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VY pacreHuil pa3iuyaroT A4-, TpU-, TETPa-, IEHTa- WK NOJUAPXHYIO0 CTPYKTYPY LEHTPaabHOIO LUIMHIPA
KOpHSL. Byl ciMMeTpHu OTpakaeT XapaKTepHOE B3aMMHOE PACIONIOKEHHE ITyYKOB COCYIUCTBIX TKaHeH (io-
9MBI ¥ KCUJIEMbI Ha TIOTIEPEYHOM Cpe3e KOpHs. MexaHn3Mbl YOPMHUPOBAHUS PA3IIMYHBIX TUIIOB CHMMETPUIi
B CTPYKTYpE LIEHTPAJILHOTO LUJIMHPA OCTAIOTCS HEJOCTAaTOYHO UcCcieaoBaHHbIMY. [Ipeonaraercs, 4o
nporiecc TuhGepeHIIMPOBKH 3aITyCKACTCsl M KOHTPOIUPYETCs: PUTOTOPMOHOM ayKCHHOM, KOTOPBIH BBICTYIIACT
B posin MopdoreHa (Sachs, 1969). B pabore npejcraBieHa Mojieb, ONUCHIBAIOLIAS TPAHCIIOPT ayKCHHA
4yepe3 OJHOKJIETOUHBIH CII0M KIIETOK IIOIIEPEYHOro cpe3a KOpHs. M3yueHsl CTallMOHApHbIE PACIIPEIEICHUS
KOHIICHTPAIIMA TOPMOHA ayKCHHa, KOTOPBIE MOTYT YCTAHABIMBATHCS B MOMIEPEUHOM clioe KieTok. [TokaszaHo,
YTO HENMHEIHBIE MPOLECChI PETYISINE TPAHCIIOPTA ayKCHHA CIIOCOOHBI 00ECIIEUUTh CYIIECTBOBAHHE He-
PaBHOMEPHBIX PACTIPEICIICHHUI €0 KOHIIEHTPAIIN#, HECYIIHX [ECBYI0 MOP(OTEHETHIESCKYIO HHPOPMAIIHFO
0 AMApXHOH CTPYKType HMINHAPa KopHs. OnHAKO 1ieneBble MOp(OreHeTHIeCKUE IOJI BCETIa COCYIEeCT-
BYIOT C PaBHOMEPHBIMH paclpe/elIeHUsIMH, B KOTOPbIX MOp(oreHeTndeckas nHPopManusi OTCyTCTBYET.
HOHy'-IeHHI)Ie pe3ynbTaThl CBUACTCIILCTBYIOT B ITOJIB3Y I'MIIOTE3bI O TOM, YTO OAHUM U3 MCXaHU3MOB q)Op—
MHPOBAHHS [IEJICBOTO PACTIPEICIICHHUSI KOHIICHTPAIIMH ayKCHHA B KJIETKAX MOTMEPEYHOTO CIIOSI KOPHS MOXKET
OBITH HEPAaBHOMEPHBIH MOTOK ayKCHHA COOTBETCTBYIOIIEH KOH(PUrypaluu u3 nobdera B KOPEHb.

KaioueBble ciioBa: MosienmpoBaHue, MOp(oreH, ayKcrH, KOpeHb, AN HepeHIINPOBKA COCYANCTHIX TKaHEH

pacrteHuii, ¢pyosma, Kcmrema.

BBEJIEHHWE

B pactenusx TpaHCTIOPT BOIBI, MUTATEILHBIX U
MUHEPaJIbHBIX BEIIECTB OCYIIECTRISETCS MO CIie-
[IHAJTM3UPOBAHHBIM TIPOBOISIIIAM (COCYIHCTHIM)
TKaHaM, (h1osMe U KerniieMe. B meprcremariyec-
KOW 30HE KOPHS 9TH TKaHU Cla00 CreIraan3u-
POBaHbI M Ha3bIBAIOTCS MPOTO(IOIMOI U MPOTO-
kcunemMoit. TIpotokcunema u mpotodiosmMa — 3To
JIBA TUTIA HEMPEPBIBHBIX PAMOB KJIETOK, AKTHBHO
TPAHCIOPTUPYIOLIMX TOPMOH ayKCHH BJIOJIb KOPHSI
B HAIIpaBJICHUU OT modera K ero KOHYHKY.

T'opmoH aykcuH siBisiercs Mopdorenom (Sachs,
1969; Benkova et al., 2009), u ero HepaBHOMEPHOE
pacmpenenieHue B TKaHSIX 3aJ1aeT MO3UIHOHHYIO
uH(OPMAIIUIO, HEOOXOAUMYIO JIJISl CIICIHATA3AIN

tkanei (Petrasek, Friml, 2009). B popmupoBanue
9TOTO pacHpeeCHUs] BKIIOUCHbI OMOCUHTE3 ayK-
CHHA W €r0 TPaHCIIOPT, MACCUBHBINA (IU(y3wst)
W aKTUBHBIN (TOSIpHBIN). [1oMsapHBI TpaHcmopT
ocyrecTrisieTcs oenkamu cemerictsa PIN u AUX/
LAX, pacronoXeHHbBIMA acCUMMETPHYHO Ha Oa-
3aJIbHOM U allMKaJIbHOM CTOPOHAX MEMOpPaH KIIETOK
cooTBeTcTBeHHO (Swarup et al., 2001; Benkova
et al., 2003; Petrasek, Friml, 2009). I1epBrie ocy-
IIECTBISIOT OTTOK ayKcwHa u3 kieTku (Benkova
etal., 2003), a BTOpbIe €ro MPUTOK BHYTPH KIETKH
(Swarup et al., 2001). VIx sxcnipeccus peryampyer-
cst aykcuroM (Vieten et al., 2005). Ha monepeunom
cpe3e LeHTPAILHOTO [MJIMH/IPA KOPHS OTHOCHTEIb-
HOE PAacHOJOKEHUE TSDKEH KCHIIEMBI M (pII03MBI
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dbopMupyeT XapaKkTepHbI COCYAMCTBHIH PUCYHOK,
KOTOPBIA B 3aBUCUMOCTH OT KOJIMYECTBA JIyden
KCHJIEMbI 00J1alaeT AU-, TPU-, T€Tpa-, IEHTa- WIN
MTOJIMAPXHBIM THTIOM CUMMeETpuH (puc. 1).

MexaHu3Mbl (HOPMUPOBAHKSI CHMMETPHIA B pac-
MIOJIO)KEHUU KCHJIEMBI U (PJIOOMBI B TOPU30HTAIb-
HOM CJIO€ KOpHSI paCTEHUH HCCIIeIOBaHbI €1ado.
B psize teopernueckux pador (Mitchison et al.,
1980, 1981; Merks et al., 2007; Bayer et al., 2009)
WCCIIeIOBaHbl MEXaHU3MBI CTICTIMATN3AIIH TSKESH
KJIETOK TIpU (OPMUPOBAHUU TPOBOJISIIEH TKaHU
pacTeHus, OJHAKO MEXaHU3Mbl OTHOCHTEIBHOTO
MO3ULMOHUPOBAHUS NapaJlJeNbHBIX COCYA0B B
TKaHH B HUX HE PacCMaTPUBAJIHCh.

