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Pazpaborana crctema, KOTOpasi HO3BOJISIET MOAETHPOBATH CHMILIACTHBIN POCT TKAHW JIMHEHHOTO JINCTA U B
BBIUHCIIUTEIBHBIX IKCTIEPIMEHTAX T€HEPUPOBATh MATTEPHBI KJICTOYHON CTPYKTYPHI TKAHH. J{JIs 3TOTO MBI
Moauduirposau Gpopmanusm quddepenipanbHbix L-cructeM 1 B 9ToM (hopMaii3Me Orucaliy JHHAMUYec-
KyIO MOJIENIb CHUMITJIACTHOTO POCTa C Y4eTOM OMOMEXaHUKH. B kauecTBe mpumMepa MpUBEICHBI Pe3YIbTaThI
BBIUHCIUTENIFHOTO SKCIIEPUMEHTA [T KIETOK, KOTOPBIE POCIH CHMILIACTHO B MPSMOYTOJIBHOM JIUCTE, U
KJIETOK, KOTOpPBIE pOciH cBoOOmHO. Pacmpenenenus pasMepoB KIETOK MPU CBOOOJHOM M CHMILIACTHOM

POCTE 3HAYMMO PA3TUYAIOTCSL.

KaroueBble c10Ba: IMHEHHBIN JIMCT, CHMILIACTHBIN POCT, AMHAMHWYCCKUEC CUCTEMBI C ,HHHaMH‘-IeCKOﬁ CTPYK-

Typoﬁ, MareMaTudcCKass MoacJb, L-cucremsl.

BBEJAEHHUE

DnujiepMalibHbIC CIIOU KIETOK PACTCHUM, KaK U
STIMTENNH KUBOTHBIX, SBIISIOTCS YI0OHON MOZIEITh-
HOW CHCTEMOH I U3Y4YEeHHUS MPOLEeCcCOB HOpMHU-
poBaHMS KICTOYHBIX TaTTepHOB (Ryu ef al., 2013).
KieTku B Takux CIIOsSX JACTATCA NEPICHAUKYIISIPHO
IMMOBEPXHOCTHU CJIOA, MOITOMY MBI MOKEM JICTKO
HaOJII01aTh MTPOCTPAHCTBEHHOE PACIIOI0KEHHE
KJIETOK B TKaHU JIPYT OTHOCHTEIBHO Jpyra, uX
pa3Mepel, a Tak¥Ke MPOoIiecChl (HOPMHUPOBAHHUS TAKHX
CTPYKTYp B pa3BuTUU. {15 pacTUTEIbHON TKaHU
XapakTepeH cuMILIacTHhIN pocT (Priestley, 1930),
IIpU KOTOPOM KJICTKH HE CABUI'aOTCA APYTI OTHO-
CUTEIILHO IPYTa, OATOMY JICIICHUE KIIETOK — SANH-
CTBEHHOE, UTO BJIHSIET Ha TOTIOJIOTHIO TKaHH.

J71st u3yueHus IpoLeCccOB pOCTa PACTUTENBHOM
TKaHU HCIONB3YIOT MOJAENH, B KOTOPHIX Mopgo-
JUHaMHKa 00BIYHO npeacTaBJICHA ABUXKXCHUEM
BEPLIMH MHOTOYTOJBHUKOB B MOTEHIHae 0000-
IICHHBIX CUJI, BKITFOYAIOIIMX MEXaHIMUESCKUE HaIps-

