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s BersicHennst pou 6enkoB CLV 1, CLV2, CLV3 n WUS B Mexann3Me momiepkaHusi KOMIIAPTMEHTHON
CTPYKTYPBI (IIPOCTPAHCTBEHHOE PACIONIOXKEHNE 30H CUHTEe3a OeJIKOB-MapKepOB) allKaJIbHON MEPUCTEMBI
nmobera OblTa MOCTPOEHA MOJIENb TAKOTO MEXaHW3Ma. BhIUMCIMTENbHbIE 3KCIEPUMEHTHI NPUBOAMIN K
OMOJIOTUYECKU MPABAOIONOOHBIM PElIeHUsIM TOJIBKO TOINa, Korfaa cuHTe3 Beljectsa W B IpOCTpaHCTBE
ME3K/ly OpraHU3YIOIIM IIEHTPOM M BEPXYIIKON MEPHCTEMbI OIPAaHNIMNBAIICS IO MEXaHU3MY, OCHOBAHHOMY
Ha B3auMopelicreun 6enka CLV3 ¢ memGpanubiM penentopoM CLV 1/CVL2, a HuxKHSIS rpaHULia 30HBI CUH-
Te3a W omnpepesiiach H30JMHAEH COOTBETCTBYIOIIETO TOPOTOBOTO YPOBHS KOHIICHTPAINK BelecTsa Y.
IToxka3zaHo, 4TO paccMaTpuBaeMasi MOJIeNb THIA “peakius-TudPy3us’’, popMannsyroas NpefcTaBIeHAS
o ponu 6exko CLV3, CLV1/CLV2 1 WUS, MOKeT OnMChIBATH OCHOBY MEXaHW3MAa PETYJISIIA KOMIapT-
MEHTHOH CTPYKTYphl allMKaJIbHON MEpHUCTEMbI II00era U MO3UIMOHUPOBAHUS OPraHU3YIOIIEro NEHTPa B
OTIpEe/IeTIEHHOM MeCTe KJIETOYHOTI'O aHCAaMOJIsl TAKON MEPUCTEMBI.

Karoueswie cnosa: mopdorenes, anmkaabHasg MepucTemMa nodera, MOAeTb THIA “peaknus-guddysms’”.

CornacHo TPUHSTHIM B HACTOSIIEE BpeMsl Mpef-
craBiienusM (Sharmaet al., 2003), B anukanbHOR Me-
pucteMe (AM) no6Gera neHTpanbHas 30Ha (113) sBas-
€TCSI ICTOYHUKOM CTBOJIOBBIX KJIETOK, a epudepmdae-
ckast 3oHa (I13) u opranmsyromumit nentp (OLL) —
30HAMH MEPEXOHBIX JEIIAIUXCs KIeTOK. B Berera-
tuBHOI AM noGera 113 pacnonoxkeHa B TpeX-4eThI-
pex BepxHUX crnosix Mmepuctembl (Reddy, Meyerowitz,
2005) B paguyce ABYX-4EThIpEX KIETOK OT BEpPTH-
kansHO# ocu AM (Clark, 1997). OI1 naxomgurtcs npsi-
Mo niox 113, 1 ero TonmuHa B BEpTUKAJIBHOM HapaB-
JIEHUU COCTaBJIsIeT ABe-Tpu kieTku. B kimeTkax 113
akcnpeccupyetrcs ren CLV3 (Clark et al., 1995), a B
knerkax OLl — rexn WUS (Laux et al., 1996). Bokpyr
30HBI, I7ie HaGmromaeTcs akenpeccust WUS, pacmono-
>KeHa 00JIacTh, B KOTOPOW CHHTE3UpPYyeTCs MeMOpaH-

1 Pagora nopaepxkana PefepanbHbIM areHTCTBOM 110 Hayke U
naHOBanusaM (['ockoHTpakT Ne 02.467.11.1005), Poccumitckum
¢oHOM (PyHAAMEHTANbHBIX HccnenoBaHuil (mpoekT Ne 05-07-
98012), Poccuiickoit akagemuein Hayk (mpoekTbl Ne 10104-
34/11-18/155-270/1105-06-001/28/2006-1 u “KomnbroTepHoe
MOJIENIUPOBAaHAE ¥ 3KCIEPHMEHTAIbHOE KOHCTPYHpPOBAaHUE
reHHbIx ceteil’”), [Iporpammoit Ilpesuguyma PAH “Monexy-
JnsApHas U knerouyHas Ouonorus”), CO PAH (Murerpanuon-
HbIl nmpoekT Ne 115) m HanuoHaneHBIM HayyHbIM (POHAOM
CIIA (FIBR EF-0330786 “MopenupoBanue pa3BUTUSI U GHO-
uHpopMmaTuka’).

