBI
JIOKJIN3AIMU HapyHIeHHH Mop¢oreHe3a B CTOPOHY KOHYMKA
JUcTa ObLIa BBIZCJICHA KOHTPOJIbHAS 001acTh JITHHOHN 10 MM.

XapakTepHbIi MaTTEPH MUAECPMHUCA TUCTA MIIEHHUIIBI N3Y-
YaeMBIX COPTOB B HOPME MPE/ICTABIICH YEPETOBAHUEM PSI/IOB,
CcoACpKallluX OCHOBHBIC KJIETKH, TDUXOMBI U YCTbHUILIA. Haﬂ
KHUJIKAaMHU PACIHOJIO0KEHBI KJIETOYHbBIE PABI, KaK IMPaBUIIO,
HeCyIlue KpyMHbIe TPUXOMBI. MeXly HUMH HaOII0aeTCs
YepeZoBaHUE PsIJIOB, COAEPIKAIINX YCTHUYHBIE KOMIUICKCHI,
PSIOB B KOTOPHIX HaOMIOMaroTcs 6ojee MEIKUe TPUXOMBL, a
TaKKe 0B Oe3 CIeHaIN3POBAHHBIX KIIETOK (CM. pHc. 3).
OtmetnM, uto 3nuaepmuc aucta copra All conepkut MeHb-
I11ee KOJIMYECTBO TPUXOM, YCTYTIAIOIIHX 10 pa3Mepy TPUXOMaM
C29. B psax, B HOpME BKITIOYAIOIIUX TPUXOMBI (CM. pHC. 3),
B 30HE CTPECCOBOTO BO3/ICHCTBUSI BCTpEUaroTCs Kak chop-
MHUpPOBAaHHBIE (OCTAaHOBWIINCH HA CTaInH 64, cM. puc. 1), Tax
1 Hec(hOpMHUPOBAHHBIC TPHUXOMBI (OCTAHOBHIIMCH Ha CTa/IUH
62, cM. puc. 1), KOTOpbIC OTINYAIOTCS OT OOBIUHBIX KICTOK
smmaepMuca GopMol M yCTyIaroT UM B pa3Mepe (IpUMepHO
B TPH-IISITH pa3 MEHbIIIE, YEM CECTPUHCKHE KJICTKH TPHXOM).
le/l 9TOM YCpPCAOBAHNEC OCHOBHBIX KJIETOK U TPUXOM B CO-
otHomeHnu 1:1 coxpansercs. OmHaKo B COCETHHUX pPsIax,
JICTCPMUHUPOBAHHBIX Ha (POPMUpOBaHHME TPUXOM, HO 00-

AKTyanbHble TEXHONOrMMN KNeTouHoi 6uonorumn

Pa30BaBIIMXCS HaJl MPOBOJSMIIMMH ITyYKaMH, HA 3TOM K€
pacCToOAHUU OT OCHOBAHHA JIUCTA TAKUX HapyﬂleHI/lﬁ HE
HabromaeTcs. DTO JOKa3bIBaeT, YTO MOP(HOTEHE3 TPUXOM B
HEIOCPEe/ICTBEHHOM OJIM30CTH OT MPOBOJISIIETO ITyYKa MEHEe
YyBCTBUTEJICH K JICHCTBHIO XOJIOJOBOTO CTpecca.