YKEHUSI TPaHUIl KJIETOK, UX 00bEMOB U JIpyTUX Ma-
pametpos (Honda et al., 2004; Hamant ef al., 2008;
Merks et al., 2011). B paboTax ¢ ucmoib30BaHUEM
TaKMX MOJelNieil, HalpuMep, yCTaHOBJICHO, YTO
MEXaHHYEeCKHEe HANPSDKCHNS B TKAHW BIMSIOT HA
notoku aykcnHoB (Hamant et al., 2008; Nakamura
et al., 2012). Taxxe B psijie UCCIIEIOBAaHUN MOKaA-
3aH0: TU((y3UOHHBIE TOTOKH MOP(OTEHOB MOTYT
TaK PerylIupoBaTh POCT U MPOIUPEPALIUIO KIETOK,
9TO ITPY OTIPE/IETIEHHOM COOTHOLICHUH TApaMeTPOB
HOIEPKUBAIOTCS MPOCTPAHCTBCHHBIC ITATTEPHBI
KOHIIEHTpaIi MOp(OTeHOB, HEOOXOAUMBIC IS
¢dynxunonnposanus Tkanu (Hukonaes u ap., 2010;
Chickarmane et al., 2012; Yadav et al., 2013).
OnHako MpH M3yYEHHH BOIPOCOB (OPMHUPO-
BaHUS MPOCTPAHCTBEHHBIX MATTEPHOB, Ha Halll
B3IVIAJ], B)KHO HCIIOIB30BAaTh MOJEIh MEXaHUKU
pocra ¢ sicHoi Onodu3nveckoll HHTepIpeTaInei.
XKenarenbHO Takke, YTOOBI T€OMETPHS pOCTa
TKaHW ¥ BO3HUKAIOIIUX MEXaHWYECKHUX HaIps-
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JKCHUH B HEll OblIa MPOCTOR. DTO TO3BOIUIIO ObI
M3y4aTh NIPUHLIUIHAIBHBIE CTOPOHBI ITPOIlecca, He
3aMacKupoBaHHbIe 3P (PeKTaMH, BO3HUKAIOIIUMHU
OT CIIO)KHON reoMmeTpuu. B naHHOW paboTe MBI
MOCTaBWJIN BOIIPOC O TOM, KaK OyayT U3MEHSThCS
pasMepsl KJIETOK B COCTaBe IIOCKOH OJHOMEPHO
pactyueil pacTUTENbHON TKaHU, €CIN Y KaXKJI0H
ee KJIETKH €CTh MEXaHU3M PEryISIHH POCTa C Me-
XaHUKOHM M3MEHEHUs 00beMa 3a CYET MOCTYIUICHHS
Bonbl (Ortega, 2010) 1 ¢ ynpyroruiacTH4ecKuM
MOBEJECHNEM MaTepHalla KICTOYHON cTeHKU. g
W3Y4EHHS STOTO BOIIPOCA MbI CO3/IaJIH CHCTEMY IS
MOJIEJIMPOBAaHUs TUIOCKOM OJHOMEPHO pacTyLieil
pacTuTenbHON TKaHH. Takas mpocTas TeoMeTpHs
XapaxkTepHa, HalpuMep, JIs SIIHAepMHCa JTHHEH-
Horo jucrta (Williams, 1974) u smaepmuca KopHS
(Dolan, 1996). [lns Toro 9T00OB MOIETHPOBATH
MPOIECCHl POCTa TKAHHW, COCTOSIICH M3 Pa3HBIX
TUIIOB JCJIAMINUXCA U HEACIIAIINXCS KIICTOK, B pC-
3yJbTaTe Yero U3MEHsETCsl KIETOYHas CTPYKTypa
TKaHH, 11€1€C000Pa3HO UCTIOIB30BaTh (POPMaIIN3M,
NpeAHA3HAYCHHBIN 17151 ONUCAHUS AMHAMUYECKUX
CHCTEM C AUHAMHUYECKOU CTpyKTypoi. OgHum
U3 Takux (Gopmann3MoB siBIsieTCS (HOpMaTU3M
L-cucrem (Lindenmayer, 1968) u ero BapranThl
(Prusinkiewicz, Lindenmayer, 1990). B nannoit
pabore Mbl MoauduIMpoBany GopMaIu3M Iud-
(hepernmanpabix L-cucrem (Prusinkiewicz et al.,
1993), a uMeHHO, YYUTHIBas CIENUPUKY pocTa
paccMarprBaeMbIX TKaHeH, pa3paboTaiy BapuaHT
CKJIGEHHBIX OZHOMEpHBIX MU depeHnanTbHbIX
L-cucrem. B atom dopmanuzme Mbl onucanu
JUHAMHUYECKYI0 MOJEIb CHUMILJIACTHOTO POCTa C
YYETOM MEXaHUKHU KJIETOK U PEaIn30BaIN MOAECIb
B nnakere Mathematica 9.

1. Mogeab CHMIJIACTHOTO POCTA KJIETOK
B COCTaBe IJIOCKOIH OJHOMEPHO pacTylle
pPacTUTEeNIbHON TKAHU

1.1. Knemounasa cmpykmypa mkanu

B kauectBe 00BEKTa IJ11 MOACTUPOBAHUS MBI
BBIOpaIM 3MUAEPMHC C TPOCTONH TeoMeTpuei
pocTa, a IMEHHO J3IHUIECPMUC JTUHEHHOTO JIMCTA.
JnuHa IIACTUHKYU JTUHEHWHOIO JINCTAa BO MHOTO
pa3 NpEBOCXOAUT €€ IIUPUHY, OTHOCUTEIBHO
OJMHAKOBYIO Ha BCEM IPOTIKECHUH, TAKUE JTUCTHS
XapakTepHBI 71 371aKkoB. KieTodHas cTpykTypa
SMUIEPMHUCA JIHCTA 3JIAKOB IPECTaBIAET co00H

MOYTH MapajulebHbIE MPOJOIbHBIE PSABI KIETOK
B HalpaBJIeHUU OT OCHOBaHMsI 1O KOHYUKA JINCTA,
KOTOpbIe (POPMUPYIOTCS B IIPOLIECCE POCTA JIUCTA
13 MEPUCTEMATUYECKOTO CJIOSI KIJIETOK, PACIIONO-
JKeHHOTO B ocHoBaHuu nucrta (Williams, 1974).
B pesyssrare moBepXHOCTh JIMHEWHOTO JINCTA B MO-
JIeITH MOYKHO TPEJICTABUTh KaK KUPIUYHYIO KIIaJIKy
(puc. 1) U3 IpsAMOYTONBHBIX KJIETOK, YIOKEHHBIX B
MIPOZIOJIBHBIE PAAJIBI, B KOTOPBIX BCE KIETKH UMEIOT
OJIMHAKOBYIO LIMPUHY U Pa3HYyO JUIUHY BCJIEICTBUE
Pa3HBIX CKOPOCTEN pOCTa KJIETOK, IPU ITOM «MO-
JETBHBIIN JTHCTY TOXKE UMeeT (HOpMY MPSIMOYTOIIb-
HUKa. BBUy Takol IPOCTOM TOIOJIOTUH, HECMOTPSI
Ha TO YTO HAC MHTEPECYET MOBEPXHOCTH JINCTA, MBI
MOXKEM MOJEIMPOBATh TKAHb HE KaK JIByMEPHYIO,
a KaK HECKOJIbKO OJHOMEPHBIX I[EMOYEK, KOTOPbIE
CKJICEHBI MKy COOOH (CHMIUTACTHEIN POCT).

