738

BABUAOBCKIM )KYPHAA TEHETUKNM M CEAEKLIVII, 2013, TOM 17, Ne 4/1

VIK 57.032:577.38:5-76

MOJIEJIA PETYJIALIUU CTPYKTYPbI HULIIN
CTBOJIOBBIX KJIETOK B AITMKAJIBHONU MEPUCTEME IIOBETA

©2013 .

VY.C. 3y6auposa, C.B. Hukosaen

denepalibHOE TOCYTaPCTBEHHOE OIO/HKETHOE YUPEkKAeHUE HAyKH VHCTUTYT IIUTOJIOTUH U TEHETUKU
Cubupckoro otnenenns Poccuniickoit akagemun Hayk, HoBocubupck, Poccws,
e-mail: ulyanochka@bionet.nsc.ru

[Moctymuna B penakmmro 15 aBrycra 2013 r. [IpunsTa k myOnukarmm 5 ceHTsi0ps 2013 1.

:‘)KCHepMMeHTaHbeIe JaHHBIC, IMOJYYCHHBIC K HACTOAIIEMY BPEMEHU, ITPUBCIIN K OIMPCACICHHBIM MPEI-
CTaBJICHUAM O PETrYJIAIUU HUIIM CTBOJIOBBIX KJICTOK B anuKaJbHOM MEpUCTEME mooera. I[J'ISI IMPOBEPKHU
HEMIPOTUBOPEUUBOCTU 3TUX Hpeﬂ,CTaBﬂeHI/lﬁ 1 UX COITTaCOBAHHOCTU C SKCIICPUMCHTAJIbHBIMU JTaHHBIMU
MMPUMEHACTCA MAaTEMAaTUY€CKOEC MOJCIIUPOBAHUC. B crarbe paccMaTpuBarOTCA MaTEMaTU4YCCKNUE MOJCIINU
peryiisiiyu HUIIN CTBOJIOBBIX KJIETOK B anuKaJbHOM MEpUCTEME no6era, MPCAJIOKCHHBIC pa3HbBIMH aBTO-
paMu; aHAJIM3UPYIOTCA OKCIICPUMEHTAJIbHBIE OCHOBAaHUA U pa6o'me TUITIOTEC3bI, q)OpMaJ'II/ISOBaHHbIe B OTHUX
MOJCIIAX, U BBIABIAKOTCA METOAUYCCKUE PA3JINYNA B MOAX0AaX K MOCTPOCHUIO 3TUX Moueneﬁ.

KiroueBrble ci1oBa: anmmkanbHas MeprcTeMa rmobera, Humra cTBoIoBbIX kieTok, CLAVATA3, WUSCHEL,

MaTreMaTnudcCKass MOACIb.

BBEJIEHMWE

Bce opranbl B3pociioro pacreHus GpopMupy-
IOTCS M3 allMKaJIbHOM MepucTeMbl modera (AMIT),
HAXOJIAIICHCS HAa KOHYMKE KaXKI0T0 BETETaTHBHOTO
moOera. AMII saBasgercsa OIHOI W3 BaXKHEUIINX
CTPYKTYp [UIsl pOCTa W Pa3BUTHA, TaK KaK UMEH-
HO 3/€Ch HAaXOAUTCS HUIA CTBOJIOBBIX KJIETOK,
JTAIOIIMX HAYaJI0 BCEM KJIETKaM Ha3eMHOM 4acTu
pacrenus (Sharma et al., 2003).

Hecmotps Ha To yro AMII nmeer nebomnbine
pasMepsbl, ee CTPYKTypa JI0OCTaTOYHO CIOKHA. BbI-
nensrot 3086 (Newman, 1965) i o6macTu KIIeToK,
OTJIMYAIOIIMECS 110 CBOUM CBOMCTBAM M (DYHKIIUSIM,
MapKHUPOBAHHBIC SKCIIPECCUEH OIPEICIICHHBIX TCHOB
Y HaXOJISIIUECS B OTPENICIICHHOM MTPOCTPAHCTBEH-
HOM PACIOJIOKEHHU APYT OTHOCHTEIBHO JIpyTa Ha
NPOTSKEHUH Beel sku3HU pactenus (Bowman, Es-
hed, 2000; Brand et al., 2001; Traas, Doonan, 2001).
B AMII Beizensitor cieyroriue 30861 (Gross-Hardkt,
Laux, 2003; Lenhard, Laux, 2003; Kwiatkowska,
2004): uentpansnas (L[3), nepudepuueckas (I13),
pu6-30Ha (P3), 30Ha muctoBbix nmpumopaues (JII1),
a Taxke opranumzanuoHHeri nertp (OL]). B 113
COZIEPIKUTCS 3aI1ac CTBOJIOBBIX KJIETOK, KOTOPHIE B

nporiecce aeneHus BeirecHstores B [13 u P3, kiretkn
B 3TOM 30HE XapaKTepU3yIOTCs HU3KUMHU TeMITaMHU
nenenus. [13 sBnsercs nepexoaHoi 30HOH, KIIETKH
3[eCh JeNATCs ObICcTpee, B JalbHEHIIEM KIETKU
u3 113 nepexonsar B JIII, P3 miu 300y mMexnay 3a-
gatkamu JucTheB. Kak u I13, OLl Takke siBisieTcst
MIEPEXOTHOM 30HOM, OHA JIEKUT HENOCPEICTBEHHO
niox 113 v MeeT BaxkHYIO (yHKIHIO B TOAICPKAHUH
ee pa3MepoB. Kierku, BeirecHeHHble u3 OLl, nepe-
xomAaT B P3, rae o0pasyror cocyaucTyro cucteMy u
MapEeHXUMY CTEOJIs.

[Tomumo 31HX 30H B cTpyktype AMII Tarxke
BhIensitoT 3 cnosi: L1 (amunepmuc), L2 (cyGamunep-
muc) u L3 (xoprekc). Knerku cnoes L1 u L2, koto-
PBIE TAKKE Ha3bIBAIOT TYHUKOM, IENIATCS B OCHOBHOM
AHTUKJIMHHO, 00ecIeYnBasi MOBEPXHOCTHBIA POCT
opranusMa. Kietku L3 He UMEIOT orpeiesieHHOro
HaIpaBJIeHHs JeTICHUS 1 TEM CaMbIM 00€CTICYHBAIOT
00beMHBIH pocT opranusma. Poct u nenenue kie-
TOK TPUBOAAT K MOTOKy Kietok u3 113 B 113 u OL]
n ganee no xkoprycy AMIIL. Oxgnako, HecMOTpst Ha
TaKOH MOTOK KJIETOK, TIOJIOKEHHSI 30H OTHOCUTEIIBHO
Bepxywku AMIT ocTaroTcst HOCTOSHHBIMU.

B pesynbrate rucTOoOMOp(OIOTHYECKOTO H
KJIOHAJIBHOTO aHAJIM30B OBLIO BBISICHEHO, YTO
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CTBOJIOBBIC KJICTKH PACITOJIOKEHBI B TPEX BEPXHUX
ciosix AMIT (L1, L2, L3), KoHIIEHTPUPYSCh BOKPYT
ee meHtpansHOi ocu (Gross-Hardt, Laux, 2003;
Lenhard, Laux, 2003; Kwiatkowska, 2004).

