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POJ1b mukpoPHK B KOHTPOJIE BPEMEHU LULBETEHUA
(HA NPUMEPE MOAEJIbHOIO BUAA ARABIDOPSIS THALIANA)

M. B. 3apeukaqa

UHeTuTyT 6nonornm KapHL PAH, ®UL] «Kapenbckuii Hay4Hbivi ueHTp PAH» (yn. MNywkuHekas, 11,
lMetpo3saBosack, Pecnybnvka Kapenuvs, Poccusi, 185910)

Havano ugeteHus y pacTeHui peryampyeTcs CI0XHbIMU FEHHbIMU CETAMU, KOTOPbIE NH-
TErpUPYIOT MHOXECTBEHHbIE 3KONTOMMYECKME U HA0MEHHbIE CUIHATbI, YTOObLI rapaHTMPO-
BaTb, YTO LIBETEHNE NPOU3ONAET B NOAX0OAdLLEE BPEMS. DTO JOCTUraeTCs MyTEM TOYHO-
ro KOHTPOJIA 9KCMPECCUU KIIOHYEBbLIX NTEHOB LIBETEHNSA KaK Ha TPAHCKPUMNLUMOHHOM, Tak U
Ha NOCTTPAHCKPUNUMOHHOM YPOBHe. B nocnenHue roabl nokasaHo, 4TO Kacc MasbiX He-
koampyowmx PHK, HadbiBaembix MMKPOPHK (miRNAS), perynmpyeT akcnpeccuto reHoB
B psife NpoLLEeCCOB pa3BuTUa pacteHun. Y A. thaliana nepexof, K LBETEHMIO KOHTPONPY-
€TCH HECKONbKMMU FEHETUYECKUMN MYTAMU. DTO aBTOHOMHbIN MyTb, ONOCPEA0BAHHbIN
aTanamu passutins, GoOToNepnoanNYecKnini, SPOBNU3ALNOHHBIN 1 MyTb C y4acTnem rmboe-
PenMHOBOM KUC/OThI. B pesynstate popmumpyeTcsa perynaropHasi CeTb, KoTopag corna-
CyeT SHOOreHHOe COCTOsiHME Pa3BUTUS pacTeHUs C CUrHasNiamMu OKpyXatowen cpebl.
B naHHOM 0630pe npeacTaBieHbl U3BECTHbIE CBEAEHUS, KacaloLWMECH MEXaHU3MOB pe-
ryssiLMmM 9KCNPeCcCmn reHOB LBETEHMS C MOMOLLBIO pacTuTesnbHbiX MiIRNAS, yyacTByOLWMX
B Pa3/IMYHbIX FTEHETUYECKUX MYTSAX, X CNOCO0 AENCTBUSA U MHOXECTBEHHbIE PEryNaTop-
Hble dyHKuMK. MoapobHOo obcyxaatTcea ponn cemenctB miR156, miR172, miR159/319,
miR390 1 MmiR394 B perynatopHOl ceT BpeEMEHU LiBETeHUs y A. thaliana.

Kniouyesble cnosa: miRNA; Arabidopsis thaliana; Bpemsi UBETEHWS pPaCTEHW;
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dunHaHcupoBaHue. PuHaHcoBOE 0OECNEYEHME NCCIEA0BAHNIA OCYLLLECTBASNOCH U3
cpencts dpepepanbHoro 6oaxeTa Ha BbiNOJIHEHME FOCYAAPCTBEHHOro 3agaHusa KapHLL
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Flowering initiation in plants is regulated by complex gene networks which integrate mul-
tiple environmental and endogenous signals to ensure that flowering occurs at the appro-
priate time. This is achieved by precisely controlling the expression of key flowering genes
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at both the transcriptional and post-transcriptional levels. In recent years, a class of small
non-coding RNAs, known as microRNAs (miRNAs), has been shown to regulate gene ex-
pression in a number of plant developmental processes. In A. thaliana, the transition to
flowering is controlled by multiple genetic pathways. These include the plant-autonomous
pathway, the photoperiodic pathway, the vernalization pathway, and the gibberellic acid
pathway. This results in a regulatory network that aligns the endogenous developmen-
tal state of the plant with environmental signals. This review presents the mechanisms
through which flowering gene expression is regulated by plant miRNAs involved in different
genetic pathways, their mode of action, and their multiple regulatory functions. The roles
of the miR156, miR172, miR159/319, miR390, and miR394 families in the flowering time
regulatory network of A. thaliana are discussed in detail.
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BBepeHune

ViccnepoBaHve MexaHM3MOB ajantauum Xu-
BbIX OPraHM3MOB K YCJIOBUSM OKpPYXatoLLen cpeapl
MMeeT BaXHOe pyHOaMeHTanbHoe 3HaveHue. Pa-
CTEHUs BeAyT NPUKPENIEHHbIN 00pas XMU3HU U He
MOIyT UCMOJIb30BaTb CTpaTErno «M3beraHms» Npu
DEencTBMn HebnaronpusaTHbiXx $akTopoB cpenbl.
B cBSI3N C 9TMM OHWU BbipaboTann LUMPOKUA KPYr
npucnocobneHnii pns obecnevyeHns BbIXMBaAHWS,
3hPEKTUBHOM PENPOAYKLUMN N KOHKYPEHTOCMO-
cobHocTn B puTOoLEHO3e. Pellatollee 3Ha4eHme B
ajanTtauum pacTeHuin UrpaioT BpeMs Hadvana use-
TEHUS N CPOKU NpopacTaHnd CeMSH (MM NOKOWn
cemMsH). LiBeTeHne [OMKHO MPOUCXOAUTb CTPO-
ro B ornpegenieHHoe BpeMmsi, 4ToObl obecneyntb
MakCUManbHbIA PENPOAYKTUBHbLIA yCcnex. ITo A0-
CTUraeTcsd nyteM TOYHOIrO KOHTPOJIA 3KCNpeccum
KJTIO4EBbIX FEHOB LIBETEHUS KakK Ha TPaHCKPUNLUN-
OHHOM, TaK W Ha NMOCTTPAHCKPUNLNOHHOM YPOBHE.
Y A. thaliana nepexopn K LBETEHMIO KOHTPONUPY-
€TCSH HECKONbKUMW FEHETUYECKUMU MYTSMU. ITO
aBTOHOMHbIN MyTb, GOTONEPUNONYECKNIN, APOBU-
3aLUMOHHBbIA N NYTb C y4acTuemM rub6epensiMHoBoM
kncnotol. B nocnepgHee Bpems uccneposatenu
BbIOENAIOT U FEHEeTUYECKUI KOHTPOJIb LBETEHUS,
ONoCpenoBaHHbLIN 3TanamMmn pPasBUTUA pPacTeHui
[Li et al., 2023; Zhou et al., 2023]. B peaynbrate
dopmMunpyeTca perynartopHas ceTb, KOTOpas CO-
rnacyeTt 3HAOreHHoe COCTOsSIHME Pa3BUTUSA pacTe-
HUS C CUrHaNamMu oKpyxatoLern cpeabl.

