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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 npegnaraeTca KOHLENLMA NCMONb-
30BaHUA PaCTYLLEro N1CTa 31aKoB /1A U3yYeHUA CTPeCcc-UHAYyLnpo-
BaHHbIX U3MEHEHU MopdoreHesa B ANHAMMKE. JIMHEHbBIN NNCT nLe-
HULbI BO Bpema cBoero GopmrnpoBaHna AnuTenbHOe BPemsa COXpaHsaeT
a3y cTaymoHapHoro pocta. 3To NO3BONAET HabNOAATL CepUto Nocse-
ZoBaTeNIbHbIX COObITUI MOpdOreHesa, 3adUKCMPOBAHHbIX B KNETOY-
HOW CTPYKTYpe B3pOC/IOro NncTa. 1A nsyyeHuna KNeTouHom apxuTek-
TYpbl NMAepMm1ca NNCTa NWEHWLbI TPUMEHEH NOAXO[, OCHOBAHHbIN
Ha nosyyeHnmn n obpaboTke KOHPOoKanbHbIx 3D n306pakeHNi NNCTbeB
NWeHNLbl, OKpaLLEeHHbIX ¢priyopecleHTHbIMU KpacuTtenamu. OH faeT
BO3MOXHOCTb NPOBOANTb TOUHOE MOPPOMETPUYECKOe onmncaHne un
onpeaenATb KONMYECTBEHHbIE XapaKTepPUCTUKK NaTTepHa anugepmMmmuca
nucta. Hu3kmne Temnepatypbl ABAATCA OAHUM U3 GaKTOPOB, TMMU-
TUPYIOLWMX BO3[eSbIBaHE KySIbTYPHbIX PaCTEHUN B yMEPEHHOW 30He.
MokasaHbl 3HauMMble HapyLleHna MopdoreHesa yCTbMYHOrO annapa-
Ta B anuaepmuce npeadnaroBbix MMCcTbeB coptoB CapaToBcKas 29 n
AIHeykmc MpobaT B OTBET Ha XONOLOBON CTPECC. YCTaHOBJIEHO, UTO B
30He MaKCMManbHOro NPOABIEHNA CTPECCOBOrO BO3AENCTBUA Npe-
obnagatoT GyHKLMOHaNbHO HapyLUeHHble YCTbMLa, TOTAa Kak B 30HaX,
chOPMMPOBAHHbBIX 1O 1 NOC/IE HEro, aHOManumn Pa3BMTUA CBOAATCA
TOMbKO K HapyLUeHno MmopdoreHesa o6KMafouHbIX KneTok. [insa copTa
CapaTtoBckas 29 6bIn0 BbIABIEHO GOPMUPOBAHUNE 3HAUMMOTO KONUYe-
CTBa SKTOMUYECKNX TPUXOM B pAfaXx, AeTEPMUHMPOBAHHbIX K 06pa3o-
BaHu10 ycTbuy,. C NprMeHeHem npeanaraeMoro nogxona MoXHo no-
nyyaTb CTaHAAPTN30BaHHbIE KaYeCTBEHHbIE 1 KONIMYECTBEHHbIE OLieH-
KU1 CTpecc-MHAYLUMPOBaHHbIX HapyLLeHWI MopdoreHesa anvaepmMmmuca
NNCTa NweHnLbl. BnocnencTBum 3tm faHHble MOryT ObiTb MCNONb30Ba-
Hbl 4nA BepuprKaLMm KOMMNbIOTEPHbIX Mogenen mopdoreHesa mcra.
[JanbHelilwee N3yyeHe MeEXaHN3MOB AeCTBMA XOIOL0BOro cTpecca
Ha MopdoreHe3 NO3BONUT HANTU AOMONTHUTENbHbIE BO3MOXKHOCTH MO-
BbILUEHWA YPOXKANHOCTY NLEHNLbl B 30HaX PUCKOBAHHOIO 3emneenys.

KnioueBble cfioBa: X010[0BO CTpecc; MopdoreHes; Markas nileHmua;
SMVAEPMIC JINCTA; YCTbULA; KNETOYHAsA CTPYKTYpa TKaHW; KOHpOKaslb-
Has 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, JINMUTHPYIOIINX MTPOTYK-
TUBHOCTH W apeall CeJIbCKOXO3IHCTBEHHBIX PAaCTCHUN
B YMEPEHHBIX 30Hax 3eMiH. B HacTosiiee BpeMs B MHUpe
WHTEHCUBHO BEyTCs pabOTHI 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 JUTs HCCIIEI0BAHNS MOp(OTeHe3a
PACTUTENbHBIX TKAHEH pacCMaTpUBAETCs Pa3BUTHUE IUIEP-
MHca JuCTa ¥ (POPMHUPOBAHNE B HEM CHEHATU3MPOBAHHBIX
kietok (Yang, Ye, 2013).

B mporecce ajanraiyy K HU3KUM TEMIIEpaTypam Ipouc-
XOIUT TIepecTpoiika pocToBrIX mporeccos (Yadav, 2010),
YTO, B CBOIO OYE€PE/b, MPUBOANT K CHIKEHUIO HETaTHBHOTO
BO3JCICTBYS HU3KUX TEMIIEPATYP Ha KJIETOUHbIE CTPYKTYPBI.
N3BecTHO, YTO PaCTEHUSIM CBOMCTBEHHO IMHAMUYECKOE H3-
MEHEHHE Pa3MepOB KIETOK. DTO CITYKUT BXKHOH aJJaTHBHOM
(yHKIMEH B peakluy pacTeHUH Ha aOMOTHYECKHE CTPECCHI
(Limin, Fowler, 2001). Bo3neficTBue xonona mpu 3akiaaaKe
OpraHOB pacTeHUH MOXET BBI3bIBAaTh H3MEHEHHE MOp(OreHe3a
U CKa3aThCs BIIOCIIEICTBUU Ha pazMmepe, Gpopme u GpyHKIUH
3pEIBIX OPTAHOB.