Ha puc. 4 mpuBeneHs! Kinaccuukanys HapyeHHi Mopdo-
reHe3a yCThUI ¥ HaOoiaeMble mpuMepsl. [lokazana cTpyk-
Typa HOPMAaJIbHBIX YCTBUUHBIX KOMIUIEKCOB (CM. puc. 4, a),
OTIIMYAIOIINXCSA OKPYTIION (OPMOIT M COCTOAIINX U3 Taphl
3aMBIKAIONINX KJIETOK, OKPYKEHHBIX IBYMS OOKJIaJ0YHBIMH
KJIeTKaMu (cM. puc. 1, 64—65). OHu HabMIOMANHUCH KaK B KOH-
TPOJBHOM 00JIaCTH, TaK U B 30HE, C(HOPMHUPOBAHHOH TOCIE
JIeicTBHS cTpeccoBoro (akropa. B ycinoBusix crpecca Obun
3a()MKCUPOBaHbI HAPYILIEHUsI OTACIEHNUS OTHOH (CM. pHc. 4, 6)
1 AByX (cM. puc. 4, 8) 0OKIIQIOYHBIX KJIETOK, a TaKXKe Hapy-
IeHUsT 00pa30BaHMsI 3aMBIKAIOIINX KJIETOK: KOMITJIEKCHI 0e3
00KJIaJOYHBIX KIIETOK (CM. puc. 4, 2), ¢ oJHOM (cM. puc. 4, 0)
1 AByMs OOKJIaJIOYHBIMH KJIeTKaMu (cM. puc. 4, e). Cinemyer
OTMETHTb, UTO IIPH HOPMAJIBHOM MopdoreHese oTienenue 00-
KJIaJI0YHBIX KJIETOK IPOUCXOAUT paHblle, 4eM (popMUpoBaHUe
3aMBIKAIOIINX KJIETOK. DTO TOBOPUT O TOM, UTO IIPH HapyIIIe-
HHUH CaMbIX PaHHUX CTaJNH pa3BUTHUS YCTHUIl (POPMUPYETCS
000c00IeHHbI 3a49aToK (cM. puc. 4, 2). [Ipu ocTaHoBKe Ha 00-
Jiee TTO3JHHX 3Tarax HaOIroaeTcs OTAeTICHHE O0KIIaI0THBIX
KIICTOK (CM. pHC. 4, 0, ). OmHaKO 715l HAOJMFOCHUS 3a9aTKOB
ycThHIL (CM. puC. 4, 6, 8), COIEPKAIINX 3aMbIKAIOIINE KIIETKU
1 HETIOHEIH HaOOp 0OKITaI0YHBIX, TOIDKHO ITPOU30UTH pas/e-
JICHUE MaTePHHCKON KIETKH 0€3 OTJeTICHHS OJJHOH MITH 00eHX
00KJIa/IOUHBIX KJIETOK. Takue HapyeH s CBH/IETEIbCTBYIOT B
MOJIb3Y YACTUYHON HE3aBUCHMOCTH FE€HETHUECKOTO KOHTPOJIIS
MIPOXOXKJICHUS 3THX 3TaroB Mopdorenesa.
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the influence of stress conditions on morphogenesis A.V. Doroshkov
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MprBeAeHbl Cxembl HapyLIeHNA U GparMeHTbl MUKPOM306paXKeHns, UM COOTBETCTBYtoLMe. MoKa3aHbl HapyLLeHUA OTAeneHus oaHoi (6) 1 ABYX (8) 0bKknapgou-
HbIX KNETOK, HapylueHne o6pa3oBaHMA 3amMblKaoLMX KETOK: 6e3 06KNafouHbIX KNeTok (), ¢ oaHoM (0) 1 ABYMA OOKNafouHbIMU KneTkamm (e). MacwTtabHas
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Puc. 5. InHaMnKa vi3MeHeHMA 4acTOT 3/IeMEHTOB MaTTepHa SMuAepMMca NncTa MArkol nweHuubl copto CapatoBckasa 29 (a, 6, 0) U AHeuKuc
Mpo6art (8, 2, €) BAOMb KNETOUHbIX PAAOB, B HOPME COAepKalLuxX ycTburLa.