B 10 ke Bpemst CyIIeCTBYIOT JaHHBIE, KOTOPhIE
MO3BOJISIIOT TIPEIONIOKUTh, YTO HEPABHOMEPHOE
pacmpenelieHie ayKCMHA B WHUIUAJSAX MPOTO-
KCHJIEMBl U TIPOTO(IOIMBI MOXKET OBITh 4aCTBIO
MexaHu3Ma (OPMHUPOBAHHSI XapaKTEPHOTO COCY-
JUCTOTO PUCYHKa Ha TMONEPEYHOM Cpe3e KOPHSL.
Tak, HEKOTOpbIE HKCIIEPUMEHTAJIbHbIE daHHbIC
YKa3bIBAIOT Ha TO, YTO COJIEPKAHUE ayKCHHA ITOBBI-
HIEHO B MHUILIUAJISIX IPOTOKCHIIEMBI, HO HE B JIPYTHX
KJIETKaX MOMEePEeYHOro cpe3a MepucTeMaTnieckon
30HBI KOpHs apadbuoncuca (Bishopp et al., 2011a).
B pabore Ibafies ¢ coat. (2009) nokazaHa poib

bR a1

acMMMeTpUYHOH JTokanu3anuu oenkoB PIN1, ocy-
MIECTBISIONIUX aKTUBHBIA TPAHCIIOPT ayKCHHA W3
KIIETKH, B (DOPMUPOBAHUH TOTMAPXHOHN CTPYKTYPbI
mobera, a B pabore Muraro u ero kojyuier (2014)
MPOIEMOHCTPHPOBAHA BOBMOXKHOCTh (HOpPMHPOBa-
HUS JUAPXHOU CTPYKTYPbI HEHTPAIbHOTO LIUIUH]I-
pa KOpHs MO/ yIIpaBJICHUEM MUHUMATLHON TeHHOH
CETH, KOHTPOIMPYEMOI ayKCUHOM, IMTOKHHUHOM
u mukpoPHK.

Panee namu Ob11a pa3paboTana MOIEIb ayKCHH-
perynupyemoit 1udHepeHIUPOBKH KIETOK COCY-
muctoii cucteMbl kopHs (Novoselova et al., 2013),
KOTOpasi SIBJISICTCS Pa3BUTHEM HAIITNX TEOPETHYEC-
KHX WCCIIEZIOBAHUI MEXaHW3MOB paclpeaeleHHs
ayKcwHa B KOpHe pacteHui (JImxomBaii u op.,
2007; Mironova et al., 2010; 2012). IToay4yeHHbIe
HaMM pE3YJIbTaThl IIO3BOJIMJIU CBA3AaTh pa3JIMYHbIC
KOCBCHHBIC JAHHBIC O PACTIPCACIICHUAX ayKCHHA B
CIMHYIO CHCTEMY M OOBSICHUTH 3aKOHOMEPHOCTHU
€ro pacmpe/esieHus] B IMPOTOCOCYAUCTBIX TKaHIX
KOpHS, KOTOpBIe omnpenesun gudepeHnpon-
Ky KJIIETOK MEpPHUCTEMaTHYECKON 30HBI KOPHS B
HalpaBJICHUU KCHUJIEMbI WJIN (1)J103MI>I BIOJIb OCHU
LIEHTPAJIbHOTO LUINHJpA KOpHs. EcTecTBEHHO
OBLIO MTPE/IIOI0KHUTE, YTO APXUTEKTYPa CTPOCHHUS
LEHTPAIFHOTO LWJIMHJPA KOPHS, C XapaKTepHOI

Puc. 1. Pa3Hble TUIIBI CUMMETPHI B PacloOkKEHUAX IPYTIIT NEPBUYHOM KCUIEMbI Ha MOMEPEUHBIX CPe3ax KOpHS

Ppa3InIHbIX paCTeHI/Iﬁ.

1 — nuapxHbIid, 2 — TPUAPXHBIH, 3 — TETPapXHBIH, 4 — IEHTAPXHBIN U 5 — OTHAPXHBIH.
®otorpadun B3sTH ¢ caitoB http://botit.botany.wisc.edu/Resources/Botany/Root/Ranunculus/Mature/ u
http://www.bio.miami.edu/dana/226/226F09 9print.html u HaxoxsiTcs B cBOOOTHOM JOCTYyTIE.
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JoKanM3anuei hJI0AMbI M KCUIIEMBI Ha TTOTIEPEIHOM
cpese, SIBISIETCS CIIEACTBHEM TEX JKe IPOIECCOB,
KOTOpBIE OIpeAensoT AuphepeHIInPOBKY ITHUX
TKaHeW BJOJIb OCH NEHTPAILHOTO IWIHHApa. U3
aHaJln3a MaTeMaTHYeCKUX MOJellel TpaHcopTa
ayKCHMHA B MHHUIMAJBHBIX KJIETKAX MPOTO(IOIMBI
u nmporokcuiieMsl KopHs (Novoselova et al., 2013)
TaKoKe CIIIOBAJIO, YTO B MHUIIUAIIH POTOKCHIEMBI
HOCTYyTaeT OONBIINI ITOTOK ayKCHHA U3 BBIIEpac-
MOJIOKEHHOW COCY/IUCTON TKaHU, YeM B KJICTKH
npoTO(IOIMEI.

B nenom, 5TH maHHBIE MO3BOJISIN MPEIO-
JIOKUTh, YTO BOSHUKHOBCHHE PA3JIMYHBIX BHIOB
CUMMETpPUH B CTPYKType KOPHS MOXET OBITh
CJIC/ICTBHEM HEPaBHOMEPHOTO paCIpe/eeHUs B
TOPU30HTAIILHOM CJIO€ HHUIUATBEHBIX COCYUCTBIX
KJIETOK KOpPHsI ayKCHHA, IIOCTYTAOIIETO U3 BepXHEeH
YacTH MPOPOCTKA U MPEAOTPENLIISIONIETO Pa3BH-
THE KJICTOK B HAIIPABJICHHN KCUIIEMBI WITH (DIIOIMBI.
[IpuyeM Te KJIETKH, B KOTOPBIX HAKaIIMBAETCS
OouipIiee KOIMYECTBO ayKCHHA, MPEICTEPMUHH-
PYIOTCSI TIO KCHJIEMHOMY IyTH, a T€, B KOTOphIC
MOCTYMaeT MEHbIIE ayKCUHa, — M0 (IOIMHOMY.
Ho 3a cuer xakux MmpoueccoB 3TO JOCTUraeTcs?
Cy1iecTByOIIHE SKCIIEPUMEHTABHBIC TaHHBIE HE
MO3BOJISIOT OZIHO3HAYHO OTBETHTH Ha 3TOT BOIIPOC
U YKa3bIBalOT Ha BO3MOXKHOCTH CyIIECTBOBAHUS
pasHbIX MEXaHU3MOB, YUACTBYIOIIHNX B (POPMHUPO-
Banuu cummerpuii (Ibafies et al., 2009; Bishopp et
al.,2011a, b; Muraro ef al., 2011, 2014).

