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MCCAEAOBAHUE POAU PHK-UHTEP®EPEHLIMU
B PETYAAUNN AUCKPETHOU ®PATMEHTALIMU
18S PPHK PACTEHU

B cTpeccoBbix YCAOBMSAX KAETKM AOAXHbI OGbICTPO COKpallaTb YpOBEHb OO6LIEr TPaHCAALMM
MPHK, noaaep>uBasi npuv 3TOM CUHTE3 HEKOTOPbIX CreumaAbHbiX OGEAKOB, KOTOpble MoMoratT
COMPOTUBASTLCS CTPECCY. Y KMBOTHbIX M APOXKEN TOPMOXKEHME CKOPOCTU CUHTE3a 6EAKA B OCHOBHOM
CBS13aHO C MOAMMMKaLMeNn aKkTUBHOCTM (PaKTOPOB MHULIMALMKM U DAOHTALMKM TPaHCASIUMKM. B kaeTkax
pacTeHNn MHOTME M3 3TUX PEryASTOPHbIX MEXaHM3MOB HE PeaAu3yloTCs. Mbl NpearnoAaraem, 4to y
pacTeHnin (hyHKLIMOHMPYET aAbTEPHATMBHbLIA MEXaHM3M MOAABAeHMS TpaHcAsumm MPHK, cBs3aHHbI
c cant-crneumdmryeckoin pparmentaumen morekyAa 18S pPHK B coctaBe 40S prb0COMHBIX CcybacTu.
[NoHMMaHMe MOAEKYASIPHbIX MEXaHM3MOB OTBETA PACTEHMIA Ha CTPECCOBblE BO3AENCTBUS SBASETCS
OCHOBOW AAS MOBbILLEHNS 3(PHEKTUBHOCTN CEAEKLIMOHHOIO MPOLLECCA C LIEABIO MOAYYEHNS YCTONUMBBIX
K CTpeccam COPTOB 3KOHOMMUECKM BaXKHbIX BUAOB pacTeHuin. Hammn 6bIA0 06HapY>KeHO, YTO BO Bpemst
TEMNAOBOrO LLOKA B KAETKAX Pa3AMYHbIX BUAOB PACTEHWMI HAaKaMAMBAIOTCS AMCKPETHble MoAeKyAbl PHK,
npeacTaBasioliMe cobor 5’-koHueBble hparmeHTbl 18S pPHK, ocratoumecs cBsg3aHHbIMUM B COCTaBe
pr1bOCOMHBbIX cybuacTuu. B HacTosieit paboTe METOAOM MOPUAM3ALUM HYKAEUHOBBIX KUCAOT
npoBeaeHo uccaepoBaHre PHK-nHTepdepeHuMM Kak BO3MOXHOIMO MeXaHM3Ma, OMOCpeAYIoLero
BAeHWE AmMckpeTHoM pparmeHTaumm 18S pPHK pacTeHuniti B 0TBET Ha TenAoOBOM LIOK. MoOAeKyAbl
MmnkpoPHK, komnaemeHTapHble ueAeBbiM yyacTkam 18S pPHK, nmo koTopbiM ocywiecTBASIAMCH ee
paspbiBbl C 06pa3oBaHMEM CTPECC-UHAYLMPOBaHHbIX 5’-koHUEeBbix PHK-bparmeHToB, o6HapysxeHbl
He OblAW. BbisiBA€HHbIE B X0Ae paboTbl MaAble 5’-koHueBble dparmeHTbl 18S pPHK npeaaaraetcs
MCMOAb30BaTh Kak HOBbIN TUM GMOMApPKEPOB CTpecca B KAeTKax pacteHuit. OTpabGoTaHHas MeTOAMKA
rMépuAM3aUMnU HYKAEMHOBBIX KUCAOT C MCMOAb30BaHeM DIG-meueHoro 3oHAQ, KOMMAEMEHTApHOrO
BbICOKO KOHCEPBATMBHOMY 5’-KOHLIeBOMY yuacTky 1-35 18S pPHK pacTteHuit MokeT 6bITb MCMOAb30BaHa
AAS 3P eKTUBHOIO AeTekTnpoBaHus 3Tnx PHK-mapkepos cTpecca.

KatoueBble croBa: anckpetHas pparmenTtauma 18S pPHK, TenAoBon WoK, untonAasmaTnyeckue
PHK, TpaHcasums MPHK, 40S pubocomMHble cyGuacTmupl.
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Study of the role of RNA-interference in the regulation
of discrete fragmentation of 18S rRNA in plants

Under stressful conditions, cells must rapidly reduce the level of total mRNA translation, while
maintaining the synthesis of some special proteins that help resist stress. In animals and yeast, the in-
hibition of protein synthesis is mainly associated with the modification of the translation initiation and
elongation factors. In plant cells, many of these regulatory mechanisms are not realized. We hypothesize
that plants have an alternative mechanism for suppressing mRNA translation associated with site-specific
fragmentation of 18S rRNA molecules within 40S ribosomal subunits. Understanding the molecular
mechanisms of plant response to stress is the basis for increasing the efficiency of the breeding process in
order to develop stress-resistant varieties of economically important plant species. We found that during
a heat shock, discrete RNA molecules accumulate in the cells of various plant species, which are 5’-ter-
minal fragments of 18S rRNA that remain bound in the composition of ribosomal subunits. In this work,
the method of nucleic acid hybridization was used to study RNA-interference as a possible mechanism
mediating the phenomenon of discrete fragmentation of 18S rRNA in plants in response to heat shock.
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MicroRNA molecules complementary to the target regions of 18S rRNA, through which its rupture was
carried out with the formation of stress-induced 5’-terminal RNA fragments, were not found. The small
5’-terminal fragments of 18S rRNA revealed during the work are proposed to be used as a new type of
stress biomarkers in plant cells. The optimized nucleic acid hybridization technique using a DIG-labeled
probe complementary to the highly conserved 1-35 5’-end region of plant 18S rRNA can be used to ef-
ficiently detect these stress RNA markers.