Krnetku pacTeHuit 00beAMHEHBI 00IIeH KIIETOYHON CTEHKOH
B MEXaHUYECKUI aHcaMOJIb U HE UMEIOT BO3MOKHOCTH CABHU-
raThesl APYT OTHOCUTENBHO JIpyTa B Iporecce pocra. st 31ma-
KOB XapaKTepeH JITHEHHBIM 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 cragun (Skinner, Nelson, 1995). Ha nepBoii craanmn
HaOJIF01aeTCsl YBEIMYEHHE CKOPOCTH, Ha BTOPOM OHA ITOCTOSIH-
Ha, a Ha TPEeThei cHIbKaeTcs. Bo Bpems pocra nmicrta B 6a3aib-
HOH 4acTH HAOMIOAI0TCsl XapaKTepHbIE YYaCTKH: 30Ha pocTa
JIeIEHHEM U 30Ha POCTa pacTshkeHHeM (cM. puc. 1, a). Ha Bro-
PO cTainy, MPOAOIKAIOLIEHCS 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 31naepmiuce Habrona-
eTcs MopdoreHes Crielinaln3uPOBAHHBIX CTPYKTYP — TPUXOM
(cm. puc. 1, 6) 1 yCTBHIHBIX KOMIUIEKCOB (CM. pHC. 1, 8).

OTnnuuTenbHas YyepTa SMUACPMAIBHOrO IaTrTepHa 3i1a-
KOB — OpraHusanus KJICTOK B BUAC IMTPOAOJIbHBIX KJICTOYHBIX
psinoB. [Ipn 3TOM criennan3upoBaHHbIE KIETKH, B YaCTHOCTH
TPUXOMBI M yCTHHIIA, 00pa3yIOTCs B OT/JCIBHBIX PsiIax KIETOK
(Gallagher, Smith, 2000; Rudall et al., 2017; Hepworth et al.,
2018). TpuxombI 00pa3yroTcs B pe3yabTaTe aCHMMETPUIHOTO
nenennsi. Ha nucranbHOM KOHIIE MaTrepUHCKON KIICTKH OT-
JACIACTCA MEHbIIAasA 110 pasMepy MHUILIHMAJIb, KOTOpasA B JaJib-
HelmeM (GopMHUpyeT BHEITHHH SMUACPMATIbHBIA BBIPOCT.
YcThUHBIE KOMIUICKCHI Y 31aKOB, B YACTHOCTH Y STAMEHS, Ky-
KypY3bl U MIIEHUIBI, TAK)KE HAOIIONA0TCsl 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 pE3yJbTaTe ACHMMETPUYHOTO JICNICHNS KIETOK 3TOTO PsAaa
Ha JIMCTAJIBLHOM KOHIIE 00pa3yeTcsi MaTeprUHCKast KiIeTKa (CM.
puc. 1, ¢2). Ilepen crieayromuymM MUTO30M OHA HHIYIUPYET
ACUMMETPUYHBIE JICIEHUS] B COCEIHMUX KJIETKaX CMEXKHBIX
KJICTOUHBIX PsIIOB (cM. puc. 1, 63). OHM NpOHU3BOIAT OOKIIa-
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JIOUHBIE KJIETKH, BOXKHbIC 17151 QYHKIIMOHUPOBAHUS YCTHUIIA.
[lanee MaTepHHCKas KJIETKa CHMMETPUYHO JIETUTCS B 00pasy-
€T JIBE 3aMBIKAIOIINE KIETKH (CM. puc. 1, 64). Takum obpazom,
MPaBHIBHO COPMUPOBAHHBIN YCTHHYHBIN KOMIUIEKC COCTOUT
13 YeTHIpeX KIETOK (cM. puc. 1, 85).

Omnwucanusle 3Tansl MopdoreHe3a NpoTEKalOT MOCIEI0-
BaTeJIHO BJIOJIb OCH POCTA JIUCTA M MO3BOJISIIOT HAOIIOAATh
HECKOJIBKO CTaIWil OHOBPEMEHHO. DTO JeJaeT JIHICPMUC
JUCTa 371aKOB YAOOHBIM OOBEKTOM JUIsl M3Y4YECHUST MOpQO-
reHesa. [loHmkeHHe TemIieparypsl BIMsSET HA OMOMEXaHU-
YecKHe CBOHCTBA M CKOPOCTH JIENEHUS KIETOK, IPOHCXOIAT
M3MEHEHHUS CTPYKTYPBI pacTuTeNnbHOM kiteTku (Yadav, 2010),
B YaCTHOCTH 3HAYMTEINIbHbIC H3MEHEHHS ITpeTepIieBaet (hoTo-
cuHTeTHYeCcKui anmapat (Bemwxkuk u ap., 2012). Bozaeticteue
HU3KOH TeMITepaTypbl MOXKET ITPUBECTH K OMOMEXaHNYECKUM
OTPaHUYCHHSM, U3MEHEHHUSM aKTHBHOCTH MaKpOMOJIEKYJI
U YMEHBLICHHIO OCMOTHYECKOTO NMOTEHIHAA B KJIETOUYHOH
cpene (Xiong et al., 2002). Tak, poCT JINCTHEB MOKET CHIIBHO
3aME/UIUTHCSI B TEUECHHE JIBYX MUHYT OXJIaXICHHs KOpPHEH
(Dale et al., 1990). OnHako MeXaHU3M JCHCTBUS XOIOJOBOTO
cTpecca Ha MOp(oreHes3 KJIETOUHOH apXUTEKTYPbI PAaCTUTEIb-
HBIX TKAQHEH J10 KOHLA HE ACEH.