K nacrositiemy Bpemenu y A. thaliana BeisiBIeH
PsiJi TEHOB, My TalllKi KOTOPBIX IIPUBOISIT K H3MEHE-
HUIO CTPYKTYpbl AMIT 1 HUTIIH CTBOJIOBBIX KIIETOK
B Heil. Tak, xapakTepHOW 0COOCHHOCTHIO KIIETOK
113 sBistercst axenpeccus rera CLYV 3, a B KIleTkax
Ol nmabmomaercs sxcripeccust rena WUS (Yadav
et al., 2009). B xierkax Ol u ero Onuxaiiiiero
OKpY KeHHs HaOIroaeTcst akerpeccus reno CLV 1
u CLV2, mpotyKTaMu KOTOPBIX SIBIISTFOTCS CyOBe -
HUIIBI TETEPOAMMEPHOTO PEIIETITOPHOTO KOMILIIEKCA
CLV1/CLV2, noKaaIu30BaHHOTO HA KJICTOYHOH
memoOpane (Schoof et al., 2000; Williams, Fletcher,
2005). [Tokazano, 9T0 OOPA3YIOMIUICS B PE3YIib-
tare nporeccunra oenka CLV3 KopoTkuii mentu
BBIXOJUT U3 KIIETKH, cBsa3bpiBacTess ¢ CLV1/CLV2 B
kieTkax BOKpyr Ol u mogaBisieT B 3THX KIIETKaX
skcnpeccuto reHa WUS (Schoof et al., 2000; Rojo
et al., 2002; Lenhard, Laux, 2003; Ogawa et al.,
2008). CesaspiBanue nentuga CLV3 ¢ CLV1/2 B
KIieTKax, okpyxaromux OLl, npuBoIuT K CHIKE-
HUIO ero nocryrienus B kietku OLl, B pesynbrare
yero B HopMe B kireTkax Ol HaOmonaercs axcerpec-
cusrera WUS (Lenhard, Laux, 2003). betok WUS
nepemMeniaercs B Kietku 1[3 u akTuBUpyeT B HUX
akcnpeccuto rena CLV3 mocpeacTBoM MPsiMOTO
KkoHTpons Tpanckpunuuu (Yadav et al., 2011).

Hecmortpst Ha IprBEICHHBIE BBIIIC JAHHEIE, BO-
MPOC 0 MEXaHU3ME PETYIISIIUHN MTPOCTPAHCTBEHHOM
CTPYKTYPbI HUIIIN CTBOJIOBBIX KJIETOK B aITUKAJILHOM
MepHUCTEMeE Io0era paCTeHHUS 0CTACTCS OTKPBITHIM.
MexaHu3MbI, 00€CIICYNBAIOIIKNE TOCTOSHCTBO
cTpyktrypsl AMII, ABISIIOTCS TPEAMETOM HHTEHCHB-
HBIX MCCJIEIOBAaHUH, KAK SKCTIEPUMEHTAIBHBIX, TAK
Y TeOpeTHYeCcKuX. Pe3ynbraTom 00BN 3KCIIepH-
MEHTaJILHON pabOThl Ha TIPOTSHKEHUH ITOCIIETHNX
30 J1eT ABMSAIOTCS JAHHBIE O POJTH OTACITHLHBIX TECHOB
B Pa3BUTUH PACTeHUs. B 4acTHOCTH, TOKa3aHO, YTO
OoTpuUlIaTeJIbHAsE 00OpaTHas CBSI3b MEXKJy TCHAMH
CLV3 u WUS urpaet eHTpallbHYI0 POJib B OJAEP-
JKQHUU CTPYKTYPbI HUILIK CTBOJIOBBIX K1eTOK AMIT
(Barton, 2010; Sablowski, 2011). K Hactosmemy
BpPEMEHH Pa3HbIMU aBTOpamu (Jonsson et al., 2003,
2005; Hukomaes u ap., 2006, 2007, 2010, 2013;
Geier et al., 2008; Gordon et al., 2009; Hohm et al.,
2010; Fujita et al., 2011; Sahlin et al., 2011; Yadav
et al., 2011, 2013; Chickarmane et al., 2012; Uy0,

Cunromns, 2012) npeniokeHbl MaTeMaTHIeCKHIEe
MOJIETTH PETYJSAIUN HUIIN CTBOJIOBBIX KJIETOK B
AMII, sapoM KOTOpBIX SIBJISIETCS T'€HHasl CETh,
OTIMCHIBAIONIAs] B3ANMOJICHCTBHE MEXKAY TeHaMU
CLV3 u WUS.

CxeMbl paccMaTpHUBaeMbIX B JaHHOM 0030pe
monenei (Hohm ef al., 2010; Yadav et al., 2011;
Chickarmane et al., 2012; Hukonaes u ap., 2013)
peryisiiiui TPOCTPAHCTBEHHOTO TMAaTTepHA DKC-
npeccun reHoB CLV3 m WUS npencraBieHbl Ha
puc. 1 B equHO0Opa3Hoii hopme.

Mopnenu 6a3upyroTcst Ha AByX TUIAX SKCIEPH-
MEHTaJIbHBIX JaHHBIX. BO-epBBIX, 3TO TaHHBIE O
B3aMMO/ICHCTBUY F'€HOB M UX TIPOTYKTOB, ITOTyYa-
eMblIe B MOJICKYJISIPHO-TEHETHIECKUX IKCIIEPUMEH-
Tax. pyroil Tum skcepuMEeHTaIbHBIX JAHHBIX —
9TO MPOCTPAHCTBEHHOE PACIOIOKEHNE 30H JKC-
npeccun reHoB B AMII. CooTBeTCTBEHHO, HCXOI-
HBIE MPEATIONOKEHUS], (POPMATTU3yEeMBbIE B MOJICTISIX,
OCHOBaHBI Ha TPEJCTABICHUSAX O MEXaHU3MaxX
B3aMMOJICHCTBUS TEHOB, MPHUPOJIE PETYIATOPHBIX
CUTHAJIOB C YYE€TOM JIaHHBIX MOJIEKYIJISIPHO-TEHETH-
YEeCKHUX IKCIIEPUMEHTOB M MEXaHU3ME PacIpocTpa-
HEHUS 3THX CUTHAJIOB MEXJy KieTkaMmu. Boixon-
HBIE JJaHHBIE ATUX MOJENEN — IPOCTPAaHCTBEHHOE
pacrnonoxeHue 30H skcrpeccuu reHoB B AMII,
KOTOPOE MOXXHO CPaBHHUTH C IKCIIEPUMEHTAIHHO
HaOmomaeMbIM. BakHBIM acTiekToM Mojenupye-
MO CHCTEMBI SBIIAETCS TaK)Ke MOCTOSHCTBO 30H,
HECMOTps Ha nejeHue kietok B AMIIL.