Key words: discrete fragmentation of 185 rRNA, heat shock, cytoplasmic RNA, translation of mRNA,
40S ribosomal subunits.
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Ocimaikrepaeri 18S pPHK-HbIH, AUCKpeTTi (hparMeHTaLMSACBIH peTTeyAeri
PHK-uHTepcepeHuMAChIHbIH, POAIH 3epTTey

CTpeccTik >KaFaanmAapAa >kacyllaAap CTpeccke KapcChl TypyFa KemeKTeceTiH Kemnbip apHanbl
6eAOKTapAbIH CUMHTE3IH cakTai OTbIpbir, >aArbl MPHK TpaHCASUMSCHIHBIH AEHreRiH Te3 TOMEHAETYI
kepek. JKaHyapAaap MeH allbITKbIAApAA OEAOK CUHTE3IHIH >KbIAAAMAbBIFbIHbIH TEXEAYi HerisiHeH
TPaHCASUMSHbI  6acTay >koHe y3apTy (aKTOpAapbiHbiH BGEACEHAIAITIHIH  MOAMMMKALUMSACHIMEH
6anAaHbICTbl. OCIMAIK >kacyLlarapbiHAA BYA peTTey MEXaHU3MAEPIHIH KOMLLIAIT XXy3ere acblpbIAManAbI.
bi3 ecimaikTepae 40S pnbocomanbik, cybbealiekTepait iwiHae 18S pPHK MoAekyAaAapbiHbIH, caiTka
ANCKPETTi pparMeHTaumsicbiMer GaiiaaHbiCTbl MPHK TpaHcAsiumsicbiH 6acy yuwiH 6araMa MexaHW3Mmi
6ap Aen 6oAXKaMMbI3. OCIMAIKTEPAIH CTpecke peakUMsICbiHbIH MOAEKYASIPAbIK, MEXaHU3MAEPIH TYCiHY
LIapyallbIAbIK, MaHbI3bl 6ap 6CIMAIK TYPAEPiHiH KyM3eAiCcke Te3iMAi COpTTapbiH aAy MakcaTbiHAQ
CEAEKUMSIABIK, MPOLECTIH TUIMAIAITIH apTTbIPYAbIH Herizi 60AbIN TabbliAaAbl. KbIAy COKKbICbI KE3IHAE
BPTYPAI ©CIMAIK TYpAEpiHiH >acywaaapbliHaa Anckpetti PHK MoaekyAaaapbl >KMHaKTaAaTbIHbIH
aHbIKTAaAbIK, OAap pubocomanblk cybbipAaikTepae 6arAaHbickadH 18S pPHK-HbIH 5'-TepMuHaAAbI
dparmeHTTEpi 60AbIN Tabblrasbl. ByAa >kymbicta PHK-mMHTepdepeHUMsICbiH 3epTTey YiliH HYKAeuH
KBILKbIAbIHbIH TMOPUAM3ALMSICHI BAICI OCIMAIKTEPAEri >KbIAy COKKbICbIHA >Kayar peTiHae 18S
pPHK-HbIH AMCKpeTTi dparMeHTaumsCbl KyObIAbICbIHbIH AEAAAAABIK, MYMKiH 6GOAATbIH MeXaHU3Mi
peTiHae napasaHbiaabl. 185  pPHK  MmakcaTTbl  aliMakTapbliHa KOMMAeMeHTapAbl  MMKpPoPHK
MOAEKYAQAApbl TaObIAMAAbl, OAAp apKblAbl OHbIH, Y3iAyi CTpPecC-MHAYKUMSAAHFaH 5'-TepMMHaAbADI
PHK dparmeHTTepiHiH Ty3iAyiMeH >xy3ere acbipbiAAbl. Y)KyMbiC GapbiCbiHAa aHbikTaAraH 18S pPHK-
HbIH, LaFbIH 5'-TepMMHAAAbI (DParMEeHTTEPIH BCIMAIK >KacyllaAapbliHAA CTPecc 6MoMapKepAEpiHiH >kaHa
TYpi peTiHAe NnarAaAaHy ycbiHbliAaabl. Ocimaik 18S pPHK-HbIH »KoFapbl cakTaaFaH 5'- aimarbiHa 1-35
Tisbekte DIG TaH6aAaHFaH 30HATbI KOAAQHATbBIH >KETIATEH HYKAEMH KbILLKbIAbIH TMOPUATEY BAICI OCbl
ctpecc PHK mMapkepAepiH TUIMAI aHbIKTay YLWiH NanAaA@HbIAYbl MYMKIH.

Tyiin ce3aep: 18S pPHK-HbIH AMCKPETTi (hparMeHTauMsChbl, XbIAy COKKbICbI, LMTOMAQ3MaAbIK,
PHK, MPHK tpaHcasiumsichl, 40S prbocomanbik, cyobipaikTep.

CoxpameHus 1 0003HAYEHUS

I[TAA-rens — nonuakpwiaMuaHbIN Teib; Tpuc-
Tpuc(runpoxcumernn)amuaomeran; eEF2 — »ay-
KapHOTHYECKHIA (PaKTOp JJIOHTAIUH TPAHCISIIAN
2; elF2 — sykapuoTHuyecKHidl (akTop WHHLIHALNN
Tparcisanuu 2; RIPs — Oenku, WHAKTUBUpYIOLIHUE
pudocomel; 4E-BPs — Genku, cBA3BIBAIOIIME dyKa-
puoTHUYECKH (haKTOp MHULMAIMK TpaHcsuuu 4E.

1. BBenenue

BuocunTe3 Oenka — 10CTaTOYHO SHEpPro3arpart-
HBIH TIPOIIECC, U B CTPECCOBBIX YCIOBHUSX MPOIECC
TpaHCIsIIuK OonbmMHCTBa KietouyHsix MPHK un-
ruduUpyercss 4TOOBI COIKOHOMHUTH PEecypchl W o0e-

CIICYUTh MPEUMYIIECTBCHHBI CHHTE3 CTPECCOBBIX
OcnkoB. BBUIO oOmHMCaHO HECKOIBKO MOJEKYIISp-
HBIX MEXaHM3MOB MHTHOMPOBAHWS CHHTE3a OelKa,
peann3yIoNMxcsi B KIETKaX MIICKONHTAIONINX H
JIPOXKKEN.

OnvH W3 TakuX MEXaHW3MOB 3aKJIIOYaeTCs B
(dhochoprIMpOBaHUN 3YKAPHOTHUECKOro (hakTropa
anonranuu tpancisiun 2 (eEF2), kotopoe npuso-
JIUT K €T0 HECTIOCOOHOCTH CBSI3BIBAHUS C pHOOCOMa-
mu. Muaktusarus eEF2 Bener k ToTaTbHOMY TTO1a-
BIICHUIO OMOCHHTE3a OejIKa B KIIETKaX )KUBOTHBIX H
npoxokeit. docpopunmpoBanue eEF2 ocymecTsis-
eTcs BbIcoKocnennpuIHOi npoTenHknHa3on eEF2
(eEF2K), aktuBupyromeica B YCIOBHAX PE3KOTO
CHIKEHUS KoHIeHTparuu ATP B nuTo301€ Ki1eTok
[1]. Ho y pactenuii He 0OHApPY>KHBACTCS YHIAOTCH-
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Hoii aktuBHOCTH eEF2K HU B OOBIYHBIX YCIOBHSX
[2], Hu Tipm cTpeccax [3].

