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JlaHbI KpaTkoe OMHMCAaHWe JMHAMHYECKUX CHCTEM C JMHAMHYECKOW CTPYKTypou u (opmanusm L-cuctem
JUTA MIX TIpeAcTaBieHns. Ha mpuMepax mpoieMOHCTPUPOBAHO MPUMEHEHHE L-CrcTeM Ui MOIenpOBaHHS
pocTa pacTUTENBHBIX TKaHEH M PETYIANNHU IMaTTePHOB PACHpPEAeTICHUS apaMeTPOB, XapaKTePU3YIOIINX

COCTOSAHHUEC CUCTCMBI.

KiroueBnle cjioBa: OHOIOrHs pa3BuUTHA, JUHAMHUYCCKHUE CUCTEMEI C ,Z[I/IHaMH‘IeCKOﬁ CprKTypOﬁ, Marema-

THYCCKasA MOACIIb, L-cucreMsl.

BBEJIEHHE

Pa3BuBaromuecst opraHu3Msbl —
AUHAMHYECKHe CHCTeMbI
¢ IMHAMHUYECKOIl CTPYKTYpPOii

BericHeHHE MEXaHU3MOB, KOTOPBIE YIPABIIAIOT
POCTOM U pa3BUTHEM OPraHU3MOB, SBJISIETCS] OJTHOU
13 MHTepeCcHeHrX 3a1a4 Ouonorun. OJHUM U3 Me-
TOZIOB U3YYEHUs] HTUX SIBIICHUH BIISETCS IIOCTPOSCHHE
(hopMan30BaHHBIX MOJEJICH SIBJICHUS, KOTOPBIC
JIOJDKHBI TIOMOYb BBISICHUTH B3aHMHYIO COITIACOBAH-
HOCTb IIPEICTABIIEHHI 00 OTIENIBHBIX IIPOLIECCaX U NX
COOTBETCTBHUE IKCIIEPUMEHTAIIBHBIM JTaHHBIM. OTIH-
YUTETHHON YepTOi N3y4aeMbIX CUCTEM B OMOJIOTUH
ABJIAETCA N3MEHYHBOCTh CTPYKTYpBI IIPH YCIIOBUHU
COXPaHEHUS ONPEACTICHHBIX 0000IIEHHBIX CTPYKTYP-
HBIX 0COOEHHOCTEH — CTPYKTYPHBIX MHBapHaHTOB. B
pe3yJIbTaTe Hapsiy ¢ TMHAMUKOM ITEPEMEHHBIX COCTO-
SIHUSI CUCTEMBI TpeOyeTcsl MOAEINPOBATh TUHAMUKY
€€ CTPYKTYPBIL, UTO CTABUT 33/1a4y MaTeMaTn4eCKOro
MOJIETIMPOBAHUS OUHAMUYECKUX CUCTEM C OUHAMU-
uecKol CmpyKmypou.

Hanpumep, B HEKOTOPOM acHEKTE COCTOSIHHE
KaXKJIOW KJIETKH B TKAHW MOYKHO OXapaKTE€pPH30BaTh
YPOBHEM DKCIIPECCHH OMPE/IEIICHHOr0 Habopa reHOB —

9TU MOKa3aTeau OymyT SIBISITHCS MEPEMEHHBIMHU
COCTOSIHUSI K&KJIOH KJISTKH U B 11eJIOM — TKaHH. Ormu-
CaHWEe B ATUX MEPEMEHHBIX (DYHKIMOHUPYFOIIEH BO
BpPEMEHHU TKaHH, N3MEHSIONIEH CBOE COCTOSTHHE TTO
BO3/ICHCTBHEM BHETITHHX W/MITH BHYTPEHHUX TIPHYIH,
JIaeT HaM MpUMep JUHAMUYECKOM cucTeMbl. Ecrect-
BEHHO MPEACTaBUTh TKAHb KaK CHCTEMY, CTPYKTypa
KOTOPOI#1 oIpe/iensieTcs HAOOPOM KIICTOK-TIOACHCTEM,
MEXIYy KOTOPHIMH MMEFOTCSI OTPEJICIICHHBIC CBSI3H
(HanpuMep, TTOTOKH CHTHAJIOB MEKAY COCEIHIUMU
KJIeTKaMu). B pe3yrbrare pocTa U AeJIeHUS KIETOK
KJIETOYHOE CTPOCHUE TKAHU MEHSCTCS: MEHSCTCS
COCEZICTBO KJIETOK M, CIICOBATEIBHO, U3MCHSIOTCS
MMOTOKU CUTHAIOB Mexay HUMH. C aOCTpaKTHOM
TOYKH 3pEHHS, 3TO TPUMEpP IMHAMUYECKOH CTPYK-
TypBI cUCTeMBI. JlnHaMu9ecKast CTPYKTypa CHCTEMBI
BHOCHT JIOTIOJTHUTENEHYTO CIIOKHOCTH TTPH MOJICITH-
POBaHMH, TaK KaK Mbl BBIHYXKJICHbBI TI€PECTpanBaTh
TOTIOJIOTHIO CUCTEMBI B IIPOIIECCE MOMICITUPOBAHKSL.
Jjis MOJIETUPOBAaHUST TAKUX CHUCTEM H3BECTHO
HECKOJILKO (JOPMAITM3MOB U UX peaIU3alliii B BU/IC
KOMITHIOTEPHBIX MPOTPaMM, HallpUMep, pa3ind-
Hele BapuaHThl L-cuctem (Lindenmayer, 1968;
Prusinkiewicz, Lindenmayer, 1990; Prusinkiewicz
et al., 1993), croxacTuueckasi napaMeTpr30BaHHasI
rpaMMaTHKa, peajln30BaHHas B iporpamme Plenum
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(http://computableplant.ics.uci.edu/~guy/Plenum.
html), MGS — s3Ik U1 MOZETUpPOBaHUST OHUOIIO-
rudeckux cucreM (http:/www.ibisc.univ-evry.fr/~
mgs/), CompuCell (http://www.compucell3d.org/).