Hanpumep, y OBYIOJIBHBIX pacTeHUIl OIXHOM
U3 BO3MOXKHOCTEH (pOpMUPOBAHUS CUMMETPUI
MOJKET OBITh CTPYKTYPUPOBaHHUE ITOTOKA ayKCHHA B
MPOPOCTKE, Ha YPOBHE (DOPMHUPOBAHHUST CEMSIIOIICH.
KocBeHHO 00 5TOM CBUIETETLCTBYET TOT (PAKT, 4TO
KCUJIEMHBIE JIEMEHTHI B KOpHE auddepeHuupy-
I0TCs1, KaK TIPaBHJIO, B TNIOCKOCTH ()OPMHUPOBAHUS
cemsigoneii (Bauby et al., 2007) u HapymieHne ux
(opMHpOBaHUS IE30praHU3yeT CTPYKTYpY LIEHT-
panpHOTO uHApa KopHs (Help et al., 2011).

Ho Henb3sl MCKITIOUUTH, YTO HEPABHOMEPHOE
pacrmpe/elieHue ayKCHHa MOXKET JOCTHraThes 3a
CYEeT MEXaHU3Ma, KOTOPbIH (hOpMUpYETCs BHYTPU
IUTOCKOTO CJIOSI KJIETOK KOPHS 32 CUET HEJTMHEHHOTO
B3aNMOJICHCTBHS MPOLIECCOB BEPTHKAIBLHOTO aK-
TUBHOTO TPaHCIIOpTa ayKCHHA C MPOIECCaMU €ro
noriepednHor quddysun. s npoBepku 3TON I'u-
MoTe3bl HamMu ObliIa pa3padoTaHa MaTeMaTH4eCKast
MOJICTIb PacHpeAeieHUs ayKCHHa B MONEPEYHOM
OJIHOKJIETOYHOM CJIO€ KJIETOK, PACIIOJIOKEHHOM B

LIEHTPAJIHLHOM IWIMH/PE KOPHS HA YPOBHE MEpH-
CTEeMaTU4eCKOU 30HBI, I7IC IPOUCXOAUT MpeIeTep-
MUHALHUS KJIETOK COCYIUCTON CHCTEMBI.
Pesynbrarhl aHanM3a MOKa3bIBAIOT, YTO HEJIH-
HEWHbBIE MPOIECCHl TPAHCIIOPTA, MPOTEKAIOIIUE
BHYTPHU MOJIEITUPYEMOTO aHCaMOJIsl, 00eCIICYHBAIOT
CYIIIECTBOBAHUE B HEM HEPaBHOMEPHBIX pacIpe/ie-
JICHU I KOHICHTPAIMI ayKCUHA, HECYIIINX LIEJIEBYO
MopdoreneTnyeckyo WH(HOPMAIUIO, HAIIPUMED,
0 TUAPXHOH CTPYKTYpe MIIHHApPA KopHs. OmHAKO
1esieBbie MOp(doreHeTHIecKre moJist BCeraa cocy-
HIECTBYIOT C PAaBHOMEPHBIMHU PACIIPE/ICIICHUSIMH,
B KOTOPBIX MOp(oreHeTHIecKass MHPOPMAIIUS OT-
cytcrByeT. CrienaH BBIBOII, YTO JUTst (HOPMUPOBAHHUS
HE00XOAMMOTO MOP(OTCHETHIECKOTO ITOJIS B TIJIOC-
KOM TIOTIEPEYHOM aHcaMmOie KIETOK HeOOXOINMO
WCTIOJIb30BaTh BHENIHUE (hakTopbl. OTHUM U3 HUX
MOJKET CTaTh HEPABHOMEPHOCThH MOTOKA ayKCHHA,
KoTOpast (GOPMHUPYETCs B TIOOETE U 3aTEM ITOCTYIIaeT
B TUTOCKHI aHCaMOITh MOMEPEYHOr0 Cpe3a KOpHSI.

MOJIEJb

Mojenp OnUChIBAaET MPOLECCHl MOCTYIICHUS
aykcrHa U3 Tmo0era B IIIOCKUN CIION KJIETOK, MU~
TUPYIOLUIUN OJHOKJIETOUYHBIN CJIOH, JiexKaluidi B
[IOTIEPEYHOM Cpe3e KOpHsI, U NepepacipesiesieHne
AyKCHHA B 5TOM CJIO€ 32 CUCT MPOTCKAHUSI B KIIETKAX
rporieccoB quddy3un, akTHBHOTO TPaHCIIOPTa U
nerpananuu/auccumnanui. CauraeM, 9To KIETKH
SBJIIFOTCSI HECIIELIUAIM3UPOBAHHBIMY, T. €. B HUX
MIPOTEKAIOT OJTMHAKOBBIE MTporiecchl. Kaxkayro kier-
Ky B TIONIEPEYHOM Cpe3e B MEPBOM MPHOIMKEHIH
paccMaTpuBaeM B Bue MHOTorpaHHuka. Kaxnas
OoKoBas rpaHb (Y4aCTOK T'pPaHH) KIIETKH JTHOO KOH-
TaKTUPyeT ¢ OOKOBOH IpaHbIO (YYaCTKOM TI'paHM)
JPYTOH KJIETKH, TUOO SBIISCTCS BHEITHEH TpaHU-
nei. Takke pa3iauyaeM BEPXHIOK I'DaHb CTEHKHU
KJICTKH, OOpalleHHYI K M00ery, U HUKHIOH,
oOpallleHHYI0 K KOHYHKY KOpHs. J[s paHHei cTa-
JIUU Pa3BUTHS PACTCHUSI CUMTAEM, YTO B KIIETKAX
CJIOSl HET CHHTE3a ayKCHHA de novo, T. €. B KAKAYI0
KJIETKY CJIOSl ayKCHH ITOCTYIIaeT TOIBKO U3 modera
yepes BEPXHIOI I'paHb. B Kax 101 KileTKe ayKCUH
MOXeT 0€3BO3BPATHO JACTPaANPOBATH/ AUCCHITUPO-
BaTh, TAKXKE ayKCUH MOXET YXOJIUTh U3 Hee Yepe3
OOKOBBIE BHYTPEHHHUE TPaHU B JPYTHE KICTKH.
AYKCUH MOXET aKTUBHO TPAaHCIOPTUPOBATHCS
13 KJIETKU Y€PEe3 HUKHIOK IPaHb B HUKHUE CIIOU
KOpH4. B momnepeuyHoM HarnpaBiieHUHW aKTHUBHBIN
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TpaHCIOPT HE paccMmarpuBaeM. Mojaenb UMeeT
clenyomui BUa;

dx, -
%: a; +kpf;a),‘,f (x./ _xi)_(katp(xf)+kd)xi’

J#i

1,jeN,

®. = Ji=1,...,n. 1
TR PN 1)

[lepemennsie cuctemsbl (1) UMEIOT CIIETYFOIIHIA
CMBICI: 1 — 00IIlee KOIUIECTBO KJIETOK B CJIOE,
X,— KOHIICHTpAIlUs ayKCUHA B i-1 KIIETKE, N, — MHO-
’)KECTBO HOMEPOB KJIETOK, OOMEHUBAIONIUXCS C
i-ii KIIETKOH B pe3ynbTare naccuBHOU auddysuu,
P(x) — dyHKIMS, OMUCHIBAIOIIAS CKOPOCThH aKTHB-
HOTO TpaHCIIOpTa ayKCWHA U3 KIIETKW B HAIIPaB-
JIEHUW KOHYWKa KopHs. Cumraem, 9To (YHKITUSL
ompeniesieHa B HEOTPHUIIATENIbHOW O0NacTH 3Ha-
YEHUW MEepEeMEHHOM, HeoTpUlIaTeIbHas, IMaaKasl,
OTpaHUYeHA CBEPXY U JOCTATOUHO MPOCTasi, B TOM
CMBICIIE, YTO y cHCTeMbI (1) MMeeTcss KOHEUHOe
YHUCIIO CTAIlMOHAPOB.

