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VY pacreHuii pa3nuyaroT qu-, TpU-, TETPaA-, IEHTA- WK MOJHAPXHYIO CTPYKTYPY LEHTPAIBLHOTO LIJIHHIPA
KOpHsi. Byt cuMMmeTpru oTpaxaeT XxapakTepHOe B3aUMHOE PACIIOIOKEHHUE ITYYKOB COCYUCTHIX TKaHe (io-
9MBI ¥ KCUJIEMbI Ha TIOTIEPEYHOM Cpe3e KOpHs. MexaHn3mMbl YOPMUPOBAHUSI PA3INYHBIX TUIIOB CHMMETPHI
B CTPYKTYpE LIEHTPAILHOTO LIJIHHPA OCTAIOTCS HEJOCTATOUYHO UCCiIea0BaHHbIMU. [Ipeanonaraercs, 4o
nporecc udhepeHInPOBKY 3aIyCKaeTCst U KOHTPOIUPYETCst (PUTOrOPMOHOM ayKCHHOM, KOTOPbIi BBICTYTIAET
B posn Mopdorena (Sachs, 1969). B padore npeacraBicHa MOIE/b, OMUCHIBAIOIIAS TPAHCIIOPT ayKCHHA
4yepe3 OJJHOKJICTOYHBII CIION KIIETOK MONEPEeYHOro cpe3a KOpHsi. V3ydeHsl cTalioHapHbIE pacipeaeIeH s
KOHIICHTPALIMii TOPMOHA ayKCHHA, KOTOPbIE MOTYT YCTaHABIMBATLCS B TONIEPEYHOM Clloe KieTok. [lokazaHo,
YTO HEJIMHEHHbIC IPOLIECChI PETYISIIMY TPAHCIIOPTA ayKCHHA CIIOCOOHBI 00ECIIeUUTh CYIIIECTBOBAHUE He-
PaBHOMEPHBIX pacIipe/ie/IeHHI ero KOHLEHTPAIMi, HECYILUX 1IeIeBYI0 MOP(OreHeTHUECKY 0 HH(OPMALIUIO
0 JIMapXHO CTPYKType LHIHHAPA KOpHs. OHAKO LiesieBble MOP(POreHETHUECKHUE OISl BCErja COCYIIeCT-
BYIOT C PaBHOMEPHBIMH PACIpeelICHUsIMH, B KOTOPbIX MOp(oreHeTnueckas HnHPOpMaiusi OTCYyTCTBYET.
[TonyueHHble pe3yNnbTaThl CBUIACTENLCTBYIOT B I10JIb3Y TUIIOTE3bI O TOM, YTO OJJHUM M3 MEXaHH3MOB (op-
MHUPOBAHHMSI LIEJIEBOTO PACTIPE/ICICHHUS KOHIIGHTPAIIMHU ayKCHHA B KJIETKaX MOMEPEYHOr0 CJI0sI KOPHS MOXKET
OBITH HEPABHOMEPHBIH MOTOK ayKCHHA COOTBETCTBYIOIIEH KOHBHUrYypaluu U3 nodera B KOPEHb.

KaroueBnle ciioBa: MOIACIUPOBAHUC, MOp(i)OFeH, AyYKCUH, KOpC€Hb, nn(bd)epeHquOBKa COCYAUCTBIX TKaHeH

pacreHuii, ¢pyosma, Kcuiiema.

BBEJIAEHHUE

B paCcTCHUAX TPAHCIIOPT BOABIL, MUTATCIIbHBIX U
MUHEPaJIbHBIX BEHICCTB OCYIIECTRISICTCS 110 CIIe-
[IUATH3UPOBAHHBIM TIPOBOJSIINM (COCYIUCTHIM )
TKaHsAM, (ioaMe u kcuiieme. B mepucremarnyec-
KOW 30HEe KOpHS 3TH TKaHM ClIad0 CHenHaln3u-
POBaHbI U HA3bIBAIOTCS MPOTO(IIOAIMOMN U MPOTO-
kcuieMoit. [Iporokcuiiema u nmpotoduosma — 3To
JIBA THIIA HENPEPBIBHBIX PSIOB KJIETOK, aKTUBHO
TPAHCTIOPTUPYIOIINX TOPMOH ayKCHH BJIOJTb KOPHS
B HAIPaBJICHNH OT M00era K ero KOHYHKY.

T'opmon aykcuH siseTcst Mopdorerom (Sachs,
1969; Benkova et al., 2009), u ero HepaBHOMEpPHOE
pacrpesiesieHue B TKaHIX 3aJaeT MO3UIHOHHYIO
WH(POPMAIUIO, HEOOXOIUMYFO JIJIsl CTICIIUATTU3AIIH

tkanei (Petrasek, Friml, 2009). B ¢popmuposanue
9TOTO pacrpeiesieHNsI BKIFOUeHbI OMOCHHTE3 ayK-
CHHA U €ro TPaHCHOPT, NaccuBHBIN (auddysus)
Y aKTHBHBIN (TTONspHBIH). [losipHBIid TpaHCTIOPT
ocymecTBisercs 6enkamu cemerictBa PIN m AUX/
LAX, pacronoxeHHBIMH aCHMMETPUYHO Ha Oa-
3aJIbHOM M alTUKaJIHON CTOPOHAX MEMOpaH KIETOK
cootBeTcTBeHHO (Swarup et al., 2001; Benkova
et al., 2003; Petrasek, Friml, 2009). I1epBbic ocy-
IIECTBISIOT OTTOK aykcuHa U3 KieTku (Benkova
et al., 2003), a BTOpBIE €r0 MPUTOK BHYTPH KIETKH
(Swarup et al., 2001). 1Ix skcripeccust peryinupyer-
cst aykcuHoM (Vieten et al., 2005). Ha monepeunom
cpese LeHTPAILHOTO [IMIMH/IPA KOPHS OTHOCHTEIb-
HOE PacIOJIOKEHUE TSDKEH KCHIIEMBI H (PIOIMBI
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(hopmHpyeT XapaKTepHBIH COCYIUCTBI PUCYHOK,
KOTOPBI B 3aBUCUMOCTH OT KOJIMYECTBA JIyden
KCHJIEMBI 00JIa1aeT au-, TPU-, TeTpa-, IEHTa- WA
MOJTMAPXHBIM THIIOM CUMMeTpHuH (puc. 1).

MexaHu3MbI POPMHUPOBAHUS CHMMETPHIA B pac-
TIOJIOKEHUU KCUJIEMBI U (IIO3MBI B TOPU30HTAIb-
HOM CJIO€ KOpHSI paCTEHHH MCCIIeIOBaHbI C1ado.
B psize teopernueckux pador (Mitchison et al.,
1980, 1981; Merks et al., 2007; Bayer et al., 2009)
MCCIIE/I0OBAaHBI MEXaHM3MBI CIICIINAITN3AINH TSHKEH
KJIETOK IpH (pOPMHUPOBAHUH MIPOBOISMICH TKaHU
pacTeHus, OJJHAKO MEXaHU3Mbl OTHOCHTEIHHOTO
MO3ULMOHUPOBAHUS TapallJeNbHBIX COCYI0B B
TKaHHU B HUX HE pacCMaTpPUBAJIHCh.