[TockonbKy amuaepMUC TMHEHHOTO JTUCTA AB-
JII€TCs IIIOCKOM CTPYKTYPOil, MBI pacCMaTpUBAJIN
€ro IByMEpHYIO MOJIelb, IpeHeOperas N3MEeHEH -
€M TOJILUHBI KJIETOK B Ipouecce pocTa. Knerku
B JMHJIEPMHUCE JIUCTa 00pa3yloT MapajieIbHbIe
MPOJOJIBHBIE PSJbL, U3 YEr0 MOXHO 3aKJIFOUUTh,
YTO B IMPHUHY KIJIETKH PACTYT COINIACOBAHHO M IPH
pocTe He BO3HUKAET JIOTIOJIHUTENIBHBIX CHIT MEXKTY
COCEIHNMHU KJIETKaMH B OTHOM TakoM psxy. [loato-
MY B Hallell MOJIeSIH Mbl IPEHEOPErIN U3MEHEHUEM
IIPUHBI KJIIETOK B MpoIiecce X pocra. Takum 00-
paszoM, MbI IIPENIIONIATAEM, YTO BCE KJIIETKH UMEIOT
(dbopMy napanenenumnesa ¢ OAMHAKOBBIMH TOJIIH-
HOMW Y LIMPUHON 7, MKM, U TUIOLLAIbI0 OCHOBAHUS
S., MKM?, ¥ PacTyT TOJILKO B JUIHHY /.
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Puc. 1. Pa3buenue Mojienu JUCTOBOHM TIACTMHKHU Ha
(parmMeHTh! (0003HAYCHBI HITPUXAMH).
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Hrak, paccMOTpPUM IPSIMOYTOJIBHBIH IIJIACT U3
IPSIMOYTOJIBHBIX KJIETOK, KOTOPBIE PACTYT TOJIBKO B
Hanpasienuu 0y. 3aHymepyeM NpOAOIbHbBIC PSIbI
KJIETOK B HanpasieHuu Ox uaaekcom n (n =1, ...,
N), a B Ka’K10M NIPOAOJILHOM PSAY B HAIIPABICHUU
Oy —uunexcomm (m=1, ..., M ). Jlnsa monenuposa-
HUSI CHMITJIACTHOTO POCTA KJIETOK B TKAHU KXKIYIO
KJIETKY pa300beM Ha (parMeHThI CIeTYOLIIIM 00-
pa3oM: IrpaHMLly KaKIOH KIIETKH, MapajulesIbHYIO
Ox, mpomoKUM Yepe3 BeCh KIETOUHBIN IUIACT, B
pesynbTare B Hampasinennn 0y et OyneT pa3out
Ha (parMeHThl, KOTOpbIE 3aHYMEpPYEM HHICKCOM
k(k =1, ..., K), a nnuny ¢pparmeHnTa 0003Ha4UM
uepes A,. Ha pucynke 1 nokasan npsMoyrosbHbIi
JIMCT, COCTOSALIMIA U3 TPEX KJICTOYHBIX MPOIOIIb-
HBIX PAJOB. 3aMETUM, YTO KJIETKH BKIIIOYAIOT B
ce0s pazHble (parMeHThI, TaK, HalIpUMep, TIepBast
KJIETKa B TIEPBOM MPOJOJIBHOM PSIIy COCTOHT U3
¢gparmenToB A, A,, me€pBas KIeTKa BO BTOPOM
IPOJIOILHOM Psijly COCTOMT U3 ()parMeHTOoB A, A,
A, IepBas KJIETKa B TPETHEM HPOJOILHOM DSy
COCTOMT TOJIbKO U3 (pparMenTa A,.

1.2. Moodenv mexanuku CUMRAACIMHO20 POCHA
KJIemOK 6 cocmaee mKanu

CyIecTBEHHOW YepTOil HamIel MOMIETH SIBIISI-
€TCsl HEOJIHOPOJIHBIM POCT KIJIETOYHOM CTEHKH B
MpeAeax OHON KIETKH, BOSHUKAIOUIUH B pE3YIlb-
Tare CKJIEUBAaHUsl KJIETOK, KOTOPBIE PACIIONOKEHBI
B Mapalule/ibHbIA psAfax U pacTyT € Pa3HbIMU
CKOpoCTsiMU. PeanbHasi CKOPOCTh POCTa B COCTaBe
TKaHU JUIMHBI -1 KIIETKU B 71-M MIPOJIOJIbHOM PALY
€CTh CyMMa CKOPOCTEM pocTa NPUHAJISKAILNX ei

(bparMeHToB:
dlym _ Z dAg
at  “AMc€lumge

C MexXaHW4eCKOW TOUYKH 3peHHs, (pparMeHT
A, IPENCTABISET COOOH CKIECHHBIE (PAarMEHTHI
KJICTOK, Ha KaXXJIbIM U3 KOTOPLIX ACUCTBYCT CBOsA
Cuia, ompeaciisieMas TypropHbIM JaBJICHHEM B
COOTBETCTBYIOIEH KieTke. ClenoBaTesbHO, Ha
BeCh (hparMeHT JecTByeT cyMmma dTHX cuil. Ecim
JUTSL YIPOIIIEHHS MOJIENH TTPETIONI0KUM, 9TO Tapa-
METPBI, ONPENIEIISIONINE MEXaHUUECKOE TIOBEICHNE,
OIMHAKOBBI 1JIA BCEX KJICTOK, TO CYMMApPHLIC 3HA-
YeHHsI CeUeHUH JUIsl BCero parMeHTa OyayT paBHBI
COOTBETCTBYIOIIIMM 3HAUEHUSIM JUIsl OTTHOW KIIETKH,
YMHO)KEHHBIM Ha KOJIMYECTBO KJIETOK. M3 3TOTO