B nacrosmieit paboTe mpenaraeTcs METOANKA UCTIONB30-
BaHUs MATTepPHA JIUICPMHUCA JHUCTA MIICHHUIBI B Ka4eCTBE
MOJICIN JIJIsl U3YyUYCHUsI BIMSIHUS CTPECCOBBIX YCIOBUI Ha
Mopoorenes. [Ipennoxkena u ampodrupoBaHa METOIMKA CO3-
JIaHUS CTPECCOBBIX YCIOBHUH M N3BJICUCHHS KaU€CTBECHHBIX U
KOJIMYECTBEHHBIX OL[EHOK O JIMHAMKKE HapyIlleHni Mopdore-
He3a CIIenUaIn3uPOBAHHBIX KJIETOK BO BPEMs CTAllHOHAPHOTO
pocTta nucTa. B KOHTpOIMPYyeMBIX YCIOBHUSIX XOJIOIOBOTO
cTpecca ObUIM MPOBEAEHBI OCHOBHBIC ATAIlbl aHAJIM3a — OT
nondopa IIUTEIbHOCTH BO3AEHCTBHS 10 MOTyYEeHHs JaHHBIX
0 THINAaX M 4acTOTax HapylIeHWH Mop¢oreHe3a TPUXOM H
ycrbul. JlJist n3ydeHus KJIETOYHON apXUTEKTYPbI SITUIEPMH-
ca JIMCTa IIICHHIIB! IPUMEHEH IT0JX0/], OCHOBAHHbINA Ha II0-
Jy4eHHun 1 00paboTke KoH(pOoKaIbHBIX 3D n300pakennii snm-
JIEpMHCa JINCTHEB ITIICHUIIbI, OKPAIIEHHBIX (IIyOPECLIEeHTHBI-
MH KPaCHTEISMH.

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 [Ipobat (SI1). Copt C29 mmeet pazHooOpa3HBIi
KJIETOYHBIH COCTAB AMUAECPMHICA, COACPKALINI KAK OCHOBHBIC
KIJIIETKU SITUACPMHUCA U YCTbHUIIA, TaK U TPUXOMbI pa3jiIndyHOT'O
pasmepa (Hopomkos u ap., 2011; Doroshkov et al., 2016),
MO3TOMY OH IIPHUEMJIEM JUISI anpoOaruy MeTosa MU3y4eHUs
CTpecC-MHYLIUPOBAHHOIO HapylleHus: Mopdorenesa Kie-
TOYHOH apxuTekTypsl snmaepmuca. Copt All nmeer cmabo
BeIpakeHHoe onynreHue smcta (Doroshkov et al., 2016). st
CO3J1aHus CTaHAAapTHBIX yCﬂOBI/lﬁ HCIIOJIB30BaJIM THAPOIIOH-
HYIO TEIUTHIly U Ba30OHBI C KEPaM3HTHBIM IpyHTOM. J[inHa
CBETOBOTO JIHS TTO/IEpKHBaNIack 16 4. Bcero 6pu10 BhIpaIeHo
1o 20 pacTeHui KakJ0ro copra.

Co3ganue cTpeccoBbIX yea0BHii. CxeMa SKCIIepUMEHTa
npuBesicHa Ha puc. 2. Ha ctamun 4eTbIpex 3pesibIX JIMCThEB
TOJIOXKEHUE CBOOOJHOW YacTH pacTylIEro MsaToro JIMCTa OT-
MeJaoch MapkepoM. B 9To BpeMst B HOpMAaJIbHBIX YCIOBHSIX
IATHIN (TIpehIaroBeIi) JIMCT HAXOAUTCS B (pase crannoHap-
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Fig. 1. Schematic representation of the morphogenesis of common wheat leaf epidermis according to (Rudall et al., 2017; Hepworth et al., 2018).

(a) Leaf formation in the stationary growth phase. (b) Trichome morphogenesis. (c) Stoma morphogenesis. DZ, division zone; EZ, extension zone; MZ, mature cell
zone; CMZ, zone of trichome and stoma morphogenesis. Common epidermis cells are shown in gray; trichomes, in blue; and stomata, in orange.
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Fig. 2. Stress experiment: (a) the general outline; (b) change of the location of stress-induced anomalies in the morphogenesis

of specialized leaf epidermis cells with leaf growth.

Dz, division zone; EZ, extension zone; MZ, mature cell zone. Numerals indicate leaf whorls.
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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 JHs (cM. pHc. 2). 715 ApoBBIX
COPTOB MSTKOH MIIEHHUIIBI B IEPUOJ BETE€TAINH ONITUMAIbHAs
Temmneparypa — B uHTepsane ot +10 1o +24 °C, a remneparypa
+4 °C ci1y>KUT CTPECCOBBIM BO3/ICHCTBUEM U BBHI3bIBACT 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 IPpyTIia
pacteHuii. B kaxo#i rpyTimne ObUI0 110 BOCEMb paCTEHHUH IBYX
n3ydaembIX coptoB. ITocie X01010BOTO BO3AEHCTBUS BCE
IPYIIIbI PACTEHUI BO3BpAILAJId B OJaroNpHsTHBIE yCIOBUS
U BBIPAIIMBAIN A0 CTAUM KOJIOMICHMs. PacTeHns kaxmoi
TPYIIIBI 3aTeM OBUTH MOABEPTHYTHI BU3YaJIbHON HWHCTICKIIHH.
Juis ananmza orOupanu nsThle (npenduaroBbie) JUCThs C
MeTKaMH (CM. puc. 2, ).