[nHamuKa npuBefeHa BAosb GparMeHTOB IMCTbEB, NMOABEPTHYTHIX CTPECCY (4, 8), M KOHTPOJIbHbIX YYacTKOB (6, 2). Huxke npeacTaBneHbl COOTHOLLEHWA Hapylue-
HUI popmrpoBaHnA 3ambiKaoLmx (3K) n obknagouHbix (OK) kneTok (0, e). COoTHOLeHUA HapyLweHnii ans dparmeHToB nnucTa (al-a5) nokasaHbl Ha Auarpammax
(01-05), cooTHOLWeEHMA Ana GpparMeHToB Nn1cTa (87-85) — Ha gnarpammax (e1-e5) COOTBETCTBEHHO. [l BCeX TOUEK NprBeAeHbl ArarpaMmbl pa3maxa, Ha KOTOPbIX
ropu3oHTanbHas MHWA 0603HaYaeT MefunaHy, rpaHnLbl NPAMOYrofibHIKa — 0.25 1 0.75-KBaHTUAW, FPaHnLbl MHTEPBANOB — MVHUMAaNbHOE N MaKCUMasibHOE 3Ha-
yeHuA BbIbopKM. Ha Anarpammax (a) 1 (8) TOUKM, COOTBETCTBYIOWME MeAVaHaM pacrnpeAeneHunii Ana ofAMHAKOBbIX /1IeMEHTOB NaTTepHa Ha COCeAHUX OTpe3Kax,
COefUHEHbI NINHUEN.
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Jlist KOMMYEeCTBEHHOTO aHan3a Obljla OLleHEeHa JMHAMHKA
pacmpesienieHusl HapyIIeHHH B psifaX, JeTePMUHHUPOBAHHBIX
Ha 00pa30BaHME YCTHUIL, BJIOJIb OCH POCTA JINCTA JIIst 00pas-
1oB coptoB C29 (puc. 5, a) u AII (cm. puc. 5, ). B psagax, B
HOPMe COAepIKaIINX YCThHUIIA (CM. puC. 1, 8), OBLIH OTMEUEHBI
CJIC/TYTOIIHE IEMEHTHI TTaTTepHa:

e OCHOBHBIC KJICTKH (B])ITHHyTI)Ie KJIETKH 0€3 OTIINYUTEIbHBIX
MOP(OIOTHIECKUX 0COOCHHOCTEH, PACTIONOKEHHBIE MEXKITY
YCTBUIIAMH);

e TPUXOMBI,

o HOpPMaJIbHBIC YCTBUUHBIC KOMITIEKCHI;

+ YCTBHUYHBIC KOMIUICKCHI C HapylIeHHeM Mopdorenesa 00-
KJIaAOYHBIX KJICTOK!

— HapyIICHUS OT/EICHHUS OTHOW OOKIIaI0THOMN KIICTKH;

— HapyUICHUs OTAEICHHS 00eX 0OKIIQTOYHBIX KIICTOK;

— 1e(hopMUPOBAHHBIC YCTHUUHBIC KOMIUICKCHI, COACPIKAIIHEC

JIOTIOJTHUTENbHBIE OOKIIaJOUHBIE KIETKH;

+ YCTBHUYHBIC KOMIUIEKCHI C HapylIeHHeM MopdoreHesa 3a-
MBIKAaKIIUX KICTOK:

— 0e3 00KIIaOYHBIX KJIETOK (HAOIromaeTcss Kak Hepasze-

JICHHAst MaTepUHCKAs! KIIETKA);

— C OJTHOH M3 OOKJIAJIOYHBIX KJIETOK (HaOMonaeTcst Kak He-

pasaeneHHast MAaTEpPUHCKAs! KIIETKA);

— C JIByMs OOKJIQJIOUYHBIMH KJIeTKaMH (HaOIfoaeTcsi Kak

HepasJlelIeHHAs! MaTePUHCKas KJIETKA).

Ha puc. 5, a—2 noka3aHnsl pacpeesIeHnsi OTHOCUTEIbHBIX
JIOJIEH OCHOBHBIX KJIETOK 3ITHICPMHCA, HOPMAJIBHBIX M aHO-
MaJIbHBIX YCTBUYHBIX KOMIIJIEKCOB, a TAKKC SKTOIMMYCCKUX
TpuxoM. JlaHHBIE NTPUBEICHBI KaK BIOJb N3ydaeMbIX (par-
MEHTOB, COJEp)KAINX 30HY JCHCTBHS XOJIOJOBOTO CTpecca
(cM. puc. 5, a, ), Tak U JJIs1 KOHTPOJIBHBIX OOyacTed (CMm.
puc. 5, 0, 2).