CJIe/ly€eT, YTO U3MEHEHHE JJIMHbI O0ILEro Al BCeX
KJIETOK (pparMeHTa onpeaensercs GopmyInoi:

e _ Ay (dlnm) :
dt - NZn:l Lym dt f(Vnm. /1k € lnm):

e A, — k=it pparmMent, [ — nuMHA m-i KIETKU B

dlym

n-M Py, (lnm_dt) ;~ Y/IeTbHas CKOPOCTD H3MEHEHHs
JUTMHBI KIIETKW B JJAHHBI MOMEHT BPEMEHH, ECITH
OBl y Hee He OBIJI0O MEXaHWYECKUX CBSI3EH C cocel-
HUMH KIJIETKaMH. JTa CKOPOCTh OMPEIEINsIeTCS U3
MOJICTIH POCTa OTMHOYHBIX KIIETOK.

Mpl paccmarpuBaeM KIETKY B (hopme mapal-
JIeJIeTUIIe1a, PACTYLIET0 TOJAbKO B JuHy. s
OIHMCaHUsI MEXaHUKU U3MEHEHHS 00beMa KaXK 01
OTJENbHOMN KIIETKH Mbl HCIIONb30BaIN Mozeb Op-
teru (Ortega, 2010), B KOTOpO# pOCT KIETKH IMEET
JIBE COCTABJISIIONINX: OMOCHHTE3 CyXOH OMOMAacChl
W yBenrueHne 00beMa 3a CUeT MOCTYIICHHS BOJIbI
B KJICTKY. J{BIOKyIIel CHIIOH AJIsl TOTOKA BOJIBI SIB-
JISIETCS BOJIHBIN OTEHITHAI KJIETKH OTHOCHTEITHHO
OKpY’Kalollleld Cpelibl, KOTOPbIA paBEH pa3HOCTH
MEXTy BHYTPHKJIETOYHBIM OCMOTHYECKUM H Typ-
TOPHBIM OaBJICHUCM.

B xauecTBe enuHUIBI U3MEPEHUS CyXOil Ono-
Macchl KJIETKH B MOJIEIH MBI BBEJIH H300CMOTH-
YECKYIO JUIMHY KJIETKH (/,), pOCT KOTOPOH OnmucaH
(hyHKIIHEH OT BpeMEHH (aIpOKCUMAITHS 110 SKCIIe-
PUMEHTaILHON KPUBOM pocTa APOHOKEBOU KIIETKH
(Bryan et al., 2010)):

L;(t) = li(to)ev(t_tO)Z,

TJIC HOpPMUPOBOYHBIN KOAPPHUIIMEHT L ¥ TIOKA3aTeITh
CTETICHH MTOJ00PaHbI U3 YCIOBHSI, YTO N300CMOTH-
YyecKas IJTMHA KIETKU BbIpacTaeT oT 5 10 10 Mkm
MpUMepHO 3a 25 u.

CkopoCTh M3MECHEHUS PEJaKCUPOBAHHOU
JUTHHBI KIIETKH B HaIleH MOJIEIH ONpeeIseTcs
(hopmymoii:

dl, 0, ecnu i—”:E € < 30ap
dt

nl; €%, ecan i,—WE g > 3 6ap,

e 1 — Ko (HUIUEHT ¢ pa3MePHOCTHIO 00OPaTHOTO
BpeMerH, € = (/—1 )/l . CTpost Takyro QyHKIHIO, MBI
MPEIoIaraiy, YTo KJIeTKa MOXKET BBIJCISATh Ha
CTPOUTENLCTBO CBOEH CTEHKH YacTh MMEIOIINXCS
pecypcos (1)) B 3aBUCMMOCTH OT Je(pOopMaLMH 110~
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cinenneil (¢). TakuMm oOGpa3om, nmepeMeHHBIMHU
COCTOSIHHSI MOJICIHU SIBISIFOTCS peanbHas (/),
penakcupoBanHas (/) u nzoocmoruyeckas (/)
JUTMHBI KJIETKU. B 3THX MepeMeHHbIX ypaBHEHHE
JUTSE U3MCHEHHSI Pa3MepOB KIIETKU 3alHChIBAETCS
CIIEIYIONTUM 00pa3oM:

dl_ 2L SetrD (YU=D) _ Sy =l

ldt 1 ( IS T)’

re S — IJIOoaAb CEYEHUS KIETOYHOU CTEHKH,
S — IJI01Ia/ib CEYEHHs KIETKU MEPIEHIUKYIAPHO
ee JITMHe, 7 — IUPUHA KIETKH, L — Kod(hduImeHT
IPOBOAUMOCTH KJIETOYHBIX 0apbepoB Ul BOIBL,
E —wmonynps FOHra marepuasna KJI€TOYHON CTEHKH.
B nanmoii paboTe MbI OrpaHUYUBAEMCS THITIOTE30M,
YTO KJIETKA B TKAHU pacTeT aBTOHOMHO, T. €. €/IUH-
CTBEHHOE OIPaHNYEHUE — 3TO MEXaHHUECKUE B3au-
MOJICHCTBHS MEXKTY KIIETKaMH BCIIEACTBHE TOTO, YTO
OHH CKJICCHBI MKy CO00i. B Takom ciydae MbI
MOYKEM ITPEATIONIOAKHTD, UTO POCT H300CMOTHYECKON
Y PETaKCUPOBAHHOM JIIMH KIIETOK, KOLJ[d OHU PACTYT
B COCTaBE TKaHU, PEryJIUpPyeTcs KIETKOU TaK ke, Kak
IIPU pOCTE OTJEIBHON KIIETKH.