BTopoli u3BeCTHbIE MEXaHHU3M MOJABJIEHUSA
ypoBHs Tpancisiuuu MPHK 3amyckaercs B ycinoBu-
X aMHHOKHCIIOTHOTO TOJIOJAHVSI U OMOCPEIyeTCs
elF4E-cBa3piBatomnmu  6enkamu (4E-BPs), xoto-
pele mpenoTBpamaT cBs3piBanue elF4E ¢ m7G-
rar-ctpykryport MPHK, a 3HauunT, 1 hopmupoBanne
48S-npennuimatopuro xkomruiekca [4]. Ho Takux
MHTHOUTOPHBIX OEIKOB He OBUIO Hai/IeHO B KIIET-
KaxX pacTeHHH [5]; B pacTUTEIBHBIX TCHOMAX Ja)Ke
He OBLIO HaliileHo opToJoroB renoB 4E-BPs [6].

Ente oauH BaXkHBIM MEXaHU3M I01aBICHHS OHO-
cUHTEe3a OeJKa SyKapuoT 3aKirouaeTcs B hocdopu-
JUPOBaHUM O-CyObenuHUIBl (akTtopa elF2 cmen-
n(OUIECKUMH TPOTENH-KUHA3aMH, YTO B KIIETKaX
MJIEKOTIUTAIOMINX U JPOXOKEH MPUBOAMT K OJIOKH-
poBanuto GTP-oOMenHoro Oenka elF2B u peskomy
WHTHOUPOBAHUIO CTAJIMM WHUIMAINN TPAHCIISAINH
MPHK [7]. Oanako, peuupKymsaius TpOCTBEHHOTO
KOMIUIEKCA B KJIETKAaX PacTeHUH MOXKET OCYyIEeCT-
BIsiThCH Oe3 yuactus elF2B [8], a dochopummpo-
Banue elF20 B pacTUTENBHBIX cCHCTEMax in Vitro He
MPUBOIUT K CHJIBHOMY WHTHOMPOBAHMIO CHHTE3a
oenka [9]. Kpome Toro, U3 4eThIpeX MPOTECHHKUHA3
(PKR, HCR, PERK, GCN2), dbochopuiupyromux
a-cyopenununy elF2 B kieTkax MIICKONUTAIOLINX,
y pacTeHril 0OHapyKEeHBI aKTUBHOCTD U T€H TOJIBKO
onuoit pGCN2-kuHa3el, a camo (ochopuarpoBa-
Hue y elF2o pacrenuil He ABHIsAETCS yHUBEpCaAb-
HBIM OTBETOM Ha Bce BUIBI cTpeccos [10].

Takum 00pa3oM, B KJIETKaX PaCTCHHI XOPOIIO
ONHCaHHBIC JJI1 MIIEKOIUTAIOIINX U IPOAIKEH Me-
XaHW3MBI TOJIABJICHUS OMOCHWHTE3a Oenka 3a CyeT
MOAU(DUKAIUN TPAHCISAIMOHHBIX (AaKTOPOB JIUOO
HCIIOJNIB3YIOTCS B OTPaHUYEHHBIX MTPEeJIeNax, JJU0o He
peanu3yroTca BoBce. Mbl cCUMTaeM, YTO y pacTEHUN
MOKET (YHKIHOHHPOBATH APYTrOW MEXaHU3M TOp-
MOXKEHUSI CHHTe3a Oelka, 3aITyCKaIOIIMICS TPH He-
KOTOPBIX aOMOTHYECKUX W OMOTHYECKHX CTpeccax,
1 9TO OH CBfA3aH C paclleIUIeHueM MoJeKyisl 18S
pPHK B cocraBe 40S pubocomMHBIX cyO9acTuIl mo
ONpPEIEIICHHBIM caiiTaMm.

Panee HamMM Ha HECKOJBKHUX pacCTUTEIbHBIX
00BeKTaxX OBLI OMHUCAH IMPOIECC PACIHICTICHUS MO-
nekynsl 18S pPHK, npuBomsimuii k 0Opa3oBaHUIO
5’-KOHIEBBIX (QparMeHToB pasmepoM 132-134 ny-
kieotuaoB [11] u 54-57 nykneorunos [12], a Tak-
ke 3’-KOHIIeBOTO (parMeHTa pazmepom okosio 100
HykjeotunoB [13]. Hamu nanHbie BIoiHe codera-
IOTCS C JIaHHBIMH TOJTHO-TPAHCKPUIITOMHOTO aHa-
nu3a, TIOKa3aBIlIeM, 4TO pa3phiBHI B 28S -, 18S-, u
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5,8S- pPHK npoucxonar He paHIOMHU3UPOBAHHO, a
JTUCKPETHO, TO €CTh, KaKMX-TO ()parMeHTOB pUOO-
comHbix PHK B kieTke BBIABISETCS 3HAYUTEIBHO
Ooutblire, ueM qpyrux ¢pparMeHToB [14].

[Iponecc paspesanus PHK mupoxo ucnons-
3yIOTCSl KJI€TKaMH BO BpeMs IPOLECCHHra pubo-
comubix PHK w3 umx mpeamiecTBEeHHUKA B XOJ€
ouorenesa pubocom [15]. Kpome Toro, y npo- u
9YKapUOTUYECKUX OPraHU3MOB pealu3yeTcs Me-
XaHM3M TMOJaBJIeHHUS OMOCHMHTE3a Oelika 3a cyHeT
pacweruienust monekyisl 28S pPHK u3 6onpmoit
(60S) puboCOMHOM CyOUaCTHITHI IO aTb(a-capIu-
HOBOM metie ¢ otmenieHueM 3'-konnesoro PHK-
¢parmenta Duno (“Endo fragment™) [16]. Takum
00pazoM JEUCTBYIOT TOKCHHBI pacTeHHUil (pHIIHH,
a0puH U MOJAELHWH), TpUOOB (0-caplH) U OakTe-
puit (Ilura-toxcun) [17]. Bo3moxxHo, aHamoruy-
HbIe SHJIOHYKJI€a3bl U OTIOCPEAYIONINE allypUHN3a-
LU0 TIMKO3WIa3kl (Kak B ciyyae OEJIKOB, HHAKTH-
Bupytommx pubocomsl, RIPs), HO HallelleHHBIE He
Ha 28S pPHK, a na 18S pPHK B cocraBe maibix
(40S) pubocomHBIX cyOUYacTHL, aKTUBUPYIOTCS B
KJIETKaX PacTCHHH BO BpPEeMs cTpecca M TaKuM 00-
pa3oM MPUBOAAT K BpEMEHHOMY HJIM CTOWKOMY I10-
nasienuto Tpancisauun MPHK.