Ha xoHTpONBHBIX rpadukax (cM. puc. 5, 0, 2) HabIIomaeTes
YepeaAOBaHNEC OCHOBHLIX KJIIETOK 1 HOPMAJIbHBIX YCTBHIL B CO-
otHomreHuu 1 :1 (otaensHbIe 4acTOTH! 0KOJIO 0.5). [t 06omx
TEHOTHITOB aHOMAJIbHBIC YCTEUYHBIE KOMIIEKCHI M 3KTOIIHYC-
CKHE TPUXOMBI B HOPME He BbIABILOTCS. IIpy paccmorpenun
JUHAMHUKH M3MEHEHHS 3THX YacTOT BAOJIb OCH POCTA JIHCTa
(cM. puc. 5, a, 8) ObIIO ITOKA3aHO, YTO CYIIIECTBYET 30HA JINCTA,
B KOTOpOPI J0JI1 HOPMAJIbHBIX YCTBbUYHBIX arllaparoB HUXKE
JIONM HAPYIICHHBIX YCTRHYHBIX alllapaToB (CM. puc. 5, a2—a4).
371ech pacIonoXeHbl yCThHUHbIE KOMIUIEKCHI ¢ HApYIICHUSIMHU
Ha pa3HbIX dTanax pa3BuTHs (cM. puc. 4). IlporsxeHHOCTH
9TOH 30HBI JJIs1 00Pa3IoB Pa3HBIX TEHOTHUIIOB OB CXOXa —
i copra C29 ona 6puta 22 MM (CM. pHC. 5, @ OT TOYKH
18 MM 10 TOukM 38 MM BKIIFOUUTENBHO), a A7t SIT — 24 MM
(cMm. puc. 5, 6 ot Toukn 20 MM 110 TOYKH 42 MM BKITFOUUTEIb-
HO). DTa 30Ha OTpakaeT PEaKIUI0 Ha XOJOIOBOM cTpecc.
B kauecTBe mMapkepa CTPECCOBOIO OTBETa BHICTYIAeT OIS
aQHOMaJIMH B Pa3BUTHN yCTHHYHBIX allllapaToB OTHOCUTEIHHO
00IIIEeTO KOJTMUECTBA IIEMEHTOB TaTTEepHa KJIETOYHOTO psijia.
[Tpu »TOM Hayaylo BO3AEUCTBHS CTpecca XapaKTepu3yeTcs
YMEHBIIECHNEM J0JIH HOPMAJIbHO Cc(hOPMUPOBAHHBIX YCTHUY-
HBIX aIlllapaToB 3a CYET POCTa KoJM4yecTBa HapymieHuid. Ha
oTpe3ke, COPMHUPOBABILEMCS B YCIIOBUSIX XOJIO/1a, IIPAKTH-
YECKH BCE 00pa30BaBIIMECS YCThHIA UMEITH aHOMAJINH, a
MocJIe BO3BPAILCHMSI K HOPMaJIBHOH TeMmIeparype ux 0
MOCTENEHHO CHU3MJIACh K YPOBHIO JIO BO3JICUCTBHS cTpecca.