wh1it Komrieke CLV 1/CLV 2, sensromuiics penenTto-
pom amst 6enka CLV3. CLV3, cBa3bIBasich ¢ KOM-
miekcom CLV1/CLV2, monaBasieT 3KCOpeCcCchto TeHa
WUS (Sharma et ., 2003). Takum o6pa3om, perys-
Isi KOMIApTMEHTHOM CTpyKTypbl AM mno6era cBo-
AUTCSL K ycTaHOBIEeHHIO rpaHun Mexnay 13 u I13, a
takxke 113 u O, B mocaegHeM ciaydae — 3TO yCTa-
HOBJICHHE TPaHUIbI MEXAY KOMIApTMEHTAMH 9KC-

npeccun reHoB CLV3 n WUS

MATEPUAII 1 METOOVKA

YuursiBasi TuTepaTypHbIE faHHbIE O Ipefnoara-
emoii ponu 6enkoB CLV1/CLV2, CLV3 u WUS B pe-
TYJISIIMM KOMIIAPMEHTHOM CTPYKTYpel AM moGera,
HOCTPOUJIM MAaTEeMAaTHYECKYIO MOJIEIIb TaKOH peryJis-
UM Ha ABYMEPHON 06lacTH, COCTOSIIEN U3 KIETOK.
Ha ocHoBe mopienu 6b1a pa3paboTana mporpaMMa B
cpene MATLAB7, koTopas mcnoib30Bajach Jijisl BbI-
YUCITUTENBHBIX IKCIIEPUMEHTOB C IIeNIbI0 NIONCKA Ha-
Oopa mapameTpoB, AKX pPEelIeHUs], KaYeCTBEHHO
COIVIaCyOLHecs C IUTePaTyPHbIMU JaHHBIMH.

IIpeonocoraku modeau. Kak ymoMHHAIIOCH BBIIIIE,
6enok CLV3 cuHTE3MpyeTcs B CTBOJIOBBIX KJIETKax
113 AM no0era u pacnpocTpaHsIeTCsl U3 HUX 110 Me-
pucreme (Lenhard, Laux, 2003), 94To mo3BoJasieT Mo-
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Puc. 1. Cxema “nokanbHOI” perymisiuy AMHAMUKHA KOH-
nentpanui Bemects Y, C, Z, U, W B Moptenu (cM. B Tek-
cre). (—>) — akTuBauys, (— ) — UHruOMpPOBaHMUE.

[eNupoBaTh TaKoe pacnpocTpaHeHne nuddy3uei.
Mewm6panHnbM perienrropoM anst CLV3 saBisiercs 6en-
koBbIi Kommuiekc CLV 1/CLV?2, KoTOpbIii JTIOKann3yeT-
csl B TIOBEPXHOCTHBIX CITOSIX KOPITyca, a BHYTPH 30HBI
ero nokanu3zaruu Haxoautcst OL] (o6GmacTh aKcmpeccuu
rera WUS). Korna muddynmupyrommit 6enok CLV3
nocruraeT 30H51 Jokanu3anun CLV 1/CLV 2, oH cBsI3BI-
Baercs ¢ peuentopoM CLV1/CLV2 u o6pasyer Genko-
BBIIl KOMILICKC, 3aITyCKAIOIINI KACKajl Tiepeflaun CUT-
HaJa [uist ofaBneHust akcnpeccnn WUS B KileTkax Ha
rpanune OLI (Rojo et a., 2002; Lenhard, Laux, 2003).
Bkiroyenne 3Toro MexaHm3Ma B MOJIETb MO3BOJIIIIO
M3y4aTh €ro poiib B (JOPMUPOBAHNUH 1 TO3MITMOHUPOBA-
wuu Ol B AM nobGera.

Panee 6bu1o nokazano (Hukonaes u np., 2006),
YTO NO3ULMOHUpOBaHKe aKkcnpeccnu WUSHa omnpepe-
JIEHHOM PAacCTOSTHUU OT BepxyIku AM mob6era Mox-
HO 00ECIEeYNTh C IOMOLIbIO MEXaHU3Ma, OCHOBAHHOIO
Ha B3auMHOM akTHBanyu akcnpeccuu WUS u HekoTo-
POTO THUMOTETHYECKOro reHa Y MPOAyKTaMH MX 3KC-
npeccuu. BemecTBo Y cuHTe3upyeTcs B IEPBOM CJI0€
AM u muddyHpupyeT mo KIETOUYHOMY aHCaMOIIIO
AM noGera. Baxknast ponb BepxHero cnost AM noGe-
ra B popmupoBannu 113 mokaszana B pabore Peftaxap-
na u ap. (Reinhardt et a., 2003), m02TOMY MbI IPHHSLITH
MpenoNoKeHne 00 aKTUBUPYIOIed ponn Y U B Ipefi-
CTaBJICHHOM 3/1€Ch MOJIEJIH.