OnHMM U3 BO3MOXHBIX MEXaHU3MOB JHUCKPET-
Hoii (parmenTanmu pPHK B kierkax sykapuor
B OTBET Ha cTpecchl sBaserca mnponecc PHK-
nHTepdepeHmuu: b0 3a CYET BBIMCIUICHHUS W3
mmmieyHsix cTpykryp pPHK mukpoPHK, nu6o ¢
BOoBIeUYeHHEM dKk30reHHbIx MukpoPHK. Tak, He-
IaBHO OBLIO TOKa3aHo, uTo pudbocomubie PHK B
KJIETKaX KMBOTHBIX MOTYT BBICTYIIaTh B KauecTBe
MPEALIECTBEHHUKOB HEKaHOHWYecKuX MUKpoPHK
[18, 19], koTOpbIe BHIMICIUIAIOTCS U3 cocTaBa 28S
pPHK, 18S pPHK u 5,8S pPHK, a takxe u3 cneii-
cepHbIx pubocomubix ydactkoB ITS1 u ITS2 npu
CBOEM CO3peBaHMM. BakHO, YTO BBIIIEIUICEHUE
takux MHUKpOoPHK B kieTkax »XKHBOTHBIX HaOIIO-
JaeTCsl B OCHOBHOM B CTPECCOBBIX YCIIOBHSX, & B
OTCYTCTBHHM CTPECCA OCTaBIIMECS OT BBIIEIUICHUS
Mainble pparmeHTs pudbocomubix PHK gocratouno
OBICTPO DIIUMUHHUPYIOTCS KJIETOYHBIMH YK30HYKJIE-
azamu [19]. AHamorHYHBIE MEXaHU3MBI Pa3pe3aHus
Mosekyn 18S pPHK MoryT ocymecTBnarbcs U B
KIJIeTKax pacTeHuid. B HacTosmieit pabore uccieny-
€TCs BO3MOXXHBIM MEXaHHU3M CalT-HaIpaBJICHHOTO
pacmemienus 18S pPHK pacrennii ¢ ywsactuem
runotetuyeckux MHUKpoPHK, HaneneHHbIx Ha
YYaCTKH, [0 KOTOPBIM MPOUCXOAST Pa3pbIBBI 3TOM
MOJIEKYJIBI B OTBET Ha CTPECCOBBbIE BO3JEHCTBUSA
Cpensl.
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2. MaTepI/IaJ'ILI U METOABbI UCCJICAOBAHUSA

2.1. I'mnore3a

Bo Bpems TEIIOBOro 10KA B KJIETKaX PACTCHUM
cuntesupytorcss MukpoPHK, xkommuiemenTapHsie
ygactkam 41-75 m 116-150 18S pPHK.

2.2. Martepunansl

B pa6ore ucnions30Banuch peareHTs GupM “Sig-
ma”, “Roche”, “Thermo Fisher Sci.”, “Amersham”,
“Ambion” u “Bio-Rad”. Onuroznezoxcupubonykie-
otunbl (omurolHK) «5°18S» (5°-acaagcatatgactact
ggcaggatcaaccaggta), «si-5’-75nt» (5’-agattaagccat-
gcatgtgcaagtatgaaccaatt), «si-5’-135nt» (5°-gtttgttt-
gatggtacgtgctactcggataaccgt) m «miR173» (5°-tttc-
gcttacacagagaatca) ObUIM CHHTE3UPOBAHKI de novo B
KoMmnaHu “Sigma”. J[71s paInoakTHBHOTO MEUYEHUS
omuro/IHK wucrone3oBamu [y->*PJATP (185 TBbx/
mModtb) pupmer “Perkin Elmer”. B kauecTBe 00b-
€KTOB HCCJICJIOBAHHS KCIOJB30BANIN 3apOJIBIINN U
pocTku mieHuubl riticum aestivum L. copta Ka-
3axcranckas 10, moderu Arabidopsis thaliana sxo-
tina Columbia, moberu Nicotiana benthamiana u
Solanum lycopersicum, BBIpallieHHBIE B CBETOBOU
KOMHATe.

2.3. MeToabl HcCIeI0BAHUS

Buipagnueanue  HyK1eomMuoHuIX — noCiedosa-
menvrocmeti 18S pPHK, B3SThIX U3 0a3bl JaHHBIX
NCBI, nmpoBoaumnu B nporpamme MEGA-X.

DIG-meuenue onuromepa «5°18S», komruie-
MeHTapHoro yuyactky 1-35 18S pPHK 7. aestivum
L. (PDB: 3J5Z d) ocymiecTBIsIoch ¢ HCHOIB30-
BanneM DIG Oligonucleotide 3'-End Labeling Kit
(Roche) mo MeTonke MPON3BOIUTEINS.

Hna nonyuenus paouoaxmueHO MedeHblX 30H-
0os wucnonb3oBamu omuro/JHK: «si-5’-75nty, «si-
5’-135nt» u «miR173». Ot omuro/IHK Obuin
dochopunupoBansl 1o 5’-koHIY T4-mOJUHYK-
neotuakuHa3oi (Thermo Fisher Sci.) B mpucyt-
ctBud [y-*?P]ATP 1o MeToauKe MPOU3BOAUTEIS.

Lna umumayuu mennoo2o wioka YeThIpex-
JTHEBHBIEC TIPOPOCTKH MIIEHHUIIBI, TPOPOIICHHBIE MTPH
26°C, ObLIM IOMELLECHBI Ha § 4acOB MPH TEMIIEpaTy-
pe 37°C. KoHTpobHBIE POPOCTKH B TCUSHUE ITHX
’K€ BOCBMH 4acOB pacTUIIUCh NpH 26°C.

Tomanvusie npenapamer PHK Be1nensau u3 0,1
T CBIPO Macchl JINCTOBBIX JHMCKOB C HCIOJB30Ba-
HueM Tri-peareHTta (Sigma) Mo METOJUKE MPOU3-
BOJIUTES.