B monenu 3amaHbl crleayromme napameTphl:
0, — CKOPOCTb TIPUTOKA ayKCHHA W3 1o0era B i-10
KIeTKy; Kk — KOHCTAaHTa CKOPOCTH MACCHBHOIO
TPAHCIIOPTa AyKCHHA; k , — KOHCTAHTa CKOPOCTH
aKTHBHOTO TPAHCIIOPTA ayKCHMHA; k, — KOHCTaHTa
CKOPOCTH JIeTpalalliy/ Iuccumanuy aykcuaa. Kon-
IIEHTpaIu 1 BpeMs B Moaenu (1) uaMepstores B
YCIIOBHBIX €UHHIIAX.

Hcnoabs3yembie B paboTe TePMHHBI

TpaHCTOPTHBII KOHTAKT (KOHTAKT) MEXKIY KIIET-
Kam# — Hanmnaue A y3un Mexay KIeTKaMu.

PaBHOMepHBIM MOTOK aykcHHa M3 modera B
KOPEHb — B KaXKAYIO KJIETKY IONEPEYHOro cpe3a
KOPHS U3 1o0era MoToK MOCTYNaeT ¢ OAHOM U TOH
K€ CKOPOCTBIO:

(o=o0,i=1,...,n). 2)

PaBHOMEpHBIN cTalMOHAP — KOHIIEHTPALUU
AyKCHHa B KJICTKax paBHBI:

(x=x,i=1,...,n). 3)

PE3YJIBTATbI

HccaenoBanue craumonapos moaeu (1)
NMpPHU HEPABHOMEPHOM MOTOKe ayKCHHA
U3 nodera B KOpeHb

Pa3pesn nocesiieH ucciie0BaHNIO CTallHOHAPOB
moziend (1) n MexaHu3MOB UX (HOPMUPOBAHHUS, TAK
Kak Mbl TI0JIaraeM, 4T0 HEpaBHOMEPHBIE CTaIHO-
Hapbl MOTYT BBICTYNATh B KayecTBE MOpQoreHe-
TUYECKOTO TOJIsl, IO/ YIIPAaBICHUEM KOTOPOTO Ha
PaHHUX dTanax pa3BUTHUS PACTCHHS MPOHCXOJUT
CHELUAIN3ALMs] KJIETOK LMIMHAPA KOPHSL.

CHauasia OTMETHM, YTO MOTOK ayKCHUHA U3 T10-
Oera MOXeT BBICTYIaTh B KauecTBE YPPEKTUBHOTO
¢axTopa hopMHPOBAHHS B IOTIEPEUHOM CJIO€ KiIe-
TOK MOP(OTCHETHYECKOTO MOJISI PACIPEACICHUS
KOHLEHTPaLUH ayKCHHA.

[eticTBUTEIRHO, TyCTh B cucTeMe (1) HeoOxo-
JIMMO 00ECTIEIUTh CYLIECTBOBAHKE CTAIMOHApa (X ,
..., X ). IloncTaBuM 3Ha4EHUs BHYTPHKIIETOYHBIX
KOHIIEHTPAIUii ayKCUHA X, B IPaBYI0 4acTh CUCTe-
™Mbl (1) 1 mpupaBHsieM ee K Hy/r0. Toraa HCKOMBIE
3HAUEHMs MHTEHCHBHOCTEH MOTOKOB M3 modera B
HMHAUBUAYaJIbHbIE KIETKH, KOTOpblE 00ecrednBa-
10T CYIIECTBOBAHHE JJAHHOTO CTAIMOHAPA, PABHBI
a =(k,P(x)+k)x,i=1,.., n bonee toro,
BCerJia MOXXHO 00€CTIeUUTh yCTOHUMBOCTD JaHHOTO
crauuoHapa. J{Jst 3Toro 10CTaTouHO B3sITh QYHK-
LU0 P, yIOBIETBOPSIOILYIO HEPABEHCTBY:

max | P(x,)+P'(x,)x, |> 7 :
i=l,...n kat

Taxum 06pa3om, y pacTeHHS CYIIECTBYET IPOC-
TOH MEeXaHU3M pealn3alii B IONEPEYHOM Cpese
cTalMoHapa nejeBoil koHpurypauuu. OcHOBaH
OH Ha BHEIIIHEM IIePBOHAYAIEHOM (DOPMHUPOBAHUI
MophoreHeTHYecKoi HH(pOpPMAIK B TIOOETe U B
MOCJIEYIONIEM €€ TTEPeHOCEe B KOPEHb. DTOT IyTh
HE MMPOTUBOPEUUT OHOJIOTMIECKOI CYyTH N3y4aeMOro
HpoIiecca: PaCTEHHUE B ONPEIENICHHbBI MOMEHT pa3-
BUTHSI BIIOJIHE CIIOCOOHO MEPENTH OT PABHOMEPHOTO
MOTOKa ayKCHHa W3 1mo0era B KOPEHb K HEPaBHO-
MepHoMy. [ToaToMy ciemyer npu3HaTh, YTO HepaB-
HOMEpPHOCTH ITOTOKA ayKCHHA U3 modera B KOPEHb
SABJISCTCSA €CTECTBEHHBIM (DAKTOPOM peann3aIiuu
KOHKPETHOTO 1LIEJIEBOTO pacHpeeeHHss KOHIEHT-
pauuii ayKCMHa B KJIETKax MOMNEPEYHOTrO CIIOS.

B03MOXHOCTB €ro peanu3aluy B Pa3BUTHH
pacTeHuil MOAKpeIuIeHa YKCIIEPUMEHTATbHBIMH
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JTAHHBIMU, COTTIACHO KOTOPBIM U depeHrpoBKa
MIPOBOSIINX TKAHEH B 3apOIbIIIIC HAUMHACTCS yHKE
nocie (GOpMUPOBAHUS CEMSI0NEH — OCHOBHOTO
uctounuka aykcuna (Capron et al., 2009).

Tem He MeHee, HE OCIapuBasi OYEBHUIHBIX
MIPEUMYIIECTB TAKOTO MEXaHu3Ma (DOPMHPOBAHUS
MOP(OTEHETHYECKHX TOJICH, HENb3sI UCKITFOYUTh
BO3MOXKHOCTB CYIIECTBOBaHUSI BHYTPEHHUX MeXa-
HU3MOB, KOTOpbIE TIO3BOJIAIOT pemiaTh mpooieMy
dhopMupoBaHUsS HEOOXOAUMBIX pacIpeeICHII
BHYTPHUKJICTOYHBIX KOHIICHTpAIIUH ayKCHHA, HE TIPH-
Oerast K BHCIIIHUM HCTOYHUKAM, T. €. [IPU pAaBHOMEP-
HOM ITOTOKE ayKCHHA U3 TI00era B KOPEHb, KOTOPBIH
HE HeceT B ce0e MO3UIMOHHON HH(popMaIny.