2. [IpeacraBiieHne MoIeJIH CHMILIACTHOTO
pocTa TKaHu B (hopMain3Me CKJIeeHHBIX
L-cucTeM U ee mporpaMMHasi peaju3anus

2.1. @opmanuszm L-cucmem

[Ipouecc pocra u nejaeHHUS KIETOK B OJHOM
IPONOJIBHOM PANY yJOOHO MOIEIHpPOBATH C
ucronp3oBanueM Qgopmanuzma L-cuctem (Hu-
koiaeB u jp., 2010). L-cuctemsr (Lindenmayer
systems) — TEOpEeTHUECKUE MOJICIH Pa3BUTHS Ha
OCHOBE (POpPMaJBHBIX S3BIKOB, MPEIJIOKCHHBIE
A. JIunnenmaiiepom (Lindenmayer, 1968) aist onu-
CaHUsI POCTa OJIHOMEPHBIX KIIETOYHBIX aHCAMOJIEH.
B dopmanm3me L-cructem opraHu3m mpencTaBieH
KaK yHopsiioueHHasi CTPYKTypa M3 JUCKPETHBIX
€/INHUI, Ha3bIBAEMBIX MOIYISIMH. Kaxkabrii Mo-
Oynb 0003HaUYeH cHMMBOJIOM (OykBOH andaBuTa
L-cucteMsbl), KOTOPBII XapaKTepu3yeT ero THIL.
DBOIOLHSI CUCTEMBI 3aKITF0YACTCsl B IUCKPETHOM
M3MEHEHUH €€ CTPYKTYPBI: JIN00 U3MEHSACTCS THIT
MOJICHCTEMBI, JTHOO BMECTO OJHON MOJCHCTEMBI
BO3HHMKAET HECKOJIBKO.

B ¢dopmanusme L-cuctem Takas 3BOTIOLHS
CHCTEMBI MOJIEIIUPYETCsI MIEPENUChIBAHUEM CTPO-
KA CHMBOJIOB 110 TIPaBHJIaM, ONPEIEICHHBIM B

L-cucreme. CambIM npocThIM KilaccoMm L-cuctem
SIBJISIFOTCSL L-CHCTEMBI, KOTOPBIE MPEICTABIISIOT
co00i1 yMOpsII0YEHHYI0 TPOUKY, COCTOSIIYIO U3
andaBuTa, HEMYCTOTO CJIOBA, HA3BIBAEMOTO aKCH-
OMOIA, 1 KOHEYHOTO MHOYKECTBA TIPABHII TIEPETIHCHI-
Banus (Prusinkiewicz, Lindenmayer, 1990). OtoT
dbopMannu3M pacuupsIOT mapaMeTpU30BaHHbBIC
L-cucremsl, paboTaroliye Ha mapaMeTpU30BaHHBIX
CJIOBaX, C KaXJ10i OyKBOI KOTOPBIX CBS3aH BEKTOP
napameTpoB. OTHY U3 pa3HOBUIHOCTEH MapaMeT-
pr30BaHHBIX L-crcTem cocTaBistoT quddhepeHIm-
anbHblie L-cuctemsl (dL-cuctemsr) (Prusinkiewicz
et al., 1993). B takux L-cucremax BMecCTO JUC-
KpPETHBIX IIaroB BHIBOJA BBEJCHO HEMPEPHIBHOEC
TEYCHUE BPEMCHH, a H3MEHEHHE MTapaMeTPOB MOJI-
YHHEHO cucTeMe Mn(depeHInaIbHbIX yPaBHEHHUH.
[Togpobuee dhopmanuzm L-cucteM paccMoTpeH
Hamu panee (3ybOauposa u ap., 2012).

2.2. Ckneennvie oonomepnule
oughghepenyuanvnvie L-cucmemoi

C yueTtom crienuQuKku reoMeTpuH (apaiesb-
HBIE IPOJOIBHBIE PSIIBI KIIETOK) AJIsl MOJIEINPOBa-
HUS TKaHW U3 PACTYIIUX W ACISIIMXCS KIETOK B
TaHHOU paboTe MBI MOTU(UITUPOBAITH (HOPMAITH3M
dL-cucrem. JIlnHAMUKY KJIETOYHOU CTPYKTYPHI JIH-
HEWHOTO JINCTA, COCTOALIETO U3 N NapajuleibHbIX
MPOJOIBHBIX PSAOB KIETOK, MBI MOJIEIHPOBAIH
¢ momotibio N ogHOMepHBIX dL-cuctem, kaxmas
M3 KOTOPBIX MOJAEIUPYET AUHAMHUKY CTPYKTYPHI
OTAETHFHOTO TPOIOIHFHOTO PA/A.