Tak kak, ¢ OJHOIl CTOPOHBI, Mbl IPEANOIOKUIIN,
yro WUS akTuBupyeT axcnpeccuro Y B yaJeHHBIX OT
Ol kneTkax, a ¢ Ipyrol CTOpOHbI, HET CBUACTEIBCTB
toro, uto WUS obnapyxxuBaetcs 3a nmpepenamu OL,
MbI IPUHAMAEM, YTO 3TOT OEJIOK B CUHTE3MPYIOIINX
ero KJIeTKax aKTHUBUPYET CHHTE3 HEKOTOpOro aud-
(pyHIMpYyIOIIETO BelecTBa — HeMOCPECTBEHHOTO aK-
TUBaTOpa 3kcnpeccuu Y. [y ynpoienust Mopiesn oe-
ok WUSu WUS-3aBrcuMbIil akTHBATOP JJ1sT Y OTOXK-
necTBieHbI B BemecTse W.

HUKOJTAEB u pp.

Mooean. [IByXMEpHBIl KIIETOYHBIH MAaccuB, pac-
CMaTpUBAEMbII B MOJIENH, IPETICTABISAET cOOOH BEPTH-
KaJbHbIA cpe3 AM nobera; 3neck OyieM 00CyK1aTh Ba-
PHAaHT, KOTfa o0JI1acTh KJIETOK OrpaHmYeHa mapaboinoi
(anmpoxcumanusi (hOpMbl BEPTUKAIBHOIO pa3pe3a Me-
pucTemMbl MapadosIoi UCIIONb30BANIACh, HANPUMED, B
pabore Meiicenxeitmepa (Meicenheimer, 1979)). Ipen-
MTOJIOXKMM, YTO BEPXHUIA CIION KIIETOK SIBISIETCS MECTOM
cuHTe3a nuddyHaupyromero Bemectsa Y. JTOT CUH-
Te3 perynupyercs BemecrBoM W, KoTopoe pacipo-
CTpaHsieTcsl U3 30HbI cBoero cunresa. [Ipennonoskum
TaKKe, YTO MPU KOHIIEHTpausX Y OOJIbIIIE TOPOrOBOi
MOXeT IIPOUCXOAUTh cuHTe3 AudyHAUPYIOIIEro Be-
mectBa C, KOTOpOoe B Haleil MOfieNu IpefcTaBsieT Oe-
nok CLV3. Cunre3 BemecrBa W perynupyetcs 1o ciie-
pytomeMy mMexaHn3my. W MOKeT CHHTEe3UpOBaThCS B
KJIETKaxX OOJIACTH, T7ie KOHIEHTpanus Y OOJbIlle HEKO-
TOPOTO NOPOTa, NPUYEM 3TOT IIOPOT He GOJIbIIE OPO-
ra cunre3a C, TakuM 0oOpa3oM 30Ha pa3pelIeHHOro
cuate3a W mpocTtupaeTcs OT MCTOYHMKA Y [ajiblie
aHanornyHon 30861 At C. [Ipenmonoskum, uTo Besfe,
rae KoHueHTpauus W npeBbllIacT HEKOTOPHBIH MO-
por, MOXXET CHHTE3UPOBAThCS BEIIECTBO Z, KOTOPOE
He audyHAUpYeT U MPeAcTaBiseT B MOJEIN MEM-
6pannbii kommiiekc CLV1/CLV2. [lanee, cormacHo
BBILIEN3/I0KEHHBIM MIPEACTABICHUSIM, TPEIIOTIOXKUM,
yto C 1 Z MoryT HeoOpaTuMo 0Opa30BbIBaTh KOM-
miekc U, KoTopsblit nogasisieT akcnpeccuto W.