HU3YYEHUE POJIM TEHA WUS
B PEI'YJISALUN HUILIA
CTBOJIOBBIX KJIETOK B AMII
(Jonsson et al., 2005; Yadav et al., 2011, 2013)

B crarbe H. Jonsson ¢ coasr. (2005) Obu1a pac-
CMOTpPEHA MOJIEJTb TO3ULIMOHUPOBAHUS SKCIIPECCUU
reHa WUS Ha 1ByMepHOM KJICTOIHOM aHCaMOIIe ¢
LIEHTPaJIbHON CUMMeTpHEN. briaronaps cummerpun
0Ka3aJI0Ch €CTECTBEHHBIM ITIOMECTUTH B «MOP(O-
JIOTUYECKH BBIJICJICHHBINY BHEITHUHN CIIOM KJIETOK
HEKOTOpBIN penpeccop ansa rena WUS. Moaeinb
BOCIIPOU3BOIUT JIOKATU3ALUIO SKcrpeccuu WUS B
LIEHTPE KJIETOYHOTO aHCAMOJISL, @ TAKIKE PE3YIIBTAThI
9KCIIEPUMEHTOB, B KOTOPBIX HAOIIOIATIO0Ch BO300-
HOBJICHUE dKcmpeccun WUS mocie nazepHoro
paspymenus OLI.

Kommerorepuas monens (Yadav et al., 2011)
O0O0BSCHAET BAXHOCTH MOJJEPKAHUS T'PaJIUCHTA
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Yadev et al., 2011, 2013 Cytokinin/AHK4

Chickarmane et al., 2012

Puc. Mopenu perynsaunu CTpyKTYpbl HUIIHM CTBOJIOBBIX KieTok AMIL.

CxeMbl B3aUMOJICHCTBUA (B, €, U, M — IIepBas KOJIOHKA) U PEIIEHHs paclpeeNeHus KoHIeHTpauui (T, 1, K, 3, K,
1, H— Bropas (Juist reHa WUS) u Tpethbst (1u1st rena CLV'3) KOJOHKN) JUTsi OCHOBHBIX KOMIIOHEHT Mojielieit; a, 0 — pac-
npezaencHus sxcnpeccun renoB WUS (potorpadus B3sita u3 padots (Yadav ef al., 2009)) u CLV3 (pororpadus
B3sTa u3 pabotsl (Reddy, Meyerowitz, 2005)); B, 1, 1 — Mozens (Yadav et al., 2011); e, xk, 3 — mozaenb (Hukonaes
u 1p., 2013); u, k, 1 — mogens (Hohm et al., 2010) u (M, H) mogens (Chickarmane et al., 2012).

Oenka WUS B peryisuy HUIIA CTBOJIOBBIX KIle-
TOK. Mozenb (cXeMa MOJIENIN — PHC., B): YUUTHIBACT
HpsIMYIO aKTHBaLMIO TpaHckpunuuu CLYV3 Genxom
WUS (Yadav et al., 2011) 1 oTpuiateIbHy 0 perysis-
rmto WUS curaamom CLV3, KOTOPBI IPOUCXOIUT
u3 113 (Brand et al., 2000, 2002; Schoof et al., 2000).
HononaurensHo WUS akTUBUpYETCs JIOKAJIBHBIM
curHajoM IuTOKMHUHA (Junsson et al., 2005;
Gordon et al.,2009; Hohm et al., 2010), a Taxoke 11
aktuBaruy CLV3 UCTIonb3yeTcst TOTIOTHATETHHBII

TMITOTETUYECKUI CUTHAI, TPOUCXOSIINI U3 KIIETOK
ciost L1 (Jonsson et al., 2003).

I'eomerpuss AMII onucbiBaeTcs B MOJIEIN Kak
BEPXHSA TPETh TPEXMEPHOH chepsl, 3armorHeHHas
1366 nepecexarommMucs chepuIecKUMH KIeTKa-
mu. Kretku cunrarorcst coceqHUMH (T. €. MeXTy
HUMH OCYIIECTBIISIETCSI TPAHCIIOPT), €CJIU COOT-
BeTCTBYIOIIME chepbl nepecekatorcs. HauanbHoe
pacnpenenenue sxcnpeccuu renos CLV3 u WUS
CTPOMTCS Ha 0CHOBE MUKpodoTOorpaduu. DKcipec-
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cus CLV3 B xnerkax 1|3 Ha BepXyIlIke MEpUCTEMBI
(55 xiterok) u akcnipeccus WUS B knetkax Ol mon
113 (42 KIeTKM) 3a1af0TCsl PABHBIMU CIMHHIIC.

Jng onmcaHus peTyiaslud TPAHCKPUIIUH
UCTIONB3YIOTCsl DYHKIMM XWJIa; CHHTE3 OEIKOB
nuHeiHo 3aBucHt ot ypoas PHK. PHK u 6enku
pacnajatorcd, pacnpoctpanenue CLV3 u WUS
MEX/Ty KIETKaMH OMHCHIBAETCS KaK MACCUBHBIN
TpaHcnopT. Monenp npencraBieHa cleayronen
CHUCTEMOU ypaBHEHUI:

d[C] _ [al]” w]"
dt G ket lall” ket [w]” gdCl,
d
% =P [C]—glc] + DAlc],
aw] _ [a2]" Ky
ar~ " kopyw* [a2]" kg + [c]” gy,
d
ETV;] = P[] = g,[w] + D, Alw],
dlal
[c(llt - P, [Al] =g, lal] + Dy Alal],
d[a2
[5t I-p o[A2] = g,,[a2] + D ,A[a2],
rie [X] u [x] 0603Ha9aIOT, COOTBETCTBEHHO, KOH-

uenTpaiuu MPHK u curnanbHbix Mosieky: (Oenka
st WUS u menruna st CLV3); A — nuckpeTHBIH
oneparop Jlamnaca, onuChIBalOIINI MacCUBHBIN
TpaHCIOPT (OCHOBAHHBIN HA TPAJINEHTE KOHIICHT-
partuit). C ob6o3nagaer CLV3, W— WUS. 3nauenus
Al u A2 gBIAIOTCA KOHCTAHTAMH, PABHBIMH €IIH-
HUIIE, B KJIETKaX dMuaepMuca (BHeUHUH cioit L1)
n OLl cooTBETCTBEHHO.

B pesynbrare onTumMu3zanny ObUIM HalJeHBI Ta-
KHe 3HAUYCHHS [TaPaMeTPOB, IIPH KOTOPBIX PEIICHUE
Monenu (puc., T, 1) COOTBETCTBYET 3KCIICPUMCH-
TaJbHO HAONIOZaeMBIM 30HAM 3KCIIPECCHH T€HOB
CLV3 u WUS Ha TpexMepHOI TKaHH.

Pacuerbi Ob1IM TPOM3BEICHBI C UCTIONB30BAaHUEM
nakera Organism (http://dev.thep.lu.se/organism),
ucnogp3ytouiero merost Pynre—KyTTsl 5-ro nopsia-
Ka C aJallTUBHOMN CETKOM.