B 10 ke Bpems CyIIeCTBYIOT ITaHHBIE, KOTOPHIE
MO3BOJISIOT MPEAIIONIOKHTE, YTO HEPaBHOMEPHOE
pacrpesielieHle ayKCMHAa B MHUIHANIAX MPOTO-
KCUJIEMBl U TIPOTO(IIOIMBI MOXKET OBITh YaCThIO
MexaHu3Ma (OPMHUPOBAHHS XapaKTEPHOTO COCY-
JUCTOTO PUCYHKa Ha TMONEPEYHOM Cpe3e KOPHSL.
Tak, HEKOTOpBIC YKCIEPHUMEHTATIbHBIC JaHHBIC
yKa3bIBAIOT Ha TO, YTO COJICPKaHUE ayKCHHA TTOBbI-
IICHO B MHHIHAISX IIPOTOKCUIIEMBI, HO HE B IPYTHX
KJIETKaX IOTIEPEYHOT0 Cpe3a MepUCTEMaTHIeCKON
30HbBI KOpHs apabuoncuca (Bishopp et al., 2011a).
B pa6ote Ibafies ¢ coast. (2009) nmoka3zana poib

acuMMeTpHUIHOH Tokanu3aiuu 6enkoB PIN1, ocy-
IISCTBIISIONINX AKTUBHBIM TPAHCIIOPT ayKCHHA U3
KIIETKH, B (DOPMUPOBAHUHY ITOITUAPXHOU CTPYKTYPHI
mobera, a B pabore Muraro u ero komrer (2014)
MIPOIEMOHCTPUPOBAHA BOZMOXKHOCTB (hOopMUpOBa-
HUSI TUAPXHON CTPYKTYPhI LEHTPATBHOTO IIMITHH/I-
pa KOpHsI IO/ yIPaBJIEHUEM MUHUMAaJIbHOU T€HHOMN
CeTH, KOHTPOJIUPYEMON ayKCHHOM, TUTOKMHUHOM
n MmukpoPHK.

Panee nHamu Oblita pa3paboraHa MOJENTh ayKCHH-
perynmupyeMoit audGepeHITIPOBKH KIETOK COCY-
nuctoit cucreMbl KopHs (Novoselova et al., 2013),
KOTOpas SIBJISIETCS pa3BUTHEM HAIIIMX TEOpeTHYeC-
KHX MCCIECAOBAaHUH MEXaHW3MOB paclpeleseHHs
aykcuHa B KopHe pactenuil (JIuxommait u op.,
2007; Mironova et al., 2010; 2012). Iloxy4yeHHbIe
HaM¥ pe3yJIbTaThl TIO3BOJIMIIHN CBA3ATH Pa3IUIHbIC
KOCBEHHBIE JAHHBIE O PACTIPEICICHNUAX ayKCHHA B
e/IMHYI0 CHUCTeMY U OOBSICHUTh 3aKOHOMEPHOCTHU
€ro pacipesesieHus] B POTOCOCYAUCTBIX TKaHIX
KOPHsI, KOTOpbIe ompenesuiu 1uddepeHupoB-
Ky KJIETOK MEPUCTEMaTHYECKOW 30HBI KOPHS B
HaTpaBICHUN KCHUJIEMBI WIH (PIOSMBI BIOJb OCH
LEHTPAIBHOTO HMUIWHApa KopHA. EcTecTBeHHO
OBLIO MPEINONOKUTD, YTO APXUTEKTYpa CTPOCHUS
LEHTPAJIBHOIO LUIHH/PA KOPHS, C XapaKTEPHOM

Puc. 1. Pa3uple TUITBI CHMMETPHIA B PaCTIONOKESHUAX TPYTIIT EPBUYHOI KCUIIEMbI Ha MOTIEPEYHBIX CPe3ax KOPHS

Pa3IMYHBIX PACTEHUHN.

1 — nuapxHEbIiA, 2 — TPUAPXHBIH, 3 — TETPApXHBIH, 4 — IEHTAPXHBIA U 5 — IOTHAPXHBIH.
Dotorpadun B3sTHI € caiitoB http://botit.botany.wisc.edu/Resources/Botany/Root/Ranunculus/Mature/ u
http://www.bio.miami.edu/dana/226/226F09 9print.html u HaxoxsiTcss B cCBOOOTHOM JIOCTYTIC.
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JIoKanm3auei rrodMbl 1 KCHIIEMBbI Ha TIONIEPEYHOM
cpese, SIBISIeTCSl CIEICTBHEM TeX XKe MPOLIECCOB,
KOTOpBIE ONpenessitoT Au(GQepeHIUPOBKY ITHX
TKaHEeW BAOJIb OCH LEHTPaJbHOrO LMiIMHApa. U3
aHaJln3a MaTeMaTHYeCKUX MOJEJIEH TPaHCIOPTa
AyKCHHA B WHHUIMAIBHBIX KJIETKaX MPOTOGIOIMBI
u npotokcuiieMsl kopHs (Novoselova et al., 2013)
TaKKe CIe0BAJIO, YTO B MHUIIMATIH TPOTOKCHIIEMBI
nocrymnaet OOJIbIINH MOTOK ayKCHHA U3 BhILIEpac-
MOJIOKEHHOW COCYINCTON TKaHHU, Y€M B KJIETKU
TIPOTO(IIOIMEL.

B nenom, 3T jpaHHBIC MO3BOJISIIN TPEIO-
JIO)KUTh, YTO BO3HUKHOBEHHE PA3IMYHBIX BHJOB
CUMMETPUN B CTPYKTYype KOPHS MOXKET OBITh
CJICZICTBUEM HEPAaBHOMEPHOIO paclpelesieHUs] B
TOPU30HTAJILHOM CJI0€ MHULHAJIBbHBIX COCYUCTBIX
KJIETOK KOPHsI ayKCHHA, IOCTYAOLIEr0 U3 BEpXHEeH
YacTU MPOPOCTKA U MPEJONPEACISIONIEr0 pa3Bu-
THE KJICTOK B HAIIPABJICHUH KCHIIEMBbI WIIH (DIIOOMBI.
[Ipruem Te KIETKH, B KOTOPHIX HAaKaIlJIUBACTCS
Oosblee KOJTMYECTBO ayKCHHA, MPEICTCPMHUHHU-
PYIOTCSI IO KCWJIEMHOMY IIyTH, a T€, B KOTOpbIC
HOCTYNAeT MEHbIlE ayKCHUHA, — IO (pI0IMHOMY.
Ho 3a cyer kakux MporeccoB 3TO JIOCTUTAETCS?
CymiecTByOIIHE SKCIIEPUMEHTAIbHBIE TaHHBIC HE
MO3BOJISIIOT OAHO3HAYHO OTBETUTH Ha 3TOT BOMPOC
M yKa3blBAIOT Ha BO3MOXKHOCTH CYILECTBOBAHUS
Pa3sHbIX MEXaHNW3MOB, yYacTBYIOLINX B (GOPMUPO-
BaHnu cummMmetpui (Ibafies et al., 2009; Bishopp et
al.,2011a, b; Muraro et al., 2011, 2014).