Oxpacka npenaparoB M U3BJe4YeHHEe JAHHBIX O AMHA-
MHKe HapylieHuii MopdoreHesa cnenuaIn3HpoOBaHHbIX
KkJeTok. O0acTu JrcTa ¢ HapyHmIeHUIMHI Mop(doreHe3a uH-
KyOupopoBaiu B ¢pukcarope 3: 1 (3TaHOI : YKCYCHAs KHCIIOTa)
B TEUEHHE TPeX WK Ooliee yacoB. J[iist okpammrBaHus HCIOINb-
30BaM Kpacutenu 4’,6-auamMuanno-2-penununamon (DAPL,
Sigma-Aldrich) u Propidium Jodide (PJ, Sigma-Aldrich). 3tor
Ha0op Kpacurtenel Ha (UKCUPOBaHHOM Marepuaie obecrie-
YHMBAET JOCTATOYHO yCTOIUMBYIO K BBITOPAHHUIO OKPACKY sSIAEP
1 KJIIETOUHBIX CTEHOK, a TAKXKE MTO3BOJISIET PA3INYaTh IITyOOKO
3ajeraronye cocyabl. OKpacKy MPOBOIMIIN B 1B ATaIa ¢ Mpo-
MEXyTOUHOW TIPOMBIBKOI HEUTpaIbHBIM (QochaTHBIM Oyde-
poM. 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 pa3aesiig Ha 30HBI
(cM. puc. 2, 6), okpammBaiu pactBopoM DAPI 10 Mxr/min B
Teuenne 30 MUH U 3aKJIFOUaJIH [10]] TOKPOBHOE CTEKIIO. B Ka-
YECTBE peareHTa, MPEeTsTCTBYIOIIETO BRITOPaHUTo (aHTH(EH-
na), ucrionb3oBanu peareHT DABCO (Sigma-Aldrich). 3to
[IO3BOJIMJIO B JAJIHEHILIEM IIPOBOIUTH MHOTOKPATHbIM MUKPO-
ckonmueckuii ananu3. DABCO OpL1 pa3BeieH COTIIACHO
crannaptHoit Mertoauke (25 mr/man DABCO B cmecu 90 %
muuepus, 10 % 1 xPBS pH = 8.6). Takas cmech 1 3aKiio-
4yeHHs1 00JIaflaeT 10CTaTOUYHON BSI3KOCTBIO TS YICpKAHUS
MIOKPOBHOT'O CTEKJIa Ha (hparMeHTe JIMCTA MIICHHIIBI.

[TonyuenHble npenaparhbl OLIEHUBAIN TIPU ToMoIIH (Iryo-
pectienTHoro Mukpockora ZEISS Axioskop 2 ¢ mensio Ha-
XOXKJICHUS] ONTUMAIIbHOM JTTUTEIILHOCTH XOJIOJJOBOTO BO3/ICH-
CTBHS, KOTOpas oOecreyrBaeT JUIMHY 30HBI HapyLICHUS
MoporeHesa Ha B3pocioM Jucte B npeaenax 20 mm. 3oHa
TAKOTO pa3Mepa, M0 HalllMM OLIEHKaM, COIEPXHUT okoio 200
9JIEMEHTOB KJIETOYHOTO ATTePHA B KAKIOM N3y4aeMOM IIpo-
JIONIBHOM DS, YTO MO3BOJISIET ONPEAEIUT CTATHCTHUECKYIO
JIOCTOBEPHOCTh M3MEHEHHMS YacTOT IMOSIBICHUH HapyIICHNH
MopdoreHesa yCTbHUI] [10 CPABHEHHIO C KOHTPOJIBHOW 30HOM.
3arem mpemaparsl ¢ OTOOpAaHHOW TPYMIIBI PACTEHUH ObLTH
n3ydeHsl npyu nomomu mukpockona ZEISS LSM 780 NLO
B pexuMe «tile scan» mpu Cieayronx HaCTPOUKax: yBelu-
yeHne o0bekTHBa 20X, KpaTHOCTh YBETUYCHUS MPH CKaHH-
poBannu 0.6, pacCTOsIHNE MEXKY COCETHUMHU ONTHYCCKUMHU
cpe3aMu 10 BePTUKAJIBHOM ocH 2.5 MKM. YCUJIEHHE CUTHAJIA
oIoMpanock AMHaMu4Iecku. Pazmep mikcestst Ha ONTHYECKHX
cpe3ax UTOroBOTo M300paxeHust cocTasisi 1.38 x 1.38 Mkm.
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Takne HaCTPOMKH MO3BOJISIOT TOJIy4aTh U300pakeHHsI, Ha
KOTOPBIX BHMMAsl TOJIIMHA KJIETOYHON CTEHKH COCTABIIACT
2—-4 mmkcens. [Iporsxennsie (40-50 MM JumHOI) obmacti
BJIOJIb JINCTA, PABHOYAAJCHHBIC OT LICHTPAJIbHOM JKHIKU U
Kpasi, ObIIIM MCIIOIb30BAHbI B aHAJIN3E.