B perynaumn akcnpeccum reHoB Ha nocTTpaH-
CKPUMNUMOHHOM YPOBHE B psaae NpOLEeCCOB pas-
BUTUA pPACTEHM Y4YacCTBYIOT MaJsible HEeKOAMPY-
owme PHK, HasbiBaemble MUKPOPHK (miRNAS).
MwnkpoPHK BbICOKOKOHCEPBATUBHbLI Cpeau ayka-
PUOT, N CYNTAETCS, YTO OHM NpeacTaBnsAioT coboit

XWU3HEHHO HEOOXOAUMBIM N 3BOIOLIMOHHO OpEB-
HUIA KOMIMOHEHT CUCTEMBbI PErysSLMN 3KCNPECCUn
reHoB [Samad et al., 2017; Dong et al., 2022].

Bnepsble pactutensHble mMiRNAs 6binv1 o6Ha-
pyxeHbl B 2002 roay y A. thaliana. K miRNA oTHoO-
catca aHporeHHble PHK (pasmepom 20-24 Hyk-
neoTrnaa), KoTopble He KogupyoT 6eNkn 1 urpatoT
K/I0YEBYIO POJIb B MOAABNEHUN SKCNPECCUN FEHOB.
Penpeccua npoucxoamt nyTeMm paclienneHus
TPaHCKPUMNTOB 3TUX FEHOB UK 3a cyeT B0KMpPo-
BaHua TpaHcnaumm MPHK [Dong et al., 2022]. Mu-
KpoPHK Takxe y4acTBylOT B MOgMdUKALNN TUCTO-
HOB 1 MmeTunuposaHmn OHK B ob6nactn npomoTo-
POB, YTO BAUSIET HA 3KCMPECCUIO FTEHOB-MULLIEHEN
[Yao et al., 2019]. Taknm cnocod6om miRNAs moryt
KOHTPONMPOBATb YPOBEHb SKCMPECCUM MOYTU NO-
JNIOBUHbI U3BECTHbLIX MEHOB, KOAMPYIOLWMX HakTo-
pbl TpaHckpunuun [Meneeznes, Llaposa, 2010].
B npoueccax, CBA3aHHbIX C UBETEHNEM, TAKMX KakK
MHUUMaLUmS uBeTeHus, GopMnpoOBaHME COLBETUS
1N OPraHoB LUBeTKa, y4aCTBYIOT pas3nnyHble CEMEN-
ctea miRNAs.

B paHHOM 0630pe npeacTaBfieHbl pasfinyHble
ponn MUKPOPHK B KOHTpOSie BPEMEHW LIBETEHUS,
nx crnocob OencTBUS U MHOXECTBEHHbIE peryns-
TopHble dyHKUMK. MoapobHO 0bcyXxaalTcs poan
cemericte miR156, miR172, miR159/319, miR390
n miR394 B perynaTtopHoOn ceTu BPEMEHU LBETE-
HUS y Arabidopsis thaliana.

Perynsauus akcnpeccum reHoB
¢ nomoubio MUKPOPHK

BonbwnHctBo MiRNAs pacteHunin perynupyoT
3KCMPECCUI0 reHOB, KOAMPYIOLLMX HakTopbl TPaHC-
kpunumn (TF), XOTA HEKOTOPbIE U3 HUX TaKXe yya-
CTBYIOT B perynaumu 3kCcrnpeccum Apyrux reHos.
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MwnkpoPHK Moryt perynmpoBatb 3KCNpPecCcuio
reHoB nyremM mMoamdukauum akTMBHOCTM XpoMa-
TUHa UNU NOCPEACTBOM MOCTTPAHCKPUMLMOHHbBIX
MexaHn3MoB [Samad et al., 2017]. B untonnas-
Me miRNA nHTerpupyetcs B 6eKOBbI KOMMJIEKC
RISK, B KOTOPpOM OHa B3aMMOLEWNCTBYET C KOM-
nnemeHtapHon en ueneson MPHK u aktmBupyet
KaTanuTuyeckyto Yactb komnnekca RISK — 6enok
AGO (ARGONAUTE), ytO npuBOoaMT K nopa.sne-
HUIO TPaHCNALNU Uin paspesaHuio Lenesot MPHK
[Voinnet, 2009]. NMomumo pacwennenmns MPHK
miPHK Takke MoryT perynmpoBartb TPaHCAALUUOH-
Hble MPOoLLeCChl, HaNnpUMep, HapyLlasa CBs3biBaHWe
MPHK ¢ pub6ocomamu [Sun, 2012]. Tak, akcnpec-
CUs rOMeo3nCHOro reHa APETALAZ2 (AP2) perynun-
pyetcs miR172 nocpeacTBOM TPaHCASLUMOHHOIO
nHrnéuposanusa MPHK [Chen, 2004]. Takum o6pa-
30M, 04eBUOHO, 4TO pacTuTenbHble MIRNAS pery-
JINPYIOT 3KCMPECCUI0 FreHOB, NCMNOJIb3ys 0ba Mexa-
HU3Ma: NOCPEACTBOM PaCLLENIEHUS U NHTMON-
poBaHus TpaHcnsaumm MPHK reHOB-MuLLEHEN.