Andasut xaxaon dL-cucteMbl cocTouT U3
OJIHON OYKBBI, CHAO)KCHHOH CIICAYIOIIMMHU Tepe-
MEHHBIMH COCTOSIHMSA: [, [, | — n300CcMOTHYECKAS,
pelakcupoBaHHAsl U peajbHas JJIUHBI KICTKH,
[, — HavaIbHas U300CMOTHYECKAs JUTMHA KIICTKH,
{, — MOMEHT BPEMEHH, KOIJIa KIICTKA MOSBHUIIAC.
Juist Toro 4ToOBI 00ECIIEYUTh COTTIACOBAHHYIO
paboty dL-cuctem, MOIEIHPYIONUX TUHAMHUKY
KJIETOYHOU CTPYKTYpPbI OTAEIBHBIX MPOIOIBHBIX
PAAOB KIETOK, MBI BBEJIH €ILI€ OJHY OJHOMEPHYIO
dL-cucTeMy, KoTOpass MOAEIUPYET AUHAMUKY
CTPYKTYPBI ()parMeHTOB KJICTOK. AJI(paBUT 3TOM
dL-cucTemMBl Takke COCTOUT M3 ONHOU OyKBHI,
a mapameTpaMu ABJIAKOTCA JIMHA (parMenTa A,
U BEKTOp IJIUHBI N, i-i KOMIIOHEHTOW KOTOPOTO
SIBJISIETCSL HOMEP KJIETKH, COfep Kallled JTaHHBIN
(parMeHnT A, B i-M IIPOJIOJILHOM KJIETOYHOM DSJLY.
JlunamuKa nepeMeHHbIX cocTostius [, [, [u A, om-
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penensiercs ooueid cucteMoi uddepeHInaIbHbIX
YpaBHEHUH, COCTABISAIOLINX MOJIENIb CUMILIACTHO-
IO poCTa KJIETOK B COCTaBE TKAHM:

L () =1 (tg)e o)

Sw
- <
dlry 0, eciu S, E € <3 6ap

dt . g2 Sw
nl,,, € ecm s, Ee> 36apj

A A_kzN 2 L (Sc+7 Lym) (y(linm—lnm)_
n=1

dt N Lnm Lnm

_wp M) (VR 11 Ay € L),

Sc lTnm

dt Ak €lnm qp |

rae k — Homep ¢parMeHTa KIETKH, 1 — HOMED
HPOJOJIBHOTO Psiia KJIETOK, a 7 — HOMEP KIIETKH B
HEM, OCTaJIbHbIE KOA(QPHUIIUEHTHI U ITAPaMETPhI CM.
B pazzene 1.2. 3uauenus napaMeTpoB: [, = 5 MKm,
r=2mkm, S =4 mxm?, § = 0,8 mxm* (Williams,
1974), L =0,2 (Mxm- u- 6ap)’! (amantupoBaH u3
YCIIOBHSI COTVIACOBaHMS MOJENIN U COOTBETCTBYET
BenmmunHe, nmpuBeneHHoi 11.C. Hobenem (Nobel,
2005)), vy = 750 6ap (Tamxe), £ = 375 Gap (Gibson,
2012), v=1/900 u! (mogobpan u3 yCIOBHUSA, UTO
M300CMOTHYECKasl UIMHA KJIETKH BBIPACTAET OT
5 1o 10 MkM 3a 25 4 — annpoKCHUMALHsI 11O SKCIIEPH-
MEHTaJIbHOU KPUBOM POCTA IPOACGKEBOM KIIETKU U3
crareu (Bryan et al., 2010)),n = 0,05 4,6 = 0,05
(Jonsson et al., 2005; Smith et al., 2000).
[TpaBuito nmepenuckiBanus oomiee 1ist Beex N +
+ 1 dL-cuctem u cpabarsiBaeT B MOMEHT JICJICHUS
KaKOH-TM0O0 KIIETKH, KOTZa ee M300CMOTHYeCKas
JUIMHA JOCTUraeT KPUTHUECKOTo 3HaueHus. B mMo-
MEHT [JEJICHHsI KJIETKU €€ IapaMeTphl Iepenu-
CBIBAIOTCSA cieAyronmM obpasom: (1) Bce UIMHBI
Jensitest B oTHoteHun o:(1 — o) (B JaHHOH paboTe
00CYKIaI0TCsI pe3yJIbTaThl, MOTyYSHHBIC B CITydae,
Koraa K03(h(GUIMEHT L CUUTAETCSI HOPMAJIBHO pac-
MpEEICHHON CIIy4aiiHON BETMYMHOU CO CPEAHUM
3HAQYEHHEM [, M CPEIHEKBAPATUYECKUM OTKJIO-
HEHHUEM G, C JIOTIOJHUTENbHBIM ycnoBuem 0,1 <a
< 0,9); (2) HaganbHBIC T300CMOTUYECCKUE JTUHBI
JOYEPHMX KJIETOK [/ monmy4aroT 3Hadenns o/, u (1 -
a)/; (3) mapaMeTphl £, IOJTy4aroT 3HaYEHUsT MOMEH-
Ta BPEMEHH JCJICHUS KICTKH; (4) B COOTBETCTBUH