Hanpumep, y 1ByJOJIBHBIX PACTEHHU OIHOU
U3 BO3MOKHOCTEH (hOpMHpOBAHUS CUMMETpPUL
MOXKET OBITh CTPYKTYpHUPOBaHHE IIOTOKA ayKCHHA B
HPOPOCTKE, HA YPOBHE (POPMUPOBAHMS CEMSTONEH.
KocBenno 00 3TOM CBHACTETLCTBYET TOT (DaKT, UTO
KCUJIEMHBIE JIeMEHTHI B KopHe Juddepenupy-
I0TCsI, KaK PaBUIIO, B TNIOCKOCTH (POPMUPOBAHUS
cemsioneii (Bauby et al., 2007) u HapymeHue ux
(dbopMupOBaHUs 1E€30praHU3yeT CTPYKTYpYy LICHT-
panbHOTO IMuMHpa KopHs (Help et al., 2011).

Ho Henp3s MCKIIOUNTH, YTO HEPABHOMEPHOE
pacrpe/ielieHie ayKCHHa MOXKET JIOCTHTaThCs 3a
CUET MEXaHU3Ma, KOTOPBI OpPMUpYyeTCsl BHYTPU
TUIOCKOTO CJIO0SI KJIETOK KOPHS 32 CUET HETMHEHHOTO
B3aMMOZCHUCTBHSI MPOLIECCOB BEPTUKAIBHOIO aK-
THUBHOT'O TPAHCIIOpTa ayKCHHA C MPOIECCaMH €ro
noniepedHon auddy3uu. st IpoBepKH dTON TH-
MOTE35I HAMH ObLIa pa3padoTaHa MaTeMaTHIeCcKas
MOJICTIb PaclpeielieHusl ayKCUHa B TIONEPEYHOM
OJHOKJIETOYHOM CJIO€ KJIETOK, PacIOI0KEHHOM B

LICHTPAJIBHOM LUINHAPE KOPHs HA YPOBHE MEpPU-
CTEMaTU4eCKOU 30HBI, I7JIe IPOUCXOAUT MpeaeTep-
MHHAIIMS KJIETOK COCYITUCTON CUCTEMBI.
Pe3ynbraTel aHanM3a MOKa3bIBAIOT, YTO HENH-
HEHHbIE MPOLECCHl TPAHCIIOPTa, MPOTEKAIOIINE
BHYTPH MOJIEITUPYEMOTO aHCaMOJIsI, 00€CTIeUnBaIOT
CYyILIECTBOBAHUE B HEM HEPABHOMEPHBIX pacIpese-
JICHWH KOHLEHTPAIU{ ayKCUHA, HECYIINX LEJIEBYIO
MOp(]OreHeTHUECKY0 HH(POPMALUIO, HAIpUMeED,
0 TMapXHOI CTPYKType IIHHAPa KopHs. OqHaKO
1esIeBble MOP(OTeHETHYECKHE TIOJIS BCETIa COCy-
HIECTBYIOT C PAaBHOMEPHBIMH PACIIPEICICHUSIMH,
B KOTOPBIX MOp(oreHeTnyeckas HHGpopMarus oT-
cyTcTByeT. CrenaH BBIBOI, YTO 15l YOPMHUPOBAHUS
HE00X0MMOT0 MOP(OreHETHYECKOTO OIS B IIOC-
KOM TMONEPEYHOM aHCaMOJIe KJIETOK HEOOXOANMO
HCITIOJIB30BaTh BHEMTHUE (PakTophl. OTHIM U3 HUX
MOXET CTaTh HEPAaBHOMEPHOCTH MIOTOKA ayKCHHa,
KoTOpast GopMupyeTcs B moOere 1 3aTeM MOCTyIaeT
B TUIOCKHMI aHCaMOJIb MTOTIEPEYHOr0 Cpe3a KOpHSI.

MOJIEJTh

Mozens onuchIBaeT MPOLECCH MOCTYIUIEHUS
ayKCHHA U3 TI00era B IJIOCKHIA CIIOH KIIETOK, UMH-
TUPYIOIIMI OJJHOKJIETOYHBIN CJIOH, JIekallUuil B
MIOTIEPEYHOM Cpe3e KOPHSI, U TepepacipeaesieHue
ayKCHHa B 3TOM CJIO€ 3a CYET MPOTEKaHUs B KJIETKaxX
nporneccoB auddy3un, aKTHBHOTO TPAHCIOPTa H
nerpagauny/auccunanuy. CauTaeM, 4yTo KICTKH
SIBIISIIOTCSL HECTICIUAIM3UPOBAHHBIMH, T. €. B HUX
MTPOTEKAIOT OTMHAKOBBIE MTporiecchl. Kaxkayto kier-
Ky B TIONIEPEYHOM Cpe3e B IEPBOM MPHOIMKEHUH
paccmarpuBaeM B Bujie MHOrorpanHuka. Kaxmas
OoKoBast rpaHb (Y4acTOK I'PaHM) KJIETKH JTHOO0 KOH-
TaKTUpPYyeT ¢ OOKOBOH IpaHbIO (y4acTKOM I'PaHN)
IPyTOH KJIETKH, JIN0O SBISAETCS BHEIIHEH IpaHu-
neit. Takxe pasznyaeM BEPXHIOI IpaHb CTEHKU
KJIETKH, OOpaImeHHy0 K Mo0ery, ¥ HHXHIOIO,
0OpalleHHYI0 K KOHYHKY KOpHsl. J{Jst paHHei cra-
JUH PA3BUTHSI PACTEHHS CUUTAEM, YTO B KJIETKaxX
CJIOSl HET CHHTe3a ayKCcHHa de novo, T.€. B KaKAYI0
KJIETKY CJIOSl ayKCHH ITOCTYIIAeT TOIBKO U3 modera
yepes BEPXHIO I'paHb. B Kax10# KileTke ayKCUH
MOJKET O€3BO3BPATHO JCTPaMPOBATh/JUCCUTTUPO-
BaTh, TAK)KE ayKCHH MOXET YXOAUTh U3 Hee Yepes
OOKOBBIC BHYTPCHHHE TPaHHU B APYrue KIETKH.
AyKCHH MOXET aKTUBHO TPaHCIOPTHPOBATHCS
W3 KJIETKU Yepe3 HUIKHIOIO TPaHb B HIDKHUE CIIOH
KOpH4. B mornepedyHoM HampaBlieHUM aKTUBHBIN
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TPAaHCIOPT HE paccMmarpuBaeM. Mojenb UMeeT
CIEAYIOUIUI BUIL:

%: a, +kptzn: o, (x, —x,.)—(ka,P(x,)+kd)xi,
=
i

o, = LieN (1)
' 0,j¢N,

[lepemennbie cucteMbl (1) UMEIOT ClIEAYIOLIHHA
CMBICII: 1 — o0IIee KOJMYECTBO KJIETOK B CJIOE,
X,— KOHLIEHTPAIKs ayKCHHA B i-H KJIETKE, N, — MHO-
JKECTBO HOMEPOB KIJIETOK, OOMEHMBAIOIINXCS C
i~ KJIETKOH B pe3yibrare naccuBHou nuddysum,
P(x) — gyHKIIUS, OMUCHIBAIOIIAS] CKOPOCTh aKTHB-
HOTO TpaHCIOpTa ayKCMHA U3 KJIETKU B HaIpaB-
JIeHUH KOH4YMKa KOpHs. CuuTtaem, 4yTo (QyHKIHS
ompeJieJieHa B HEOTPHIIATEIbHONW O0JIaCTH 3HA-
YEeHUM TIEpeMEHHOM, HeoTpullaTeIbHas, IaKasi,
OTpaHWYeHAa CBEpPXYy U JJOCTATOYHO MPOCTasi, B TOM
CMBICTIe, 4TO y cucTeMbl (1) nMeeTcss KOHEUHOE
YHCIIO CTAIl[IOHAPOB.

B Monenu 3amansbl ciieqyromie napameTphl:
0, — CKOPOCTb TIPUTOKA ayKCHUHA M3 nobera B i-10
KJIeTKy; Kk — KOHCTAaHTa CKOPOCTH IACCHBHOTO
TPaHCIOpTa AyKCUHA; k  — KOHCTaHTa CKOPOCTH
aKTUBHOTO TPAHCTIOPTa ayKCUHA; k, — KOHCTaHTa
CKOPOCTH JIerpafaliuy/ Juccunanuy aykcuna. Kon-
LEHTpaluu ¥ BpeMs B Mozenu (1) u3mepsiorcst B
YCIIOBHBIX €IMHHIIAX.

Hcnoab3yemble B paboTe TEPMUHBI

TpaHCTIOPTHBII KOHTAKT (KOHTAKT ) MEXKIY KIIET-
KaM# — Hatnaue TuQQPy3uu MEKITy KICTKaMH.

PaBHOMeEpHBIIT MOTOK ayKCHMHA U3 mobera B
KOpEHb — B KaXKJIYIO0 KJIETKY IOIEPEYHOro cpesa
KOpHS U3 1o0era MoToK MOCTYNaeT ¢ OAHOM U TOH
K€ CKOPOCTHIO:

(,=0,i=1,...,n). 2)

PaBHOMEpHBIN cTanoHAp — KOHIEHTPALUH
ayKCHHA B KJIETKAaX PaBHBI:

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

PE3VYJIBTATBI

HccaenoBanue craumonapos moaesu (1)
MpH HEPABHOMEPHOM MOTOKe ayKCHHA
u3 nodera B KOpeHb

Pa3nen nocesiieH ueclie[OBaHNIO CTAllMOHAPOB
mopend (1) 1 MexaHu3MOB UX (hOPMUPOBAHHUS, TAK
Kak Mbl [10JIaraeM, 4YTO HEpaBHOMEPHBIE CTaLUO-
Hapbl MOTYT BBICTYNATh B KayecTBE MOpQoreHe-
THYECKOTO IOJIsI, IO/ YIIPaBICHUEM KOTOPOTo Ha
pPaHHUX dTanax pa3BUTHS PACTECHHS MPOUCXOIUT
CTeLHAIN3AHs KJIETOK HMIHHAPA KOPHSL.

CHauana OTMETUM, YTO MOTOK ayKCHHA U3 T10-
Oera MOXKET BBICTYTIATh B KauecTBe dPPEKTUBHOTO
(bakTopa hopMHPOBAHUSA B TIOTIEPEIHOM CJIOE KJIe-
TOK MOP(OTCHETHYECKOTO OISl pacipeeseHHs
KOHIEHTPALUH ayKCHHA.

JeiicTBuTenbHO, mycTh B cucteme (1) HeoOxo-
JIMMO 00ECTIEYMTD CYIIECTBOBAHME CTALMOHAPA (X,
..., X ). TloncraBum 3Ha4€eHUs BHYTPUKIETOUHBIX
KOHLIEHTPAIMH ayKCHHA X, B TIPABYIO 9aCTh CUCTE-
™Mbl (1) 1 mpupaBHsieM ee K Hymo. Torna nckoMble
3HAUEHHs MHTEHCHBHOCTEH MOTOKOB M3 Modera B
WHIWBUAYaJIbHbIE KIETKH, KOTOpbIE 00ecreunBa-
0T CyIIECTBOBAaHHE JAHHOTO CTallMOHAPA, PaBHBI
a =(k, P (x)+k)x,i=1,.., n bonee toro,
BCeTJIa MOYKHO 00ECTICUUTh YCTOHUMBOCTD JAHHOTO
crauuoHapa. J{Jst 5TOro 10CTaTouHO B3sITh QYHK-
LU0 P, yIOBJIETBOPSIONIYIO HEPABESHCTBY:

max P(x,.)+P'(x,)xi] > Ky :
i=l,..,n kat
Takum 00pa3oM, y pacTeHUsI CyIIECTBYET MPOC-
TOW MEXaHU3M pealli3alliil B MMOMEPEYHOM cpe3e
cTalnpoHapa nejeBol KoHpurypanuu. OcHOBaH
OH Ha BHEIIIHEM IepPBOHAYAILHOM (POPMUPOBAHUI
MopdoreHeTnueckoil nHpopMauu B modere U B
MOCJIEYIOIIEM €€ MEPeHOCe B KOPEHb. DTOT IyTh
HE TIPOTHBOPEYNUT OMOJIOTMYECKON CYTH H3y4aeMOro
nporiecca: pacTeHne B OTpe/IeTICHHBI MOMEHT pa3-
BUTHSI BIIOJIHE CIIOCOOHO MEPEHTH OT PABHOMEPHOTO
MOTOKa ayKCHHa M3 mo0era B KOPEHb K HEPaBHO-
MepHoMy. [loaTomy ciemyeT nmpu3HaTh, 4TO HEpaB-
HOMEpPHOCTB MOTOKA ayKCHHA U3 molera B KOPEHb
SBIISIETCS €CTECTBCHHBIM (DaKTOPOM peaTH3aIliH
KOHKPETHOTO TIeJIEBOTO PACTIPECICHHS KOHIICHT-
pauuii ayKCHHA B KJIETKaX MOMEPEYHOTO CIIOS.
B03MOXXHOCTB €ro peanu3aluu B pa3BUTHH
pacTeHH MOAKpemieHa SKCIIEPUMEHTAIbHBIMH
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JAHHBIMH, COTIIACHO KOTOPBIM AuddepeHpoBKa
MPOBOJSILIUX TKaHEH B 3apOJIBILIEC HAYMHACTCS yKE
nocie GopMHpPOBaHHS CEMSI0JICH — OCHOBHOTO
uctounrka aykcuaa (Capron ef al., 2009).