Amnanu3 n300paxxeHHH MPOU3BOIMIIN B Tporpamme Imagel
(Collins, 2007) npu nmomomu miaruaa CellCounter (https://
imagej.nih.gov/ij/plugins/cell-counter.html), koTopsrii m03B0-
JISIeT OTMEYaTh Ha M300payKeHUH TOUKH C 331aHHBIM THITOM, a
3aTeM U3BJIEKaTh UX KOOpAMHATHL. B psinax, B Hopme coaep-
Kalx ycThuma (cM. puc. 1, ), ObUTH OTMEYECHBI 3JI€MEHTHI
KJICTOYHOTO TaTTepHA: YCThHUYHBIC KOMIUIEKCHI U OOBIYHBIC
KJIETKU 3MHJEPMHUCA. 30Ha CTPECCOBOTO BO3/EHCTBYSI Oblia
pa3bura Ha OTPE3KH IUTHHOHN MO 2 MM, BKJIFOYAIOIINE OKOJIO
20 51IeMEHTOB KJIETOYHOTO NMAaTTepHa B KaXKJIOM H3ydaeMOM
MPOJOIBHOM psiny. I OTPE3KOB OLIEHUBAJIUCH YAaCTOTHI
HOPMaJIBHBIX U HapyIICHHBIX AJIEMEHTOB KIETOYHOW apXu-
TEKTyphl. B kauecTBe KOHTPOJIBHOW 30HBI MCIIONH30BAIN
OTPE30K JIMCTA JUIMHOU 4 MM, KOTOPBIH chopMupoBaics 10
BO3/IEMCTBUS XOJI0A0BOrO cTpecca. Ha kakaoM oTpeske Bbl-
yucisiin meauany, 0.25 u 0.75 kBaHTWIM, MUHUMAaJIbHOE U
MaKCHMaJIbHOE HaOitofaeMble 3HaueHus. OTHeNbHO ObLIH
OIICHEHBI COOTHOIICHHUS 0l HapyIIeHni (HopMUpOBaHHUS
3aMBIKAIOINX W OOKJIQJOYHBIX KJIETOK YCThUII. Bcero mis
JIByX T€HOTHUIIOB B paboTe n3y4eHo okono 15000 anemenToB
narrepHa. OIeHKa mapaMeTpoB PacIpeieIeH I, TOCTPOCHUE
rpa¢ukoB u 3D pexoHCTpyKuuii (parMeHTOB JIMCTA MPO-
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 porniecce Bu3yanbHOI MHCIIEKITUH OBIIIO yCTa-
HOBJICHO, YTO MOCJE JIBYXJHEBHOTO JEHCTBHS XOJOIOBBIX
YCJIOBUH HET BHJIMMBIX WU3MEHEHUH MOP(OIIOrHH JIUCTA.
[Tocne 4eTbIpexAHEBHOTO IEHUCTBUS B MPEACKa3aHHON 30HE
(cM. puc. 2) Ha pacCTOSTHUN OHOW TPETH JIMHBI OT Oa3alib-
HOW YacCTH JINCTOBOW IUIACTHHKU HaOIonaeTcst PparMeHtT ¢
BUAMMBIMU HapyIIEHUSIMH T€OMETPUH >kmikoBanus. Iloc-
Jie MIeCTH- U BOCBMHUJHEBHOTO BO3/ICHCTBUS XOJIOJIOBOTO
cTpecca u3ydaemasi 30Ha CTaHOBUTCs Oojiee MPOTSHKEHHOH 1
cocrapmser 10-25 MM. DT0 moATBEpPXKaAET, 9TO MOp(OreHe3
9TOM YacTH JIMCTA MPOXOIHI B CTPECCOBBIX yCIOBUsX. Jlist
JACTAJIbHOTO U3YyUCHUSA YaCTOTHOM JUHAMHUKHU ITOSABJICHUS
HapymeHnid Mop¢oreHesa Oblia BRIOpaHa JITUTEIHHOCTH B
IIECTb CYTOK. bputn oToOpans! pparmenTsl ucta copra C29 u
AT pvnoit 80 MM, cofieprkaliue B IIEHTPe MpenoiaraeMyro
30HY CTpPECC-WHAYIHNPOBAHHOTO U3MEHEHHs MOopQoreHesa.
[TarTepn mucra, HaOIIOAAEMBIH B SKCIIEPUMEHTE, COOTBET-
CTBOBAJI IAHHBIM O KJICTOYHOM apXUTEKType MHUIepPMHCa JIUC-
Ta MATKOW MIeHuIbl. KiIeTKu paHKupoBaHbl B IPOJIOTbHBIE
PSIIBL, U OT/GNBHBIC PSAIBI AETCPMUHUPOBAHbBI Ha 00pa3oBa-
HUE ONPCACTICHHBIX 2JIEMEHTOB NATTEPHA — TPUXOM U YCTHUI]
(puc. 3). [leTepMHHUPOBAHHOCTH PAAOB COXPAHSIIACH TIO JITH-
He (hparMeHTa JIMCTA, YTO TO3BOJIMIIO B OOJIBIINHCTBE CITy4acB
[IPOCIIEAUTD IMHAMUKY YaCTOT HapYyILLIEHUN BHYTPU KaX10I0
psna. HecmoTps Ha TO, 9TO HAOIIOMAEMBIH MTATTEPH B YCIIO-
BUSIX CTpEcca COXpaHsSET KICTOUHBIC PSAbI, OH NCKPUBICH
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Fig. 3. Fragment of the 3D structure of common wheat leaf epidermis, cv. Saratovskaya 29.
The reconstruction is performed with common modules for visualizing 3D images in Mathematica 10 package on the base of our
data obtained by laser scanning microscopy.

Files normally containing (7, 3, 4) trichomes and (2) stomata are indicated. Stomatal complexes: (a) normal, (b) abnormal. Trichomes:

(c) normal, (d) underdeveloped.

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

Brumn oTobpans! Hanbosnee THMUYHBIE (ParMEHTHI JIUCTA
000MX T'€HOTHIIOB ¥ TPOCKAHMPOBAHEI C HIDKHEH (a/1aKcrallb-
HOW CTOPOHBI) BIOJB JIUCTA +/— 25 MM OT IICHTpa 30HbI Ha-
pymrenust Mopgomnorun. Ha paccrosaun 50 MM OT Kpast 30HBI
JIOKJIN3AIMY HapyHIeHHH Mop¢oreHe3a B CTOPOHY KOHYHKA
JUcTa ObLIa BBIZCICHA KOHTPOJIbHAS 001acTh JTHHOHN 10 MM.

XapakTepHbIi MaTTEPH MUAECPMHUCA JTUCTA MIIEHHUIIBI N3Y-
YaeMBIX COPTOB B HOPME MPE/ICTABIICH YEPETOBAHUEM PSI/IOB,
CoACpKallluX OCHOBHBIC KJIETKH, TDPUXOMBI U YCTbHUILIA. Hau
JKUIJIKAMHU PACTIONIOKEHBI KIETOYHBIE PSIZIbI, KaK MPaBHIIO,
HeCyIue KpyMHbIe TPUXOMBI. MeX/ly HUMH HaOII0gaeTcst
YepeZoBaHUE PSIJIOB, COAEPIKAIINX YCTHUYHBIE KOMIUICKCHI,
PSIOB B KOTOPBIX HaOMIOMaroTCs 0ojee MEIKHE TPUXOMBL, a
TaKXKe psII0B 0e3 CIeHaIN3UPOBAHHBIX KIETOK (CM. pHc. 3).
OtmetnM, uto 3nuaepmuc aucta copra All conepxut MeHb-
I1ee KOJIMYECTBO TPUXOM, YCTYTIAIONIHX 0 pa3Mepy TPUXOMaM
C29. B psnax, B HOpME BKITIOYAIOIINX TPUXOMBI (CM. pHC. 3),
B 30HE CTPECCOBOTO BO3/ICHCTBHUSI BCTpEUaroTCs Kak chop-
MHUpPOBaHHBIE (OCTAHOBWIIMCH HA CTaIuH 64, cM. puc. 1), Tax
1 Hec(hOpMHUPOBAHHBIC TPHUXOMBI (OCTAHOBHJIMCH Ha CTa/INH
62, cM. puc. 1), KOTOpbIC OTINYAIOTCS OT OOBIYHBIX KICTOK
snuaepMuca GopMoii U yCTYIaroT UM B pa3Mepe (IpUMepHO
B TPH-IISITH pa3 MEHbIIIE, YEM CECTPUHCKHE KJICTKH TPHXOM).
le/I 9TOM YCpPCAOBAHNEC OCHOBHBIX KJIETOK U TPUXOM B CO-
otHomeHnu 1:1 coxpansercsa. OmHaKo B COCETHHUX pPsIax,
JICTEPMUHUPOBAHHBIX HAa (POPMUpOBaHHME TPUXOM, HO 00-