Cremyronias peaymzarys Mojieu Yadav ¢ CoaBT.
(2013) yunThIBaeT HEMOCPEACTBEHHYIO PETYIISILINIO
TpaHckpunuuu rena KANI 6enkom WUS. KANI
CUHUTAETCS OTHUM M3 F€HOB eprueprIecKoil 30HbI,
HETIOCPE/ICTBEHHO PENPECCUPYEMBbIM TPAHCKPHII-
mmoHHBIM (pakropom WUS (Kerstetter et al., 2001;
Yadav et al., 2013). dononuurensHo red KANI
AKTUBHUPYETCS HEKUM T'MIIOTETHYECKHUM CHUTHAJIOM
u3 cnost L1 (Tak xe, kak CLV3 B npensiayiieM Ba-

puante Mozienu). [ IpaBoMepHOCTh Takol aKTHBALIUH
o0bsicHsieTest TeM, uto koraa WUS ve muddysam-
pyer, 30Ha ’kctipeccun KANI pacrionokeHa OJTM3Ko
K BHemmHeMy cioro (L1) mepucTemsl.

OT™MeTnM, 4TO B MOJICITIH UCTIOJTB3YIOTCS JIBA J0-
MOJTHUTENBHBIX TEOMETPHYECKAX OTPaHUUYCHUS Ha
30HBI BO3MOKHOU 3KCTIPECCUH TE€HOB: 1) 1OTIOIHU-
TeJbHBIH (hakTop akTHBauuu 11t WUS, npeacTasis-
rormii perieniropsl AHK4, pacrionoxenssiii B OL;
2) IONOHUTENBHBIN (hakTop aBTHBaIMH 1t CLV 3,
TPEJICTABIISIIONINIA THIIOTETHYECKHE U IEPMaJIbHEBIC
CHTHAJIbI, PACTIONOKEHHBIN BO BHEILTHEM CJI0€ KIIETOK
(L1). Oba orpanmyeHus] MOAETHUPYIOTCS KaK TCHBI,
T. €. KCIPECCHUs] TUIIOTETUYECKOTO T'eHa MPUBOIUT
K CHHTE3Y CHTHAJIBHBIX MOJIEKYIT, KOTOpbIe MuddyH-
JMPYIOT ¥ CO3/IAI0T TPAJIMEHT KOHIICHTPAIHH.

MOJIEJIb PETYJISILUU CTPYKTYPBI
HUILU CTBOJOBBIX KJIETOK B AMIT
(Hukounaes u ap., 2007, 2010, 2013)

[IprBeneHHbIe BhIIIE OMyOIMKOBaHHBIE SKCTICPH-
MEHTaJIbHBIE JIaHHbIe O posu cucteMbl CLA3/WUS
B PETYJSILUH CTPYKTYPBI HUILIU CTBOJIOBBIX KJICTOK
AMII nipeacrasiens! B Mmogenu (Hukonaes u np.,
2013) B BHJE CIEAYIONIHNX TOCTYIATOB (CXeMa MO-
JIENN — PHC., €):

1. Umeetca reH Y, akcnpeccus KOTOPOTo pas-
pemiena Toasko B cioe L1. Ilpoaykr skcnpeccuu
storo rena (benok Y) aupdysaupyer mo AMII ¢
OJHOBPEMEHHBIM PAcCIaZioM, B pe3yjbTaTe 4ero
YCTaHABJIMBAETCS HEKOTOPOE CTAITMOHAPHOE HEO/I-
HOPOJHOE pacIipe/ieIeHne ero KOHIIEHTPAIH.

2. Oxcnpeccus reHoB CLV3 u WUS akTuBupyeT-
cs1 6entkom Y. ITpu 3Tom mopor akruBarwu 4yt CLV3
BbIIlIE, 4eM Jutst WUS. B pesynbrare 3T0ro HUKHsIS
rpaHuIa 30HbI 3Kcnpeccuu rena CLV3 pacrionara-
ercs Omwke K Bepxymke AMIT (x cinoro L1), yem
HIDKHSISI TPaHUIIa 30HbI 3kcnipeccuu WUS.

3. benxoBeiii mponykt rera WUS muddynmm-
pyet ot OLI, B Tom uncinie k Bepxymke AMII, rne
OH aKTHBHpYET 3KcnpeccHio reHa Y. Kpome Toro,
oenox WUS akruBupyet sxcnpeccuto reHoB CLV 1
u CLV2. benku CLV1 u CLV2 00pa3yroT KOMILIEKC
CLV1/CLV2 nHa noBepxHOCTH KJIETOK, B KOTOPBIX
onu cuHTte3upyrotes (Schoof et al., 2000; Rojo et al.,
2002; Hukomnaes u ap., 2007; Ogawa et al., 2008).

4. entun pCLV3 pacnpocTpaHseTcs 1o BHEMI-
HuM ciosim AMII GbicTpee, 4eM 1o KopIrycy. ITOT
MIENTHI HEOOPATHMO CBS3BIBAETCS C PEIENTOPOM
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komrutekcom CLV 1/CLV2 Ha TOBEpXHOCTH KJIETOK
(Rojo et al., 2002; Huxomaes u ap., 2007; Ogawa
et al., 2008).

5. CeazpiBanue nentuga pCLV3 ¢ penentopom
CLV1/CLV2 3amyckaeT IyTh Mepegadd CHTHAJIa,
niofasJstrorero sxcrpeccuto WUS (Lenhard, Laux,
2003).

6. Kommnexkc CLV1/2+CLV3 nornomaetcs
KJIETKaMH U JIErpajupyer. B pesynbrare 3Toro KoH-
nentpamus CLV3 ymenbinaercss u BHyTpu AMIIL
Bosuukaet 30Ha OLl, ceoboguast or CLV1/2+CLV3,
rje v HaOmonaeTcs axkcnpeccust reHa WUS (Lenhard,
Laux, 2003; Williams, Fletcher, 2005).

Sii(wi — wj) +v,8h, + Twyyl. +T

Mogenbs paccMarpuBaeTcs Ha MPOAOIHLHOM
cpeze AMII ¢ kJIeTOUHOU CTPYKTYpOM, reomMeT-
PHUYECKHU TOJO0HON pealbHBIM H300paKeHUSIM
npoaonsHOTO cpeza AMII (mocTpoeHa mMeTomoM
paszbuenus Boponoro).