B nmpasoii wactu rpaduka (B HarpaBIeHUN KOHYHUKA JHCTA)
B 000MX Cllydasx HaxoIuTcs 30Ha, (YOPMHPOBABILIASCS /10
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HACTYIUJICHHsI CTPECCOBBIX YCIOBUH (cM. puc. 5, al). 3aech
HaOIroaeTcs ypoBeHb 4AaCTOT IEMEHTOB IMATTEpPHA IIIU-
JIepMHCa, COOTBETCTBYIOIINI KOHTpoII0. JIeBee (B cTopoHy
6a3ayIbHON YaCTH JINCTOBOM MJIACTUHKH) PACMOJIOKEHA 30HA,
KOTOpasi, MPEAIONOKUTENBbHO, (OpMHUPOBaAJIaCch Mocie AeH-
cTBHs cTpecca (M. puc. 5, al). YacTtoTra 211eMEeHTOB ITaTTepHa
AMUICPMHCA B ITOH 30HE Y 000MX MCCIIE/IOBAHHBIX TEHOTUIIOB
TaKKe CTPEMUTCS K KOHTPOJIBHOMY ypOoBHIO. OIHaKo y copTa
C29 ormedeHsb! cyliecTBEHHBIC OTIINYUS. Tak, 10 YCThUI]
B 3T0i 30He coctaBmster 0.36 (cMm. puc. 5, al), 9TO HUXKE
KoHTposbHOTO ypoBHA (0.47) (cM. puc. 5, 6). B m3ygaempIx
KJIETOUHBIX psijiaX HAOMIONAIOTCS KTONMNYECKUE TPHXOMBI CO
cpenueit yactoroii okoso 0.1. B 30Hax, copMupoBaHHBIX 10 1
BO BpeMs CTpecca, MX 4acToTa OJm3Kka K Hy o (CM. puc. 5, a).
Takum 06pazom, urst copra C29 rocie qeliCTBHS XOI00BOTO
CTpecCa B U3YUCHHBIX KJIIECTOYHBLIX pAdaX CHU3WJIACH T0JIA
YCTBHII, YACTUYIHO 3a CUET HKTONMNYECKUX Tpuxom. Ciemyer
OTMETHUTb, YTO IOSIBICHHE YKTOIMYECKHX TPUXOM OOHapy-
>keHo Hamu [t copta C29, HO He HabIomaeTcs A copTa
SI1. Bo3MOXXHO, 3TO CBSI3aHO C OCOOCHHOCTSIMH PETYIISAIIIH
(hopMupoBaHUs TPHXOM Yy 3THX J1BYX copToB. SI1 popmupyer
MCHBIICC YUCJIO TPUXOM U MPAKTHUYECCKU HUCKIHOUYUTCIBHO
BIOJIb TIOIUICHKAIINX TIPOBOMAIINX ITy4KOB, a copT C29 006-
pasyeT TPUXOMBI B HEKOTOPBIX PSAaX MEX.IY HPOBOSIIIMHU
my4kamu B HopMme. J171st 000MX JIMCThEB YepeloBaHNE IEMEH-
TOB MATTEPHA BHYTPH NIPOJOIBHBIX PAJOB YCTHUIE/OCHOBHAS
KJIETKa COXpaHSIETCsl Ha NMPOTKEHUHM Bcero (parmenra,
MOATOMY JI0JIs OCHOBHBIX KJIETOK OCTaeTcsi CTaOMIIbHOM Ha
yposHe 0.5.

OtaenbHO OBUTH IPOAHATM3UPOBAHbI HApYIIEeHHs popMHu-
poOBaHHA 3aMbIKAOMINX U O6KJ'IaI[O‘-IHbIX KJIIETOK YCTBHUIL IO
BBIJICIICHHBIM 30HaM (CM. pHC. 5, 0, e). BaskHO OTMETHTB, 9TO
HapyIieHne Mopdoreneza 00KIIQTOYHBIX KIETOK CIIOCOOHO
MPUBONTH K (POPMHUPOBAHHIO YACTHYHO (DYHKIIMOHAIBLHOTO
yCTBHIA, TOTJA KaK IIPU HAPYIICHUN MOpP(HOTeHe3a 3aMbIKa-
IOMIMX KJIETOK (YHKIHS MOJHOCTBIO yTpaunBaeTcs. [Toka-
3aHO, YTO B 30HE MAaKCHMAaJILHOTO MPOSIBICHUSI CTPECCOBOTO
BO3/IEHCTBHA (CM. pHC. 5, 0, e; cpeaHue rpadukn) B 000mx
ciryyasix octosepHo (p < 0.005) nmpeobafaoT HapyIIeHUs
3aMBIKAIOIIUX KIIETOK, TOT/Ia KaK B 30HaX, COPMHUPOBAHHBIX
JI0 M TIOCJIE CTPECCOBOTO BO3AEHCTBUS, JOCTOBEPHO MPEOO-
Jajal0T HapyleHns Mopdorene3a 0OKIaJ0UHBIX KIETOK
(cMm. puc. 5, 0, e, 6okoBbie rpaduku). Takum oOpazom, B nar-
TepHEe, CPOPMUPOBAHHOM B CTPECCOBBIX YCIIOBHSX, IMPEOO-
JaJjaf0T aHOMAJIbHbIE YCTHHUIA, (PYHKIUS OOJIbIICH YacTh U3
KOTOPBIX yTpaueHa.