Onexmpogopez PHK mpoBommin B 8% 1mo-
nuakpunamuaHoMm (ITAA) rene B mpuUCYTCTBHU
8M MmoueBuHBI. ['enu oxkpamuBaiu B pacTBOpE,
comepxkameM 0,2 Mr/mMa OpOMHUCTOTO ITHUAUS

(Sigma) n ananu3upoBanu B mpoxoxsuem Y D-
CBETeE.

Hoszepn-6nommune. B ciiydae uCIONB30Ba-
Husi DIG-medenolt npoObl, mmepeHoC Ha HEWJIOHO-
Byl0 MeMOpaHy, ypaBHoBemeHHy0 B 0,1x Tpuc-
O0opatHOoM Oydepe, mpoBonwIM Ha TpuOOpe A
noirycyxoro omorrtunra (Sci-Plas) npu cuire Toka
250 MA B Teuenne 30 muH. Ilocie mepeHoca MeM-
Opany cymwii 1 oOpabaThiBajIu B TCUYCHHE 2 MUH
Yd-crerom 10 m/Ix/cm? B kpoccnmakepe (UVP).
I'mbpummzanuto ¢ DIG-MeueHHBIME TIPOOAMH | TI0-
CIIEAYIONIYIO AETEKIHIO TI0JOC C UCIOJIb30BAaHUEM
XEMUITIOMUHUCLIEHTHOTO areHTa MPOBOIWIN C HC-
ronp3oBanueM Habopa DIG Luminescent Detection
Kit for Nucleic Acids (Roche) no metoauke npowus-
BoauTtens. Temneparypa ruOpuan3anny COCTaBsIIa
50°C. Ins merekuuu cBsizaBmmxcs DIG-medeHbIX
30HJIOB HCIIOJb30BaIM KOHBIOTaThl aHTHTEN Anti-
Digoxigenin-AP Fab fragments (Roche). IIposiBky
OJIOTOB OCYIIECTBISUIM C HCIIONB30BAHUEM KOM-
MEPUYECKOTo cyOcTpara ajisl IenoYHol (ocdaTtassl
CSPD (Roche). B cnyuae wucnosnb3oBanus [**P]-
MedueHblX 30H10B, PHK mepenocnam Ha mMemOpa-
Hel Hybond-N+ (Amersham) meTonom BiaKHOTO
anextpobnorTunra npu 10 B B 0,1x Tpuc-6opatHom
Oydepe B TeueHWe HOYM. [ MOpHIN3AIHMIO B 3TOM
cinyyae npoBoawad mpu 35°C mpu KUCIOIB30BaHUHU
rudpuanzaunonHoro Oydepa UltraHyb-oligo hy-
bridization buffer (Ambion) B Tedenne HOuM. OT-
MBIBKY MeMOpaH ocymectsisuid B 6 X SSC, 0,1%
(8/0) SDS, npu 35°C no 30 mMuH. ABTOpaauorpa-
(hHUr0 OTMBITBEIX MEeMOpaH MPOBOIMIN Ha (hochopu-
mumkepe (Bio-Rad).

3. Pe3yabTaThl HCC/IeTOBaHUS U HX 00CYXK-
JaeHue

Jns uccinepoBaHusl mporecca (pparmMeHranuu
pPHK wmaoii pubocomHoii cyOuacTuisl B HOpME U
IIPYU TEIUIOBOM IIOKE OBbIT HEOOXOOUM 30H[, KOM-
IUIEMEHTApHBIH  JIOCTaTOYHO KOHCEPBAaTHBHOMY
yuactky 18S pPHK pactenmii, 4ToOBI €ro Mo>KHO
OBUIO HMCHOJIB30BaTh HA PA3IMYHBIX PACTHUTEIBHBIX
oOBbekTax. J{7s mpoBEepKH CTETEeHW KOHCEPBATHB-
HocTH 5’-koHueBoro ydactka 18S pPHK pacrenwmi
ObUIO TPOBEACHO BBIPABHUBAHWE B MPOTrpaMme
MEGA-X HyKJICOTHAHBIX IIOCIEI0BATEIHHOCTEH
18S pPHK BuaoB pacteHmii, OTHOCAIIMXCS K pa3-
JUYHBIM TaKCOHOMHUYECKUM Ipynmam. Pe3ynbrarTs
aHaJlM3a IpesCcTaBieHbl Ha pucyHke 1. Kak BugHO
W3 JIaHHBIX, TPEJICTaBICHHBIX Ha 3TOM PHUCYHKE,
IMIb B Hno3uLusX «1» u «4» HaOmogaroTcs Io-
TUMOP(GU3MBI, OCTaIbHBIC TO3UIMH HYKJICOTHIIOB
SIBJIAIOTCSA BBICOKO KOHCEPBAaTUBHBIMHU Y PacTEHUH.
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Taxum 00pa3om, UCX0ns U3 KOHCEHCYCHOM ImocIe-
JOBaTEJILHOCTH, MOJTY4YEHHOHW B XOJI€ NMPOBEICHHO-
IO KOMITBIOTEPHOTO aHainu3a, ObUT CHHTE3UPOBaH
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CBepXxy NpeACTaBIeHa KOHCEHCYCHAs HYKJICOTH/IHAS ITOCIIEI0BAaTeNIbHOCTE, cooTBeTCTBYIomast omuro JHK «5°18S».
B konoHKe cieBa ImpeCcTaBICHBI BUBI PACTEHHH ¢ yka3zaHueM HomepoB GenBank.
Pucynox 1 — BripaBHHBaHNE HyKJICOTHAHBIX TocaenoBarensHocTel 18S pPHK pactenmit
B mporpamme MEGA-X mi1s pa3paboTKu 30HAa ¢ IENbI0 JETEKINH ee 5 -KOHIEBBIX (parMeHToB