AKTyaﬂbeIe TEXHONOrM KNeTo4YHon 6uonorun

Pa30BaBIINXCS HaJl MPOBOJSMIIUME ITyYKaMH, HA 3TOM K€
pacCToOAHUU OT OCHOBAHMA JIMCTA TAKUX HapyﬂleHI/lﬁ HE
HaOromaeTcs. DTO JOKa3bIBAaeT, YTO MOP(HOTEHE3 TPUXOM B
HEIoCPEeICTBEHHOM OJIM30CTH OT MPOBOJISIIETO ITyYKa MEHEe
YyBCTBUTEJICH K JICHCTBHIO XOJIOJJOBOTO CTpecca.

Ha puc. 4 mpusenens! kinaccuukanys HapyeHid Mopdo-
reHe3a yCThHIl ¥ HaloaeMble mpuMepsl. [lokazana cTpyk-
Typa HOPMAJIbHBIX YCTBUUHBIX KOMIUIEKCOB (CM. puc. 4, a),
OTIIMYAIOIINXCSA OKPYTIION (POPMOIT M COCTOAIINX W3 Taphl
3aMBIKAIONINX KJIETOK, OKPYXEHHBIX IBYMS OOKJIaIOYHBIMHU
KJIeTKaMu (cM. puc. 1, 64—65). Onu HabMIOMANHNCH KaK B KOH-
TPOJNBHOM 00JIaCTH, TaK U B 30HE, C(HOPMHUPOBAHHOH TOCIIE
JieiicTBHA cTpeccoBoro (akropa. B ycinoBusix crpecca Obutn
3a(h)MKCUPOBaHbI HAPYILEHUSI OTACIEHNUS OTHOH (CM. pHc. 4, 6)
1 AByX (cM. puc. 4, 8) 0OKIIQTOYHBIX KJIETOK, a TaKXKe Hapy-
IIeHUsT 00pa30BaHMsI 3aMBIKAIOIINX KJIETOK: KOMITJIEKCHI 0e3
00KJIaIOYHBIX KJIETOK (CM. puc. 4, 2), ¢ 0HOM (cM. puc. 4, 0)
1 AByMs OOKJIaJIOYHBIMH KJIeTKaMu (cM. puc. 4, e). Cnemyer
OTMETHTb, UTO IIPH HOPMAJIBHOM MopdoreHese oTeneHue 0o-
KJIaJI0YHBIX KJIETOK IPOUCXOAUT paHblie, 4eM (popMUpOBaHUE
3aMBIKAIOIIUX KJIETOK. DTO TOBOPUT O TOM, UTO ITPH HapyIIIe-
HHUH CaMbIX PaHHUX CTaJNH pa3BUTHUS YCTHUIl (POPMUPYETCS
000c00IeH b1 3a49aToK (cM. puc. 4, 2). [Ipu ocTaHOBKE Ha 00-
Jiee TTO3JHUX 3Tarax HaOIroAaeTcs OTAeICHHE 00KIIaI0THBIX
KIICTOK (CM. pHC. 4, 0, ). OmHaKO 715l HAOJMFOACHUS 3a9aTKOB
ycThHIL (CM. puC. 4, 6, 8), COIEPKAIINX 3aMbIKAIOIINE KIIETKU
1 HETIOHEI HaOOp 0OKITaI0YHBIX, TOJDKHO IIPOU30UTH pas/e-
JICHUE MaTePHHCKOM KIETKH 0e3 OT/IeTICHHS OJJHOH MITH 00eHX
00KJIa/IOUHBIX KIIETOK. Takue HapyeHus CBU/IETEIbCTBYIOT B
TMOJIBb3Y YaCTUYHON HE3aBUCHMOCTH F€HETHUECKOTO KOHTPOJIIS
MIPOXOXKJICHUS 3THX 3TaroB Mopdorenesa.
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Fig. 4. Stomatal complexes: (a) normal, (b)-(f) abnormal.

Anomaly schemes and corresponding microimages are shown. Anomalies: (b) in the segregation of one subsidiary cell; (c) ditto, two cells; (d) formation of a guard
cell without subsidiary cells; (e, f) with one and two subsidiary cells, respectively. Scale bar 50 pm.
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Fig. 5. Variation in the frequency of elements of common wheat leaf epidermis along cell files normally containing stomata: (a, b, e) cv. Saratovskaya
29, (c, d, f) cv. Janetskis Probat.

The variation is shown along fragments of (g, c) leaves exposed to stress and (b, d) control areas. At the bottom, ratios between the anomalies in the formation of
(e) guard cells (GC) and (f) subsidiary cells (SC) are shown. The ratios of anomalies in leaf fragments (a1-a5) are shown in graphs (e1-e5); the ratios for fragments
(c1-c5), in graphs (f1-f5), respectively. For all dots, box plots are shown, in which the horizontal line indicates the median, box sides, quantiles 0.25 and 0.75; range
boundaries, the least and the greatest values in the sample. In graphs (a) and (c), dots corresponding to distribution medians for identical pattern elements on
neighboring segments are connected.
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Jlist KOMMYEeCTBEHHOTO aHan3a Obljla OLleHEeHa JMHAMHKA
pacmpesienieHus HapyIeHHH 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 COZeprKaIIiX YCThUIIA (CM. pHC. 1, 8), OBLIH OTMEUEHBI
CJIC/TYTOIIHE 3IIEMEHTHI TTaTTepHa:

e OCHOBHBIC KJICTKH (B])lTﬂHyTI)Ie KJICTKH 663 OTJIIMYUTCIIBbHBIX
MOP(OIOTHIECKUX 0COOCHHOCTEH, PACTIONOKEHHBIE MEXKITY
YCTBUIIAMH);

e TPUXOMBI,

o HOpPMaJIbHBIC YCTBUUHBIC KOMITIEKCHI;

o YCTBHYHBIC KOMIUICKCHI C HapylIeHHeM Mopdorenesa 00-
KJIaAO4YHBIX KJICTOK!