CyTh mpepnojiaraeMoro MeXaHU3Ma peryisiuu
cunte3a W cocrout B cinepyromeM. B To Bpemst kak Y
crumyiupyer cunre3 W, mociegHuil co3fgaeT mexa-
HU3M [JISl TIOfIaBJICHHsI CBOErO CHHTE3a, aKTUBUPYS
cunte3 Z. [Ipu pacnpocrpanennu W npoTHB rpaneH-
Ta CBOEW KOHIEHTpAlWy, HanmpuMmep mytem nuddy-
3uy, BelecTBO Z Oy/leT CHHTE3UpPOBAThCA B HEKOTO-
poil 0o0JacTH, BHYTPU KOTOPOW HAXOFUTCS OOJIaCTh
cunteza W. Eciu o6nacts cunTeza C He coBmagaeT ¢
TakoBo# st W, TO MOXKHO mipeficTaBuTh, 4To C aud-
(pyrnupyet cHapyxu B “ISITHO” Z ¥ IIPU 3TOM “TIOLIIO-
maeTtcss” B pe3yibraTe obpa3oBaHus Komruiekca U.
IIpu HEKOTOPBIX COOTHOLIEHUSIX cKOpocTell nugdy-
3un C, ero “mornomeHus” U CKOPOCTH BO30GHOBIIE-
HUSl YpoBHA Z BHYTpHW “misiTHA” Z OyAeT HOmAep>Ku-
BaThcd 30Ha 6e3 C u, ciiemoBarensHo, 6e3 U. B aroit
BHYTpeHHEN 30He u Oypmer paspemieH cunre3 W. Ha
puc. 1 moka3aHa cxema “JOKaJbHON peryisuuy AuHa-
MUKM KOoHIleHTpanuii Bemects Y, C, Z, U, W,

Ypasrenua modeau. PaccMOTpUM NIBYXMEpHBIH
MacCCHUB U3 1 KIJIETOK; KJIETKH | U | pa3jeieHbl MeX-
KJIETOYHBIMA TpaHUUAMHU (KJIETOYHbIE CTEHKU W
IJTa3MajieMMbl) ITTOIANH S,;, Y€Pe3 KOTOPhIE MOXKET
npoucxoauTh nepenoc BemiectB Y, Cu W. Mexkie-
TOUYHBIE TPaHUIBI XapaKTEPU3YIOTcd KO3 uineH-
TaMU POHUIIAeMOCTH [y, B 1 By cooTBeTCTBEHHO. B
KJIETKaX MOTYT MPOMCXOJUTh peaKkIui CHHTE3a Be-
mectB K, K[ {W, C, Y, Z}, co ckopocTsiMu U3MEeHEHUST
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MOJEJIIBHOE N3YYEHHME POJIN BEJIKOB CLV1, CLV2, CLV3 11 WUS

COOTBETCTBYIOIMX KoHnenTpanuii P, p¢ O {y, ¢, w,
Z}, 3aBUCSIUMHI OT NPUCYTCTBUS APYIHX BELIECTB:

dp_ 1
dt_.l.g( )
DOX —00
e g(X) = [

, X —> +00,
X< = ZEkjpj+hk, k jO{Y,C,W,Z} .
j

3neck pf — KoHueHTpanms K-ro Bemecrsa; B — xoadp-
(bULHEHTBI YyBCTBUTENBHOCTH perysisiuuu > 0, ecim Be-
IIECTBO | CTUMYJIMPYET cHHTE3 BeniecTsa K, n < 0 —ecnu
yrHEeTaeT; Ty — K03(ppumenTsr, oOpaTHbIE MaKCH-
MaJIbHOI CKOpOCTH 3Kcnpeccuu. [TapameTpsl hy ompe-
JIETSIOT MOPOrOBble 3HaueHus (pyHKimm g(XX). Takum
o0pa3om, XE Oe3pa3MepHasl yIpasiIsoLas IepeMeH-
Has (PYHKIUHU 3aBUCUMOCTH CKOPOCTH CHHTE3a Bellle-
crBa K OT KOHIEHTpanuil APYrux BEILECTB, MPUCYT-
CTBYIOLMX B KileTKe. [1J1 onucanusi CKopocTen 3Kc-
mpeccud (CMHTE3a) B IpefjaraeMoil MOJenud B
KayecTBe g(X) UCIONB3YEeTCsl CATMOUIHAS (DYHKIIMS:

_1 X
00 =20

Ilycrs mudpysus omuceiBaeTcs 3akoHOM PuKa n
mycTb K03 puiueHT nudy3un BHYTPH KIETOK MHO-
ro GoJbllle, YeM TaKOBOW MEXNY KIETKaMH, TaK 4TO
BHYTPH KJIETKU KOHIIEHTPAI[IN BEIIECTB BE3/I€ OITHA-
KOBBI. 3a Bpemsi At B KIIeTKe | KOJIMYEeCTBO BELeCTBA
P usmenutcs 3a cuet: a) mortokos J;(T) Bemecrsa P
MeXy KJIeTKOI | 1 Knetkamu |, | [ &(i), rme €(1) — MHO-
SKECTBO coceieil KIEeTK i; 6) CHHTEe3a TaHHOTO Bellle-
CTBa B KJIETKE C YAEIBHON CKOPOCTHIO g( XiP ) 1 B) €TO
pacnaja B pe3ysibTaTe peaknuu MEPBOTO TOPSIKa C
K03 ureHToM ckopoct dp. B cydae muddysun
J;(D) = BPS;(D(P(1) — pi(1)), rae P(T) — KOHNUEHTpaNus
BemiecTBa P. B pe3ynbraTe MOXHO HanmcaTh ypaBHe-
HHe OajlaHca IJIst BemjecTsa P:

> [BSi(Dp(D)-p()dr+

jOe(i)at

+Vpgp(X; (1))Vi(T) = dppi(T) Vi(T).

[IpumMeHsist TeOpeMyY O CpeHEM JJIsl HHTErPaJIOB U
nepexops K npepeny At — 0, monyvaem:

1dP; _

vt z w*'vpgp(xip)_dppi-

i () ‘
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ypaBHCHI/IC s KOHIEHTpallud HaXxOoJduM CTaH-
JapTHbBIM CII0COO0OM 13 onpeneJICHUS KOHIIECHTpallun

\
p= p CHCIONL30BAHIEM IPABIIT nudgpepeHpoBa-

HUSA:
dP _dVv
dp _ Vot~ "t _1dp_ 1dv
dt V2 vat  Pvar
ITogcTraBnsist BMECTO IEPBOTO CIAraeMoro B IIpa-
BYIO YaCThb BBIPAKEHHUE JIJIsI VC(Ij T > monyuaeM:
dp; BPSj(pj—pi) P
_— = ISSSNENES .00 TN Apr T L) —
ot | z V, Vedp(Xi)
jOe()
q 1dV,
—dppP; — pIV dt -

dv,
Ecnu xnerku e pacryr, 1o — =0u §; = const,

dt

V= const.

ITpumensist aTH paccykieHNsI KO BCeM BEIIeCTBaM,
paccMaTprBaeMbIM BbIIIIE, TIOJydaeM MOJIENb B BUJE
CHCTEMbI OOBIKHOBEHHBIX AuhepeHINaTLHBIX YpaB-
HEHUN:

Y
dy, _ B S;(y;—w) + w0y (x') —dyy;
at Z V. YOy (X vYis

j0e()

_ BS(C Ci)
dt_z Vi

jOe(i)

dw, _ < B"'S;(w;—w)
sy v

+ Vege(X) = deG -0z,

+ Vi Ouw(Xi) — dyW;,
jOe(i)

dz
-d—? = V,0,(X}) —d,z —acz.

3mech Vi, KO {Y, W, C, Z} — MakcuMalbHbBIE CKO-
pPOCTH CHHTE3a COOTBETCTBYIOLIMX BemiecTB. [Ipen-
nonaraetcs, uro C (CLV3) moxker HeoOpaTuMo 06-
pa3oBbIBaTh KOMIUIEKC ¢ Z (AMMEpHBIA pelenTop
CLV2/CLV?2), KOTOpBIi U 3aIyCKaeT MEXaHN3M pe-
npeccun cuaresa W.

PE3YJIBTATBEI 1 OBCYXINEHUE

CrnepcTBUeM TNPHUHATBHIX INPEAIOIOXKEHUl, IMO0JIOo-
SKEHHBIX B OCHOBY paccMaTpHBaeMON MOJICIIH, SIBIISIET-
sl TO, YTO MHOXKECTBO reOMeTpuiecKux opm obJa-
crei cuate3a C, Z, U, W onpepensieTcs MexaHI3MaMu
pacnpocTpaHeHus Be1IecTB (B TaHHOM ciyvae nuddy-
sueit) Y, C, W ¢ cCOOTBETCTBYIOIIMMYI KPaeBbIMH yCII0-
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Puc. 2. ITpumeps! pacnosnoxenust 30861 cunre3a W: a —
OKOJIO TPaHuLbl OGJIACTU NPH BbINYKJIOH I'PAHULE 30HBI
cunTe3a C; 6 — nmocepeyiHe NPU BOTHYTOH IPAHUIE 30HbI
cunresa C.