Tem He MeHee, HE ocmapuBas OYEBHIHBIX
NPEUMYIIECTB TAKOTO MeXaHu3Ma (hOPMUPOBAHHMS
MOP(OTeHETHYECKUX MOJICH, HENb3sl NCKIIOYUTh
BO3MOKHOCTh CYILIECTBOBAHHSI BHYTPEHHUX MeXa-
HHM3MOB, KOTOpPBIEC MO3BOJISIIOT pelarh npooiemy
GopMHpOBaHUS HEOOXOTUMBIX pacHpeesIeHui
BHYTPHUKJIETOYHBIX KOHLIEHTPAINH ayKCHUHA, HE TIPH-
Oerasi K BHEIIIHM UCTOYHHKAM, T. €. TIPH PABHOMEP-
HOM TIOTOKE ayKCHMHa U3 obera B KOpeHb, KOTOPBIN
He HeceT B ce0e O3UIMOHHOM nHpopMarmu.

HccaenoBanue cramonapos moaenu (1)
NpPY PAaBHOMEPHOM NMOTOKe ayKCHHA
U3 nodera B KOpeHb

®opmanbHO MpolieMa MoncKa CTalMOHAPOB
cucteMsl (1) cBoAMTCSA K OINpEesIeHUI0 HEOTPH-
[ATEeIBHBIX PEIIeHUI CUCTEMBI alredpandecKkux
ypaBHEHHUM, KOTOpas MojydaeTcss MyTeM MpH-
paBHUBAaHUS TIPABOM YacTH CUCTEMHI (1) K HyITIO.
Cpa3zy oTMETHM OYEeBHJIHOE HAOIIONCHHE, YTO
€CJIM MOTOK ayKCHMHA M3 rmolera B KOPeHb pPaBHO-
MEpHBIH, To cucteMa (1) UMeeT Kak MUHHUMYM
OJIUH PaBHOMEPHBI cTanuoHap. B 1o ke Bpems
JIETKO MOCTPOUTH NpumMep cucremsl (1), B KoTo-
POH Hapsay C pABHOMEPHBIM CTaLlMOHAPOM OyIyT
CYILIECTBOBATh U HEPABHOMEPHBIE. B 3TOM MOXKHO
ybenauthbes yxe it n = 2. Monens (1) mpuanMaeT
CIEAYIOUINI BUL:

d

i:a—kp, [xl —xz]_(katp(xl)_'_kd)xl’

jt 4)
X,

leza—kpt [xz —xl]—(ka,P(x2)+kd)x2.

3amaaum 3Hauenns 0 < ;< F , < 1 m BBIUHC-
JINM

O<W_katE+kd<w _katF'2+kd
1= 2 = .
pt kpt
Haiinewm peiienurie cucteMbl
-1-w 1 X, -A
1 -1-w, J{ x, -A

a ARC+w
NI IS
kp, Ww, +w, + W,
A2+w)
X, =—mm—,
wW, + W, + W,
1
P(x) = h/ b
[MocTpoum dyHKIwIO XuUiia . [ x j
+ [
1

TPOXOJIAILYIO YEPE3 TOUKH (X, F)), (x,, F).
J1J1s1 9TOTO penM ypaBHECHUS:

By
;},:P(xl)j i :i(xl)
x ) K, P(x,)
1+ =L
K,
Iy =
1 P = X, =1—P(x2)
x ) K, P(x,)
1+] =2
K/
(I_P(xl))P(xz)
:>h1: (1_P(x2))P(x1) K =

sy
In ﬁ | ——— 7
X,

UuciaeHHBI TpUMEP MHOKECTBEHHOCTH CTa-
LMOHAPOB /JIs1 AByMEPHOH CUCTEMBI (4) IpUBEICH
Ha puc. 2.

Ha ocHoBe nBymepHO# cuctemsl (4) JeTko
CTPOSITCSI CUCTEMBI O0JIee BEICOKOH pa3MEpHOCTH,
HUMEIOIME CTALlMOHAPBI, KOTOPhIE MOTYT BBICTY-
naTh B KaueCTBE MOP(OrEHETUIECKOTO MO IS
(hopMHPOBaHHS AUAPXHON CTPYKTYphl HUIMHIPA
KOPHSL.

B kadectBe mpumMepa npuBeneM MOAEIb, KO-
TOpasi OIMCBIBACT CJIOH, COCTOSAIIMN U3 YEThIPEX
KJICTOK, COEIMHEHHBIX MEXIY cOOOW TpaHCHOp-
THBIMHU CBSI3IMH IO CXEME: IepBasi U YeTBepTast
KJIETKM OOMEHHUBAIOTCSl ayKCMHOM B ITOTIEPEYHOM
HalpaBJE€HUU CO BTOPOH M TPEThEW KIETKOH,
BTOpasi ¥ TPEThsl KIETKU TaKKe OOMEHHMBAIOTCS
ayKCHMHOM. J[pyrux TpaHCHOPTHBIX KOHTaKTOB
KJIETKH HE UMEIOT.

Monens (1) a1 Takoi CHCTEMBI KIICTOK HMEET
CIeyoUInil BUA:
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KoHueHTpauusi aykcuHa

KoHueHTpaums aykcuHa

Puc. 2. MHO)XE€CTBEHHOCTH CTAIlIOHAPOB, PACCUUTAHHAS TI0 MozemH (4).

JIunus [ —u3MeHeHue napamMeTpa, 3aJar0ero KOHUCHTPaluo ayKCMHa B 1-i KJICTKEC, TUHUU 2u3- pacCHYUTaHHbIC KOHIICHTPpA-

1y aykcuHa B 1-i u 2-if knetke. [lepeceuenust KpUBBIX / U 2 COOTBETCTBYIOT cTalioHapam. Ha rpaduke ux moka3zaHo BOCEMb.

IlepBblii 1 IATHIN (CTIeBa HAITPABO) — PABHOMEPHBIE CTAIIMOHAPHI (B 9THX TOYKaX KPUBHIE /, 2, 3 IepeceKaroTcsi OMHOBPEMEHHO),

OCTaJIbHBIE — HepaBHOMepHBIe. JIeBATHIN CTAallMOHAp JISKUT B MHTepBaie (444,440, ... 444,445) n Ha Tpaduke HE IpeCTaB-

JICH B CUJTY YIAaJICHHOCTH. DTOT cranuoHap paBHomepHmﬁ. PacueTsr MPOBEACHLI CO CICAYOMUMHU 3HAYCHUAMUA ITapaMETPOB:

@=2,0,k,= 1,0, k,= 10,0,k =0,0045, h =9.225 K,= 1,122,

d_xt]:a—kpt [2x1 —X _x3]_(kalp(x1)+kd)xl’
%:a—km [3x2 XX _x4]—(ka(x2)+kd)x2,
%:a—kpr [3x3 XN T _x4]_(kaip(x3)+kd)x3’
%: a_kpr [2x4 X _x3]_(ka(x4)+kd)x4,

u B Hel ipu o.= 2,0, kp;: 0,5,k,=10,0,k,=0,0045,
h,=9,225,K,= 1,122 cymecTByeT CTaldoOHap iuap-
XHOM KOHQHIYpalKu: X, = X, < X, = X,.