Jns oueHKW cTeHneHW NUCKPETHOH (parmeH-
tanmu 18S pPHK B pocTkax mmeHHIsl B HOpME U
[P TEIUIOBOM IIOKE OBII MPOBENEH HO3epH-O0J0T
aHaJIM3 C MCIIOJIb30BaHMEeM 30HAa «5°18S-DIG»
[ocjae IEKTPO(OpeTHIeckoro pasieseHus: B
[TAA-rene totanbHbix npemnapatoB PHK, Brige-
JICHHBIX M3 POCTKOB MIIEHHIBI, MOJIBEPILINXCS U
HE IOJBEPrIINXCs TEMJIOBOMY IIOKY. Pe3ynbraTh
aHanM3a MpeAcTaBiIeHbl Ha pucyHke 2. Kak BuaHO
U3 JaHHBIX, NPEACTABICHHBIX HAa 3TOM PHUCYHKE,
JBa MalibiX 5’-KoHIEBbIX ¢parmenta 18S pPHK
(5,3S PHK, pasmepom okoinio 134 HyKIECOTHAOB U
75nt-5"18S, pazMepoM OKOJO 75 HYKJIEOTHIOB),
COJIepKaHUE KOTOPBIX CYLIECTBEHHO IIOBBIIIA-
JIOCH TIPH TOBBIMIEHHOW JIsi PacTeHWH Temiepa-
type (37°C). CnemyeT OoTMETHTbH, uTO (hocdopu-
nupoBanus elF2a He HaOMOAaeTCs IPH TEILIOBOM
moke [3, 9], B To BpeMs Kak ypOBEHb TPaHCIISALHNU
oonsmmaCcTBa MPHK TIpM TemmoBoM mioke Cuithb-
HO cHuxkaercs [20]. Takum oOpazom, TUCKpeTHAs
¢dparmentanus 18S pPHK c oOpazoBanmem aByx
MaJbIX 5’-KOHIIEBBIX (hPAarMEHTOB 3TOH MOJIEKYIIBI
HaOJ0JaeTcs BO BPeMs TEIJIOBOTO LIOKA, H HAPY-
menne nenoctHoctd pPHK mansix pubocoMHbIxX
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cy0JacTull, HpPOUCXOAALIEEe BCIEACTBHE TaKOU
(dparMeHTalnuu, MOXKET SBISATHCS MPUYUHON CHU-
skeHus1 ypoBHs TpaHcimsnuun MPHK B pacturens-
HBIX KJIETKAaX.

Crnenmyer OTMETHTB, YTO Ha 0JIOTE, TPEICTaB-
JIEHHOM Ha pHCyHKe 2, B nononHeHue k 5,3S PHK
u 75nt-5’18S MokHO BHIETS etie GparMeHThI 00JTb-
mero pasmepa (6onee 200 HYKJICOTHIIOB), COIEp-
JKaHWE KOTOPBIX B KJIETKaX POCTKOB MILIEHULBI HE
HOBBIIIAIIOCH B OTBET HA TEIUIOBOM IIOK (OTMEYEHbI
CTPEJIKOW HA PUCYHKE 2).

OngHMM W3 BO3MOMKHBIX MOJICKYJSIDHBIX Me-
XaHU3MOB IIOSBJICHHMsS B KIJIETKaX pPacTeHUH Ma-
neix parmentoB 18S pPHK morna Ovrte PHK-
nHaTepdepennus (BepHee, paspezanue pPHK xom-
mwiekcoM RISK, accoiuupoBaHHBIM cO crienudu-
yeckuMu MHUKpoPHK nnmum MuPHK). V pacrennii
9T0T MexaHu3M pacmeruiennss PHK mmpoxo Bo-
BJIEYCH HE TOJBKO B MPOLECC MOP(OIOTUIECKOTO
Pa3BUTHUS U CO3PEBAHUS, HO TAKXKE U B aKTHBALIUIO
3aLIUTHBIX MEXAaHU3MOB BO BPEMS CaMbIX pasind-
HBIX cTpeccoB. YTOOB! IPOBEPUTS, IOSABIIAIOTCS JIN
B KJIETKAX PacTeHUH NPHU TEIUIOBOM IIOKE CIELH-
¢nueckre runorerndeckne MukpoPHK, Hanenen-
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Hble Ha calThl pa3pe3anus monekynsl 18S pPHK,
KOTOpPBIE MOTJIN MPUBOJIUTH K 00pa3oBaHmio (par-
MeHToB ~ 134 Hr. (5,3S PHK) u ~ 55 ur. (75nt-
5’18S), ObUIM CKOHCTPYHMPOBAHBI COOTBETCTBYIO-
ue paguoakTHBHO MedeHble 30HabI. Omuro/[HK
«si-5’-75nt» cOOTBETCTBOBaJ 1O HYKICOTHUIHON
nocJieoBaTeNbHOCTH yuacTky 41-75 18S pPHK T.
aestivum L., a omuro/IHK «si-5’-135nt» — ygact-
ky116-150 18S pPHK T. aestivum L. B xauecTtBe
MOJIOKUTENBHOTO KOHTPOJIA OBLT  HCIOJIB30BaH
omuro/IHK «miR173», kommieMeHTapHBI MH-
kpoPHK ath-MIR173 Arabidopsis thaliana (Gen-
Bank: LM608299), xoTopast mpucyTCTBYET Ha II0-
CTOSIHHOW OCHOBE B IoOerax apabuporicuca. DTH
TpH paAuoakTUBHO MedeHblX onuro/IlHK Obum
UCIOJb30BaHbl B Ka4eCTBE 30HIOB IPH IPOBEAE-
HUUW HO3EPH-0JIOT aHalln3a TOTAIBHBIX TPENapaToB
PHK, BblaeneHHBIX U3 PAcTEHHH pa3HBIX BUOB,
MOJBEPTLUIMXCS U HE MOABEPIIINXCS BO3ACHCTBUIO
TEIJIOBOTO IIOKa. Pe3ynprarhl ananmsa mpeacTas-
JIEHBI Ha PUCYHKeE 3.

A

M1 XT3 4 5 67T H M1

18w —=

mirl 73— s =

S5 pIHIE -
- 535 PHE
85 pPHE -
itk B iR

Cnesa npencrasieH [IAA-rens, cnpaBa — GJIOT TOTO
xe resst. CTpenkamu yka3aHsl pparMeHTs bolee
200 HYKIICOTHIOB, COAEP KaHHE KOTOPBIX
HE KOPPEINPOBAIIO CO CTPECCOBBIMHU yCIOBHSIMH.
Pucynok 2 — Ho3epH-0110T aHanu3 ¢ HCMOIB30BaHUEM
«5°18S-DIG» 30812 1S BEISIBIICHHS MAJIBIX 5’ -KOHIIEBBIX
¢parmenToB 18S pPHK 8-1HEBHBIX pOCTKOB MIICHHUIIBL,
nonBepkeHHbIX (37°C) u He noaBepeHHbIX (26°C)