BUSIMH W TpoleccaMy HOIVIOUICHUS W/WM pacnaja
mudpdyHaupyomux BellecTB. VIMEHHO W30IMHUAU
KOHUEHTPALMH 3TUX BELIECTB U ONPEACISIOT B KaX-
[bIi MOMEHT BPEMEHH BCE MHOXKECTBO (pOpM paszinny-
HBIX 30H. VMcXOisl U3 3TOro, CTAaHOBUTCSI MOHATHBIM,
YTO HA TEOMETPUIO CTalMOHAPHBIX 00JIACTel CHHTE3a
W cunpHO BimsieT reoMetpust 30H cuHTe3a Y u C. B
4acTHOCTH, NoKa3aHo (Hukonaes u ap., 2007), 4yTo ec-
T TpaHMLA 30HbI cuHTe3a C OTHOCHTEIBLHO BEPXYIL-
KH 00J1acTH BBINYKJIA, TO 30HBI cuHTe3a W MOTYT BBI-
XOIUTh HA TpaHULbl 00JacTh (puc. 2, a), €Clu XKe BO-
THyTa — TO MOXeT ObITh mocepenuHe (puc. 2, 6). B
CBOIO Ouepefb rpanuna 30861 cuaTe3a C mmbo sBisieT-
Csl M30JIMHUEN KOHLEHTpauu#u Y, COOTBETCTBYIOLIEH
HEKOTOpPOMY HabOpy HapaMeTpoB, JIHOO MOXKET JO-
MOJIHUTENBHO ONPENEsIThCS MOP(OIOTHIECKH, Ha-
npuMep, nokaszano (Rojo et a., 2002), uro cunte3 C
BO3MOXEH TOJBKO B JIByX BEPXHHUX KJIETOUHBIX CJIOSIX
MepucTeMbl. B cBs3u ¢ 3TiM ObLIO BBEICHO MOPOIIO-
FMYECKOEe OrpaHMYCHHUE Ha OMYyCTUMYIO 30HY CHHTe-
3a, KoTopoe 3anpemaeTr cuaTe3 C 3a npepenamu He-
CKOJIBKUX BEPXHHUX CIOEB KIIETOK.

Pacuer mMopenu nmpoBoOguiaM HAa TUNOTETUYECKUX
ABYXMEPHBIX KJIETOYHBIX IJIACTaX, MOCTPOEHHBIX MO
onucaHHoMy Huxe anroputmy. Ha puc. 3 npencras-
JICH OJIMH U3 TaKMX KJIETOYHBIX [IJIACTOB C YKa3aHUEM
o6mactu pa3pemeHnbix cuaTe30B Y u C. Pacnpepe-
JIEHUE KJIETOK B 00JIACTHU MOJIYyYally C IOMOLIBIO Cle-
AyoLel TpoUeayphl: 3aaBaju UCXOJHYIO0 00JacThb,
“MeroIIyio (popMy MONyKpyra ¢ paguycoM R, Ha Heit
BBOJIUJIN TIOJISIPHYIO CHCTeMy KooppauHart (I, ¢) ¢ neH-
TpoM B Touke ¢ koopauHaTamu (0, 0). [anee o6nacTb
“3acersimu’” caydailHbIMU (C ONpPENIENIEHHON cpegHen
IJIOTHOCTBIO) TOUKAMU — IIEHTPaMHU KJIETOK U 3aTeM
cTpomwnuch paszbueHue BopoHoro gaHHO# oOnacTw.
J1J71s1 3TOrO UCMONTB30BaU (PYHKIMIO VOr ONOI( ), BXOMS-
myro B 6ubnmoreky ynkuuii cucremsl MATLABT.
Kaxpas kineTka MOJYyYEHHOro IUlacTa MMEET CBOU

HUKOJTAEB u pp.

Crpykrypa obaactu

Puc. 3. [Ipumep pacnpeneneHus KIETOK B UCXOHOM 06-
nactu. CuHTe3 B KileTKax Bemiects Y (B) u C (M, @) pas-
pelieH.

YHHUKAIbHBII nHEKC i. KoHneHTpamm paccmarpuba-
€MBIX BEIIECTB CUNTAIOTCS MOCTOSIHHBIMI BHYTPH Ofi-
HOW KJIETKH, HO MOTYT Pa3inyaThcsl B Pa3HBIX KJIET-
kax. Konunentpamun Bemects W, Z, C, Y BHyTpH
KJIETKU | 0603HavyaroTcsi uepe3 Wi, Z, G, Y; COOTBeT-
CTBEHHO.