Takum 00pa3om, TPy PAaBHOMEPHOM ITOTOKE ayK-
CHHa U3 obera B aHcaMOJIb KJIETOK HEJIMHEHHOCTh
AKTHBHOTI'O TPAHCIIOPTa 00ECIIEUNBACT CYIIECTBO-
BaHME B HUX HEPAaBHOMEPHBIX PACHPEACICHUI.

ITpuuem He cocTaBIseT Tpyna yKa3arh yCIOBUS,
IPHU KOTOPBIX KOHPUTYypauus HEpaBHOMEPHOIO
pacripeneseHus KOHLEHTPAlui ayKCUHA B KJICT-
Kax OyaeT HeCTH MO3ULMOHHYIO MH(OPMALUIO O
JUAapXHOM CTPYKType LUMIMHApPA KOpHsS. OmHaKo
10001 HepaBHOMEPHBIH CTALlMOHAP, B TOM YHCIIE
U 1I€JIEBOH, HUKOT/IA HE CYILECTBYET B KIIE€TOUHOM
aHcaMm0ie B eIMHCTBEHHOM 3K3eMIuripe. Beerna

B CHCTEME MPUCYTCTBYEeT KaK MUHUMYM JIOTOJI-
HUTEJIbHBIM paBHOMEPHBIM cTalmoOHap. DTOT
pe3ylnbTaT 03Ha4aeT, 4To il (POPMHPOBAHUS B
IpoIiecce Pa3BUTHsI pACTEHHS CTAIIMOHAPA HYKHOM
(ueneBoii) KOH(MUTYpaLUU B MONEPEUYHOM Cpe3e
KOpHS Ha ()OHE PaBHOMEPHOIO IMOTOKA ayKCHHA
n3 mobera, HEOOXOAUMO OOECIEYUTh YCIOBUS,
IIPH KOTOPBIX BCE OCTAIBHBIE CTAIIMOHAPHI OYIyT
HEYCTOWYHMBBIMHU, T. €. BOSHUKAET HEOOXOIUMOCTh
WCCIIEeIOBaTh PaBHOMEPHBIE CTAIlHOHAPHI CHUCTE-
Mbl (1) Ha ycToitunBOCTS. Perienue Borpoca 1aHo
B CIIEAYIOLLEM pa3zelie.

O paBHOMepHBIX cTanuoHapax moxenu (1)

CranuoHap Ha30BEM MUHUMAJbHBIM, €CIIM OH
COZIEPKUT MUHUMAJILHOE 3HAYEHHE KOMIIOHEHTA.
Bynem cuutark, 4To HenuHEHHAs (QYHKITHS aKTHB-
HOTO TPaHCIIOpPTa JOCTaTOYHO MPOCTa, B TOM CMBIC-
Jie, 4TO y cucTeMbl (1) nMeeTcs KOHEUHOE YMCIIO
CTallMOHAPOB, TOTAAa MUHUMAJIbHBINA CTalMOHAP
Bcerga cymectByeT. boiee Toro MUHUMAIBHBIN
cTauuoHap cucteMsl (1) sBiseTcss paBHOMEPHBIM
1 YCTOWYUBBIM.
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/Iokammwlbcmeo pasnomeprnocmu
MUHUMATIbHO20 cmayuonapa

IIyctp a, <. .Sa - MUHUMAJBHBIN CTallMOHAP
cucteMmsl (1). [IpuHATHINA MOPSAAOK BO3pacTaHus
3HaYEHHH IEPEMEHHBIX HE OTPaHUYHBAET OOIIHOCTH
paccyXIeHUs], TAaK KaK B CIIy4ae HeOOXOUMOCTH MBI
MOYEM IPOU3BECTH MIEPEHYMEPALIUIO TIEPEMEHHBIX
cuctemsl (1).

TIpenmnonoxum, 4TO TaHHBIA CTAlMOHAD SIBIISI-
ercst HepaBHOMEpHBIM. Torna
a+tk, Z a, —|N1|a1 —(ka(al)+kd)al =0=

JeM
= c)z—(lcatP(al)+kd)a1 <0-

Ecnu B HepaBeHCTBE BBINIOIHSAETCS PABEHCTBO,
TO UMEEM

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

Torna umeem o —(k, P(a,) + k) a,<0. Eciu
CHOBA BBIMIOJHSCTCS] PABEHCTBO, TO YBEIMYUBAEM
Homep 10 J = max (j € N,). OueBuIHO, YTO Hak-
JeTCsl TaKoW HoMep J, IJ1s1 KOTOPOTO YsKe BBITIOJIHSI-
€TCsI CTPOroe HepaBeHCTBO. B mpoTuBHOM ciydae
CTaIlMOHAP PaBHOMEPHBIN, YTO MPOTHBOPCUHT
npeanonaokeHuo. OTcroaa UMeeM, YTo €ClIi CTa-
LUOHAp HE SIBISETCS] PABHOMEPHBIM, TO IJISI BCEX
MUHUMAJIbHBIX 3HAYEHUH €T0 KOMITOHEHTOB, B TOM
YHCIIe U JUI IEPBON TEPEMEHHOM, UIMEEM CTPOroe
HEpPaBEHCTBO.

Takkaknpua, =0umeemoa — (k, P(a) +k)a, =
= a >0, TO B CHJIy HETIPEPBIBHOCTH (QPyHKIMH P Cy-
mectByer 0 < o < a, = a—(k, P(a) +k)a, = 0.
[Monyunim npoTuBOpEUHE.

DTUM MBI JIOKa3aJIH, YTO MUHUMAJTBHBIH CTaI-
oHap cucTeMbl (1) sBIsETCS pAaBHOMEPHBIM.

Zlomwameﬂbcmeo ycmoﬁtmeocmu
MUHUMATIbHO20 cmayuonapa

Bce KOMIIOHEHTBI PABHOMEPHOM TOUKH ITOKOS
BBIMKUCIIAIOTCS U3 ypaBHenus o = (k, P(a)+k)) a.

O0Go3naunm peruenune yepes a,. Tak kak Todka
noKost (a,...a,) MUHAMAJIbHASL, TO

Va, <a, >« >(ka(a[)+kd)a,M
Va, <a, <a, +£:>a<(ka(ar)+kd)ar-
(ka[P(ar)+kd)a,, —(ka[P(a,)+kd)a,

a, —a

”

>0=>

d((k,P(a)+k,)a]|

da

= >0

a=a

Ecnm BeIIOIHSCTCS CTPOroc¢ HEpPaBCHCTBO, TO
CTallMOHap ABJIACTCA yCTOﬁ‘lHBHM.

d[(kmp(a)+kd)a]‘

da

ITyctb =0

a=a,
B Gecxoneuno manou OKpPECTHOCTU MUHHUMAJIb-
HOTO CTalluOHapa MOXEM 3alnucaTb

dla) & dk[(katP(a)+kd)a]‘
di & kldd"

min

(a—ao)k,z‘zl,...,n,

rae k . paBHO MUHMMAJILHOMY 3Ha4Y€HHIO 4IE€HA
pasznoxkenus: GyHKUuM B psin Teinopa, KOTOPBIH
He paBeH Hy:i0. Tak Kak cieBa (pyHKIHUS ¢ CTPOTo
yOBIBaeT, TO

d' [ (k,P(a)+k, )al|
k. \da"™

(-1)=" <o0.

a=ay

B pesynbrare noimy4yaeM, 4To HE3aBUCUMO OT YeT-
HOCTH k. MUHMMAJIbHOE CTAIIMOHAPHOE PELICHUE
yYCTOHUHUBO.