HccaenoBanue cranuonapos moaeau (1)
NMPU PABHOMEPHOM MOTOKE ayKCUHA
U3 nodera B KOpeHb

®opmanbHO npolieMa Moucka CTaluoHapOB
cuctembl (1) cBOmUTCS K ONpeNeNeHNI0 HEOTPH-
[ATEJBHBIX PEIICHUN CUCTEMBI alreOpanvecKux
ypaBHEHUM, KOTOpAs MOJydaeTcss MyTeM IpH-
paBHUBAHUSI MIPaBOM YacTu CUCTEMBI (1) K HyIIO.
Cpaszy OoTMETHM OYEBHJHOE HAaOIIOACHHE, YTO
€CJIM MOTOK ayKCHHA M3 1o0era B KOpeHb PaBHO-
MEpHBIH, To cucteMa (1) UMeeT KaKk MHHHUMYM
OJIMH PaBHOMEPHBIN cTanuoHap. B to xe Bpems
JIETKO TIOCTPOUTH MpuMep cuctemsl (1), B KoTO-
poii HapsAIy C paBHOMEPHBIM CTAIlMOHAPOM OyIyT
CYIIIECTBOBATh U HEpaBHOMEPHBIE. B 3TOM MOXKHO
ybenutbes yxe st n = 2. Mogens (1) npuauMaet
CIEAYIOIIUN BUIL:

d

i:a_kpt [xl _xz]_(kazp(x1)+kd)x1’

o )
x

_dtz =a-k, [x2 —xl]—(ka,P(x2)+kd)x2.

3ananum 3Hadenus 0 < F, < F, < 1 u BbI4HC-
JIUM

O<W_katE+kd<W _kalF'2+kd
| 2 .
pt th
Haiinem pelienne cucteMbl
—1-w 1 X, -A
1 —1-w, )\ x, -A

a AC+w
A=—:x = —( ) ,
kp, wWw, +Ww, + W,
AC2+w)
X, =—mm——,
WW, + W, + W,
P(x) = 7
IMoctpoum dyHKImo Xuuia . [ x ]
+ [
1

HPOXOJISILYIO YEPE3 TOUKH (X, F)), (x,, F7,).
JJist 9TOTO perm ypaBHEeHUS:

h[
1 X 1-P(x
h,:P(xl):> —| = ()
1+ X K, P(x,)
K,
| " 1= P(x,) -
e P | 2| )
L+ X, K, P(x,)
K,
(1= P(x,)) P(x,)
— b = (I_P(xz))P(xl) K =

s B8y
X

In (j L= PG
X,

YucneHHbIM TPUMEpP MHOKECTBEHHOCTH CTa-
IIMOHAPOB IS IBYMEPHOH cHCTeMHI (4) IpuBeieH
Ha puc. 2.

Ha ocHoBe nBymepHOW cHCTeMBI (4) JIETKO
CTPOSITCSI CUCTEMBI O0JIee BBICOKOH pa3MepHOCTH,
MMEIOIINE CTAIlMOHAPBI, KOTOPBIE MOTYT BBHICTY-
maTh B KaueCTBE MOP(POTCHETHIECKOTO IO IS
(hopmMupoBaHU TUAPXHON CTPYKTYpPBI IUJIHHIIPA
KOpHSI.

B xauectBe mpumepa mpuBeAeM MOAEIb, KO-
TOpasi ONUCHIBAET CIION, COCTOSIIIUI U3 YEThIpeX
KJIETOK, COEIMHEHHBIX MEXIy cO0O0H TpaHCHop-
THBIMH CBSI3SMH TI0 CXEMe: TepBas M YeTBEpTas
KJIETKH OOMEHHBAIOTCSI ayKCHHOM B TIOTIEPEYHOM
HalpaBJIEHUHU CO BTOPOH U TPEThel KJIETKOH,
BTOpas M TPEThs KIETKH TakKe OOMEHHBAIOTCS
ayKCHHOM. J[pyrux TpaHCHOPTHBIX KOHTAaKTOB
KJIETKH HE UMEIOT.

Monens (1) a1 Takoi CHCTEMBI KJIIETOK IMEET
CIIEAYIOIIUI BUI:
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KoHLeHTpaums aykcnHa

KoHueHTpauusi aykcuHa

Puc. 2. MHO)X€CTBEHHOCTh CTAI[IOHAPOB, PACCUNTAHHAS IO MoaemH (4).

JIunus [ —u3MeHeHue napamMeTpa, 3aJaroero KOHIUCHTPaluo ayKCMHa B 1-it KJICTKE, JIMHUHU 2u3- pacCHuTaHHbIC KOHIICHTPA-

1My aykcuHa B 1-i u 2-1 kiietke. [lepecedenns KpuBbiX / 1 2 COOTBETCTBYIOT cTalioHapaM. Ha rpaduke nx nokasaHo BOCEMb.

[lepBeIii 1 nATHIH (C1€Ba HAIIPABO) — PABHOMEPHBIE CTAIIMOHAPHI (B 9TUX TOUYKAX KPUBBIE /, 2, 3 IEPECEKaIOTCsI ONHOBPEMEHHO),

OCTaJbHBIC — HEpaBHOMEPHBIC. JIeBATHIN cTaMOHAp JCKHUT B HHTEpBaie (444,440, ... 444,445) u Ha rpaduKe HE IPEICTAB-

JICH B CUJTY YAaJICHHOCTH. DTOT cralfuoHap paBHOMepHBIﬁ. Pacuetst MPOBEACHLI CO CICAYIOIUMHU 3HAYCHUAMUA TapaMETPOB:

a=2,0,k,= 1,0, k,=10,0,k,=0,0045, h = 9,225, K,= 1,122,

%za_kp, (23, — 3, — x|~ (ky P(x) + &, ) 5
%:a—kﬁ [3x2 - X, — X, —x4]—(ka(x2)+kd)x2,
%za—kw [3x3 - X, — X, —x4]—(ku,P(x3)+kd)x3,
%z a—kp, [2x4 -X, —x3]—(ka,P(x4)+kd)x4,

uBHeiinpu 00=2,0,k =05,k =10,0,k,=0,0045,
h,=9,225,K,= 1,122 cymecTByeT cTamoHap uap-
XHOW KOHPUTYpaLKMu: X, = X, < X, = X,.

Takum 0Opa3om, Tpr paBHOMEPHOM TTOTOKE ayK-
CUHa 13 mobera B aHCaMOJTb KJIETOK HETMHEHHOCTD
AaKTUBHOTO TPAHCIOPTa 00ECIIeYnBaeT CyIIEeCTBO-
BaHHUE B HUX HEPABHOMEPHBIX paclpeieieH .