MwukpoPHK npeumywiectBeHHO HaueneHbl
Ha TF. OTn gBa Tuna perynsTtopoB MPUHUMAIOT
ydyacTne B perynaumm 3KCnpeccun reHoB Yy BCeX
MHOrOKJIeTO4YHbIX opraHmamoB [Hobert, 2008].
Ecnn miRNAs perynmpyoT 9KCnpeccuio reHoB Ha
NOCTTPaHCKPUNUUMOHHOM YPOBHE, TO TF aencrayioT
Ha TPaHCKPUNUMOHHOM ypoBHe. Kak onpeneneH-
Hble TF, Tak 1 MiRNA moryT perynuposartb 0eCAT-
KW UeNeBblX FreHOB; U HanpoTuB, 0OHAPYXeEHO, 4YTO
MHOIrMe OTAesNIbHble eHbl PerynvupyrlTca passnmy-
HbiMn TF 1 miRNA [Joshi et al., 2010; Samad et al.,
2017]. AeTop paboTbl [Sun, 2012] o606wwmn cnn-
cok MiRNAS 1 nx MmyuLeHen n NoaTeepLn NX BO3-
MOXHble YHKUMU B pacTeHmnax. MunkpoPHK yya-
CTBYIOT B perynsumm amOpuoHanbsHOro paseButims,
MopdoreHesa NMCTLEB, BETBNEHNS NOOGEroB 1 KOp-
Hel, BPEMEHU LIBETEHUS, OTBETA HA BMoTUYeckue
n abrnoTnyeckme ctpecc-daktopsbl [Sun, 2012].

Yyactue mukpoPHK B KOHTpOe 3kcnpeccumn
reHoB — PeryisTopoB LBeTeHUus
Ha pa3HbIX CTaguUNAX pa3BUTUA pacTeHUun

Craaona pa3Bmtua pacteHnst — OANH U3 onpe-
penaiowmnx  GakTopoB WMHULMALUN  LIBETEHMUS.
B 60nbLUMHCTBE CryYaeB TOJIbKO NOC/e nepexona
OT IOBEHWJIbHOWM K B3POCJ/ION BeretaTMBHom ¢ase
pacTeHus 3auBeTaloT B OTBET HA Pa3/INYHbIE CUT-
HaJsibl OKpYyXaroLlen cpebl, Takue kak GoTonepu-
o4, nn Hu3kasa Temnepatypa. lepexon oT oBe-
HUJTIBHOM K B3POC0on pade ConpoBOXOAETCH CHU-
XeHnem akcnpeccun miR156 (MiRNA156/157)
[Poethig, Fouracre, 2024]. B npouecce pas-
BUTMSA PACTEHUIN CHWUXEHUE KONM4ecTBa 3TON
miRNA cBA3aHO C yBeJI4eHMEM pPernpecCUBHbIX
FMCTOHOBbLIX METOK: TPUMETUINPOBAHME NN3NHA

27 no ructoHy 3 (H3K27me3) [Cheng et al., 2021;
Poethig, Fouracre, 2024]. OG6HapyXeHO, 4TO
miR156 gBngeTCcs KPUTUYECKUM PErynaTopom
IOBEHWUSIbHOM a3kl y paCTEeHW: ero noBbllLeHHad
aKcrnpeccus (CBepxakcnpeccusi) crnocobcTByeT
ee npopJieHnto, Torga kak G/oKMpOBaHUE 3KC-
npeccun NPUBOAUT K MpexaeBpeMeHHOMY nepe-
Xo[4y K atany 3pesiocTy U pasMHOXeHUA. Taknum
obpasom, miR156 Heobxoauma ans nogaepxa-
HUH IOBEHWJIbHOIO COCTOSHNSA PACTEHUS.
MukpoPHK miR157 (21 Hykneotma) Ha oauH
HykneoTng anvHHee miR156 (20 HykneoTnaos)
n otnmnyaeTca ot miR156 Tpema HykneoTugamm B
nocnenoBaTeNbHOCTU. Takke OHU MMEIOT CXOXne
dYHKUMM, NO3TOMY B nocnegHee BPeMs Ux 06b-
eauHsaoT B ogHy rpynny [Gao et al., 2022]. Mu-
weHnamm mMiRNA156/157 y A. thaliana siBnsoTCs
reHbl, kogmpyowme 11 yneHoB cemeincTea pakTo-
poB TpaHckpunuun Squamosa Promoter Binding
Protein-Like (SPL). MukpoPHK miR156/157 no-
DaBNseT uX 3KCNpeccuio nytemM pacluernsieHus
TpaHckpunTa [Huijser, Schmid, 2011; Yamaguchi,
Abe, 2012; Li et al., 2023]. C BO3pacTOM CHMU-
XeHne cogepxaHna miR156 npneBoguT K MNOBbI-
LIEHMIO YPOBHA akcrnpeccum SPL n aktuBaumu
akcnpeccun APETALAT (AP1), SUPPRESSOR OF
OVEREXPRESSION OF CO 1 (SOC1), FRUITFULL
(FUL). Benkn, koompyemble yKkasaHHbIMU reHamMu,
aKTUBUPYIOT TpaHckpunuuio reHa LEAFY (LFY),
urparoLlero Befylyo posib B MHUUMALUN LIBETE-
HUS pacTteHun A. thaliana. MNpuy 0OCTUXEHUN NOPO-
roBOro ypoBHS1 akcripeccum LFY npoucxoanT oO0-
pa3oBaHve @iopasibHON MepucTemMbl U3 Hegud-
depeHUMPOBaHHbIX KNETOK Ha Nepudepumn anukca.
Mpu aTOM Bpems nepexofa K LBEeTEeHUI0 3aBUCUT
OT ypoOBHS akcnpeccun LFY [Siriwardana, Lamb,
2012; Kpbinosa, 2020; Yamaguchi, 2021].
MwnkpoPHK miR390 yyacTtByeT B KOHTpoOne
BPEMEHN Hayana UBeTeHud, npoasiesas loBe-
HUNBbHYIO agdy, 4TO B pe3ynbraTte 3ajepXuvsaeT
useteHne [Fahlgren et al., 2006; Garcia, 2008].
Y A. thaliana cemenictBo miR390 kogupyeTtcs
OBymsa reHamun. BeicokokoHcepBaTuHas miR390
urpaeTt BaXKHYIO POSib B PasfiMyHbIX MNpoLeccax
pocTa U pas3BUTUA pPacCTEHU, BKJOYaa anu-
KarbHOE OOMWHMPOBAHWE, CTapeHue JNCTLEB,
dopMMpoBaHME KOPHEN, a Takxe B peakumax
Ha abuoTuyeckmin nu BuotTndeckunin ctpecc. Kpo-
Me Toro, Obil0 NokKaszaHo, YTO HEKOTOPbLIE TeEHbI
TPaHCKPUMNUMOHHBLIX GaKTOPOB, pearnpyowmx
Ha aykcuH — AUXIN RESPONSE FACTOR (ARF),
apnqaTcs mMuweHamm miR390. miR390 KOHT-
ponvpyeT o6pa3oBaHue TpaHC-AENCTBYIOLLNX
Manbix uHTepdepupyowmx PHK (ta-siRNAs)
n3 nokyca TAS3, cBaA3blBAOWMX M paspyLlalo-
wmx MPHK reHoB TpaHCKPUMNLUMOHHBLIX pakTOpOB
ARF3 n ARF4 [Rubio-Somoza, Weigel, 2011].
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YcuneHne akTMBHOCTU 3TUX TPAHCKPUMLMOHHbBIX
dakTopoB CcNOcoBCTBYET Nepexoay OT BeretaTus-
HOM da3sbl K penponykTUBHON. [MOBbILWEHME 3KC-
npeccun miR390 nogaBnseT uBeTeHME nocpea-
CTBOM nNpoAfieHnss BeretatmBHon ¢dasbl. dno-
panbHbii penpeccop APETALA2 (AP2) nopaBnseTt
akcnpeccuio reHa ARF3, HanpaMylO CBSA3bIBAsICb
c ero npomoTopom [Yant et al., 2010]. MNoBblweHne
copepxaHna ARF3 n ARF4 moxeT yBenuyumBaTb
9KCMpeccuio reHoB rpynnel SPL, KoTopas, B CBOIO
oyepenb, perynupyercsa miR156 [Rubio-Somoza,
Weigel, 2011]. Takum 06pa3omM, CHUXEHMNE KON-
yectBa MiR156 cnoco6cTBYET nepexody OT oBe-
HUJSIBHOT O K B3POCJIOMY COCTOSAHUIO (PUC.).