Taxkum 00pa3om, MBI JOKa3alu, 4TO Y CHUCTe-
™Mbl (1) Becerga cymecTByeT paBHOMEpHBIN yc-
TOWYMBBI MUHUMAJIbHBIN cTarmoHap. [loatomy
JIaKe €CJIM B HEH K€ CYIIECTBYET yCTOMYMBBIN
HEPaBHOMEPHBINA CTAIlMOHAP, TO OH HE SBJISETCS
€/IMHCTBEHHBIM YCTOWYHBBIM CTAIIMOHAPOM.

bonee Toro, 10CcTaTOYHO OYEBHUJHO, YTO HPH-
MEpHO paBHbIE HadaJIbHbIE BHYTPHUKIECTOUHBIC
KOHILIEHTPALlMU ayKCHUHA, CKopee, OyyT Jiexkarh B
OacceifHe IPUTHKEHUS] pABHOMEPHOTO CTallMOHA-
pa, 4eM B OacceifHe NpUTsHKEHUs] HEPaBHOMEPHOTO
CTalMOHapa, MOATOMY MPU PABHOMEPHOM IOTOKE
ayKCHWHa 13 1mo0era B KOpeHb B Ka4eCTBE HTOTOBOTO
pacnpenenenus, BeposTHee Bcero, oyner popmu-
pOBAaThCS NMEHHO PAaBHOMEPHBIN CTaIoHap, a He
TIpyTHe.

Orcrona BeITEKaeT, 4To cucrema (1) He mMe-
€T BHYTPEHHUX MEXaHHU3MOB O0TOOpa IeJIeBOro
HEPaBHOMEPHOI0 CTallMOHApa U3 UMEIOIIHNXCS
CTaIliOHAPOB M 3Ta MpoOJieMa MOXKET pPerarbes
Ha MOCTOSSHHOW OCHOBE TOJIBKO 32 CUET MCII0JB30-
BaHUs BHEIIHUX (DAKTOPOB.
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OBCYXJIEHUE

Wcxons u3 cobcTBeHHBIX nccienoBanuii (No-
voselova et al., 2013) u psima SKCIEpUMEHTaTBLHBIX
nmauueix (Bauby et al., 2007; Bishop et al., 2011a;
Help et al., 2011), MbI BbICKa3aJI1 MIPEIOIOKEHNE,
YTO XapaKTEPHOE PACIIONIOKEHNE TSKEH COCYIHC-
TBHIX TKaHEH ()I03MBI U KCHUJIEMBI Ha TIONIEPEYHOM
cpe3e KOpHsI oIpe/iessieTcss Mop(oreHeTHIeCKIM
MoJIeM, B Ka9eCTBE KOTOPOTO BBICTYITAET HEPaB-
HOMEpHOE paclpeielieHne ayKCHHa B KIeTKax
noriepevHoro ciost kopus. Hanbonee nmpocro ero
(dhopmupoBaTh Yepe3 HEpaBHOMEpPHOE MOCTYII-
JICHHE ayKCUHA M3 MPOPOCTKA B PAHHHI KOPEHb.
OpHaKo Tak)Ke HEelb3s1 HCKIIIOYHUTh, 4TO Mopdore-
HETHYECKOE IT0JIe MOXKET (DOPMUPOBATHCA 32 CUET
BHYTPEHHHX CBSI3€H U MPOIIECCOB, MPOTEKAIONINX
B KJIETKaX cJios. J{J1si MpOBEpKH COCTOSITENBHOCTH
9TOH TUNOTE3bl OblIa pazpaboTaHa MaTeMaTH-
4yecKasi MOJIeNb, ONMKCHIBAIONIAS [TOTOK ayKCHHA,
CHHTE3UPOBAHHOTO B 1MOOETe, B TOPU30HTAIBHBIH
cioii HenuPepeHITMPOBAHHBIX KJICTOK MEPH-
CTEMAaTUYEeCKON 30HBI KOPHS M €ro TPAaHCIIOPT B
HIDKEIIeKaIIie CIION KOpPHSI.

AHanmmM3 MoJIeu TIoKa3all, YTo 1aKe TIPH paBHO-
MEPHOM IIOTOKE ayKCHHA U3 1T00era B KOPEHb MOXK-
HO TaK Mmo7i00park ()yHKIIHMIO aKTHBHOTO TPAHCIIOP-
Ta 1 mapameTpbl Mozienu (1), uTo B cucreme OyneT
MPHUCYTCTBOBATh HEPABHOMEPHOE CTAI[MOHAPHOE
pacrpeneneHue KOHIEHTpauui aykcuHa. TeMm He
MEHEe OCHOBHOW BBIBOJI paOOTBI COCTOHT B TOM,
YTO JaKE€ ECIIH B KJIETOUHOM aHCaMOJIe CyILIECTBYET
I[EJIEBOI HEpaBHOMEPHBIN CTAIMOHAP, TO MTPOOIIe-
Ma ero (PHKCaIiK He MOXET OBITh pelieHa 3a CUeT
BHYTPEHHMX MEXaHM3MOB, TaK KaK B CHCTEME BCET-
Jla TOITOIHUTEIBHO IIPUCYTCTBYET PAaBHOMEPHOE
YCTOWYMBOE MUHUMAJIbHOE pacipeesieHue.

DTOT pe3yabTar MPUBOAKUT K BBIBOIY, YTO Ha
OTIpEJICICHHOM 3Tare Pa3BHUTHUS B KJIETOYHOM
aHcaMOJIe TOJDKHEI OBITh MO0 MOAM(DHUITUPOBAHEI
CYIIECTBYIOIINE MEXIy KIIETKaMH CBSI3U, JTUOO
JOJIDKHBI MHUIUHUPOBATBCA HOBBIC IMPOLECCHI,
KOTOPLIC MOT'YT BBICTYIIUTH B Ka4€CTBC JOIOJIHU-
TeNbHOTO MOp(oreHeTndyeckoro pakropa. Takumu
(hakTOpaMu MOTYT BBICTYIIaTh aKTUBHBIA TpaHC-
MOPT ayKCHWHA B TIOTIEPEYHBIX HAITPABICHUSX, ACHM-
METPUYHBIA CHHTE3 ayKCHHa de novo B KIIETKaxX
CJI0sI, HEpAaBHOMEPHEBIH MOTOK ayKCHHA U3 mmobera
u T. 1. Hanmpumep, B pabote Muraro ¢ coasr. (2014)
MOKa3aHa BO3MOXKHOCTb BIIHMSIHHSI paclpe/IeICHUS

PIN-TpancnopTepoB B LIEHTPAJIbHOM LUIUH]IPE
KOPHSI Ha CTa0MIIBHOCTh pacrpeiesieHusl ayKCUHa
1o TuapxHoMy Thiy. OZHAKO HUYEro He U3BECTHO
0 MexaHM3Max (HOPMUPOBAHUS ITUX MOTOKOB B
HY’>)KHO! KOH(PHUTYPAITHH.