[Tprdem He cocTaBmsAeT TpyAa yKa3arh YCIOBHS,
MPU KOTOPBHIX KOHPUTYpaIusa HEPaAaBHOMEPHOTO
pacmpeneneHusl KOHIIEHTPauii ayKCHHa B KIIET-
Kax OyIeT HECTH MO3UITMOHHYI0 HH(POPMAITHIO O
MUAPXHOW CTPYKTYype HUiIuHApa KopHsA. OmgHAKO
000# HEpaBHOMEPHBIH CTAITMOHAP, B TOM YHCIIS
1 TIeJIEBOM, HUKOT/a HE CYIIECTBYET B KIIETOYHOM
aHcamOie B eIMHCTBEHHOM JK3eMIunsipe. Beerma

B CHUCTEME MPHUCYTCTBYET KaK MUHUMYM AOIOJ-
HUTEJIbHBIM PaBHOMEPHBIM cTaluMoOHap. DTOT
pe3yabTaT 03HayaeT, 4To AJs (GOpMHPOBAHUA B
IIPOLIECCE PA3BUTHS PACTEHHUS CTALIMOHAPA HYKHOM
(memreBoit) KOHPUTYpaMK B MTOTIEPEIHOM Cpe3e
KOpHSI Ha ()OHE PaBHOMEPHOIO IOTOKA ayKCHHA
n3 mobera, HEOOXOAUMO OOECIEYUTh YCIOBHUA,
IIPU KOTOPBIX BCE OCTAJIbHBIE CTALlMOHAPHI OymyT
HEYCTOMUYMBBIMH, T. €. BOSHUKAET HEOOXOAMMOCTD
HCCJIEI0BATh PaBHOMEPHBIE CTAL[MOHApPhl CHCTE-
MmbI (1) Ha ycToitunBoCTh. Pemienne Bompoca gano
B CJICAYIOILEM paszelie.

O paBHOMepHBIX cTanoHapax moaenu (1)

CraunoHap Ha30BEeM MMUHUMAaJbHBIM, €CIIH OH
COZICP’KUT MUHUMAJIBHOE 3HaYeHNE KOMIIOHEHTA.
Bynewm cuntare, uto HenMHEHHAs QyHKLINS aKTHB-
HOT'O TPAHCTIOPTa AOCTATOYHO IIPOCTA, B TOM CMBIC-
Jie, 4To y cucteMsl (1) nMeercs KOHEUHOE YnCIIo
CTallMOHAPOB, TOTJAa MUHUMAJIbHBIA CTallHOHAP
Bceraa cymecTByer. bonee TOro MUHUMAaNbHBIN
cTaunoHap cucteMsl (1) sBisieTcs] paBHOMEPHBIM
U YCTOMYUBBIM.
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/Io:ca;*amenbcmeo pasnHomepnocmu
MUHUMAIbHO20 cmayuonapa

Ilycth o, < ... < o — MUHUMAJIbHBIA CTAIl[HOHAP
cuctemsl (1). [IpuHATHIA TOPSAOK BO3pAaCTaHUA
3HaYEHHUH IEPEMEHHBIX HE OTPaHUYMBACT OOLIHOCTH
paccyKIeHusl, TaK KaK B CIIy4ae HE0OXOUMOCTH MbI
MOKEM IIPOU3BECTH EPEHYMEPALIUIO IEPEMEHHBIX
cucteMsl (1).

[Ipeanonoxum, 4TO JaHHBIMA CTAlIMOHAD SIBJIS-
ercst HepaBHOMEpHBIM. Torna
a+tk, z a; —|Nl|a1 —(ka(al)+kd)a1 =0=

JEN
= a—(k,P(a)+k,)a <0.

Ecnu B HepaBeHCTBE BBITIOIHSACTCS PABEHCTBO,
TO UMEEeM

a=..=a<..<a,J=max(je N).

Torma nmeem o —(k, P(a,)) + k) a,<0. Ecim
CHOBA BBIMIOJIHSETCS] PABEHCTBO, TO YBEIHUUBACM
HOMeEp 10 J = max (j € Nz). OueBHIHO, YTO Hali-
JIETCSl TAKOW HOMEP J, /TSt KOTOPOT'O YKE BBITIONIHSI-
€TCsI CTPOroe HePaBeHCTBO. B MpoTHBHOM ciydae
CTalMOHAP PABHOMEPHBIHM, YTO MPOTHBOPEUUT
npeanonokeHuo. OTcroaa UMeeM, 4TO eCIIU CTa-
[UOHAP HE SBJISCTCS PABHOMEPHBIM, TO JJISl BCEX
MUHHUMAJIbHBIX 3HAYCHHH €r0 KOMITOHEHTOB, B TOM
YKCIIC U TS IEPBO# EePEeMEHHOM, HIMEEM CTPOroe
HEPABCHCTRO.

Takkaknpua, =0umeemoa — (k, P(a) tk)a, =
= a > (), TO B CHJTy HENPEPHIBHOCTH QyHKIUH P Cy-
wectByer 0 < o) < a, = a—(k, Pla) +k,)a, = 0.
[Mosy4niau npoTUBOpEYHE.

DTUM MbI JOKA3aJI1, 4TO MUHUMAJIbHBIN CTAIU-
oHap cuctemsl (1) sBIsETCS pABHOMEPHBIM.

,Zlomwameﬂbcmeo cyuiecmeosanun
ycmoﬁlmeozo PasHomeprozo cmauuonapa

Bce KOMITOHEHTBI PaBHOMEPHOU TOYKHU TTOKOS
BBIYUCIIAIOTCA U3 ypaBHenus o = (k  P(a)+k)) a.

O6o3naunm penrenue vepes a,. O4eBuaHO,
YTO JIJIi HEKOTOPOU MOJI0KUTETbHON TOYKH MTOKOSI
(a,,...a,) BHITIOTHEHBI HEPABEHCTBA

Va, <a, >« >(ka(a,)+kd)a,H
Va, <a, <a,+&=a<(k,P(a,)+k,)a,
(ka(ar)+kd)ar —(ka(al)Jrkd)al

a, —q,

I

>0=

d[(ka(a)+kd)a]‘

da

= >0.

a=da
Ecnu BeImmonaseTcs CTPOroc¢ HEPaBCHCTBO, TO
CTaloHap ABJIACTCA yCTOI:I‘IPIBLIM.

d[(kmp(a)+kd)a]‘

da

=0.

ITycTe

a=ag,

B GeckoHeuHO Masioi OKpeCTHOCTH MUHAMAITh-
HOTO CTalOHapa MOXEM 3alucaTh

dla) & dt [(katP(a)+kd)a]‘
k'da"

dt k=k

~"min

a=a,
a—a k,i—— 1,...n,
0

rae k . paBHO MUHMMAJIbHOMY 3HAYEHMIO 4IEHA
pasnoxenust pyHKUUH B psijg Teitiopa, KOTOphIi He
paseH Hymto. [1o BEIOOpY cTanmoHapa nMeem

e [(ka(a) +k, )a]|
ko da’

> 0.

a=ay
Uk . ABJIAETCS HEUYCTHBIM.