— HapYIICHUS OT/IEICHHUS OTHOW OOKIIaI0THOMN KIICTKH;

— HapyUICHUs OTAEICHHS 00enX 0OKIIQTOYHbIX KIICTOK;

— 1e(hOpMUPOBAHHBIC YCTHUYHBIC KOMIUICKCHI, COACPIKAIIIE

JIOTIOJTHUTENbHBIE OOKIIaJOUHBIE KICTKH;

o YCTBUYHBIC KOMIUIEKCHI C HapylIeHHeM MopdoreHesa 3a-
MBIKAKIIUX KICTOK:

— 0e3 00KIIaOYHBIX KJIETOK (HAONIomaeTcss Kak Hepasze-

JICHHAst MaTEepUHCKAs! KIIETKA);

— C OJTHOH M3 OOKJIAJIOYHBIX KJIETOK (HaOMIoaeTcst Kak He-

pasaeneHHast MAaTEpPUHCKAs! KIIETKA);

— C JIByMs OOKJIQJIOUYHBIMH KJIeTKaMH (HaOIfoaeTcst Kak

HepasJlelIeHHAs! MaTePUHCKas KJIETKA).

Ha puc. 5, a—2 noka3ansl pacpeesIeHnsi OTHOCUTEIbHBIX
JIOJIEHl OCHOBHBIX KJIETOK 3ITHJICPMHCA, HOPMAJIBHBIX M aHO-
MaJIbHBIX YCTBUYHBIX KOMIIJIEKCOB, a TAKKC JSKTOIMMYCCKUX
TpuxoM. JlaHHBIC NTPUBEICHBI KaK BIOJb N3ydaeMbIX (par-
MEHTOB, COJCpP)KAIMX 30HY JCHCTBHS XOJIOJIOBOTO CTpecca
(cm. puc. 5, a, ), Tak U Il KOHTPOJIBHBIX OOJacTer (CM.
puc. 5, 0, 2).

Ha xoHTpONBHBIX rpadukax (cM. puc. 5, 0, 2) HabIIomaeTes
YepeaOBaHNEC OCHOBHLIX KJIIETOK 1 HOPMAJIbHBIX YCTBHIL B CO-
otHomreHuu 1:1 (otaensHbIe YacTOTH! 0KOITO 0.5). Iyt 06omx
TEHOTHITOB aHOMAJIbHBIC YCTEUYHBIE KOMIUIEKCHI M 3KTOIIMYC-
CKHE TPUXOMBI B HOPME He BbIsBILOTCS. IIpy paccmorpenun
JUHAMHMKH M3MEHEHHS 3THX 4acTOT BAOJb OCH POCTA JIHCTa
(cM. puc. 5, a, 8) ObLIIO ITOKA3aHO, YTO CYIIIECTBYET 30HA JINCTA,
B KOTOpOﬁ J0JI1 HOPMAJIbHBIX YCTBUYHBIX arlliaparoB HUXKE
JIONM HAPYIICHHBIX YCTRIYHBIX alllapaToB (CM. puc. 5, a2—a4).
371ech pacronoXeHbl yCThbHYHbIE KOMIUICKCHI ¢ HApyIIEHHSAMH
Ha pa3HbIX dTanax pa3BuTus (cM. puc. 4). IlporsxeHHOCTH
9TOH 30HBI JJIs1 00pa3IoB Pa3HBIX TEHOTHUIIOB OBITa CXOXa —
i copra C29 ona Obuta 22 MM (CM. pHC. 5, @ OT TOUYKH
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 PEaKIMIO0 Ha XOJOIOBOH cTpecc.
B kauecTBe mMapkepa CTPECCOBOIO OTBETa BBICTYHAeT JOJIs
aHOMaJIMH B Pa3BUTHN yCTHHYHBIX allllapaToB OTHOCUTEIHHO
00IIIETO KOJIMUECTBA IIEMEHTOB TaTTEepHa KJIETOYHOTO Psijia.
[Tpu »TOM Hayaylo BO3AEHCTBHS CTpecca XapaKTepu3yeTcs
YMEHBIIEHUEM J0JIH HOPMAIbHO C(hOPMUPOBAHHBIX YCTHUY-
HBIX aIlliaparoB 3a CYET POCTa KoJM4yecTBa HapymieHnid. Ha
oTpe3ke, CHOPMHUPOBABILEMCSI B YCJIOBUSX XOJIO/1a, IIPAKTH-
YECKH BCE 00pa30BaBIIMECS YCThHIA UMEIH aHOMAJINH, a
MocJIe BO3BPAILCHNSI K HOPMAJIBHOI TeMmIepaTrype ux 0
MOCTENEHHO CHU3MJIACh K YPOBHIO JI0 BO3JICUCTBHS cTpecca.