IIpeacraBiaenue
AUCKPETHO-HeNpPepPbIBHBIX MoAe el
opraHusmMoB B (popmasin3me L-cucrem

B nannoif paGoTre MBI IPUBOJUM NPUMEPHI
MOJIEJIeH C MCIIONIb30BaHueM (opmanm3ma L-crc-
teM (cokpaimieHue ot Lindenmayer systems).
L-cuctemsr 0biu BBeieHbl A. JIuHIeHMaliepom
JUIS. MOZICTIMPOBAHUST PAa3BUTHSI MHOTOKJIETOUHBIX
OpraHu3MoB, 00pa3yloIuX JIMHEHHBIC U BETBA-
IIMECs] HUTEBUIHBIE CTPYKTYpPbl — (pUIaMEHTHI
(Lindenmayer, 1968). B dopmanuzme L-cuctem
OpraHM3M TIPEJICTABISETCS KaK YIMOpsOUeHHAs
CTPYKTYpa M3 AMCKPETHBIX €MHUII, Ha3bIBAEMBIX
MOAYJISIMH, TIPH 5TOM (pOpMasi3M He HaKJIaIbIBacT
HUKAKUX OTpaHUYEHUN Ha IpUpoxy Moayieil. Tak, B
MOJIENN HU3IIMX OPraHU3MOB MOZLYJIA MOTYT ITPEA-
CTaBJITh KJIETKHU, @ B MOJEIIH BBICILINX PACTEHUH —
MOp(hOoQYHKIIMOHATBHBIE SIUHUIIBI, TAKHE, KaK
anuKaJbHast MEpHCTEMa, MKy 3ITHE, JIUCThS, I1BE-
Tol. Kaskaplii MOy/Ib MPEACTAaBISETCS CHMBOJIOM
(OykBa andaButa L-crcremb), KOTOpPBIA XapakTe-
PH3YET €ro THII. DBOIIOLHUS CUCTEMBI 3aKIF0YACTCS
B JUCKPETHOM M3MEHEHHUHU €€ CTPYKTYphI: JINOO
M3MEHSIETCS THII TOJICCTEMBI, JINOO BMECTO O/THOM
TMIOJICHCTEMbI BO3HUKAET HECKOJBbKO. B popmanmzme
L-cucreM Takast 3BOIIOLHSI CHCTEMBI MOJCTHPYETCS
MepPENMChIBAHIEM CTPOKH CHMBOJIOB I10 ITPABUIIaM,
orpezereHHbIM B L-cucreme.

®opmanbHO L-cucteMa — 3T0 yrnopsijoueHHast
Tpoiika G=<V,w, P>, tne V— andaBuT CUCTEMBI,
W — HEeIycToe CJIOBO B andaBuTe V, Ha3pIBaeMoe
aKCHOMOH, P — KOHEYHOE MHOXXECTBO MPaBHII
BUJIa @—>U, CONTOCTABIIAIOINX KaXKAOMY CHMBOIY
a n3 andasurta V cioBo u (BOZMOXKHO, ITyCTOE) B
andasure V.

V' = {ae, Aright it brightt
w= aright
P+ rignt = Btoft bright

P2’ et = Dot Brignt

Crnenyromuii nmpumep (puc. 1) Hapany ¢ wi-
JIIOCTpanueit padoTel L-cCUCTeMBI IEMOHCTPUPYET
OJIHY W3 OMOJIOrMYECKUX HHTEPIIPETALINI JAHHOTO
(hopmanmzma.

Anabaena catenula. CumBoITBI a 1 b ipencTaB-
JISIFOT COCTOSTHUS KJIETOK (MX pa3Mephbl U TOTOBHOCTh
K nenenuto). uuekcel left u right oTpaxarot mo-
JISPHOCTB KIIETKH, ONIPEICIISIsl IIO3UIUH, B KOTOPBIX
MOSIBSITCS. HOBBIE JIOUEPHUE KIICTKH TUTIA a U b.

Jns onmcaHus BETBANIUXCS (PUIAMEHTOB B
an(aBUT BBEICHBI HOBBIC CITY)KCOHBIC CHMBOJIBI:
«[» 1 «]» mnsg obo3HaueHMs Havada U KOHI[A BET-
BH COOTBETCTBEHHO, «+» M «—» JJisi 0003HAYCHHUSI
CTOPOHBI, C KOTOPOI1 HOBast BETBb KPETIUTCSI K MaTe-
PUHCKOI. BEeTBb Kpenurcst K CHMBOITY, 32 KOTOPBIM
HETIOCPEJICTBEHHO CleAyeT «[». BeTBr MOTyT OBITH
MHOTOKPAaTHO BIIOKEHBI APYT B IpyTa: Ha KAXKIOH
13 BETBEH MOXET OBITh HECKOJIBKO ITOABETBEH,
KOTOPBIC TAK)KE UMEIOT CBOU OTBETBJICHUS, U T. 1.
Cpa3y 3aMeTuM, 4TO BBEJCHHBIC HOBbIC CUMBOJIBI
HE OIIPEJIEIISIOT, IO/ KAKMM YIJIOM K HCXOTHOW OCH
OyleT pacronaratscsi HoBasi BeTBb. 1 KoHeuHBIN
pe3yapTaT BO MHOTOM 3aBHCHT OT TOTO, KaK MBI
OyJeM MHTEPIPETUPOBATH IOJYYCHHYIO HUTOTO-
BYIO CTpOKY. MOXXHO, HallpuMep, HCIIOIb30BaTh
JUTSl MHTEPIIPETAIlUN «Yepernaiibiy rpaguky —
B 9TOM cily4ae Mbl OyJeM TOJyd4arh JBYMEpPHEIC
n3o0paxenus (puc. 2). MOXXHO BBECTH JIPYTYIO
WHTEPIIPETANNIO U cpa3y TMOoce CHMBOJIA Hadaja
BETBH JI00ABJIATH 3HAYCHUE YIVIa, IO KOTOPHIM
9Ta BETBb OYAET pacroyiaraTbCs 0 OTHOIIECHHIO K
MaTepPUHCKOH BETBH.