B pesynbraTte mosyyaem, 4To BBIOpaHHOE
CTaIlIOHAPHOE PaBHOMEPHOE PEIICHUE SBISIETCS
yCcTOHYHMBBIM. TakuM 00pa3oM, MBI JOKa3ald, YTO
y cucteMsl (1) Bcerma cymecTByeT paBHOMEPHBIN
ycToiuuBbli crtanuoHap. ITosToMy naxe eciu B
HEH XK€ CyIIECTBYET YCTOMYMBBIA HEpaBHOMEPHBIN
CTalMOHap, TO OH HE SBISAETCA €IUHCTBECHHBIM
YCTOWYUBBIM CTalUOHAPOM.

bonee Toro, 10cTaTOYHO OYEBHUJHO, YTO IPH-
MEpHO paBHBbIC HadaJbHBbIE BHYTPHUKIETOYHBIE
KOHIIEHTPAIlX ayKCHWHA, CKOpee, OyIyT JieXarh B
OacceifHe IPUTSHKCHUST pABHOMEPHOTO CTaIlOHA-
pa, 4eM B OacceiiHe NpUTsHKEHUs] HEPaBHOMEPHOTO
CTaloHapa, MO3TOMY IIPU PAaBHOMEPHOM TIOTOKE
ayKCcHHa 13 1modera B KOpeHb B Ka4eCTBE HTOTOBOTO
pacripeneneHus, BEposITHee BCEro, OyaeT hopmu-
pOBAaTHCS IMEHHO PABHOMEPHBIH CTAIFOHap, a He
JpyTHe.

Otcrona BbITEKaeT, uto cucreMa (1) He ume-
€T BHYTPEHHUX MEXaHHU3MOB O0TOOpa IEJIEeBOro
HEpaBHOMEPHOTO CTalloHapa U3 UMEIOIINXCS
CTAaIlIOHAPOB M 3Ta MpoOJieMa MOXKET peraTbes
Ha IMOCTOSSHHOW OCHOBE TOJIBKO 32 CUET HCIIONB30-
BaHUs BHEIIHUX (DAKTOPOB.
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OBCYKJIEHUE

Hcxons n3 cobcTBeHHBIX BccmenoBanmii (No-
voselova et al., 2013) u psizia SKCIIEpUMEHTATIbHBIX
nanHbiX (Bauby et al., 2007; Bishop et al., 2011a;
Help et al.,2011), MbI BeICKa3a11 MpeANONOKEHHUE,
YTO XapaKTEPHOE PACIOIOKEHHE TKEH COCyIUC-
THIX TKaHEeH ()I0OAMBI U KCHUIIEMBI Ha TIOTIEPEYHOM
cpese KOpHs OTpeensieTcss Mop(oreHeTHIeCKIM
MoJIeM, B Ka4eCcTBE KOTOPOTO BBICTYNAET HEPaB-
HOMEpHOE paclipe/icliecHHe ayKCHHa B KJIeTKaXx
norepedHoro ciost kopus. Hanbonee nmpocto ero
dbopMupoBaTh yepe3 HEepaBHOMEPHOE MOCTYI-
JICHWE ayKCHHa M3 TPOPOCTKA B PAHHHH KOPEHb.
OmHako TakKe HEJIb3sT UCKITIOUHUTD, 9YTO Mopdore-
HETUYECKOE IoJie MOXKeT (POPMHUPOBATHCS 32 CUET
BHYTPECHHUX CBSI3€H U TPOLIECCOB, POTEKAOIIUX
B KJIETKaX CJIos. J{J1si MpOBEpKU COCTOSITEIBHOCTH
3TOW THMOTE3bl OblLIa pazpaboTaHa MaTeMarTh-
4yecKast MOJIeNIb, OMUCHIBAOINAs MOTOK ayKCHHA,
CHHTE3UPOBAHHOTO B 1MOOETe, B TOPU30HTAIBHBIN
cioil Heau(pdepeHIMPOBAHHBIX KIETOK MEpH-
CTEeMaTHYECKON 30HBI KOPHSI U €ro TPaHCIOPT B
HIDKEIIe)KaIIUe CIION KOPHSI.

AHain3 MOzeNnu mokasal, 4To Jake Ipu paB-
HOMEPHOM IOTOKE ayKCWHA M3 Mo0era B KOPEeHb
MOYKHO TaK MoJI00paTh (PYHKITHIO aKTHBHOTO TPAHC-
nmopTa u mapameTpsl Moaenu (1), 9To B cucteme
OyZleT MPUCYTCTBOBAaTh HEPABHOMEPHOE CTAIlMO-
HapHOE pacrpesieNieHue KOHIEHTPanil ayKCHHA.
TeMm He MeHee OCHOBHOM BBIBOA pabOThI COCTOHUT
B TOM, YTO Ja)K€ €CJIM B KJIETOYHOM aHcamOire
CYIIECTBYET I1€JIEBOM HEpPaBHOMEPHBIN CTaIMO-
Hap, TO mpodieMa ero pUKCaIuy He MOXKET OBITh
pellieHa 3a cCYeT BHYTPEHHUX MEXaHU3MOB, TaK KaK
B CUCTEME BCer/a JOMOIHUTENLHO MPUCYTCTBYET
PaBHOMEPHOE YCTOWYHMBOE paciipeiesieHue.

DTOT pe3ynabTar MPUBOAHUT K BHIBOIY, YTO Ha
OTIpEJIEICHHOM d3Tare Pa3BUTHUSA B KIETOYHOM
aHcaMOIie JOJKHBI OBITh JIN00 MOAM(UITUPOBAHBI
CYIIECTBYIONUE MEXKIY KIETKaMH CBSI3H, JTUOO
JOJDKHBI MHUIIMMPOBATHCS HOBBIE MPOIECCHI,
KOTOPbIE MOTYT BBICTYIIUTH B Ka4€CTBE JIOTOIHH-
TeNnbHOTO MOp(oreHeTndyeckoro Gpakropa. Takumu
(akTOpamMu MOTYT BBICTYIaTh aKTHBHBINA TpaHC-
MOPT ayKCHHA B ITOTIEPEYHBIX HAIIPABJICHHSIX, ACUM-
METPUYHBIA CHHTE3 ayKCHHA de novo B KIETKax
CJIOsI, HEpaBHOMEPHBIN MOTOK ayKCHHA M3 Todera
u T. 1. Hanpumep, B padote Muraro c coasr. (2014)
MOKa3aHa BO3MOXKHOCTD BIIMSIHHSI pactpe/ieTICHHs

PIN-TpanCcniopTepoB B LICHTPAJIBHOM LUIUHIPE
KOpHS Ha CTaOMIIBHOCTh PACIIPEIEIICHUs] ayKCUHA
o fuapxHomy Tumy. OHaKoO HIYEro He U3BECTHO
0 MexaHu3Max (OpPMUPOBaHUSI ITUX MOTOKOB B
HYXXHOH KOH(QUTYpaIH.