ACHMMETPUYHOCTh CHHTE3a ayKCHHA B KIIETKaX
TOPU30HTAIILHOTO CIIOSI MOKET OBITh CBsI3aHa C
BO3HMKHOBEHHEM Ha ONPEACICHHOM JTare B 1aH-
HOM CJIO€ MEPUCTEMAaTHUECKUX KIIETOK, B KOTOPBIX
MIPOMCXOJUT OCHOBHOM CHHTE3 ayKCHHA de novo
(Ljung et al., 2005). Omaako, 9To0BI cHOPMHUPO-
BaTh MEPUCTEMATHYECKHE KICTKH, HEOOXOIUMO
YK€ MMETh T'PaJUueHT KOHICHTPAIMH ayKCHHA.
B pesynbrare moiydaem NpOTHBOpEUHE: YTOOBI
(bopMHpOBaTh IpaAUCHT KOHLEHTPALMU ayKCHHA,
TpelyeTcs: HalTMuue 3TOro rpajineHTa.

[ToaTomy HanbosIEe BEpOSTHBIM (haKTOpoM ¢hop-
MUPOBaHUsT MOP(HOTCHETHYECKOTO TOJSI B TIOMe-
PEYHOM CII0€ KJIETOK KOPHSI, IO HallleMy MHEHHUIO,
SBIISIIOTCS. HE CTPYKTYPHBIE OTHOLICHHS MEXIY
KJIETKaMH CJIOSI M HE TIPOLIECCHI, MPOTEKAIOIINE B
HUX, a TOAXOsIIast KOHPUTIypaLusi HepaBHOMEP-
HOTO TTOTOKAa ayKCHHA M3 IMo0era B KOPeHBb. JTO
MIPEATIONIOKEHUE TTOICPIKAHO PSIOM HCCIIEA0Ba-
HU, CBHJIETENLCTBYIOIINX O TOM, YTO aCHMMETPHS
LEHTPATBHOTO LMIMHIAPA KOPHS 3aKIaJbIBacTCs
ele B 3apofbllie PacTeHus, mocie Havyana ¢op-
mupoBanus cemsnoieir (Capron et al., 2009).
Kcunemnsle 31eMeHTH B KOpHE apalujorncuca
mddepeHpyoTes, KaK MpaBuiio, B TUIOCKOCTH
(dbopmuporanus cemsionert (Bauby et al., 2007),
npeaonpenesis AUApXHYIO CTPYKTYPY LEHTPalb-
HOTO LMJIMHAPA KOPHS Ha IMOTIEPEYHOM CpPe3e.

Tor ¢axT, yTo y MyTaHTOB apabuaomncuca co
CIIUTBIMHU CEMSIIOJSIMH CTPOEHHUE LIEHTPAIbHOIO
HWIMHApA KopHA ne3opranusosano (Help et al.,
2011), npearnonaraet HAJIMYKUE CBA3U MEXTY MPO-
neccaMu popMHUpoBaHus cemsoneii u quddepen-
LUPOBKOH KJIETOK COCYAMCTBIX TKaHEH, KOTopas
peanusyercs depe3 aykcuH kak mMopgoreH (Ben-
kova et al., 2009). B xopHE B3pOCIOTO pacTeHUS
CUMMETPHS MOJIJEPKUBACTCS HUCXOAAIUM T10
(105Me MOTOKOM ayKCHHA, OHAKO «PaBUIIbHASHY
CTPYKTYypa NPOBOISIINX MYYKOB hopMupyeTcs de
novo BO BCEX OOKOBBIX M NMPHUIATOYHBIX KOPHSX.
SBnsiercst In BXOAALIMN NOTOK ayKCHHA B pPa3BHBa-
IOLIMEeCs] KOPHU TAKXK€ aCUMMETPUYHBIM — BOIIPOC
JUISL TAJTbHEHIIEero SKCIepPUMEHTAILHOTO U Teope-
THYECKOTO MCCIICIOBAHUSI.
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dopMupoBaHUEe pacrpe/IesicHui aykcruHa Oosee
CIIOJKHBIX, YeM HUAPXHOE, MPEACTABISIET OTIe-
JbHBIN nHTEpeC. OIHAKO, B LIETIOM, CYILIECTBYIOLINX
AKCIIEPUMEHTANIBHBIX JAHHBIX HEJOCTATOUHO IS
BBIJIBM)KCHHSI KOHKPETHBIX TUIIOTE3 O MEXaHU3MAaX
(hopMHPOBAHUSI CJIOKHBIX CHMMETPHUH B CTPYKTYPE
MOTIEPEYHOT0 Cpe3a KOPHS Pa3IUUHbBIX PACTCHUH.
MOXHO TOJBKO TOJararh, 4To B (popMUpOBaHUU
CJIOHBIX HEPAaBHOMEPHBIX pacIpeiciieHUN ayk-
CHHA MOTYT UIPaTh pOJib U JIPYyrue rOPMOHBI, B
YAaCTHOCTH LIMTOKUHUH. Ero mpeumMyniecTBeHHbIN
TPAHCIIOPT U3 MoOera B KOPEHB MO COCYAUCTHIM
nydkaM (GJI03Mbl U MHIAYLIUPYIOIIEE BIUSHUEC HA
akTUBHOCTH HekoTopbix PIN-GenkoB (Bishopp et
al., 2011a, b; Muraro et al., 2011, 2014) moryT
co371aBaTh JOIOJHUTEIbHBIC YCIOBUS AJIs Mepe-
pacnpeeneHus ayKkCuHa B TOPU30HTAIBHOM CJIOE
KJIETOK IEHTPATLHOTO IHUJIWHIAPA U HAKOTUICHHS
ayKCHMHA B KJIETKaX, MPEIONpPEaAeIsisi UX pa3BU-
THE B HAMNPAaBICHUU KCUJIEMbI. DTO HAIpaBJICHUE
Mpe/ronaraeT pa3BuTie 0oJee CIIOKHBIX MOJIETICH
TOPMOH-3aBUCUMOTO MEXaHu3Ma (OPMHUPOBAHUS
COCYAHCTOTO Iy4Ka KOpHS U OyleT mpeaMeToM
JNaJIbHEUIITNX UCCIEIOBAHNM.
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AUXIN DISTRIBUTION IN A TRANSVERSE ROOT SECTION
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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.