BBuny nuckpernoit npuponsl L-cucrem, He-
MIPEPBIBHBIN POCT MOAYIIS B IIPOMEKYTKAX MEXKITY
MIPUMEHEHHSIMHU TIPABIJT HE OTTMCHIBAETCS MOJIEITBIO,
T. €. MBI [TOJIy4aeM KapTHHY 4epe3 OmpelielICHHbIC
BpPEMEHHBIC HHTEPBaJIbl. OJHAKO B IMHAMUYECKOM
CUCTEME C TMHAMHYECKON CTPYKTYPOU HAC WHTE-
PECYIOT JIBa Ipoliecca, pa3HbIe 0 CBOCH MPUPO/IE:
M3MEHEHUE MPU3HAKOB MOAYINS (KOHIIEHTPAIHS
BEIIECTB, pa3Mep | T. I1.) U U3MEHEHHE CTPYKTY-

aright

ot Drignt

<— _> — bleftanght right

P3: Bright = right

R

P4 brer — Aert

I %I \L‘ Aleft Aeft brlgh! Aleft bnght

Puc. 1. L-cuctema, Moenupyromas pa3BUTHE MHOTOKIICTOUHOW HUTYATOW BOJOPOCITH.
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V= {Fr[!]r_r +}
w=F
p = FooFF—[-F+F+F]+[+F~F—F].

Puc. 2. [Ipumep L-cuctemsl, reHepUpYIOIIEH BETBSIIYIOCS CTPYKTYPY.

Ha pucyHke npuBeieHbI CTPYKTYpBl, IOJY4YEeHHbIE Ha pa3HbIX I1arax padotsl L-cuctemsl.

pHl (uucio u Tun Moxyineit). s mogenupoBaHus
TaKUX CUCTeM ObLTa pa3zpaboTaHa MomU(pUKaIus,
Ha3bplBacMas mapameTpu3oBaHHOU L-cuctemoii:
JOTIOJIHUTENIBHO C MOJYJIEM CBSI3aH BEKTOp Ia-
pameTpoB, KOTOpbIE BMECTE C CUMBOJIOM Xapak-
TEPU3YIOT cocTosiHue Moayinsa. CyniecTBeHHOM
0COOCHHOCTBIO MapaMeTpPU30BaHHOH L-cucremMbl
SIBJISIETCSI TO, UTO ITPABUIIA IEPETIMCHIBAHUS LIETIOY-
K{ CHMBOJIOB, KOTOPBIE MOJEIUPYIOT U3MEHEHHE
CTPYKTYPBI CUCTEMBI (OUHAMUUECKAS CMPYKMY-
pa), cpabaThIBAIOT TOJIHKO MPHU BHITIOJTHECHUU OTI-
PEleNeHHBIX YCIOBUI Ha MapaMeTpbl CHMBOJIOB
(nepemennsie coctosinus). [lapamerpuzoBannas
L-cuctema «paboTaer» Ha mapaMeTpHU30BaHHbIX
cioBax. [lapameTpu3oBaHHOE CIIOBO — 3TO CTPOKA,
coCTaBJIeHHas U3 mooynei Buna A(a,, a,, ... , ay),
KK N3 KOTOPBIX COIEPKUT OYKBY U CBSI3aHHBIC
c Hell mapameTpsl. bykBa mpruHaIeKHT andaBuTy
V, a 3HaYeHUs MapaMeTpOB — HEKOTOPOMY TPOU3-
BOJIbHOMY MHOXKECTBY, B TOM UYHCIJIE MHOXKECTBY
BEILIECTBEHHBIX YHCEI.

Huddepenmmansapie L-cuctemsr (dL-cucTe-
MBI) SIBIISIFOTCSI CY)KCHHEM IapaMeTpPU30BaHHBIX
L-cucrem, Korna mapameTphl SIBJISIFOTCS HENpe-
prIBHBIMU GyHKIMsIMU BpeMeHH. [Toka mapamerp
W Moyt A(W) ocTaeTcs B 001acTH OnpeiesieHUs
JOIYCTUMBIX 3Ha4YeHHH D ,, CUCTeMa pa3BHBa-
eTcsl Kak HenpepbiBHasg. Kak TONbKO 3HaueHuUs
HapaMeTpoB JIOCTUTalOT IpaHMIsl odnactu Dy,
MPAaBUJIO 3aMEHsIeT MOIYIb A(W) €ro MOTOMKOM.
DTO COOBITHE MPOUCXOAUT TUCKPETHO. BBIOOD
NpaBUIa MOXKET 3aBUCETh OT TOT0, KAKOM CErMEeHT
IpaHMILBl 00JacTH onpeesicHHs OblI epeceyeH.
Juddepennnanpabie ypaBHEHHUS ONMHUCHIBAIOT B

MOJIeJId HeIpephIBHBIE MpoLecch (Hampumep,
pOCT KJIETKH, TU(PPY3HIO0 BEIIECTB B KICTOYHOM
aHcaMOJie T TIOCTETIEHHOE Y/UTHHEHNE MEXKI0Y3-
nuit). I3MeHeHne CTpyKTypsI (HarpuMep, IeIeHIe
KJICTKH WY TIOSIBJICHHE HOBOM BETBH) OTIUCHIBACTCS
B TEpPMHUHAX MPaBUJ NEPENUCHIBAHMS, KOTOPBIC
100 MEHSIOT CHUMBOJ (THUI MOZIYJs), TUOO CTH-
paroT CUMBOI (HarpuMep, KIIETKa YMHUPAET), THOO
3aMEHSIOT OJMH CUMBOJI Ha HECKOJBKO (IeNeHue
KJIETOK, TIOSIBJICHHE HOBBIX (DUTOMEPOB U T. II.).
[IpaBuna NpUMEHSIOTCS MapayljIesibHO, OTpaXkast
OHOBPEMEHHOCTBH MPOIECCOB BO BCEX YACTIX Op-
ranusma. [Ipumep dL-cuctemsl OyneT npuBeseH B
CJIIYIOIIEH TTIaBe.