Ponb miRNA 172 B perynauun
doTonepuoanyeckoro nyTum LBeTeHus

Ana MHOrmMx BMAOOB pacTeHuin ¢oTonepmog,
(NPOLoOMKNTENIBHOCTL CYTOYHOrO CBETOBOro ne-
pvoaa) MeeT peLuaroLlee 3Ha4eHue gns onpege-
JNleHVs BpeMeHU nepexoa k ugeTteHuto. A. thaliana
OTHOCUTCA K dakynbTaTUBHbIM PACTEHUSM AJINH-
Horo gHea (O4) [Turck et al.,, 2008; Giakountis
et al.,, 2010], TO ecTb nepexoauT K LBETEHUIO
NP MPEBLIWEHUN MPOAOMKUTENBHOCTBIO  AHS
NOPOroBOro 3HayeHus, HO MOXeT 3augeTaTb U B
ycnoBusax kopoTkoro gHs (K), xots ato TpebyeT
60J1bLLIEr0 BPEMEHW.
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MukpoPHK-cemencTea, y4acTByloLMe B KOHTPOIE BPEMEHN HaYana LBETEHUS:

LFY (LEAFY) — dakTop TpaHCKpUNuuMn, oTBevarowmin 3a gndppepeHunpoBKy LIBETOYHON MepucTeMbl U Nepexos K LiBEeTEeHUIO,
'K — ru66epennuHoBas kucnota, GID (GA-INSENSITIVE DWARF) — peuenTop 'K, saepHbie 6enkn DELLA, MYB n TCP — TpaHc-
KpunumoHHble daktopbl, ARF (AUXIN RESPONSE FACTOR) — TpaHCKPUMNUWOHHBIN $GakTop, 4yBCTBUTENbHbLIA K aykCcuHy, SPL
(Squamosa Promoter Binding Protein-Like) — cemelictBo ¢akTopoB TpaHckpunuum, FLC (FLOWERING LOCUS C) - 6enok-
penpeccop, KOTopblii nogaenseT ugeteHne y pacteHnin, Gl (GIGANTEA), CO (CONSTANS) u FT (FLOWERING LOCUS T), SOC1
(SUPPRESSOR OF OVEREXPRESSION OF CO 1), AP2 (APETALA2) — dnopanbHbIi penpeccop, miR (MnukpoPHK)

The miRNA families involved in the regulation of flowering:

LFY (LEAFY) is a transcription factor responsible for the differentiation of the floral meristem and the transition to flowering,
GA is gibberellic acid, GID (GA-INSENSITIVE DWARF) is a GA receptor, nuclear proteins DELLA, MYB and TCP are transcription
factors, ARF (AUXIN RESPONSE FACTOR) is an auxin-sensitive transcription factor, SPL (Squamosa Promoter Binding Protein-
Like) is a family of transcription factors, FLC (FLOWERING LOCUS C) is a repressor protein that suppresses flowering in plants,
Gl (GIGANTEA), CO (CONSTANS) and FT (FLOWERING LOCUS T), SOC1 (SUPPRESSOR OF OVEREXPRESSION OF CO 1),
AP2 (APETALA2) is a floral repressor, miR (microRNA)
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B perynauum ¢oTtonepnogm4eckoro nytu
useteHna ydacteyer MukpoPHK cemeincrtea
miR172. TNepBunyHble TpaHCcKpunTbl MUKPOPHK
(pre-miRNAs) naHHOro cemenctea 3akoaupoBsa-
Hbl B NATU Pa3in4HbIX y4acTkax reHoma (Hanpwu-
Mep: pre-miR172a n d BO BTOPON XPOMOCOME;
pre-miR172c n d — B TpeTben n N9T0N COOTBETCT-
BEHHO). YpoBHM MnkpoPHK miR172a-c ysennuu-
BalOTCHA MO Mepe TOro, Kak pacTeHud BCTynaioT B
pPenpoayKTUBHYIO pasy pasBuUTUS, B TO BpeMs Kak
akcnpeccuss miR172d n miR172e kpanHe Huska
BO BpeMs atom ¢pasbl [Jung et al., 2007].

[MaBHYO poNb B KOHTpOJie ¢oTonepmoguye-
CKOW aKTuBauuMu LUBETEeHUs urpatoTt redol FLAVIN-
BINDING KELCH REPEAT F-BOX1(FKF1), GIGAN-
TEA (Gl), CONSTANS (CO) n FLOWERING LOCUS
T (FT) [Sawa et al., 2007]. Cneunduryecknii ons
pacteHuin 6enok Gl n yobukBuTuMH-nurasa FKF1,
ABNAOWANACS peuenTopoM ronyboro ceeta, koan-
pYIOTCS reHamu, aKCnpeccus KoTopbix obnagaet
CYTO4YHOM NepuoamM4HOCTBIO C NMUKOM BO BTOPOM
nosioBuHe cBeToBOro aHsa [Baudry et al., 2010;
de Montaigu et al., 2010]. Nocne nHaoykuum rony-
6bIiM cBeTOM B TedeHne [ FKF1 B3aumogencTeyet
¢ Gl, yTo NnpnBOAUT K Oerpagaunm PenpeccopoB
TpaHckpunumm reHa CO, 6enkoB CYCLING DOF
FACTOR (CDF) [Sawa et al., 2007; Song et al.,
2012b]. Takum obpasom, B koHue [, akcnpeccus
CO BogpacTaet. [eH CO koampyeT TpaHCKpUnum-
OHHbIN (PakTOp C AOMEHOM «LMHKOBbIE NasibLibl»,
KOTOPbIA y4acTBYET B perynaumm LBeTeHUd C no-
MOLLIO Cneundunyeckoro CBA3biBaHUA C HYKJ1EO-
TUOHOW nocnenoBatenbHoCcTbiO AHK reHa FT.