YuuThiBasg BAUSHHUS T'€OMETPHM Ha CTALIOHAp-
HbIE pelIeHNs], KOTOpble 00CYKIaNNCh BbIIIE, IPE-
nojyaraeTcs, 4To cuHTe3 C pa3pelleH TOIbKO B KIIeT-
KaxX, KOOpAMHATHI LEHTPOB KOTOPBIX YAOBIETBOPSI-
IOT YCIIOBUIO:

re<r<R,

a cuHTe3 Y — B KJIETKaX, KOOPAMHATHI IEHTPOB KOTO-
PBIX YIOBJIETBOPSIIOT YCIOBHUIO:

T T
<r< —_d<b<—-+29.
ry<r<R, 5 6_¢_2 o

B pesynbTate ucciaefpoBaHus Mojenu ObUIM Haii-
[eHbl NapaMeTphbl, KOTOPbIE MO3BOJIWIN HOIYYUTH
CTallMOHApHbIE pPACIpENCNICHNs KOHIEHTpaUuid u
cKopocTu cuHTe3a W, HaxofImuxcs B KaueCTBEHHOM
COOTBETCTBHM C 3KCIHEPUMEHTAIBHO HAOIIOZAEMBbI-
Mu. 3HauYeHUsl NapaMeTpPOB IPEACTaBICHbI HIKE, a
[IOJIyYEHHOE B pe3ylbTaTe CTallUOHAPHOE pEelIeHUE
nas ckopoctu cuaTe3a W — Ha puc. 4.

3HavYeHne TapaMeTpOB

YuciIo
KIIETOK DW dW Tw hW T\NY TV\/U dz a1y hz R

1286 5 1 1

—88.9379 1500 -11900 1 1 1 10 10085 0 50 1

(o4

ry TawDe de e he Tey Dy dy 1y hy Ty ¢

1 —88.937 1500 50 0.2 1 -0.1 1000 70

ol
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MOJEJIIBHOE N3YYEHHME POJIN BEJIKOB CLV1, CLV2, CLV3 11 WUS

Oo6nactb cuaTe3a W

Puc. 4. CranuonapHoe pacnpefielieHre YpOBHsI CHHTE3a
W nas OfHOro M3 MOJENBHBIX pPacyeTOB KJIETOYHON
CTPYKTYpPbI OOJIACTH.

BaxkHO OTMETHUTH, UTO pacUeTHbIE IKCIEPUMEHTHI
MIPUBOJUIIN K OMOJIOTHIECKH MTPaBONOA00HBIM peliie-
HUSIM TOJIBKO TOTfa, Koraa cuate3 W B mpocTpaHcTBe
Mexay OLL (3oHa peanbHOro cunTe3a W) u Bepxy-
KOl MepucTeMbl (30Ha MoTeHnmaabHoro cuare3a W)
OTpaHMYMBAJICS TIO MEXaHU3MY, ONMCAHHOMY BBIIIE
npu popmynupoke CCW-monenn. [1pu aToMm Bo Bcex
ciyuasix HIDKHSISI TpaHuIa 30061 cuaTe3a W onpeensi-
Jach M30JIMHHMEH COOTBETCTBYIOIIETO IOPOTOBOTO
YPOBHSI KOHIIeHTpanuu BelectBa Y. B nmybnukanusix,
MOCBSIICHHBIX HM3YYEHUIO PACCMATPUBAEMOTO 37ECh
MexaHu3Ma, 3Ta jeTalb He paccMmarpuBaercs. Kak
MPaBWJIO, NIPH 9TOM OTPAaHMYMBAIOTCS OOCYKIEHHEM
B3aMMHOH PperyJslid, OCHOBAaHHOH Ha B3aMMOJEH-
creun 6enka CLV3 ¢ penenropom CLV1/CLV2, n
n3obpaxkaroT obnacts cuHTe3a CLV1/CLV2 BOKpyT
Oll. Xorst B pabore Jlenxapna u Jlaykca (Lenhard,
Laux, 2003) B KauecTBe WILUTIOCTPAIIA MEXaHU3Ma pe-
ryisamum akcnpeccnn WUS m3o0paskeHa IMEHHO Ta
cutyanus (puc. 5), KOTOPYIO MbI BBISIBWINA IIPU MO-
[EJIbHOM M3Y4YCHUU.