Juia cnenudukanuy MPpUBEICHHBIX HUXKE MO-
neneii B popMam3Me L-CHCTeM MBI HCITONTE30BaTl
naketT Mathematica. 1o cBoeit cytu Mathematica
MpeACTaBIsIeT cOO0H SI3BIK MPOTPaMMHUPOBAHUS
BBICOKOT'O YPOBHS, MO3BOJISIOUINI peaTn30BbI-
BaTh TPAJAUIIMOHHBIN TPOIETYPHBIA U (DYHKIIHO-
HaibHBIN cTru. [lockoneky Mathematica nmeet
BCTPOEHHYIO CHCTEMY MTEPETTMCHIBAHUS, €€ IPOCTO
MCIIONB30BaTh ISl peaiu3anuu padbotsl L-cuc-
tembl. [IpaBuia 3agarorcst B Buge a—b, 31ech
CHUMBOJI @ 3aMeHsieTcsi CTpokoi b. OgHOBpeMeH-
HOCTh IIPUMEHEHHsI Habopa MpaBUIl OpPTaHU3Y-
eTCSl TakKe C TIOMOIIBI0 BHYTPEHHHUX (PyHKIIUN
naketa Mathematica. J1jis ipaBwi1, cpabaTbIBaHUE
KOTOPBIX 3aBHCHUT OT BBITIOJIHEHUSI YCIIOBHM, Ha-
JIO)KEHHBIX Ha MapaMeTpbl, IPUMCHSIETCS 3aIlUCh
a:>bl;test (Takoe MpaBUJIO cpabaTBHIBAET TOJIBKO
B TOM CJIy4ae eclii YCJOoBHUE fest BepHO). Kpome
aToro, Mathematica mo3BoJNSET AOCTATOYHO MIPOCTO
co3maBarhb rpadudeckue o0pa3sl C MPUMEHEHHUEM
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Pa3NUYHBIX TpaduIecKux NPUMUTHBOB, YTO yI100-
HO JUisl TpadMuecKoil MHTEPIpEeTa TEKYLIeTo
COCTOSIHMSI.

INPUMEHEHUA ®OPMAJIU3MA
L-CUCTEM

Mopenb pocTa HUTYATON BOAOPOCIH
Anabaena catenula

Anabaena — oviH 13 TPUMEPOB MHOTOKJIETOY-
HOT'O OpraHU3Ma C KJIETOYHOH CIIeLHaIn3aluei:
B OJIHUX KJIETKaX (6ecemamugHvix) OCYIICCTB-
nsiercs (OTOCHHTE3, B TO BpeMs Kak B JIPYTUX
(eemepoyucmax) — guxcanust azora. [IpoayKTsl,
BhIpa0aThIBaEMbIC B PA3HBIX KJIETKAX BOIOPOCIH,
pacrpeersiFoTCs MEX/y BCEMHU e¢ KIeTKaMH ITy-
TeM T Py3un.

initial string F, (/.. C.uns

F(l[, C[5 h])<Fv (la c, h)>F(Zr5 Cra hr):

and (c > c,,,) solve L rl,

i (] <
if (/<! 7

max)

if(>1

max) and (¢ > ¢

min

if(/>1 )and(c>c

— “max

) and (1 = left)

min

right) F ([, ,..c

max?

Knertku Anabaena nipu nejeHuu oCTaroTCs CO-
SIMHEHHBIMH U B pe3yJIbTaTe 00pa3yroT TMHCHHBIC
(mmaMeHThI. B OTCyTCTBUE aMMHaKa Ui HUTpaTa
B CyOCTpaTe OT/IeNbHBIE TeTePOLIUCTHI Pa3/IeIeHbI
MeX Iy coboit mpuMepHo 10 BereTaTHBHBIMHA KJIET-
KaMH pa3Horo pasMepa. GuiraMeHT pacTeT 3a CueT
ACUMMETPHUYHOTI'0 JACJICHUA BETCTAaTUBHLIX KJIICTOK.
Tak Kak TpH 3TOM TE€TEPOIMCTHI OTOJBUTAIOTCS
IPyT OT JIpyTra, HOBBIE T€TEPOIUCTHI TpaHC(HOPMHU-
PYIOTCS M3 BETETaTHBHBIX KJIETOK MPHOIN3UTEIHHO
rmocepennHe MeKIY ABYMsI YK€ CYIIeCTBYFOIIIUMH.
[ToaTomy paccTosiHIEe MEKIY TETEPOIMCTaMU OCTa-
eTcst B QUKCHPOBaHHBIX TPAHUIIAX HA IPOTSHKCHUN
BCETO Tporiecca pa3BuTHs QriiaMeHTa. JTa 0co-
OCHHOCTH CTPYKTYPBI U SIBIIIETCS] MOJISITHPYEMBIM
CTPYKTYPHBIM HHBaPHAHTOM.

Monens pa3Butusi Anabaena mpencraBiieHa
cnemytomieit dL-cuctemoii:
right) Fy,(1,,,.» €

max? max® =~ max’ I’lght);

de _k(c/~2ctc,)—ci )
7 B

) and (h = right)
produce I, ((1 —k)l

¢, left) F, (ki

max?

¢, right);

max>

produce F, (kl, . .c,lefi)F,((1-k) L, ,c, right);

if c<c,,;, produce I, (/,c, h);

min

dc

 solve 4 — % -
F,(l,c,h): solve 7 7 (L D’dt 7o (Cppgy—€)-

HavanbHast koHQUTYpamysi COCTOUT U3 TpeX
OIMHAKOBO OPUEHTUPOBAHHBIX KJeTOK. [lanee
ONpEEIICHO MPaBWIIO VIl U3MEHEHUSI BHYTPEHHUX
KJIETOK. BererarnBHbIE KIETKH /) M TETEPOIUCTHI [,
XapaKTePU3YIOTCs JUIMHOMW /, KOHLIEHTpAIUEeH a30T-
COZICpIKaIlMX BEUIECTB ¢ U OpUeHTaImen h = {left,
right}. llepBoe mpaBUIIO /ISl BETETaTUBHBIX KIIETOK
F,, IOKa3bIBaET, YTO 1OKA JUIMHA KJIETKH / MEHbILE
MaKCUMaJbHOTO 3Ha4eHHsd [, , W KOHLEHTpalus
BEIIECTBA C BBILIE [IOPOTOBOI0 3HAYEHHS C,,,;,,, ATTNHA
KJICTKH [ YBEJIIMYUBACTCSl SKCIIOHCHIIMAIBHO CO-
TJIACHO YPaBHEHUIO % = rl, Tae r — ynenpHas CKo-
POCTb pOCTa, @ KOHUEHTpALUs BEIIECTB U3MEHS-
eTcs MO 3aKOHY % = —k(cr2c;rcr) —