Ha Takoil reomeTpryecKkoil MOAEIN IIPOAOIb-
Horo cpeza AMII Obu1a mocTpoeHa AuHaAMHUYECKast
MOZeIb IPOCTPAHCTBEHHO PaClpereIeHHOI0
MEXaHM3Ma PEryJALHU CO COCPENOTOYEHHBIMU
rapaMeTpamMH B TOUKaX #, COOTBETCTBYIOIINX KJIET-
kaMm oOmactu. Mojenb mpejicTaBieHa B BUJC
CUCTEMBbl OOBIKHOBEHHBIX JAU(epeHInaTbHbIX
YPaBHEHUI:

Sy = y) T v g, + T, w) —d,y,

Et—:Vij > )Sij(ci —c) tv.glh,+T,y)—de —acz+Bu,

) - dWWl-,

wu i

dyi — & z
dt v &)
dci Bc
ce(i
dwi Bw
ar =V, ;2
dz;
dr - vzg(hz + Tzwwi) - dzZi —ocz; + Bui’

du;
dr a6 Pu;—vu,

rne y, ¢, w — KoHleHTpanuu Oenkos Y, CLV3,
WUS; z © 4 — KOHIIEHTpAITU! TeTePOTUMEPHOTO
penenropa CVL1/2 u komrmiekca CLV1/2+CLV3
COOTBETCTBEHHO. B3, B, B,, — K03hurneHTsI npo-
HUI[AEMOCTH MEXKKJICTOYHBIX TPAHMII JUIS BEIIECTB
Y, ¢, . V; — obbeM i-i KeTku (IByMEpHOi), S;; —
TUTOIIA b TPAHUIIBI (OTHOMEPHOM ) MEXKIY i-i U j-i
KICTKaMH. V,, V,, V), — MAKCHMAJIbHBIC CKOPOCTH
CUHTE3a BEIIECTB Y, ¢, W; dy, d,, d,, — koapdumu-
EHTBI pacrajia BeuecTB y, ¢, w; o — Ko3hGuimeHt
CKOpPOCTH 00pa30BaHUs BEIIECTBA U I"Y — UHJIEKC-
Hasi (DyHKIMS, paBHasl eIUHUIIE IS KIETOK, Ha-
XOJSIIUXCS HA TPaHMIIE KIETOYHOrO aHcamoOIis,
W HYJIO JJIS OCTaJbHBIX KIeTOK. CyMMUpOBaHHE
MTPOU3BOIUTCS 110 BCEM KJICTKaM j, KOTOPbIE SBJIS-
FOTCSI COCETHUMU C KJICTKOH i (f € £(7)).

Perynsmus skcrnpeccuu Te€HOB ), ¢, W U Z
OTIMCHIBACTCSI B MOJICJIA CUTMOUIHON (DYyHKITHEH
(Mjolsness et al., 1991):

1 X )
«00= 31+ 3725
21}15[ BBIYHCJIIMTECIIBHBIX 3KCIIEPUMEHTOB C MO-
Jenbio ObuT ucnonb3oBan naker Cellzilla (http:/
computableplant.caltech.edu/~bshapiro/Cellzilla/
html/index.html).

[To pazpaboraHHOMY aJrOpUTMy OBUIH TO-
n00paHbl apaMeTpbl U METOIOM yCTaHOBIICHHS
BO BPEMEHHU MOJIYYECHO CTALIMOHAPHOE PELICHHE
(puc., X, 3) U pacrpeNieNeHns] IPOITyKTOB IKC-
npeccrn reroB CLV3 u WUS B AMII, kotopoe
Ka4eCTBEHHO COINIACyeTCsl C AKCIEPUMEHTAIBHO
HaOIonaeMbIM (puc., a, 0).

[Ipennoxennsiii C.B. HukonaeBsIM ¢ COaBT.
(2013) mMexaHU3M B3aUMHOU PETYNSAIHH IMPO-
CTPAHCTBEHHO pacpeesIeHHOH SKCIIPECCHH T'eHOB
CLV1/2/3 u WUS, XapakTepHOW ISl CTPYKTYPBI
HHIIN CTBOJIOBBIX KiIeToK B AMII, u rumoreTnye-
CKOTO reHa Y crmocoOeH YCTOMYMBO MOAIePKUBATh
TaKoM MPOCTPAHCTBEHHBIM MATTEPH IKCIPECCUH.
Ki1roueBbIMI MOMEHTaMH PETIOKEHHOIO MEXaHU3-
Ma PEryJsILUM ABJISIOTCSA: a) TS TOJI0KUTEIIbHOM
00paTHOM CBSI3M MEXTy KileTkaMu BepXyIku AMII
n OL, npesncraBneHHas B BUe B3aUMOJAEHCTBUS
redoB Y u WUS, xoTopasi, KaKk IOKa3aHO B CTaThe
C.B. Huxkonaesa c coasr. (2010), ynepxusaet OL] na
(bMKCPOBaHHOM paccTOSTHUY OT Bepxymku AMIT;
0) aktmBanus skcrupeccun CLV3 curHaaom Y,
pacTpoCTPaHSIONIUMCS CBEPXY, UYTO 00eCTIeUnBaeT
MpaBMWIIbHOE MPOCTPAHCTBEHHOE paclpesiesieHne
skcnpeccuun CLV3; B) 3aMKHYTOCTh MOJENH,
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T. €. IS TIOJTyYEHUs yCTONYMBOTO K BO3MYIIIEHUAM
HY>XKHOTO CTallMOHAPHOTO peIieHus (IIPOCTPaHCT-
BEHHOTO [IaTTepPHA IKCIIPECCUH PaCCMaTPUBAEMBbIX
TeHOB) HUKaKas U3 00JIacTeil IKCIIPECCHH TeHOB HE
(buKcHpyeTCs TPUHYIUTEIBHO.

JUHAMUYECKASA MOJAEJIb
TOMEOCTA3A HUIIA CTBOJOBBIX
KJETOK B MEPUCTEME IIOBETA
ARABIDOPSIS THALIANA
(Hohm et al., 2010)

B crarbe Hohm ¢ coasr. (2010) npencrasiena
MOJIEJTb (CXeMa MOJIEIIH — PHC., U) PETYIISIIIAU CTPYK-
TYpBI HHIITU CTBOJIOBBIX KJIETOK B alTMKaJIHHON Me-
pucTteme odera, OCHOBaHHAS Ha B3aUMOJICHCTBUN
rernoB CLV3/WUS. llenbio aBTOPOB OBLIO MPOMO-

JeTMPOBaTh MeXaHU3M (DOPMHUPOBAHMS TATTEPHOB
skcrpeccuu reHoB CLV3 u WUS Ha npononbHOM
cpesze AMII, ucnosb3ys A1 3TOr0O MUHUMaJIbHOE
KOJIMYECTBO MPEIIONIOKEHNH 00 YIaCTHUKAX 3TOTO
nporecca. Mosiesb UCIoIb30Bajach I N3yUeHHs
[TOBEJICHUS CCTEMBI ITPH BO3MYIIEHUAX, & TAKKe
JUTSL HAaXOXKJIEHUSI JOMYCTUMBIX 3Hau€HUH Iapa-
METPOB, NPU KOTOPBIX COXPAHSAETCS TOMEocTa3s
HUIIIA CTBOJIOBBIX KiIeTOK B AMII, HecMmoTps Ha
M3MEHSIONECS BHEITHUE YCIOBUSI.

S npoM cxeMbl B3aUMOJIEUCTBUS MEK]1y KOMIIO-
HEHTaMH1 MOJICIIH SIBJISIIOTCS J1Ba KOHTYpa 00paTHBIX
cBsi3ed, mpoxonamux uepe3z WUS. Bzaumonei-
CTBHS MEXIY KOMIOHEHTAMH MOJEIH OCYIIEeCTB-
JAIOTCS 110 MeXaHU3My peakuus—auddys3us u
MIpeICTaBIICHBI B BUJE CUCTEMBI uddepeHnmans-
HBIX YPABHEHUI:

o[WU. WUSJ?