TEILUIOBOMY ILIIOKY

14 58 67K M 1 3 48 & T K

A —«miR173»; B — 30H7 «si-5’-135nt»; B — 30ua «si-5’-75nt». M — PHK-mapkep. Ha nopoxkax 1-8 aHanu3upoBanuch
totanbHbele PHK: 1 —13 3aponsiiieii mieHuIs, npopoueHHsIx npu 26°C; 2 — u3 3aposliieii MIIeHUIIbl, TPOPOIIEHHBIX
mpu 37°C; 3 — u3 poctroB Arabidopsis thaliana, He MoBEpKEHHBIX BO3JCHCTBHIO TEIUIOBOTO IIOKA;

4 — u3 poctroB A. thaliana mocne 8 4. naky6auuu npu 37°C; 5 — u3 poctkoB Nicotiana benthamiana,

HE MOJIBEP)KCHHBIX BO3JICHCTBUIO TEIIOBOTO 1I0Ka; 6 — 13 pocTkoB N. benthamiana nocrne 8 4. uuky6armu npu 37°C;
7 — u3 poctkoB Solanum lycopersicum, He MOBEPKEHHBIX BO3JCHCTBHIO TEIUIOBOTO IIOKA;

8 — u3 poctkoB S. lycopersicum mocie 8 4. unky6aruu npu 37°C.

PucyHok 3 — HozepH-0110T aHaIM3 ¢ UCIIONB30BAHUEM PaJHMOAKTHBHO MEYEHBIX 30HI0B
C LeNBIO BISIBIICHUS MTOTeHIManbHEIX MUKpOPHK, crioco6HbIX BI3BaTh pa3pbiBbl Monekyisl 18S pPHK pactenuit
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Kak BUIHO M3 JaHHBIX, MPEACTAaBICHHBIX Ha
3TOM PHUCYHKE, B ToTanbHbIX npenapatax PHK,
BBIZICJIEHHBIX M3 PACTEHUM pa3HBIX BUIOB, B TOM
Yycle, NIICHUNB], HE OBLJIO BBISIBIEHO KaKUX-TO
kopotkux (19-23 mT) PHK, KoMmmiemMeHTapHBIX
yuactkam 41-75 u 116-150 18S pPHK pacrennii
(pucynku 4b u 4B), cinemoBaTenbHO, IOJDKEH
OBITH KaKOW-TO MHOW MeXaHW3M, HMPUBOIAIIHN K
paspeiBam nenu pPHK manoit pubocomuoii cyo6-
YaCTHUIBI B CTPECCOBBIX YCIOBHUAX U HAKOIUICHUIO
MaJBIX 5’-KOHIEeBBHIX ¢parmernToB 18S pPHK,
5,3S PHK u 75nt-5’18S. DT MeXaHH3MBI OHC-
KpeTHO#l ¢parmenTanuu moyiekyisl 18S pPHK B
cocrase 40S pubocoMHBIX cyOUacTHIl eme mpe-
CTOUT BBISIBUTH B JasibHEHIIEM. TeXHUUECKU Me-
tox BeisBieHuss MUKpoPHK cpaboran B skcnepu-
MEHTe, MTOCKOJbKY Ha pUCYHKe 3A B ITOpOXKKax 3
u 4 Obuna BIsIBICHA KOHTpoJibHAass MUKpoPHK 4.
thaliana ath-MIR173.

Hecmotpst Ha To, uto nenessie MUkpoPHK k 3a-
naHHbIM ydacTkaMm 18S pPHK pactenuii BBISIBUTH
HE yJaJIOCh, MOJIHOCTBIO HUCKIIOUHUTH posb RISK-
KOMIUIEKCOB B MTOSIBJIEHUH B PACTUTENBHBIX KJIETKAX
MaJbIx 5’-KoHUEeBBIX pparmMenToB 5,3S PHK u 75nt-
5’188 Henp3zs. Cpeau BropuuHbix cTpykTyp pPHK B
cocTaBe pUOOCOMHBIX CyOYaCTHIl JOCTATOYHO MHO-
IO COBEPIICHHBIX M HECOBEPIICHHBIX MIMHJICYHBIX
CTPYKTYP, KOTOPbIE MOTYT CaMH IO ce0e CIIyKHUTh
cyoctpatom juis RISK. CormacHo naHHBIM Ouo-
WHPOPMATHUECKOTO aHAIM3a PUIOB IOCTE TOJHO-
PHKoBoro cexkBenupoBanus Ha NGS-miaTdhopmax
B Tmpenenax mocienoBarensHocTte 18S pPHK
pacTteHuii ObUIM TIpeACKa3aHbl HECKOJBKO MHUILE-
HeW ays BbIpe3aHus HekaHOHWYeckuXx MUKpoPHK
(PHAS) [21]. AHanoru4HbIe YYaCTKH, SIBIISIOIIHC-
Csl TIOTEHIMAIFHBIMUA TPEIIICCTBEHHUKAMU HeKa-
HoHMYecKuX MUKpOPHK, OblIH BEISBIICHEI B TIpeIe-
nax nocnenosarenbHocTe 18S pPHK xuBOTHBIX
[18, 19].

B nrobom cirywae, MBI cantaeM, 4To pubOCOM-
Hble PHK sBnsitoTcst HE CTONBKO Mpe/IIecTBEHHU-
KaMU Kakux-To perynsaTopHbix MUKpoPHK, ckomb-
KO TJIaBHOW MHUIIEHBIO ISl PETyISTOPHEIX 3 dek-
TOPOB, a pa3pe3anue Mojekysn pudbocomubix PHK,
raBHBIM 00pazom, moJiekyn 18S pPHK B cocrae
40S pubOOCOMHBIX CyOUYaCTHII SBISIETCS OCHOBHBIM
crnocobom uHruOupoBanus tpanciasiuuun MPHK B
KileTkax pacteHuii. B cocraBe 40S pubOocoMHBIX
cybuacturl 5’-konreBoir ygactok 18S pPHK Bo-
BJieYeH B (JOPMHPOBAHHE LEHTPAIBHOTO IICEBIO-
y371a, IEIOCTHOCTh KOTOPOTO KpalHe Ba)KHA IS
HOPMAJIBHOTO  (YHKIIMOHHPOBAHHUS PHOOCOMBI
[22]. YuacTok xe 18S pPHK, no xotopomy npouc-
XOIIUT TPeAroIaraeMblii pa3pelB ¢ 00pa3oBaHHEM
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5,3S PHK, B coctaBe 40S cy04acTHIlbI, COTTIACHO
npeackazanHoi 3D-CTpyKType 3yKapUOTHYECKUX
pubocom [22], xoHTakTUpyeT ¢ RPS6 — emun-
CTBEHHBIM PHOOCOMHBIM OEITKOM Malloif pudOCOM-
HOU CyOUYacCTHIIBI, TIOJIBEPTAEMBIM PETYISITOPHOMY
dhochopumupoBannto [23], BBITTOIHSIIOMAM BaX-
HYI0 CTPYKTYPOOOpa3yIomyto GyHKIUIO B dyKapH-
OTHYECKHX pubocomax [24] u KIETOYHOM TOMEO-
craze [25].