V — CKOPOCTh peakiuu nepsoro nopsaka. Ilep-

— ve, Tae

BOE cllaraeMoe B 3TOM yPaBHEHHH ONIHCHIBAET
1 Gy3UI0 BEIECTB Yepe3 KIETOYHBIC CTEHKH, a
BTOPOE — 3KCTIOHCHITHAIBHBIN CITaj] KOHIIEHTPALN
BellecTB B KieTkax. Clenyronue JiBa mpaBuia
OIMCBHIBAIOT JICJICHNE BETEeTaTUBHBIX KJIeTOK. Ecin
KJI€TKa JIOCTMIaeT MAaKCUMaJbHOH IIMHBI [, ., a
KOHLIEHTPALUs ¢ €lIe BBIIIE YPOBHA C,,;,, KIETKa
JEIHUTCS COTIACHO OPUEHTAIMHU Ha JIBE BEreTaTHB-
HblE KJI€TKH pasmepa kl,, . n (1-k)l, ., KoHIIEHTpa-
U1 BEIIECTBA ¢ HACIIEAYETCSl OT UX POIUTEIHCKOM
KIeTKH. Ecim KOHIeHTpalus najaaeT 10 TPaHUIbI
Cppin» K1€TKA U DEPEHIINPYETCS B TETEPOLMCTY.
Bce npaBuiia oTBe4YatoT HEMPEPHIBHOMY KPUTEPHIO:
COXPAaHSIOTCS 001Iast JUIMHA ¥ KOHIIEHTPALHS a30T-
cozlep KaIlnX BEIIeCTB.

[Mocnennsisi cTpoka MOJEIH XapaKTepH3yeT

MOBEICHUE TeTePONUCT. VX niuHa ¥ KOHIICHT-
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Puc. 3. Pesynbrarel MonenupoBanus Anabaena catenula Ha TpeX pa3IHMYHbIX IIarax.

upuna cTondua — OTHOCUTEIbHAS AJHHA KIETKH, BHICOTAa — KOHLICHTPALIUS BELIECTBA ¢. TeMHbIE CTOIONBI — T€TEPOLHCTHI,

CBECTJIBIE — BEI'CTATUBHBIC KJIICTKH.

parys BemecTB SKCIMOHEHIINAIBHO CTPEMSATCS K
MPEACIIbHBIM 3HAUCHUAM / max u Cm ax: reTepOHI/ICTBI
HE MOABCPraroTCA HUKAKHUM IlaJII)HeI‘/'IIHI/IM nu3Me-
HeHUIM. Pe3ysraTsl paboThl MOJICITU PUBE/ICHBI
Ha puc. 3.

IIpencrasnennas Mmonens Bogopociu Anabaena
catenula TIOKa3pIBAaET, YTO MPOCTON MEXaHU3M,
OCHOBAHHBIM Ha W3MEHEHUU KOHLCHTpalun HE-
KOTOPOT'O BELISCTBA (BCJICACTBUE PEAKIIUU U (-
(hy3uM) ¥ TPOCTHIX MPABWJI MOBEACHUS KIETOK B
3aBUCUMOCTH OT 3TOH KOHIIEHTpPALUH, CHOCOOCH
00BSICHUTh BO3HHUKHOBEHHE MPOCTPAHCTBEHHO
HEOTHOPOIHBIX KJICTOUHBIA aHcamOJIeH, coxpa-
HSIFOIIMX ONPEIEIICHHBI CTPYKTYpPHBIN IATTEPH.
Mogenb XOpOIIO BOCIPOU3BOAUT HAOIIOAAEMbIE
3aKOHOMEPHOCTH B PacIpe/Ie]IeHNH IeTePOIHCT B
MPOILIECCe Pa3BUTHS BOAOpocu Anabaena catenula,
a UMEHHO: TE€TEPOLIUCTHI TOSBISIOTCS IEPUOITIHO
(aepe3 8—10 BereTaTUBHBIX KJIIETOK ), UTO TTOATBEPIK-
JacTCA OKCIICPUMEHTAIbHBIMU Ha6JIIOIIeHI/I$IMI/I.

Mogesb peryasinuy pacioJioKeHus1 30H
B allMKAJIBHOI MepucTeMe pacTyllero nodera
pacrenusi Arabidopsis thaliana

Ha xoH1le kaxxJ10M pacTyiieid BETBU pacTeHUS
pacrojioKeHa anuKaibHas MepucTeMa roodera
(AMII). B AMII BBIAEASIOT HECKONBKO TPYIII
KJIeTOK (30HBI). Tak, KIETKH, pacloNOKEHHBIC
BOKPYT BEPTHKAILHOW OCH MEPUCTEMEI (pHc. 4) B
paamyce 2—4 KJIIETKH B CaMbIX BEpXHUX 3—4 CITOSIX,
CHHTE3UPYIOT HEKOTOPHIA OCI0K, HAa3hIBAEMBII
CLV3, u npuHajiexar nenrpaibHoi 3oue (113).
Knetrku 113 mocrossHHO nensTcs ¢ HeOOMbIIOH
CKOPOCTBIO M TAKUM 00pa3oM JIalOT Hauyajlo BCEM
kietkaM nodera. Huxe knerox L3 pacronararorcs
KIICTKH, dKCTIpeccupyromue ren WUS. Ot kirer-
KH OTHOCST K opranm3anuoHaoMy mnearpy (OLI),

TOJIIIMHA KOTOPOTO B BEPTHUKAJILHOM HaIpaBlle-
HUU MOKET COCTaBIATh 1—3 KIETKH. DTU TPYIIIBI
¢dopmupytor B AMII onpenenennyo cTaOUIbHY IO
MIPOCTPAHCTBEHHYIO CTPYKTYPY U OKa3bIBAIOT APYT
Ha Jpyra peryaupyromue Bo3aenctsus. Hekoro-
pble JOTOITHUTENbHBIE NETAIH MOXKHO HAalWTH B
paborax HwukomaeBa ¢ coart. (2006, 2007, 2010)
U B IIUTUPYEMBIX B HUX CTaThsIX.