N = DuusWUSI + Ebue 1 e~ P WUS] o
6[facX] _ [WUS]z[facX] GfacX

—— _DfaCXA[facX] +&Pune 1+ ([CLV3] + [CLV3€xt]) [facX] ,

o[ WUS

o] [WUSY,g])

st K,

—r = DA+ 1 (Dpy ————=
1+

([WUSwg])

Kst
o[CLV3]
=

B Monenu nmpucyTCTBYIOT CIeIyrolue mapa-
METPBI:

p — K03(DHHUITHEHT CKOPOCTH PEAKITUH, G — CKO-
POCTB DKCTIPECCHH (HE 3aBUCUT OT KOHIICHTPAITUH
KaKHX-JT100 BEIIECTR), L — CKOPOCTh JACTPAIAIIH,
K — KMHeTHYeCKast KOHCTAHTA.

IMepemenHble MOETH (KOHIIEHTPAIIUU Be-
IIECTB), & TAK)KE OCHOBHBIE MOJICTIbHBIC TIPEIIITOIIO-
JKEHUST OTHOCHTEIBHO HUX TIPUBEICHBI HIKE:

[st] ~ypOBEHB «CTBOIOBOCTHY KIETOK MEPUCTE-
MBI KOHTpOsupyeTcss WUS-3aBHCHMBIM CHUTHATIOM,
Ha KOTOPBIN CITOCOOHBI pEarupoBaTh TOJIBKO KIIET-
KM BHEIIHETo cjosi. [IponopiroHaIbHO YPOBHIO
«CTBOJIOBOCTH» B CTBOJIOBBIX KIJIETKaX CHUHTE3H-
pyercs curHaiabHas mojekynaa CLV3.

[CLV3] cnocoben nuddyHaupoBaTh ¢ pac-
MajoM B COCEJHHE KJICTKH U OTPAHHUYUBATH
(B 3aBHCHMOCTH OT CBOCH KOHIICHTPAIIMH) JKC-
npeccuto WUS.

=D A[CLV3] + ciopcrislst] —

/aLX

]
— ——% = Dy, AVUSe) + pyys, [WUS] = s, [WUS ],

— Wy lst],

ey s [CLV3].

[WUS] nuddyrnupyer odeHb MEIJIEHHO U
ctuMmynupyeTr oopazoBanne WUS-curunama, Ko-
TOPBI sABIsIETCS 60JIee MOOUIIBHBIM M CIIOCOOEH
nudoyHaupoBaTh B COCeHUE KICTKU. XOTA
MOTEHLUAIBHO BCE KJIETKH (B pamMKax MOJEIH)
cmocoOHBl cuHTe3upoBath WUS, B Monenu
MPUCYTCTBYET MPOCTPAHCTBEHHBIN Mapamerp,
KOTOPBIN JeNTaeT KIeTKH, HaXOAAImuecs OImkKe K
BEPXYIIKE MEPUCTEMBI, 00JIee «KOMIIETCHTHBIMUY
k cuntesy WUS. BBegenue 3Toro mapamerpa
ObUTI0 00YCJIOBICHO HEOOXOAMMOCTBIO KOPPEKT-
HOTO TIO3UIIMOHUPOBAHUS TATTEPHOB AKCIIPECCUU
reHoB WUS u CLV3.

[WUSj;,] cunTesnpyercst B Tex KieTKax, Tie
ectb WUS (B 3aBHCHMOCTH OT €T0 KOHIICHTPAIINH).
[Mono6no CLV3, WUS-curnamn MoxeT OBICTPO
TuQPyHIUPOBATh U pacnafaTbes ¢ MOCTOSHHON
CKOPOCTBIO. B 3aBUCMMOCTH OT KOHIIEHTpAlUU
WUS-curnana KJI€TKH CTAHOBATCSI CTBOJIOBBIMHU.
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TonbKO BHELIHUE CIION KJIETOK MEPUCTEMBI SIBIISI-
10TCs KoMneTeHTHbIMU K WUS-curnainy.

[facX] BBeneH B Mozenb A71st TOTO, YTOOBI y4eCTh
CLV-He3aBUCUMYIO PETYISINIO SKCTIPECCUH TeHa
WUS. N3Ha4anbHO facX SKCTpeccupyercst BO Bcex
KJIeTKax U cBoOoaHo nuddynaupyert. facX ctumy-
mupyert skcnpeccuto WUS, a WUS nonasisiet skc-
NPECCHIO facX, 4TO peann30BaHO B MOJEIH Yepes
aKTUBHYIO Jierpafanuio (nim nmorpednenue) facX
¢ momomipto WUS. Takum o6paszom, B3anMoei-
ctBre Mexay facX n WUS ocHOBaHO Ha MeXaHH3-
Me aKTUBaTOp—CyOCTpaT, 4TO MO3BOJISIET [TOJTyYaTh
o0oco0OnenHbIe obnacTu dkcnpeccun WUS.

CrnenyeTr OTMETHTB, YTO JAJIsl TOJIYUYCHUS IpaB-
JOII0Z00HOM KapTHHBI PACHIOIOKEHUS [IaTTEPHOB
skcnipeccuu TeHoB CLV3 u WUS (pemienne moaenu
JUTS 9TUX TE€HOB — PHC., K, JT) aBTOPbI HCIIOIB30BAN
JOMOJHUTEIILHOC TPOCTPAHCTBECHHOC OT'PAHUYCHUC
Ha pacroioKEHUE KIETOK, B KOTOPBIX pa3pelieHa
SKCIIPECCHUs ITUX T'€HOB (IIPEANNCAHHOE PACIIONO-
JKEHHEe KOMIIETCHTHBIX KJeTok). Hohm ¢ coaBrT.
(2010) mpenmonoxkunu, uro CLV3-3Kkcnpeccupy-
fomue (T. €. CTBOJIOBBIE) KIETKU OTPENETISIOTCS
CHTHAJIOM «CTBOJIOBOCTIY, PACTIPOCTPAHSIOIINMCS
CBEpXy, B To Bpemst kak WUS «moxynupyeT» uH-
TEHCHBHOCTB 3TOH SKCIPECCHH (M pacipoCcTpaHsi-
ercst camzy ot OLI).