C TeM, KaK pasleiuiach peajabHas JUIMHA KICTKH,
Haxo#aT (parMent A, ¥ KO>PQULHMEHT €ro aene-
HUs; (5) BEKTOP HOMEPOB KIETOK Pa3/IeIUBIIETOCS
(parmMenTa A, NEPENUCHIBAETCA B COOTBETCTBUH
C HOBBIMH HOMEpaMM KJIETOK. Takoll MeXaHW3M
pocTa TKaHH, KOT/ia KJICTKH PacTyT ¢ MOCTOSHHON
CKOPOCTBIO, a 3aTeM, KOTJla UX pa3Mep JAOCTUTACT
OIPENICIICHHOTO TTOPOTa, ACUMMETPUYHO JIEISTCS,
HEOJTHOKPATHO NpUMEHsUICS B Monersix (Jonsson
et al., 2005; Smith et al., 2006; Huxomnaes u ap.,
2010). Axkcromy dL-crCcTEMBI COCTABIISIET PSII] HHU-
LHAJBbHBIX KJICTOK (OPUEHTUPOBAH B HAIIPABICHUH
ocu (x), KoTopble HAYMHAIOT PACTH B HAIIPABJICHUH,
MEePIeHANKYJISIPHOM OCH WHUIHATBHOTO CJIOS,
u, nponudepupys, GOpMUPYIOT HapallieabHbIe
MTPOIONIBHBIE PS/IBI KIIETOK, TaK YTO KaXKbIA TIPO-
JIOJIBHBIM PsiJT KJIETOK PACTET U3 CBOEH MHUIIMAIH.
Ecnu xj1eTk B OJJHOM MPOZOJIBHOM PSiIy PacTyT
HE3aBHCHUMO OT KJIETOK B COCEIIHUX TPOIOIbHBIX
psaax, IMeeM CiIy4ail CBOOOIHO pacTyIlIuX Kiie-
TOK. ECITM KIIETKU B COCEAHUX MPOIOJILHBIX Psiiax
pacTyT, OKa3bIBasi MEXaHMYECKOE BO3ZICHCTBUE HA
cocefieil BCTIEICTBHE TOTO, YTO UX CTEHKH CKIICEHBI
MEXIy co00i, — cily4ail CHMIIJIAaCTHOTO POCTa.
HauanbHblie 3HaueHUs TSI ©300CMOTHUECKOH, pe-
JIAKCUPOBAHHOM U PEAJILHOM [UTUH KJIETKU PaBHBI /.
Mopnens peanuzoBana B makete Mathematica 9, Ha
puc. 2 mpuBeneHa 01ok-cxema mporpammbl. CTpyk-

HavanbHble yc10BUA: reOMETPUA KNETOUHOTO
aHcambns (dL-cuctema)

v

MepecyeT pasmepoB KNETOK (cuctema
anbdepeHumanbHbIX ypaBHEHWUI)

Ycnosua ana
OeNeHnA KNeTok

Het

MepenucbiBaHK1e TOMOIOMUM KNETOYHOTO aHcambin
(npasuna L-cuctemnl)

v

MNepenucbiBaHne cuctembl guddepeHLmanbHbIX
ypaBHEHU ANa AVH KieToK /dparmeHTos

Puc. 2. Briok-cxema mporpaMMel, peatn3yromei cum-
IJIACTHBIN POCT TKaHH.
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Typa JaHHBIX MPEJCTABIIAET IBa cnucka. IlepBolil
OIMCHIBAET ABYMEPHYIO TKaHb, €r0 3JE€MEHTaMU
SIBIISIFOTCS] IPOAOJIBbHBIE PSABL KIIETOK, KOTOPBIE, B
CBOIO OYEpE.b, TAKXKE MPEICTABICHBI CIIUCKAMU
KJIETOK. BTOpoii comepxut ¢hparMeHTHI KIETOK.
CocrostHEE CHCTEMBI Ha KaKIOM BPEMEHHOM II1are
3aIlMChIBAETCS B OTJEJIBHBIM CIMCOK, KOTOPBIN
OTpa)kaeT BCE U3MEHEHHUs, IPOUCXOIUBIIHNE CO
CTPYKTYPOH JUCTa BO BpPEMsl BBIUHUCIUTEIBHOIO
AKCIEPUMEHTA, U MO3BOJISAET BU3YaIU3UPOBATH
pe3yabTaThl.

2.3. Pe3ynomamul b14uciumenbHuix
IKCHEPUMENMO8

Pazpaborannas mporpaMma TMO3BOJISIET MOJIE-
JUPOBATh CUMIUIACTHBIM POCT TKaHH JIMHEHHOTO
JUCTa U B BBIYHCIUTEIBHBIX IKCIIEPUMEHTAX
TeHEPUPOBATh MATTEPHBI KIIETOYHON CTPYKTYPHI.
Ha puc. 3 MbI BuguM pacrnpejesieHrue KJIEeTOK B
MOJICIIBHOM 00pasiie TKaHHU, MOJyYEHHOM B BbI-
YUCIIUTEIILHOM 3KcriepuMenTe. [lokazan nmpumep
BU3yallM3allid Pa3MEpPOB KIETOK U UX BO3pacTa,
T. €. UX COCTOSIHHS B (Da3e KJIECTOYHOTO IIUKJIA.

Ha puc. 4 mpencrasiieH pe3yabTraT BBIYUCICHHS
HaOTIOMaeMOi ¥ M300CMOTHYECKON JITTUH KIIETOK
B XOJIc MX CBOOOJHOTO pocTa (YepHbIe TOYKH) B
cocrtaBe Tkanu (cepnie). U3 rpaduka sicHo, 4TO
MPOCTasi MOJIC/b YIIPABJICHUS POCTOM PEIIAaKCHPO-
BaHHOW JUTMHBI KJIETKH MPU CUMIUIACTHOM POCTE
MPUBOJNUT K OTKJIOHCHHIO PEallbHOW JJIMHBI OT
M300CMOTHYECKON, B TO BpeMs KaK paccesHue
TOYEK I CBOOOJHOIO pocTta GopmMupyer Ouc-
CEKTPHUCY yria. DTO MOXXHO HHTEPIPETUPOBATH
cieayromuM odpaszoM. Hmke OuccekTpuchl pac-
MOJIOXKEHBI KJIETKH, CKaThle TI0 CPABHEHUIO C UX