B pesynbrate pocta u AeneHus NPOUCXOAUT
CMEHa KJIETOK, COCTAaBIAIOIINX 30HBI, TaK 4TO
kieTku L3, mepeMerasce BHU3, CTAHOBSTCSA KJIET-
kamu OLl. B cBoro ouepenp kietku OL| nomxHbI
[EPEMECTUTHCS BHU3 U CTaTh KJIIETKAMHU PUO-30HBL.
B nmamnoit pabote Hac mHTEpecOBasl BOMIPOC O
crabunpHOM nonoxxeHnu OL] Ha poonbEHON OcH
AMII oTHOCUTENBHO BEpXHEH TOUKH MEPUCTEMBI
u perynsiuuu paszmepa L3. [t moctpoenus on-
HOMEPHOH MOJENIM MBI PacCMaTpUBaEM CTOJIOEL
KJIETOK BOKPYT LIEHTPaJIbHON OCH MEPUCTEMBI (OCh
Ox ua puc. 4). CoOTBETCTBEHHO, B HAYaJIe MACCHBA
pacnonoxensl kietku 13, 3arem kinerku Ol u
najnee KJIETKH, CTeHUaIN3UPYIOLINeCs B KIETKH
COCYIUCTOM CUCTEMBI.
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Puc. 4. [IpoaoapHbIil cpe3 anuKaabHON MEpPUCTEMBI
nobera A. thaliana.

a: | — uenrpanbHas 30Ha, 2 — nepudepuyueckas 30Ha, 3 —
OpTaHN3alMOHHBINH NEHTp; O — B3aMHasl PeryIsIIns CHHTE3a
BemecTB Y, C u W. IlyHKTUpHBIE CTPENKH — aKTHBALUsA,
CIUIOIIHAS TINHUSI — HHTHOUPOBaHHUE.
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Jnst Toro 4ToOBI M3y4aTh 3PPEKT ACICHUS
KIIETOK Ha cTpykTypy AMII, Mmoznens Oblia peanu-
30BaHa B Buje dL-cucteMbl. Kak 0TMeUeHO BhIIIIE,
pacnonoxenue 13 u OL] B AMII onpenensiercs
MIPOCTPAHCTBEHHBIM PacIpeIeiCcHHeM KOHIIEHT-
paruit HekoTophIxX BemecTs: Y, C u W. B 3aBucu-
MOCTH OT CKOPOCTEH CHHTE3a 3THUX BEIIECTB MBI
BBIJIEJIAEM TPU THIIA KJIETOK: S| — KJIETKH, B KOTO-
PBIX CHHTE3 BellecTBa W OOIbIIe ONpeIeICHHOTO
Mopora, 3TH KJIETKHA B MoJieNn mpeacTaBisitoT OLL;
S, — knerkn 13, pacronoxkeHsl nepes KIeTKaMu
Sy Sy — KIETKH, PaCIOJIOKEHHBIE 32 KJIETKAMU S
OTU KJICTKU YTPATHUIIA CIIOCOOHOCTH JCITUTHCS U
CTaJIH CICIUATU3UPOBATHCS B KJICTKU COCYAUCTOM
cucremsl. Knetku Tunos S, u S, py JOCTHRKEHUU
OTIpEIIEHHOTO BO3pacTa MOTYT JENUThCA W Ha
3TOM OCHOBAaHWUH OOBEIUHSIOTCS B KIIETKH BO300-
HOBUTEJILHOM 30HbI (THI S,). B utore nmpu pacyere
OUHAMUKY CIMPYKMYPbl B MOACTHU PA3IAYAINCH TBA
THIIA KJIETOK: S. U S

B nanHol MOZiennu COCTOSHUE KAXKI0U KIIETKHU
OTHCHIBaeTCs 4 MapaMeTpaMu: (p — BO3PACT KIETKH
(ompenenseTcss dazoif KICTOTHOTO ITUKIA), ¥, C,
W — KOHIIGHTPAITUU COOTBETCTBYIOIINX BEIICCTB.
Takum o0Opa3om, B Hamieil mojenu andaBuT
L-cucrembl UMEET CIIENYIOIINA BU:

V: {Sr((P’yﬂcaw)a Sd((P,y,C,W)} .

JvHaMuKa mepeMEeHHbIX COCTOAHUSA KaXKJ0#
KJICTKH OITUCHIBACTCS CICAYIONMM oOpa3om. Bos-
pPacT KJIETKU (¢ YBEIMUMBACTCSI COIVIACHO YpaBHE-
HHIO:

Diz9p,i=1,2,...,n, (1)

rae O — oTHOCHTENbHAsI CKOPOCTh U3MECHEHHSI BO3-
pacTa KJIETKU, B JAHHOM CIy4ae 3TO MOCTOSIHHAS,
OJITHAKOBAS JIIS BCEX KJIETOK BEIMYMHA, 71 — YHCIIO
KIIETOK.