GIGANTEA (GI) perynupyeT YpOBEHb MU-
kpoPHK miR172. Takum o6pa3om, naTtTepH aKc-
npeccun miR172 Takke 3aBUCUT OT CYTOYHbIX
PUTMOB pPacTeHuin, B YaCTHOCTM OT poTonepunoaa.
Mpn atom MiR172, nogaenas yposHn MPHK AP2,
perynupyeTt KoJn4eCcTBO TPAHCKPUNTOB reHa FT
HE3aBMUCMMO OT penpeccopa TpaHckpunuum CO
(puc.). Y myTtaHTa gi ypoBHM MIR172 CHWMXEHBI;
0OHaKO YPOBHM NEPBUYHOrO TpaHckpunta miR172
(pri-MIR172) dakTn4yeckn noBbILEHbI, YTO YKa3bl-
BaeT Ha ponb G/ B npoueccmHre miR172, a He B
ero TpaHckpunuum [Jung et al., 2007].

lMokasaHo, 4To 3kcnpeccma mMiR172 3asucut
OT OJINHBI OHA 1 TeMnepaTypbl OKpyXatoLen cpe-
Obl. Kak y MyTaHTOB gi, TaKk U Yy pacTeHn ANKOro
Tnna akcnpeccus miR172 6bina Bbiwe Npu oavH-
HOM OHe. MIameHeHue TemnepaTtypbl ¢ 16 0o 23 °C
Takxe NPUBOANIO K YBENYEHUIO YPOBHSA MiR172
[Lee et al., 2010]. B oTBeTe pacTteHuin Ha name-
HeHne TemMnepaTypbl BbiPaLLMBAHUS B PEryAaLUn
akcnpeccun miR172 BaxHyo ponb urpaet SVP
(SHORT VEGETATIVE PHASE). SVP npenctasns-
eT cobort MADS-box dakTop TpaHCKpunumm, Ko-
TOPbLIN AeNCTBYET KaK pernpeccop LBeTeHus.

YpoBeHb MiR172 noCcTeneHHO yBENN4YMBaAETCS
BO BpeMs nepexoga OT BeretatuBHOM K penpo-
OYKTUBHOW pase, 4TO yKa3blBAET Ha peLualoLLyio
ponb MiR172 B KOHTpONe pas3BuUTUS pPacTEeHUN
[Jung et al., 2012; Li et al., 2023]. Y TpaHCreHHbIX
pacteHnn A. thaliana, CBepxaKCnpecCUpyoLLnx
miR172, Habnioganocb YCKOPEHHOE LUBeTeHune
B ycnosuax kak O, tak n KO [Wu et al., 2009].
C nomoLupbo MeTo4a MMMYHONPEeLUnMTaLmm Xpo-
MaTtnuHa M UCMONb30BAHUS TPAHCIEHHbIX JINHUIA
A. thaliana, B KOTOpbIX cBepxakcnpeccma SPLI9
NpMBOAMAA K MOBBLILEHHLIM YPOBHAM MIiR172,
NPOAEeMOHCTPUpPOBaHO, 4To SPL9 n SPL10 asna-
I0TCA MPAMbIMU TPAHCKPUMNLMOHHBIMU aKTUBATO-
pamu akcnpeccumn miR172b. Kak yxe ynomuHa-
Nocb, ypoBeHb MPHK aTUX reHOB KOHTpOAnpyeTcs
miR156. Y A. thaliana miR172 oTpuuatenbHo pe-
rynupyeT akcnpeccuto AP2 n natn reHos, Nono6-
HbIXx AP2: TARGET OF EAT 1 (TOE1), TOE2, TOES3,
SCHNARCHZAPFEN (SNZ) w SCHLAFMUTZE
(SMZ) [Chen, 2004; Yamaguchi, Abe, 2012; Sang
et al., 2022]. MukpoPHK miR172 koHTponupy-
€T YPOBEHb TPAHCKPUNTOB FEHOB B MNEPBYIO O4Ye-
penb NyTeM TPaAHCASLMOHHONO WUHrMbMpoBaHUS.
EcTb TakXe cBefeHus, 4TO OHa y4acTBYeT B MNpo-
ueccuHre MPHK aTtux reHos [Sang et al., 2022].
Bce reHbl, nogobHble AP2, peiiCTBYIOT Kak pe-
npeccopsl reHoB, OTBETCTBEHHbIX 32 GOPMUPO-
BaHMe LUBeTKa, N 3afepXuBaloT LBETeHWEe, UH-
rmoévpys 9KCrMpeccuto reHoB-uHTerpaTopos: FT,
FUL,LFYun SOC1 [Zhu et al., 2011; Lietal., 2023].

Takmum ob6pasom, miR172 urpaeTt peliaoLlyto
pofib B pasBUTUM pacTeHnin u ¢oTonepuoanye-
CKOM NyTU LIBETEHUS.