buocunTe3 Oenka — OMH U3 BaKHEHIIMX aHa-
OOMMYECKUX TPOIECCOB, OCYIIECTBISIOIMINUXCS B
KUBBIX KIETKaX, MOJTOMY 3HAHHE MEXaHH3MOB
€ro Peryysiuy UMEeeT BaXKHOE (PYHIAaMEHTAIbHOE
3HaueHHe. B oTnuyne OT KUBOTHBIX U JIPOXKKEH,
JUIS KOTOPBIX 3TH MEXaHW3MBI B IIEJIOM XOPOIIO
ONHCaHbl, KOHKPETHBIC MOJICKYJISIPHBIC MEXaHU3-
Mbl nonasineHus tpancisiuuu MPHK B kneTtkax
pacTeHUNl BO BpeMsl TE€X WJIM HHBIX CTPECCOBBIX
BO3JICHCTBHIA, OCTAIOTCS MaJ0 M3ydeHHbIMU. [Ipu
JTOM, 3HAHHE TAKHX MEXaHH3MOB MOXET CYIIe-
CTBEHHO OOJIETYUTH MPOIECC BBIBEACHHS HOBBIX
COPTOB KOHOMHYECKH 3HAYMMBIX CEIbCKOXO3SH-
CTBEHHBIX KYyIBTYpP, YCTOMYMBBIX K HEOJIarompwu-
ATHBIM (akTopaM OKpykaromei cpensl. Ilo cmo-
COOHOCTH OBICTPO pearupoBaTh HA MOJICKYJIIPHOM
YPOBHE Ha TaKWe€ CTPECCOBHIE BO3ACHCTBUS MOXKHO
MPOBOJUTEL OTOOP MEPCIIEKTUBHBIX JIMHUN TE€X WU
WHBIX BUJIOB pacTeHuil. B 3TOM OTHOIICHIY Majbie
5’-xonneBeie ¢pparmentsl 18S pPHK Bmommae Mo-
I'yT OBITH UCIIOJIB30BaHBI B KAU€CTBE OMOMapKEpOB
cTpecca HOBOTO THIIA.

3akjoueHune

IIpu TemyioBOM IIOKE B KJIETKaX pacTeHUN He
Habmogaerca  pochopunupoBaHUe  KaKUX-JIHOO
TPAHCIALUOHHBIX (PaKTOPOB MM PUOOCOMHBIX OeJI-
KOB, XOTs OOHapy>KUBaeTcsl CTaOMIBHOE U CHIIbHOE
MOJIaBJICHHE OOINEro ypoBHsS OWOCHHTEe3a Oelka.
Hamu Op110 OKa3aHo, YTO MPH MOBBIICHHOH TeM-
nepaType B KJIETKaxX PacTeHUIl IPOUCXOAUT HAKO-
TUIGHUE IUCKPETHBIX MalbIX 5’-KOHLEBBIX (Qpar-
menToB 18S pPHK. Otu mansie pubocomusie PHK,
5,3S-PHK (133-134 HT.) 1 75nt-5’18S (54-56 Ht.)
MoryT ciyxuth PHK-mapkepamu TemnoBoro moka
pacTeHui.

B xome paborel Obplma pa3paboTana MeETO-
JIMKa JeTeKTUpoBaHUA 3TuX cTpeccoBbix PHK-
MapKepoB METOJOM THOpHIM3ALMN HYKJIEHHO-
BBIX KHCJIOT ¢ ucrois3oBanueM DIG-meueHoro
30H/1a, KOMIUIEMEHTApHOTO KOHCEHCYCHOU 35-m
5’-KOHLICOBOM HYKJIEOTUIHOM MOCIEI0BATEIb-
Hoctu 18S pPHK pacrenmii. [lokazano, 4ro 3TOT
yuactok PHK wmanoii pubocomHoi cyO4yacTHIIBI
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BBICOKO KOHCEPBATHBEH Y pPAaCTCHHH, MO3TOMY
30HA «5°18S-DIG» MoxeT ObITH HCHOJIB30BaH
JUTSL MCCIIeIOBaHUS Tpoliecca ITUCKpeTHO# ¢par-
MeHTauuu 18S pPHK pacrtenuii, otHocAmuxcs
K pa3Iu4HbIM TAaKCOHOMHYECKHMM Ipynmnam. Pas-
paboTaHHas B X0J¢ pabOThl METOJAMKA HA OCHOBE
rUOpUIN3alud HYKJIEHMHOBBIX KHCJIOT C HCIOJb-
3oBanueM DIG-MedeHOTro 30HAa K 5’ -KOHIIEBOMY
yuactky 18S pPHK pacrenuii mo3Bonser a¢dek-
TUBHO BBIABIIATE 5,3S-PHK 1 75nt-5"18S — HOBBIC
OroMapKepsl cTpecca pacTeHUH.

UccnenoBana pons PHK-unTepdepeHnnu kak
NOTCHIUAIBHOTO MEXaHW3Ma IHCKPETHOH Qpar-
meHTanmu Mosekyibl 18S pPHK B cocrase 40S pu-
0ocomHbIX cyOuactull ¢ ee 5’-koHna. MukpoPHK,
KOMIIJIEMEHTApPHBIX LEJIEBBIM y4YacTKaM, 10 KOTO-
PBIM MOT OCYIIECTBIATHCS pa3psiB Henu 18S pPHK
¢ obpazoBanuem 5,3S-PHK u 75nt-5’18S, o6Hapy-
KeHo He Obuto. ClenoBaTeNIbHO, B KIETKaX pacTe-
HUI peau3yeTcss UHOW MOJIEKYJISIPHBIA MEXaHU3M,
NPUBOIAIINN K 00pa3oBaHMIO STHX MalbIX Qpar-
MeHTOB pubocomHoit PHK.
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Ta, HA OCHOBE MOHMTOPHHTa BO30yAnTeNei 3a007e-
BaHUM CEJNbCKOXO3SIMCTBEHHBIX KYyJIbTYp», (prHaH-
cupyemoii Komurerom Haykn MuHmcTepcTBa 00pa-
30BaHMA U Hayku Pecybnuku Kazaxcran.
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