[Tapamerpsr y, ¢, w U3MEHSIOTCA Onaromaps
cunresy, nubdys3un u pacrnaay semiects Y, Cu W
B KJIeTKaX. Peakiiuy cuHTe3a BelecTB IPOUCXOIAT
CO CKOPOCTBI0, 3aBUCHILEH OT MPUCYTCTBUSI IPYyTUX
BEIIECTB B KJIETKE: CKOPOCTh CHHTE3a ! 3aBUCUT
OT KOHIIEHTpAIlNH BemiecTBa V' B TIepBOM KIIETKE;
B 3aBHCHMOCTH OT KOHIIEHTPAIUu Y B APYTUX
KJIETKaX MOYKET CHHTe3npoBarhes BemiecTso C. B
TeX K€ KJIETKaxX B 3aBUCUMOCTHU OT KOHILIEHTPALUU
BemiecTB Y 1 C MOXKET CHHTE3UPOBATHCS BEIIECTBO
W (perynsiTopHBIE 3aBHCUMOCTH ITPEJICTABICHBI Ha
puc. 4 cripaBa). Kpome Toro, Bce BetmecTsa pacra-
TTATOTCSI C OTMPEeIEHHBIMU CKOPOCTSIMH, 1 MEXKITY
KJIETKAMHU MOYKET ITPOUCXOIHTH N dy3ust BemecTs
Y u W. B pe3ynprare nuHaMuKa KOHLIEHTpalUi
BEIIECTB BBIpAXKAETCs CIEAYIOIIEH CHCTEMOMU
YpaBHEHU:

dy 1
71 = 7ayy1 + Dy(Vz*Jﬁ) + T—g(xl), X = hy+ Eywwl,

Y
dy; .
7; = _ayyl+ Dy0/171 — 2yl + yH’l)’ 1= 2, 3, ceey I’l—l,
dy
7;1 = _ayyn+ Dy(ynfl _yn)’
dc; 1 .
g =t 78U Ui=h+ Epyy i=1,2, o, @

C
dw, _ 1 —
T Dy = w) (V) V= bt Bt By,
—d:;; = —awwi+ DW(Wl‘*l - 2Wi + Wi+1)a Vl = hw+ Ewyyi+ Ewcci’ 1= 2’ e n_l’
dw, 1
dt =-a,w,+D, (Wn—l - Wn) + r_g(Vn)’ Vo= hw+ EWyyn By
w

IJIE Y}, C;, W; — KOHIIEHTPAIIMH BEILIECTB B I-i KIIETKE;
a — xo3dduuuents! pacnana, D — ko3GhuuenTs
maddysun, E; — KOdIQOUIUHCHTH 1yBCTBUTEIb-
HOCTH PETYJSINHU, KOTOpbIe OOJNbIe HYJIS, €CIIN
BEIIECTBO j CTUMYJIMPYET CHUHTE3 BEILECTBA I, U
MEHBILIE HyJIsl, €CIIH YTHETAET; T, — KOI(PHIIUEHTHI,
00paTHbIE MAKCHMAJIBHOW CKOPOCTH SKCIPECCHH.

[Tapamerpsl , Kak u E jj» OTIPEJIETIAIOT IOPOTOBBIE
3HAYCHUsI CUTMOMJTHOW (DyHKIMH g(X).

Axcnoma dL-crucTembl 3a1aeTCsl CITUCKOM KJle-
TOK-MOJIYJIeH, CHaO)KEHHBIX TTapaMeTpaMu, 3Hade-
HUS KOTOPBIX (DOPMHUPYIOTCS CIIEIYIOITAM 00pa30M.
B HauanbHBI MOMEHT BPEMEHHU BO3PACT KIIETOK
¢ 3a71aeTcsd Kak HOpMaJIbHO pacIipejielieHHas CIry-
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yaiiHasl BEJIMYMHA CO CPETHUM 3HAUYEHHEM @, = 1
U CPEAHEKBAJPATUUHBIM OTKIOHeHHeM 6 = 0,1, ¢
JIOTIOJHUTENBbHBIM ycnoBueM ¢ > 0. Ilepemennbie
¥, €, W B KIIETOYHOM MacCHBE B Ha4aJIbHbI MOMEHT
MOJy4YaroT 3HAYEHUSI CTAllMOHAPHOTO pEIIeHUs
cuctemsl (1)—(2).

JuHamuka CTPYyKTYyphl KIETOYHOTO MAacCHBA
onpejenseTcs JeJIeHUeM KIETOK TUIa S, B BO300-
HOBHTEJHHOW 30HE. B maHHON paboTe Mbl mpe-
T0JIaraju, 4YTo KJIETKH ACNIATCS C HEKOTOPOil Bepo-
STHOCTBIO B 3aBHCHMOCTH OT MX Bo3pacTta ((hasbl
KJIETOYHOTO IIMKJIa, B KOTOPOW B JJAHHBI MOMEHT

0<2¢,, c=C, W=W,)
—_—

Sr((P’y’ c’ W)

Q<2¢,), c<c[; W<wW

S.(¢,y,c,w)

<p22(p0, C=C, W2W,

BpPEMEHHU HaXOAUTCS KiieTka). Kak Tonbko Bo3pact
KJIETKU JIOCTHIa€T IIOPOrOBOI0O 3HAYEHHUS @ = 20
(B Monemu @, = 1), KJIeTKa IeTIMTCs Ha JIBE JI0YEPHHE,
BO3PACT KOTOPBIX o 1 (1 — o), T/Ie 0. — HOpMATBEHO
pacmpeneeHHas CITyJaiHas BETMINHA CO CPETHUM
3rageHreM 0,5 U cpenHeKBaApaTHIHBIM OTKIIOHE-
uueMm 0,1, ¢ rononuuTenbHBIM yeaoBueM 0 <o < 1.
B o0Opa3oBaBiimxcs JOYEPHUX KJIETKAX 3HAUCHUS
koHueHTpauuil BeuiectB Y, C u W HacienyroTcs
(TIepeTChIBAIOTCS) OT POUTEIHCKON KIIETKH.

[IpaBuna nepenuceiBanns dL-cUCTEMBI HIMEIOT
CJIEAYIOUINI BUI:

S (9,y,c,w),

> Sd ((p’y, C, W),

Sr((Payy C, W) I — Sr(a(paya C, W) Sr ((1 _a)(p,ya C, W)a

>20,, C<C, W<W,,

¢
Sr((Paya ¢ W)

Sd ((Pa)’, c, W) — Sd(q),y’ c, W)

B pesynbrare neneHust KIIeTOK BO30OHOBUTEIb-
HOW 30HBI U3MEHSIOTCS CTPYKTYpa U pa3MepHOCTb
nuHamuyeckoi cucteMsl (1)—~(2). B MomeHT Bpeme-
HU, KOTJIa IPOMCXOUT AeJIEHUE KIETKH, CUCTEMA
MEePECTPAUBAETCS COITIACOBAHHO C U3MEHEHHUEM
KJIETOYHOM CTPYKTYPBHI.