CornacHo HOCTYJIUPOBaHHOU paclpefiesIeHHOH
peryasauuu B3aumopenctaue Mexay OLl u o6nacTerio
cuHTe3a Y B IepBOM (Hapy>XHOM) cioe AM noGera
sIBJISIETCSl OCHOBOM no3unuonupoBanust OLl u ogHO-
BPEMEHHOW peryJiliid MHTEHCUBHOCTH cUHTEe3a Y
MOCIIEJHUI B CBOIO OYEpENb BIUSIET HA pa3Mepbl 00-
JIACTH HEKOTOPBIX MOPOroBbIX 3HaYeHuit Y. To, uro
TakKoil MexXaHW3M “paboTaeT”’, flaéT BO3MOXKHOCTb
OPEeJIOXKUTE CIEAYIOIYI0 OMONOTHYECKYI0 UHTEP-
npeTtanuio: uMeHHO Y, a He 6ennok WUS onpepensier
o6nacte 113 — HHIIly CTBOJTOBBIX KIIETOK.
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Puc. 5. Cxema MexaHU3Ma PETYISLUN 3KCIPECCHN TeHA
WUS((mo: Lenhard, Laux, 2003, ¢ uamenerusimu). A — n3o-
JIMHMSI TOPOTOBOI KOHIEHTPALMH BelecTBa Y, HIKe KO-

TOpOI HeT cuHTe3a BemecTBa W. (|:|) — cuHTe3 Oenka
CLV3, ([4]) — mpucyrcrBue CLV3, (—) — pacipocTpa-

Henne Genka CLV3, (D) — NPHUCYTCTBHE KOMILIEKca
CLV1/CLV2, ([]) - xommnekc CLV3 u CLV1/CLW?2,
() — sxcnpeccust rena WUS

Ponb nuddyspupyromux MopporeHos B popmu-
POBaHNM KOMIAPTMEHTHON CTPYKTYPbI TKaHU O CUX
nop sBISIETCS TpeAMeToM wuccienoBanus (Ashe,
Briscoe, 2006). PaccmaTtpuBaemasi 31eCb MOJIENb TH-
na “peaknusa-guddysus’, ¢popManu3yomas mpeu-
craBiennss o pomu G6enkoB CLV3, CLV1/CLV2 n
WUS, MoXeT onuchblBaTh OCHOBY MEXaHU3Ma pery-
JANUA KOMOAPTMEHTHOU CTPYKTypbl AM mobera u
nosunyonuposanns OLl B ompeneneHHOM MecTe
kJeToyHoro ancaMo6ist AMII. B To ke Bpems cnefy-
€T OTMETHUTD, YTO OOJBIINE 3HaUYeHNS KO3 PULINEH-
TOB YYBCTBUTEIBbHOCTH PETYIISIIAN, KOTOPBIE TPeOy-
FOTCS JJIsl BOHUKHOBEHUS TPAHUI] KOMIIAPTMEHTOB,
CBHJIETEJILCTBYIOT O TOM, YTO CKOpee BCEero Cylille-
CTBYIOT JOTIOJTHUTENbHbIE MEeXaHU3Mbl (DOPMUPOBa-
HUS TPAaHUI] KOMIAPTMEHTOB, TaKHe KakK, HApUMeD,
HETOCPEICTBEHHbIE MEXKKJIIETOUHBIE (juXtacrine) B3a-
HMOJICCTBHSL.

Asmopwt sbipaxcaiom b6aazooapuocmob C.U. a-
oeesgy, HA. Omeavanuyx, B.B. Muponosoii 3a no-
Ae3Hble OUCKYCCUU U KOHCYAbMAYUL.
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A Model Study of the Role of Proteins CLV1, CLV2, CLV3,
and WUS in Regulation of the Structure of the Shoot Apical Meristem
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Abstract—In order to elucidate the role of proteins CLV1, CLV2, CLV3, and WUS in the mechanism under-
lying the maintenance of compartmental structure (spatial arrangement of the zones of biosynthesis of marker
proteins) of the shoot apical meristem, a model of such mechanism was developed. Computational experiments
led to biologically plausible solutions only when synthesis of substance W in a space between the organizing
center and meristem apex was limited by the mechanism based on interaction of CLV3 with membrane receptor
CLV1/CKV2 and lower boundary of the zone of W synthesis was determined by isoline of the corresponding
threshold level of substance Y concentration. The model of the “reaction-diffusion” type formalizing the role
proteins CLV1, CLV2, CLV3, and WUS can describe the basis of the mechanism underlying regulation of the
compartmental structure of the shoot apical meristem and positioning of the organizing center in a certain site

of the cell ensemble of such meristem.

Key words: morphogenesis, shoot apical meristem, model of reaction-diffusion type.
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