B nmpaBoii wactu rpaduka (B HarpaBIeHUN KOHYHUKA JHCTA)
B 000MX CIly4asx HaxoIuTcs 30Ha, (JOPMHPOBABILIASCS /10
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HACTYIUJICHHsI CTPECCOBBIX YCIOBUH (cM. puc. 5, al). 3aech
HaOMroaeTcs ypoBeHb 4AaCTOT IEMEHTOB NATTEpPHA IIIU-
JIepMHCa, COOTBETCTBYIOIINI KOHTpOII0. JIeBee (B cTopoHy
6a3ayIbHON YaCTH JINCTOBOM IJIACTUHKH) PACHOJIOKEHA 30HA,
KOTOpasi, MPEAIONOKUTENbHO, (OpMHUpOBaIach Mocie AeH-
cTBHs cTpecca (M. puc. 5, al). YacTtoTra 211eMEHTOB ITaTTepHa
AMUICPMHCA B ITOH 30HE Y 000X MCCIIE/IOBAHHBIX TEHOTUIIOB
TaKKe CTPEMUTCS K KOHTPOJIbHOMY ypOoBHIO. OIHaKo y copTa
C29 ormedeHb! cyniecTBEHHBIC OTIHNYUS. Tak, 0T YCTBUI]
B 3TO# 30He coctaBmster 0.36 (cMm. puc. 5, al), 4TO HUXKE
KoHTposbHOTO ypoBHA (0.47) (cM. puc. 5, 6). B n3ygaembx
KJICTOYHBIX psiiaX HAOMIONAIOTCS KTONTNYECKUE TPHXOMBI CO
cpenueit yacroroii okoso 0.1. B 30Hax, copMupoBaHHBIX 10 1
BO BpeMs CTpecca, MX 4acToTa OJm3Ka K Hy o (CM. pHc. 5, a).
Takum o6pazom, jurs copra C29 nocie JeliCTBHS X0I00BOTO
CTpecCa B U3YUCHHBIX KJIICTOYHBLIX pAdaX CHU3UJIACH T0JIA
YCTBHII, YACTUYHO 3a CYET HKTONMUYECKUX Tpuxom. Cremyer
OTMETHUTb, YTO IOSBICHHE YKTOIMYECKUX TPUXOM OOHapy-
>keHo Hamu Jutst copta C29, HO He HabIonaeTcs A copTa
SI1. Bo3MOXXHO, 3TO CBSI3aHO C OCOOCHHOCTSIMH PETYIISAIIIH
(hopMupoBaHUs TPHXOM Yy 9THX J1BYX copToB. SI1 popmupyer
MCHBIICC YHCJIO TPUXOM U MPAKTHYECCKU HUCKIHOUYUTCIBHO
BIOJIb TIOIUIHKAIINX TIPOBOIAIINX ITy4KOB, a copT C29 006-
pasyeT TPUXOMBI B HEKOTOPBIX PSAAaX MEX.IY HPOBOSIIMMHU
my4kamu B HopMme. J1i1st 000MX JIMCThEB YepeloBaHNE IEMEH-
TOB MATTEPHA BHYTPH POJOIBHBIX PAJOB YCTHUIE/OCHOBHAS
KJIETKa COXpaHSIETCSl Ha NMPOTSIKEHUHM Bcero Qparmenra,
MOATOMY JI0JIs OCHOBHBIX KJIETOK OCTaeTcsi CTaOMIIbHOM Ha
yposse 0.5.

OtaenbHO OBUTH IPOAHATM3UPOBAHbI HApYIICHHS (hopmu-
poOBaHNA 3aMbIKArOIINX 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 (POPMUPOBAHHIO YACTHYHO (DYHKIIMOHAIBLHOTO
yCTBHIIA, TOTJa KaK IIPU HAPYIIEHUN MOpP(OreHe3a 3aMbIKa-
IOMIMX KJIETOK (YHKIHS MOJHOCTBIO yTpaduBaeTcs. [Toka-
3aHO, YTO B 30HE MAaKCHMAJILHOTO MPOSIBJICHUSI CTPECCOBOTO
BO3/IEHCTBHA (CM. pHC. 5, 0, e; cpeaHue rpadukn) B 000mx
ciryyasix jjoctoepHo (p < 0.005) nmpeobagatoT HapyIIeHUs
3aMBIKAIOIIUX KIIETOK, TOT/Ia KaK B 30HaX, CHOPMHUPOBAHHBIX
JI0 | TIOCJIE CTPECCOBOTO BO3AEHCTBUS, JOCTOBEPHO MPEOO-
JaIal0T HapyleHns Mopdorene3a 0OKIaJ0YHBIX KIETOK
(cMm. puc. 5, 0, e, 6okoBble rpaduku). Takum oOpazom, B nar-
TepHEe, CPOPMUPOBAHHOM B CTPECCOBBIX YCIIOBHSIX, IPEOO-
JaJlafoT aHOMAJIbHBIC YCTBHUIA, (PYHKIHUS OOJIbIICH YacTH U3
KOTOPBIX yTpauyeHa.

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, 9To
MIPU CO3JIaHUH CTPECCOBBIX YCIOBUM BO BpEMsI CTAl[MOHAPHOTO
pocTa JINCTa MATKO#H MIICHHUITBI HAOIIONACTCSI 3HAYUTEIILHOE
M3MEHEHHUE NIapaMeTPOB KIETOUHOM apXUTEKTYpbl: Hapyllia-
I0TCsI MOP(OTeHE3 TPUXOM, (POPMHPOBAHUE YCTHIHUHBIX 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 Criennaa3upoOBaHHBIX KIeToK. [IpenmymecTBo
MPEJIOKEHHOTO MOAX0Ja — B Kaue€CTBE KOHTPOIBHOM 30HBI
MOYKHO 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 BBIPAIIIMBAHNSA OTACIBHBIX PACTEHUN U paboTaTh
C TeTEepOreHHBIMH BBIOOPKAMH: THOpPHUIaMH, MOJIEBBIMU 00-
pasuamu 4 T. 1. [IpumeHeHune mpepinaraeMoro MeToia Jaet
BO3MOKHOCTB I10JIy4aTh CTaHAAPTU30BaHHbIE KAYECTBEHHBIE
U KOJTMYECTBEHHBIE OLICHKH O CTPECC-UHAYLUPOBAHHBIX Ha-
pylIeHusix Mop¢orenesa B dIUACPMHUCE JIMCTA TIICHULBI.
B nanpHeiimem 3T TaHHBIE Oy T BasKHBI 1715 BEpU(DUKALINT
KOMITBIOTEPHBIX Mojienei Mopdorenesa nucta. [Ipu mondope
COOTBETCTBYIOIINX YCIOBUI METOI MOKET OBITh HCIIOIb30BAH
Ha JIPyTUX OJHOHANPABIEHHBIX PACTYIIMX OpPraHaX PaCcTeHUH,
MPEXK/IE BCETO TUCTHSX 3JIAKOB, U IIPH IPYTUX BUJIAX CTPECCOB.
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