MU3YYEHHUE POJIM HUTOKWUHUHA
B PEI'YJISIIMA HUILIA
CTBOJIOBBIX KJIETOK B AMII
(Gordon et al., 2009; Chickarmane et al., 2012)

OpHOMEpHAsT MOJIENb PETYIISIIHA PACTIOIONKE-
HUSI 30H 9KCTIPECCUH I'€HOB BIOJTb IPOIOIBHON OCH
AMII ¢ neneHueM KJIETOK ObLia pacCMOTPEHA B
crarbe Chickarmane c coasr. (2012). Ycroituuoe
nosunonuposanre OL] Ha onpesieneHHOM paccTo-
SIHUM OT BEPXYILKHU MEPUCTEMbI 00€CIIeUnBaIOCh
nietsnei perymsnnu Mexxay OLL u Bepxymrkoit AMIIT
(cxema Monmenu — puc., M). Tpanckpurmus WUS
AKTHBHUPYETCS HUTOKMHUH-PETYIINPYEMBIM TPaHC-
KPUIILHOHHBIM ()aKTOpPOM, MOAPOOHEE MOJEITH
3TOTO MEXaHU3Ma McCiefoBaHa B Oonee paHHEH
pabote (Gordon et al., 2009). Auddynaupyromtuit
curnan — CLV3-curHan — cCUHTE3UpyeTcs B Iep-
BOW KIJIETKE MAacCUBa M PETYIHPYETCS] CHTHAIOM
«ctBosioBocTh» Sstemcells 1 nudpyHaupyrommm
CUTHAJIOM, pou3BoAHbIM oT WUS. CLV3-curnan
pacupocTpaHsieTcs MO KJIETOYHOMY MacCHUBY H

JesiaeT KJIETKH KOMIETEHTHBIMU K 3KCIPECCHU
CLV3. Tax kax CLV3-curnan cCUHTE3HpyeTCs
TOJIBKO B IIEPBOHN KJIETKE MacCHBa, €ro IpajneHT
IKCIIOHECHITUAIIFHO YMEHBIIACTCSI U TIOATOMY TeH
CLV3 sKcrpeccupyeTcsl JUIh B HECKOIbKUX
nepBbIx kietkax. WUS aktuBupyer nuddynam-
pyromuii curnan Sstemcells, mognepxuBatonuit
CTBOJIOBOCTh KJIETOK U akTuBupyromuid CLV3
n CLV3-curnan. lIUTOKHHUH CHHTE3HPYETCS B
MepBOii KiIeTKe MaccuBa. Takum o0pa3oM, B Havase
OJTHOMEPHOTIO MaccuBa (CBEPXy) pacroOKeHBI
KJIETKH, B KOTOPBIX MPOUCXOAUT dKctipeccust CLV 3,
3aTeM — KJIETKH, MapKUPOBaHHBIC dKCIIpeccHen
WUS (pemeHre MOJeNu — pucC., H).

OBCYXJEHUE

Ha nporssxkenun Gonee 20 jeT cuurtaetcs,
yto reHsl CLV3 u WUS sBIsit0oTCS Ba>KHBIMU
y4aCTHUKaMU B MEXaHHW3Me TOJJIePKaHUS TO-
CTOSIHHOH MPOCTPAHCTBEHHON CTPYKTYpPbl HULIU
cTBONOBBIX KieTok AMII (Barton, 2010). B na-
cTosieM 0030pe OBLIO PaCCMOTPEHO HECKOIBKO
MOJIEICH, B KOTOPBIX TCOPETUUCCKU M3Yy4UaeTCs
POJIb B 3TOM MEXaHHU3ME PETYISATOPHOTO KOHTYpa
CLV3/WUS.

B mozpensax Yadav c coasr. (2011,2013) ctaBut-
CsI BOIIPOC O TOM, KaKOW MEXaHU3M 00eCIIeInBacT
B3aMMHYIO PETYIISAILHUIO SKCTIPECCHH T€HOB B KJIET-
Kax, HaXOJISIIUXCS B Pa3HBIX MPOCTPAHCTBEHHBIX
KOMITAPTMEHTAaX, TaK, YTO COXpPaHSETCS HyXHas
pOCTpaHCTBeHHAs cTpykTypa AMII B nenom, a
MMEHHO: KaKiM 00pa3oM cuHTe3upyrommuiics B 13
WUS, nepemeriasics B COCETHUE KICTKH, BIUIET
Ha aktuBaruio renoB CLV3 u KANI.

B mopensx C.B. Hukomnaesa ¢ coast. (2007,
2010, 2013) caenaH akIeHT Ha B3aHMMOICHCTBUHU
MEX/y pa3HbIMH TPYIIIIaMU KJIETOK B MPOCTPaH-
ctBe AMII. OcHoBaHHas Ha OMOCPEIOBAHHOMN aK-
tuBaryu dxcrpeccun CLV3 6enxom WUS mMonens
MOJIZIEpKAaHUS TTPOCTPAHCTBEHHON JIOKAIHU3AIIH
113 u OI1 Ha nponosnsHOM cpe3e AMII Obiia pac-
cMmoTtpeHa B pabote C.B. Hukonaesa c coasr. (2007)
IPY JOTIOTHUTEIBHOM (PUKCAIINHT 30HBI AKCITPECCHH
re’a Y, 3aMKHYTBI BapUaHT 3TON MOJIENIH Ipel-
crasieH B pabote C.B. Hukomaesa c coasr. (2013).
Kpome toro, B padore C.B. HuxonaeBa c coasr.
(2010) Ha omHOMEPHOM BapHaHTE MOJIEIIU OBLIO
SIBHO CMOJICIIMPOBAHO JCJICHUE KIETOK U MOKa3a-
HO, YTO TIPEUIOKEHHAs PEryIsius 00ecreunBaeT
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nokanu3zaruio Ol Ha cTaOUIBPHOM PacCTOSTHUU OT
Bepxyiiku AMII npu nenenun KIeTox.

B momenmn Hohm ¢ coasr. (2010) amst momyye-
HUSI TIPABIOMIOMO0HON KapTUHBI PACIIOIOKEHHUS
113 u OL1 aBTOpPHI yAep:kuBaiu Ha BepxXyurke AMII
30HY JKCIPECCHU HEKOTOPOTO T'MIIOTETHYECKOTO
CUTHAJIA, ONIPECISIONIETO «CTBOJIOBOCTEY KICTOK.
Kpome Toro, HOMOTHUTENHHO MPEAUCHIBAIIH,
B Kakux kjetkax AMII pa3zpemniena skcrpeccus
redoB CLV3 u WUS.

B pab6ote Chickarmane ¢ coast. (2012) npen-
JIO)KEHa MOJIeJIb C y4eTOM pocTa M JAeJeHUs
KJIETOK. [ JTaBHBIM BOTIPOCOM OBLIO MO3UITMOHH-
poBaHME 30HBI 3Kcnpeccun reHa WUS oTHocu-
TEIHHO BEPXYIIKH MEPUCTEMBI, TO3ITOMY MOJIETh
PacCUYMUTHIBAIH HA OTHOMEPHOM MacCHBE KIIETOK,
PacmoiIoKeHHBIX BIOJIb [IEHTPATbHON OCH MepHC-
TeMbl. B Hauasie MaccuBa (cBepXy) pacroioKeHbl
KJIETKH, B KOTOPBIX MPOUCXOAUT DKCIPECCHUS
CLV3, 3aTeM — KJIETKH, MapKUPOBAHHBIE KC-
npeccueit WUS.