3HauyeHue mukpoPHK B perynsauun
rm66epennIMHOBOro NyTHU LLBETEHUS

BaxHenwmnm nHOyKTOPOM LIBETEHUS Yy pacTe-
HUI A. thaliana aBnseTtca rubbepensimHoBas K1c-
nota (I'K). r'm6bepennnHbl NpeacTaBnsioT cobomn
fosblloe CEMENCTBO TETPAUMKIINYECKUX ANTEP-
NeHoBbIX (UTOrOPMOHOB, KOTOPbIE BbIMNOJIHAIOT
B pacTeHusix pasHooOpasHble @YHKUMKN, CBS-
3aHHbIE C KOHTPOJSIEM YOJIMHEHUSA TUMOKOTUNS,
npopacTtaHus cemsH, 3aupeTtaHus. CurHan K
BocnpuHmMaeTtca peuentopom GA-INSENSITIVE
DWARF1 (GID1), koTophkili nepBoHavyanbHO Obin
noeHTUMUMpPOBaH B pUce N MMeeT TPy OpTOoJIO-
ra (GID1A, GID1B v GID1C) y A. thaliana [Ueguchi-
Tanaka et al., 2005; Nakajima et al., 2006]. OHn
orocpenyloT aerpagaumio aaepHoix 6enkos DELLA,
noaasnsaloLWmMx pocT pacteHuin. DELLA Hanpsmyto
pPerynmpyioT akTUBHOCTb CeMencTBa ¢HakTopoB
TpaHckpunumu knacca | TCP, cneundunyHbix ons
pacTeHuni, KI4YeBbIX PerynsaTtopos nponndepa-
umm knetok. TF knacca | TCP Hanpsimyto CBSI3bIBAIOT
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NPOMOTOPbLI OCHOBHbIX FEHOB KNE€TOYHOrO LMKNa B
KneTkax Bepxyliek noberos A. thaliana, B To Bpe-
Ms kak DELLA 6nokupytoT ¢oyHkumio TCP, ceA3bI-
BasiCb C UX AoMeHOM pacno3HaBaHusa OHK [Da-
viére et al., 2014]. B otcytctBue 'K 6enku DELLA
MHIMOMPYIOT aKcnpeccuto reHoB useTeHuss SOCT
n LFY [Hauvermale et al., 2012]. lNoBbiweHne
ypoBHa K npuBoanT K gerpagaumm TPaHCKpPUn-
LMOHHbIX penpeccopoB rpynnel DELLA, ysBennye-
HUIO coaepxaHuss miR159, cnocobcTBys MHAOYK-
LMW LBETEHUSA B YCJIOBUSX KOPOTKOro AHSA (puc.)
[Galvao et al., 2015; Yu, Wang, 2020].

3HayeHne miR159 B rn66epennMHOBOM MyTU
LBETEHNS 3aKJIOHAETCS B PEryNsALMn aKCnpeccumn
reHoB ¢akTopoB TpaHckpunuun MYB33, MYB65
n MYB101, KoTOpble CBA3bIBAOTCH C MPOMOTO-
pom LFY u4epe3 (I'K)GA-4yBCTBUTENbHBLIE Cis-
anemeHThl. Y A. thaliana ectb Tpn reHa MIR159
(MIR159A, MIR159B n MIR159C), kaxabii 13
KOTOPbIX KOAMPYET OTAENbHYID N30hOpMy, OT-
auyaiowylocs oT gpyronm Ha 1-2 HykneoTtmpa
[Rajagopalan et al., 2006; Palatnik et al., 2007].
Y A. thaliana mnkpoPHK miR159a n miR159b ro-
pa3go 6osiee pacnpocTpaHeHbl, Yem miR159c¢
[Yu, Wang, 2020]. Mytauun B MIR159A n MIR159B
He NMPUBOAAT K M3MeHeHUo peHoTuna. B 10O xe
BPEMS Y MYTAHTHbIX PACTEHM MO ABYM reHam
MIR159 (mir159ab) HabnopatoTcs aedekTbl pas-
BUTUS CEMSIH, NUCTbEB M UBETOB. MyTaHTHbIE pa-
cTeHus no Tpem reHam MIR159 (mir159abc) He
OT/INYalTCA OT pacTeHun mir159ab, 4Tto nogpa-
3ymMeBaeT BTOPOCTENEHHY ¢yHkumio miR159¢
y A. thaliana [Allen et al., 2007, 2010]. MNaTtTepHbI
akcnpeccun MIR159A n MIR159B o4eHb NOX0XM,
06a aKCNPEeCCUpPYIOTCS BO BCEX TKAHSIX PACTEHMS,
kpome nbinbHUKOB [Allen et al., 2007]. HanpoTus,
akcnpeccua MIR159C orpaHuyeHa B OCHOBHOM
NblIbHUKAMU M anukanbHo obnacTtbio nobera
[Allen et al., 2010].

Ceepxakcnpeccus miR159 y A. thaliana nnHnn
Landsberg erecta (Ler) cnocobCcTBYET CHUXEHUIO
akcnpeccun MYB33, 4TO KOppennpyet CO CHU-
XeHneMm akcnpeccun LFY n 3aaepXxkon uBeTeHus
B ycnoBusix kopoTkoro aHa [Achard et al., 2004].
MoaTeBepxaeHMEM 3TOMY SABASAIOTCS pe3ynbTaTtbl
nccnenoBaHnin C UCNOJIb30BAHNEM OPYIrMX BUOOB
pacTeHun, B KOTOPbIX U3MEHSIM YpoBEHb MiIR159
W, KaKk crneacTBme, Bpems uBeTeHus. Tak, akcne-
PVYMEHTaNbHO BbI3BAHHOE MOBbILIEHME COAep-
XaHus miR159 B npopocTkax puca U MWeEHULbI
NPUBOAUT K COKPALLEHUIO BPEMEHU KONOLUEHUSs
[Tsuji et al., 2006; Wang et al., 2012]. Kpome TOro,
y Sinningia speciosa cepxakcnpeccus miR159
3ajepxvBana uBeTeHue, Torga kak MHrmbmposa-
Hue miR159 yckopsino Bpemsa ueTeHusa [Li et al.,
2013]. OgHako B eLLe 0gHOM UCCNea0BaHNM NoKa-
3aHO, 4TO cBepxakcnpeccusa miR159 y A. thaliana

(nuHma Columbia) He noBnuana Ha Bpems LBeTe-
Hua [Schwab et al., 2005]. Tem He MeHee cBepx-
akcnpeccus mMiR159 B o06enx nuHusAx (Ler wn
Columbia) npnBena K My>CkOW CTEPUIBHOCTN.