ACHMMETPUYHOCTH CHHTE3a ayKCHHA B KJIETKaX
TOPU30HTAIBHOTO CIIOSI MOXET OBITH CBSI3aHa C
BO3HUKHOBEHHEM Ha OIPEEIICHHOM 3Tarle B J1aH-
HOM CJI0€ MEPHCTEMATHIECKHX KIIETOK, B KOTOPBIX
MIPOMCXOJIUT OCHOBHOW CHHTE3 ayKCHHA de novo
(Ljung et al., 2005). OnHako, 4TOOBI CHOPMHUPO-
BaThb MEPUCTEMATHYECKHE KICTKH, HEOOXOIUMO
y’K€ MMETh I'PaJUEHT KOHICHTPALUH ayKCHHA.
B pesynprare momydaem mpoTHBOpeure: 4TOObI
(hopMupOBaTh TpaIMeHT KOHIIEHTPAIIMHN ayKCHHA,
TpedyeTrcsi HaJlm4ue ITOTO TPaIUCHTA.

[TosTomy HauboIee BEpOSTHBIM (hakTopoM Gop-
MHUPOBaHUsI MOP(POTCHETHUECKOTO OIS B TOTIe-
PEYHOM CJI0€ KJIETOK KOPHS, IO HAIlleMy MHEHHUIO,
SIBJISIFOTCSL HE CTPYKTYPHBIE OTHOIIEHUS MEXIY
KJIETKaMH CJIOSl ¥ HE TPOIIECCHI, TPOTEKAIOIINE B
HUX, a TOJIXOJSIIasi KOHPHUTYpaIusl HepaBHOMEP-
HOTO MOTOKa ayKCHMHa M3 Tobera B KOPeHb. JTO
MPEATNOI0KEHUE TIOAJCPIKAHO PSIOM HCCIIeA0Ba-
HU, CBHJETEILCTBYIOMINX O TOM, YTO aCUMMETPHS
LEHTPAIBHOTO IWJIMH/PA KOPHS 3aKJIaJ(bIBACTCS
elIe B 3apOJBIIIe PAacTeHHs, ITOCie Hadana (op-
MupoBanus cemsaoiei (Capron et al., 2009).
Kcunemusie aeMeHTHl B KOpHE apalOumorcuca
nuddepeHIUpyIOTCs, KaK MPaBuIlo, B TUIOCKOCTH
¢dopmupoBanus cemsigoneit (Bauby et al., 2007),
MIPEIOTIPENENsisl TUAPXHYIO CTPYKTYPY IEHTPaIb-
HOTO IWJIMHPa KOPHsI Ha TIOTIEPEYHOM cpe3e.

Tor ¢akt, yTO y MyTaHTOB apabuioricuca co
CIIUTBIMHU CEMSIIONISIMU CTPOCHHUE TIEHTPAILHOTO
HWINHAPa KOpHs jAe3oprannioBano (Help et al.,
2011), npearmnonaraet HAJIMYKUE CBA3U MEXKITY TIPO-
neccamu opMUpOBaHHS ceMsiaoel u nuddepeH-
LHUPOBKOM KIIETOK COCYIUCTBIX TKaHEH, KOTopas
peanusyeTcs yepes ayKcwH Kak MopdoreH (Ben-
kova et al., 2009). B xopHe B3pOCIOro pacTeHwUsI
CUMMETPHS MOAAEPKUBACTCS HUCXOAAIIUM T10
(1103Me MOTOKOM ayKCHHA, OAHAKO «IPaBUIILHASH
CTPYKTYpa IIPOBOJSIINX ITy4KOB (hopMupyercs de
novo BO BceX OOKOBBIX M MPUIATOYHBIX KOPHSX.
SIBnsiercst v BXOJAIIMNA MOTOK ayKCHHA B pa3BUBa-
IOLIHEeCs] KOPHU TaK)Ke ACHMMETPUYHBIM — BOTIPOC
JUIsL TATbHEHIIero SKCIepUMEHTAIBHOTO U Teope-
TUYECKOTO MCCIICAOBAHUS.
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DopmupoBaHUe pacipeaesicHU aykcuHa Ooree
CJOXHBIX, YeM AMAPXHOE, MPEACTABISAET OTHAE-
JbHBIN HHTEpec. OIHAKO, B LIEJIOM, CYLIECTBYIOILINX
OKCTIEPUMEHTANIBHBIX JAaHHBIX HEJOCTATOYHO IS
BBIJIBIKEHHSI KOHKPETHBIX THIIOTE3 O MEXaHU3MaxX
(OpMUPOBAHHS CIIOKHBIX CHMMETPHIA B CTPYKTYpE
MOTIEPEYHOT0 Cpe3a KOPHS pa3iIMUHBIX PACTEHHM.
MOKHO TONBKO IoJarathk, 4To B ()OPMHUPOBAHUU
CJIIO)KHBIX HEPaBHOMEPHBIX PACIPENEICHAN ayK-
CHHA MOTYT UTpaTh POJIb M JPYTHE TOPMOHBI, B
YaCTHOCTH LUTOKUHUH. Ero npenmymiecTBeHHbII
TpaHCHOPT U3 1mobera B KOPEHb [0 COCYIUCTHIM
ny4ykaMm (Io3Mbl ¥ MHAYLHUpYIOLIee BIMSHUE HA
aKTUBHOCTH HeKOTOphIXx PIN-GenkoB (Bishopp et
al., 2011a, b; Muraro et al., 2011, 2014) moryt
CO3/1aBaTh JOIOJHUTEIBHBIC YCIOBUS JJIs Mepe-
pacnpeieneHus ayKCuHa B TOPU30HTAIBHOM CJIO€
KJIETOK IIEHTPAJIbHOIO LMIMHJpA U HAKOIUICHUS
ayKCHHa B KJIETKax, MpeAoINpeaesas ux pa3BH-
THE B HalPaBIEHUH KCHWJIEMBl. JTO HallpaBJIEHUE
IpearosaraeT pa3purue 0ojee CI0KHBIX MOAEICH
TOPMOH-3aBUCHMOTO MEXaHu3Ma (OPMHUPOBAHU
COCYAMCTOTO Iy4Ka KOpHS U OyleT MpeaMeToM
JAJIBHEUINNX UCCIEeI0BaHUN.
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AUXIN DISTRIBUTION IN A TRANSVERSE ROOT SECTION
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e-mail: likho@bionet.nsc.ru;
2 Novosibirsk National Research State University, Novosibirsk, Russia

Summary

Plants differ in the types of the root central cylinder: diarch, triarch, tetrarch, pentarch, or polyarch. The type
of the symmetry is the reflection of the relative positions of xylem and phloem bundles in a cross section
of the root. The mechanisms forming different types of symmetries in the central cylinder remain poorly
understood. It is assumed that vasculature differentiation is triggered and controlled by plant hormone
auxin (Sachs, 1969). We have developed a model that describes auxin flow through a cell layer, imitating a
cross section of the vascular cylinder in a root. We have studied the stationary distributions of auxin in the
cell layer depending on the model parameters. It is shown that the nonlinear processes of auxin transport
regulation are responsible for the formation of asymmetric auxin distributions, which may be interpreted as
the positional information for development of the diarch structure of the vascular cylinder. However, these
distributions always coexist with uniform stationary distributions, not providing positional information. It
is hypothesized that the most likely factor in the formation of the final auxin distribution in a root section
is an appropriate geometry of the auxin flow from the shoot to the root.

Key words: mathematical modeling, morphogen, auxin, root, vascular tissue differentiation, phloem,
xylem.