brimo mokazano (Yadav et al., 2011), uto 6en-
KOBBIU MTPOAYKT reHa WUS nepemeriaercs u3 30HbI
cunre3a (OLl) B 113 mepuctemsl, rie mpoHUKAET
B AJIpO U HEMOCPEICTBEHHO B3aUMOJCUCTBYET C
nocaegosarenbHocTsiMu JJHK B mpomoTope rena
CLV3. OmHako, COTJIACHO CIIOKHBITUMCS TIPE-
CTaBIICHUSM O PACIPOCTPAHCHUU CUTHATHHBIX
Mouiekya B AMII, 3Tu maHHbIE TOPOXKIAIOT MHOTO
BonpocoB. Hanpumep, HesicHO, TOYeMy dKCIpec-
cust CLV3 He HaOmIOMaeTCs HEMOCPEICTBEHHO B
30He cuHTe3a WUS, re ero KoHIeHTpaLust 10JK-
Ha ObITh MakcuManbHOU? [lowemy skcmpeccus
reaa CLV3 nMeeT MakCUMyM B TIOBEPXHOCTHBIX
KJIETKaX MEPUCTEMBI U Ia1aeT 110 HAIIPABICHUIO K
[TyOMHHBIM CJIOSIM, XOTSI ITPH aKTUBAI[UH 3KCIIPEC-
cuu curtaiom u3 Ol oxxunaercs oOpaTHas Kap-
trHa? YTOOBI COTNlacoBaTh MPSMYIO aKTHBAIIHIO
skcrpeccun CLV3 npopykrom rena WUS, aBTOpbI
monenu (Yadav ef al., 2011) moctynupoBanu, 9To
HMMEETCsl HEKUW TMIOTETUYECKUI CUTHAJL, pacIpo-
cTpanstomuiics u3 Bepxymku AMII (u3 cnost L1),
Y JTOTIOJTHUTEIIEHO (PUKCUPOBATH PACIIOIOKCHHE
kietok OII.

Taxum 00pazom, B pe3yasTaTe MOIEITHPOBAHUS
BBISIBIISICTCS HEKOTOPOTO Pofa KOH(IUKT MEXITY
MOCTYJIaTOM O HEMOCPEICTBEHHOHN aKTHBAIUH
reda CLV3 mponykroMm skcripeccuu reHa WUS,
OCHOBaHHBIM Ha JKCIIEPUMEHTAIILHBIX JIAHHBIX,
Y TAaKUMU TIOCTYJIaTaMH MOJIeJIeH, KaK MMacCUBHOE

M30TPOITHOE PACIPOCTPAHEHUE MOJIEKYJI-CUTHAJIOB
n o6obmennoe mpoctpanctBo AMIIL. Kak moxka-
3BIBAIOT BBIYUCIUTEIHHBIE IKCIIEPUMEHTHI, IS
MOJTyYeHHUs TMPaBUIBHOTO PACIIOIOKEHUS 30HBI
skcnpeccuu reHa CLV3 B Mofensx ¢ Hemocpen-
cTBeHHOU akTuBanuei rena CLV3 nponykToM
skcnpeccuu reHa WUS (Yadav et al., 2011, 2013;
Chickarmane et al., 2012) He0OX0IUMO MOCTY-
JIMPOBATh JIOTOJHUTEIbHBIM aKTUBUPYIOIIUN
CUTHAJI, paCIIPOCTPAHSIONINICS CBepXy (M3 CIos
L1), u sTa akTHBamus AOJKHA IMPEBAIHPOBATH
Han aktuBanueit co ctoponsl OLl. Kpome toro,
BBIYHMCIUTENIbHbIE dKcnepuMenThl (Hukonaes u
ap., 2010; Chickarmane et al., 2012) moka3bpIBaroT,
9TO0 cTabMIIbHOE pactonoxkenne OLL mpu neneHusIx
KJIETOK MOXET 00€CIednBAThCS PETYISITOPHBIM
koHTYpoM Mexay OLl u Bepxymkoit AMIIL, u B
npeanoxeHHsli B padote C.B. Hukonaesa ¢ coasr.
(2010) MONOXKUTENBHBIA PEryIsTOPHBIA KOHTYP
«Oll-Bepxyuika AMID» opraHM4HO BOUCHIBAETCS
onocpenoBanHas aktupaius WUS-Y-CLV3. Otu
00CTOSITENbCTBA TO3BOJISIOT MPEANOIaraTh, 4To
WMEHHO 3TOT PETYISATOPHBIA KOHTYpP SBISETCS
LEHTPAJIbHBIM 3BEHOM B CHCTEME PEryisiuu
MIPOCTPAHCTBEHHOTO MAaTTEPHA SKCIIPECCUU T'€HOB,
XapaKTEepPHOTO ISl HUIIU CTBOJOBBIX KJIETOK B
AMII, B To BpeMsi KaK HEMOCPEICTBEHHAsI aKTH-
Banmst dkcnpeccun CLV3 mpoaykrom rera WUS
SIBIIIETCS] MOAYJIUPYIOIIUM CUTHAJIOM.

3AK/IIOYEHUE

XOTsI KOMIIBIOTEPHBIE MOJIEJIM IIOKA €Ile He
CTaJId OCHOBHBIM MHCTPYMEHTOM JUISI M3Y4CHUS
Pa3BUTHS PACTECHUH, psill padoOT, pacCMOTPEHHBIX
B HACTOSIIIEM 0030pe, SBIISIOTCS XOPOILIUM MpH-
MEpPOM, TIOKa3bIBAIOLINM BaKHOCTh UX HUCIIOJIB30-
BaHUsSI HAPSLY C YKCIIEPUMEHTAIbHBIMUA METOJAMH
JUIs1 U3Y4YEHUs peryisauuu Mopgorexnesa.

HecmoTtpst Ha KaxKynIyrocsi mpopadOTaHHOCTh
Mozieneif, MHOTHE AeTalu 1O CHX MOp OCTaTCs
HEBBISICHEHHBIMH. Hampumep, Hen3BeCTHBIMH
OCTAalOTCs MPOLECCH, MTOCPEACTBOM KOTOPBIX
OCYILECTBIISAIOTCS PETYIATOPHBIC B3aUMOACHCTBUS
IeHOB NpU (HOPMUPOBAHUHU HPOCTPAHCTBEHHBIX
nmaTTepHoB reHHoW aktnBHOCTH B AMII. B pac-
CMOTPEHHBIX MOJIEIISIX B Ka4eCTBE TAKOTO MeXa-
HU3Ma TMepeJadyd CUTHAJIOB MEXIY KICTKaMH,
pasleneHHBIMH B ITPOCTPAHCTBE, pACCMATPUBACTCS
TGPy MOJIEKYIT-PETYIISITOPOB.
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MODELS OF STEM CELL NICHE STRUCTURE REGULATION
IN SHOOT APICAL MERISTEM
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Summary

The experimental data obtained to date provided grounds for certain concepts of the stem cell niche regulation
in shoot apical meristem. Mathematical modeling is used for checking their consistency and coherence with
experimental evidence. In this paper, we summarize mathematical models of stem cell niche regulation
offered by different authors, analyze the experimental base and working hypotheses formalized in these
models, and identify methodological differences in the approaches to the construction of these models.

Key words: shoot apical meristem, stem cell niche, CLAVATA3, WUSCHEL, mathematical model.