peaNbHOM JUIMHOM IPU CBOOOHOM POCTE,  BHIIIIC
ee — pacTaHyThle. [loaToMy peryasTopHbIil Mexa-
HU3M POCTa KIIETOYHOH CTEHKH XOPOIIO paboTaeT
MpU CBOOOJTHOM POCTE KIJIETKH, OJHAKO TIPU €e
CHUMIUIACTHOM POCTE B COCTaBe TKaHW peaybHas
JUTMHA KJIETKH U €€ TNHAMHUKa OTJINYaloTCs OT Ta-
KOBBIX JUUIsl CBOOOJHOM KJIETKU. DTO MPOUCXOTUT
M3-32 MEXAHUYECKOTO BIMSIHUSA CKJIEEHHBIX C HEH
KIJIETOK U3 JIPYTHX MPOJOJIBHBIX PSAAOB, U BXOJ-
HOW CHUTHAJ JUTsl MEXaHU3Ma PETYISINH ITOTydaeT
«HETIPaBIJIFHOE» 3HAYEHHE, YTO MPUBOANT K Hea-
JIeKBaTHOM perynsuuu. [IoatoMmy pacnpeneneHus
HaOMI0aeMbIX JUTMH KJIETOK MPU CUMILUTACTHOM H
CBOOOIHBIM POCTE 3HAYUTENILHO PA3THYAIOTCS.

3AK/IIOYEHUE

B pabore mpencrtaBneHa cuctema, KoTopas
MTO3BOJISIET MOJEINPOBATh CUMIUIACTHBIA POCT
TKaHW JUHEHHOTO JINCTA U B BBIYUCIUTEIBHBIX
3KCIIEPUMEHTaxX T'€HEepUpOBaTh NATTEPHBI Kie-
TOYHOM CTPYKTYpbI TKaHU. B BbIUMCINTENBHOM
aNropuTMe peasn30BaHa MaTeMaTHYeCcKas MOJIENb
MEXaHUKU OJHOMEPHOTO CHUMILIACTHOIO pocTa
pacTUTEIbHBIX TKAHEH. I onncaHus TMHAMUKU
KJIETOYHOH CTPYKTYpbI TKaHU MbI MOAU(DULIUPO-
Baiu hopman3m TudpepeHnanbHbIX L-cucteM.
MMmeMeHTanust BBIYUCIUTENBHOIO aITOpUTMA B
nakere Mathematica 9 mo3BosnsieT ecTecTBEHHBIM
00pa3oM NPHUMEHUTH CTUIb (PYHKIHOHAIBHOTO
MIPOrpaMMHUPOBAHUS NIPU MOJAEIMPOBAHUM JIUHA-
MUKH KJIETOYHOW CTPYKTYpPBI TKaHU B IIpoIEecCe
ee pocTa. B mpuBENEHHBIX pPe3yNbTaTax MOAEIH-
pPOBaHHUA POCTA JIMHEHHOIO JINCTA II0KA3aHO, YTO
CUMIIJIACTHBIN POCT MPEABABISAET COBEPIIEHHO
apyrue TpeOOBaHUS K PEeryisiuu pocTa pacTH-

_—

Puc. 3. CDparMeHT KJIETOYHOM CTPYKTYPbI JIMHEHHOTO JIucTa, HOJ'IyIIeHHLII‘/’I B pE3YyJIbTAaTC BBIYHUCIUTEIBHOTO
OKCIICPUMCEHTA. OTTeHKam CEPOro COOTBECTCTBYET CTAaAUA KIICTOUYHOI'O IUKJIA KJIIETKU: CBETIIBIC KJIETKHU — TOJIBKO

NoACINBIINCCS, TCMHBIC — I'OTOBBIC K JICJICHHUIO.
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PeanbHas anvHa
~
1

0 4 5 6 7 8 9 10

M3oocmoTnyeckasn anvHa

Puc. 4. Paccesnue Touek, MpeACTABIAIONINX KICTKH,
B KOOPAMHATHBIX OCAX (M300CMOTHYECKas/peanbHas
qrHa). Cepple TOYKH 0003HAYarOT KIIETKH, pacTyIIHe
CHUMIUTACTHO, YEPHBIE — PACTYIINE CBOOOIHO.

TEJIbHOU KJIETKU M0 CPABHEHHIO CO CBOOOJIHBIM
poctom. [TomumMo mMomynsi pacyeTa MEXaHUKHU
pocTa mporpamma COEPIKUT MOJLYITH [T PACUCTOB
nepeHoca MOp(pOreHOB MO TKAHW W YNPaBICHUS
nmuddepeHnaab,HON aKTUBHOCTHIO TeHOB. Kpome
TOTO CHCTEMa MOJICIMPOBAHUS MIPEyCMaTPUBACT
BO3MOXKHOCTh U3MEHSTh (YHKIMH POCTa KJIETOK
U MEXaHW3MBbI peryisiuu. Bce 3To mo3Boiser
JIETKO MOTU(HUIIMPOBATh MOJICNIb POCTa TKAHU U
TUIAHAPOBATH COOTBETCTBYIOIINE BBIYHUCIUTEITHHbIC
IKCIIEPUMEHTHI ISl H3y4eHHsI 0COOCHHOCTEN pe-
TYISIAH U PeKUMOB (DYHKIIMOHUPOBAHUS KIIETOK
IIPHU UX POCTE B COCTABE TKAHMU.
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AN L-SYSTEM FOR MODELING OF UNIDIMENSIONALLY GROWING
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Summary

In this work, a mathematical model and its implementation are proposed for computational simulation of
one-dimensional symplastic growth of tissues. We modified the formal grammar of differential L-systems,
and in this grammar, we described a dynamic model of symplastic growth with regard to its biomechanics.
The results of the simulation of linear leaf blade growth are compared with those for a free-growing cell
population. It is shown that in the model proposed symplastic growth causes a greater deviation of the actual
cell length from its isosmotic length than in freely growing cells.

Key words: linear leaf, symplastic growth, dynamical systems with dynamic structure, mathematical
model, L-systems.