M3BecTHO, 4To mMIiR159 BMecTe ¢ 6an3Ko-
poacTBeHHbIM cemenctBoMm mMiR319 yyacTteyer
B perynaumm akcnpeccun miR167, orBevatowlen
3a passutme opraHoB uBeTka [Rubio-Somoza,
Weigel, 2013] (puc.). MonekynsapHbiMn MuULle-
HaMKn cemericTBa miR319, koampyemoro nokyca-
Mu MIR319a-c, asnaioTtca nate MPHK TCP (TCP
family transcription factor: TCP2, TCP3, TCP4,
TCP10 wn TCP24). TpsmMmoe B3auMOAOENCTBUE
TPaHCKPUMNUMOHHbIX dakTopos MYB n TCP obbsic-
HAeT nepekpbiBalowmecs poam miR159 n miR319
B 3auBeTaHuM U pasBuTUU LBETKOB [Schommer
etal., 2012; Rubio-Somoza, Weigel, 2013]. TpaHc-
KpunuunoHHble daktopbl TCP yyacTBylOT B pery-
NauMn cTagumi pasBUTUS PaACTEHMI, TakmMX Kak
obpa3oBaHve LUBETOB, Pa3BUTUE JINCTLEB N rame-
Toduta [Schommer et al., 2012; Manassero et al.,
2013]. K Tomy e OHM OENCTBYIOT Kak LEeHTpanb-
Hble PErynaTopbl UMPKAAHbIX PUTMOB, aKTUBUPYS U
B3aMMOJENCTBYS C UX OCHOBHbIMW MOJIEKYISIPHbI-
MW KomrnoHeHTamu (6enkamm): LHY, PRR1, PRR5
n CCA1[Manassero et al., 2013]. CHuxeHne ypoBHS
miR319 npmBoauT K 06pa3oBaHMI0 6onee MesnKmx
LLBETKOB C KOPOTKMMU PEMHEBUAHBIMU NIENECTKaMu
1 HEA0PA3BUTBIMU ThIYMHKAMMW; B KPAKHUX CAyYasix
NenecTku 1 TbldMHKK TepsioTea [Schommer et al.,
2012; Rubio-Somoza, Weigel, 2013].

Takum 06pa3oM, MMEKTCS NPOTMBOPEYMBLIE
CBUAOETENbCTBA OTHOCUTENLHO ponn miR159 B
perynaumm rnbébepensiIMHoOBOro nyTn LUBETeHUs,
41O TPEebyeT JanbHEenLnX UCCegoBaHNn B 9TOM
obnactn. Takxe 6yneT BaXHO W3Yy4uUTb, Kakylo
ponb dyHKUMOHanbHaa napa miR159 — MYB wur-
paeT B npoLecce 3auBeTaHus y APYrux BMOOB
pacTeHunin.

Yuyactue mukpoPHK B aBTOHOMHOM
reHeTU4eCckoMm NyTu uBeTeHus

lMepexon OT BeretatmBHOrO pocta K penpo-
OYKTUBHOW ¢dase pasBUTUA HE3aBMCUMO OT OJInN-
Hbl OHS Ha3blBAlOT aBTOHOMHbIM. ABTOHOMHbIN
nyTb MHULMALMN LBETEHUSA HaMpaBfieH Ha pery-
NAUMIO LEHTPanbHOro penpeccopa useTeHus —
FLOWERING LOCUS C (FLC) [Cheng et al., 2017].
MN3BeCTHO, 4TO B perynsauum 9Toro nyTu y4acTt-
BYIOT HECKOJIbKO reHOB, Hanpumep, FLOWERING
LOCUS CA (FCA), FLOWERING LOCUS D
(FLD), FLOWERING LOCUS KH DOMAIN (FLK),
FLOWERING LOCUS PA (FPA), FLOWERING
LOCUS VE (FVE), FLOWERING LOCUS Y (FY)
n LUMINIDEPENDENS (LD) [Simpson, 2004;
Marquardt et al., 2006; Srikanth, Schmid, 2011].
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BONbLWWHCTBO MYTaHTHbIX pPacTEHWA MO Bbllle-
YKa3aHHbIM FeHaM SBASIOTCA PELECCUBHbIMU U
OEMOHCTPUPYIOT PEHOTMN MNO3AHEro LUBETEHUS
B YCNIOBUSIX KaK OJIMHHOIO, Tak U KOPOTKOrO AOHS;
oQHako sdpoBu3aumsa nogasngeT 3TOT 3IPPekT
[Abou-Elwafa et al., 2011]. MonekynspHbie Mexa-
HU3MbI, NexXalime B OCHOBE perynsumm LUBeTeHus
reHamMmy aBTOHOMHOrO MyTu, CBS3aHbl C MPOLLEC-
cuHrom PHK FLC, mogndukaumen xpomMmatunHa u,
HakKOHeL, C NOCTTPAHCSLMOHHON Moandpmkaum-
en FLC [Cheng et al., 2017; Wu et al., 2020].
HepaBHMe wuccnegoBaHMsa nokasanu, 4To
miR394 yyacTByeT B perynsuunm akcnpeccum FLC
(puc.) [Bernardi et al., 2022]. Y A. thaliana reHsbl
MIR394A w MIR394B «opupylT WAEHTUYHYIO
20-HykneoTugHylo miR394, koTtopas perynupy-
€T YypOBeHb TpaHckpunta reHa LEAF CURLING
RESPONSIVENESS (LCR), yneHa cemelictBa 6en-
koB F-Box. PerynuposaHune LCR ocyliecTBnger-
ca pacwenneHneMm ero MPHK B kogupyolen
obnactn B6nM3M 3" HeTpaHcnupyemoi obnacTtu
(3’UTR) [Jones-Rhoades, Bartel, 2004; Song et
al.,, 2012a]. 9kcnpeccuss miR394 Habniopaetcs
B TKAHSX pPasnunyHbIX opraHoB A. thaliana [Song
et al., 2012a; Litholdo et al., 2016]. 3ta miRNA
perynupyeTt pasBuUTUE anmkaabHOW MEPUCTEMbI
nobera Bo Bpems 3MOPMOHANIBHOro pPa3BUTUSA
[Knauer et al., 2013] n koHTponupyet mopdo-
JNIOTUI0 NINCTBEB, YTO NMPUBOAUT K 3aKPYYMBAHMUIO
NncTbeB BBEPX, koraa ypoBHM MPHK LCR Huxe,
4yeM y pacTeHuii gukoro Tmna, n1mbo n3-3a myTa-
umnii lcr, nnbo n3-3a cBepxakcnpeccumn bdoro 13
reHoB MIR394 [Song et al., 2012a]. Kpome TOro0,
NOKa3aHO, 4YTO T[EHbl, KOHTpOAMpyloLmMe 9TOT
nyTb, Y4acTBYIOT B peakunn Ha abnoTmyeckuii un
ouoTnyeckuii ctpecc y A. thaliana v ppyrux BuaoB
pacteHuin [Song et al., 2013, 2016; Chand et al.,
2016; Tian et al., 2018; Zhang et al., 2021].
CHuxeHune yposHs miR394 npuBoanT K paHHe-
My uBeTeHuio A. thaliana [Bernardi et al., 2022].
Takne BbIBOAbI MOSy4EHbI MPU aHanmM3e pocTa
N pasBUTUS PaCTEHUN NUHUIA MYTaHTOB mir394a
n mir394b vn gBOMHbIX MyTaHTOB mir394a mir394b.
IBonHble myTtaHTel MiR394 (mir394a mir394b)
3auBeTanu paHbLue pacteHuin nuHum Col-0, y Hux
Habn[anocb MeHbllee KOJIMYEeCTBO PO3eTOou-
HbIX JIMCTbEB, UM TpeboBaNoCb MeHbLUE AHEN [0
LBETEeHMUs B YCNOBUSX AJIMHHOro aHa (16 4 ceeTa /
8 4 TemHoThl) [Bernardi et al., 2022]. Kpome
TOro, GeHoTMN pPaHHEero LBETEHUS He 3aBucen
oT ¢doTonepmoga, NOCKONbKY pacteHns mir394a
mir394b, BbIpaALLEHHbIE B YCIIOBUSX KOPOTKOrO
AHs (8 4 cBeTa / 16 4 TEMHOTHI), 3auBENU paHbLLe
pacteHuin Col-0. Y pacteHuin, MyTaHTHbIX N0 OA-
HOMY reHy mir394a n mir394b, He Habnoganochb
pasHULbl B KOMMYECTBE AHEW OO0 LBETEHUs npu
cpaBHeHun ¢ pacTeHusamu Col-0. 3Tn pesynerathl