3aKknioyeHune
Krnerounslit marTepH snuaepMuca JIMCTa 31aK0B, CONIEpKAIIU
CHeTHaIM3UPOBAHHBIC KIETKH, KOTOPBIE JIETKO HAOIIONATh,
LIMPOKO UCTIOIB3YETCsl B KaUeCTBE MOJICIBHON CUCTEMBI JIJIs
n3ydenust Mmopdorenernyeckux npoueccon (Peterson et al.,
2010; Yang, Ye, 2013). B mactosmeit paboTe moka3aHo, 9ToO
MIPU CO3IaHUH CTPECCOBBIX YCIOBUM BO BpEMsI CTAl[MOHAPHOTO
pocTa JINCTa MATKO#H MIICHHUIIBI HAOIIONACTCSI 3HAYUTEIILHOE
M3MEHEHHUE apaMeTPOB KIETOUHOM apXUTEKTYpbl: Hapyllia-
I0TCSI MOP(OTeHE3 TPUXOM, (POPMHPOBAHUE YCTHIHIHBIX KOM-
TJIEKCOB. PacmonoykeHre 30HbI BIUSHUS XOJIOI0BOTO CTpecca,
paccMOTPEHHOTO B HaMIel paboTe, mpeIcKka3yeMo, BU3yaIbHO
TP PEpEeHIIIPYEMO U MO3BOJISIET TONIYyYaTh KaK KaueCTBCH-
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HBIE, TaK U KOJIWYECTBEHHBIE XapaKTEPUCTUKU HapyLIeHUN
Mop(oreHesa Criennaa3upoBaHHBIX KIeToK. [IpenmymecTBo
MPEJIOKEHHOTO MOAX0Ja — B Kaue€CTBE KOHTPOIBHOM 30HBI
MO>KHO HCIIOJIb30BaTh ()parMeHT ITOTO XKe JINCTA, YaIeHHBIN
OT 30HBI CTPECCOBOTO BO3/IEHCTBHSA B CTOPOHY KOHYHKA JINCTA,
MopdoreHe3 KOTOPOro Ha MOMEHT CTPECCOBOTO BO3/ICHCTBUS
3aBepIleH. DTO M03BOJISET HUBEIUPOBATH BIMSHUE pa3InIui
B YCIIOBUSIX BBIPAIIIMBAHNS OTACIBHBIX PACTEHUN U paboTaTh
C TeTEepOreHHBIMH BBIOOPKAMH: THOpPHUIaMH, MOJIEBBIMHU 00-
pasuamu U T. 1. [IpuMmeHeHue mpeiaraeMoro MeToia Jgaetr
BO3MOKHOCTB I10JIy4aTh CTaHAAPTU30BAHHbIE KAYECTBEHHBIE
U KOJTMYECTBEHHBIE OLICHKH O CTPECC-UHAYLUPOBAHHBIX Ha-
pylIeHusix Mopdorenesa B dIMUACPMHUCE JIMCTA TIIEHULBI.
B nanbHeiimem 3T TaHHBIE OyTyT BasKHBI 17151 BEpU(DUKAINT
KOMITBIOTEPHBIX Mojieniei Mopdorenesa nucta. [1pu mondope
COOTBETCTBYIOIINX YCIOBUI METOI MOKET OBITh HCIIOIB30BAH
Ha JIPyTUX OJHOHANPABIEHHBIX PACTYIIMX OPraHaX PaCTeHUH,
MPEXK/IE BCETO TUCTHSX 3JIAKOB, U IIPH IPYTHX BUJAX CTPECCOB.
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