CBMOETENBLCTBYIOT O TOM, 4TO pyHKUuM mMiR394a
1n miR394b yacTnyHo oyénmpytoTcs, T. €. aKCnpec-
CuS KaXaon M3 HUX OocTaTtodyHa ans MHuuyauum
uBeTeHus A. thaliana. YposeHb miR394 BnuseT Ha
3KCNPEeCCUIo paaa reHoB, KOHTPONUPYIOLMX Bpe-
M$S uBeTeHud. Y 14-aHeBHbIX (B 3TO BPEMS pacTte-
HUS NepexoasaT OT BEreTaTMBHOM K PenpoaykTne-
HOl ¢dase) ABOMHbIX MYTaHTOB mir394a mir394b
ypoBeHb akcnpeccun SOCT n FT B 3,6 pasa BbiLLe,
yeMm y pacteHuri nuHumn Col-0, 4to Koppenupyet
C paHHUM NepexonoMm K uBeTeHuto. Ha 21-n geHb
YPOBHU 3KCNPECCUN 3TUX FEHOB HE OTANYANIUCD.
BbiiBNEHO NATUKPATHOE CHUXEHME 3KCNpeccuu
FLC y MmyTaHTHbIX pacTeHuin Ha 14-in aeHb. 31O No-
3BOJIIET caenartb BbiBO4, 4TO MiR394 moxeT Bnun-
STb HA BPEMS LUBETEHNS Yepe3 aBTOHOMHbIN NyTb.
OpgHako 3to npoucxogut LCR-He3aBMCUMbIM
0b6pa3oM, MOCKOJIbKY y4eT KOnmyecTtBa pPO3eTou-
HbIX JINCTbEB MPW LUBETEHUM N KONMYECTBa OHeN
00 UBETEHUS Y JIMHNIA PACTEHNN C N3MEHEHHbIM
cogepxaHnem MPHK LCR kak B 605blUyl0, Tak 1
B MEHbLUYIO CTOPOHY He nokKa3as CTaTUCTUYECKOM
pa3Huubl ¢ Col-0. Takke MOXHO NPennonoXuThb,
yto angd MiR394 noTteHumanbHO CyLLECTBYET AO0-
NOMIHUTENbHAs MMULLEHb, KOTOpas B HacTosllee
BpemMs Hem3secTHa [Bernardi et al., 2022].

3aknioyeHue

LiBeTeHe €aBNAeTCA BaXHbIM 3Tanom pas-
BUTUSA PACTEHUI U HANPAMYIO CBA3AHO C penpo-
OYKTUBHBLIM noTeHumanoMm. lNepexon K LBETEeHUIO
perynmpyeTtcsd pasivyHbiMU NyTAMWU, WUHTErpu-
PYIOWVMN 3HOOTEHHblE W 3K30reHHble CurHa-
Nbl. 9nureHeTnyeckne GakTopbl, Takne Kak Mu-
KpOoPHK, urpatloT BaXHenwyo posib B KOHTpONe
BpeMeHN uBeTeHus y pacteHuin. MukpoPHK pe-
ryJINPYIOT 3KCMPECCUIO FrEHOB Ha NOCTTPaHCKPUn-
LMOHHOM YPOBHE M NPEeuMyLLEeCTBEHHO Hauerne-
Hbl Ha TF. OgHM MOryT CTUMYNNMPOBATh LIBETEHME,
perynupyst konndectso MPHK reHos, Heobxoam-
MbIX 019 MHULMALMN LBETEHUS (HanpuMep, reHol
MOEHTUYHOCTU LBETOYHON MEPUCTEMBI UJIN TEHbI,
yyacTBylOLWME B MHTErpauum curHanos LBeTe-
HU4). Jpyrne MoryTt 3agepxuvsaTtb LBEeTeHUNe, rno-
0aBngasg GYHKUNOHaNbHYIO aKTUBHOCTb FeHOB, OT-
BeYaloLKMX 3a rnepexom, K penpoaykTMBHom ¢ase.
MwnkpoPHK, y4acTBys B pas3nn4yHbIX reHeTU4eCcKnx
nyTax LBETeHMs, B3aUMMOCBsi3aHbl C BMoxmMmmnye-
CKUMW U 3KOJI0rM4eckumMun paktopamum npm Koop-
OVHauumM 3Toro GM3noNorM4eckoro rnpouecca.
3HaHne MONEeKynsipHbiX MEXaHU3MOB AEeNCTBUA
MUKPOPHK B KOHTpOJie BpeMeHU LBETEHUS MO-
XeT cTaTb 3QPEKTUBHBIM NHCTPYMEHTOM B pyKax
cenekumoHepoB, B 0COOEHHOCTM B YCIIOBUSAX KIN-
MaTUYECKMX N @aHTPOMOrEHHbLIX U3MEHEHNI OKPY-
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