CocrosiHue CUCTEMBI Ha KaXKIOM BPEMEHHOM
11are 3aIMchIBAETCS B OT/IENBHBIN CIIHMCOK, YTO 103~
BOJISICT BU3YAJIN3UPOBATh PE3YIBTATHI (PHC. 5).

st nopmanbsHoro ¢gynkunonupoBanus AMII
JIOJDKHA UMETh ONPENEICHHYIO CTPYKTYpY, T. €.
«TIpaBUIFHOEY» pacrpesesieHne CuHTe3a (M KOH-
IIEHTPAINiA) BeeCTB. B pe3ynprare Bo3MyIIIeHn !,
BBI3BIBAEMBIX JICTIEHUSIMHU KJIETOK, CTpYKTypa AMII
MOXKET pa3pylaTbcs. ITO 3HAYUT, YTO MOCIIE BO3-
MYIIIEHHUS OHA Y>K€ HE BEPHETCS K «IIPABUILHOMY »
CTaIlIOHAPHOMY pelieHnto. B nanHoi# pabote MbI
cuutaeM, uto AMII sBnsiercs xuByueu, ecinu

100
80
60
40

20

Sd (OKP,)/: c, W) Sd ((1 - a)(P,)’a c, W)a

BEPOSTHOCTh Pa3pyIICHHsI MTPABIILHONW CTPYKTY-
pbl MaJia Ha NPOTSHKEHUM BpeMeHH, paBHOTO 20
CpEeIHUM KJIETOUHBIM ITukiiaM B AMII (mampumep,
y A. thaliana o BpeMeHH 3TO B CPETHEM COOTBET-
CTBYET KU3HEHHOMY LIUKITY PACTEHHUS).

[Tockonbky B Moaenu audy3us sBisieTCs
MEXaHHU3MOM PACIPOCTPaHEHHS CHTHAIIOB, MOJKHO
OXHJIaTh, YTO COOTHOIIIEHNE XapaKTEPHBIX BPEMEH
pocTa W NeNeHusl KJIETOK, C OJHOW CTOPOHBI, U
mudysun W u Y, ¢ npyroit CTopoHsl, JOIKHO
UrpaTh KJIIOYEBYIO POJIb B YCTOWUMBOCTH CTPYK-
Typsl AMII. B kauecTBe XapakTepHOro BpeMeHU
TG PY3MOHHBIX TPOIIECCOB MBI BBIOPAITH BpEeMsI
JIOCTHIKEHHUSI OTpelieNIeHHON KOHIIeHTpauu W B
TIepBON KJIETKE B pe3ynbrare ero muddy3uu u3
kietok OL, rie mporcxonuT ero CHHTES.

B BbIMMCANTENBHBIX SKCIEPUMEHTAX C MOJIENIBIO
OBLIO YCTaHOBIJICHO, YTO YMEHBIICHHE OTHOCUTEIb-

Puc. 5. Pesynsrar paboTsr Mo-
nenu. JluHaMuKa 9uciia KIeTOK
Ka)XIO0r0 THIAa B KJIETOYHOM
MaccHBe.

t — BpeMs B YCIIOBHBIX €IHHUIIAX,

n — YUCJIO KJICTOK.



MoaeAnpoBaHue pocTa 1 pa3BUTHsI PACTUTEABbHBIX TKaHel B popmarusme L-crcrem 823

HOW JUIMHBI KJIETOYHOTO IMKJIA TPUBOJHUT K MOHO-
TOHHOMY BO3pacTaHHIO BEPOSITHOCTU Pa3pyLICHHS
CTPYKTYpPBI BO30OHOBUTEIBHOH 30HEI (pHC. 6).

3AKIIOYEHUE U NEPCIIEKTUBbI

PaccmorpeHHble IpUMEpPBI OKAa3bIBAKOT, YTO
napaMeTpu30BaHHbIC L-CHCTEMBI SIBIISIFOTCS YI00-
HBIM (hOPMATH3MOM JIJISI MOJISITMPOBAHUS POCTA
W Pa3BHUTHS MPOCTHIX OPTAaHU3MOB C JIMHEHHON |
BETBSIIEICS CTPYKTYpOil. ECTECTBEHHBIM 111aroM B
MIPOJIOJDKEHUE PACCMOTPEHHOM B pab0TEe TEMATHKH
SBJISIETCSl TIEPEXOJl K MOZETSIM ¢ OoJiee CIOKHOM
MPOCTPAHCTBEHHOW CTPYKTYPOM, HAPUMEP K MO-
JISJISIM JIMHAMUKH KIICTOYHBIX TIACTOB. [Ipumepst
MPUMEHEHHSI I 3TOTO L-cucTeM MOKa3hIBaroT,
49TO caM (popMasi3M HaKIAABIBAET OTPaHHYEHUS
Ha MHOXCCTBO MOPOXKIAAEMBIX IMAaTTCPHOB pOCTa
kierognoro riacta (Tuza, Lindenmayer, 1992). B
KaueCTBE AJIETCPHATUBEI, Y KOTOPOH 3TOT HEOCTa-
TOK OTCYTCTBYET, HHTEPEC IMPEICTABISAECT MOJICITh
Xougs! (Honda et al., 2004) n ee Mmomudukaun
(Merks et al.,2011). B aToi MOAENH KIETKH TIPEI-
CTaBJIAOTCA MHOT'OYIOJIbHUKaMH B ABYMCPHOM
cllyyae U MHOTOTPaHHUKAMHU — B TPEXMEPHOM,
BEPILIUHBI KOTOPBIX MEPEMEIAIOTCS 10 BO3/ICH-
CTBUEM Pa3IMYHBIX CHII. AJITOPUTM JICJICHUS KJIe-
TOK peasin3yeT SMIUPUIECKOe TPABHUIIO, COTIIACHO
KOTOPOMY TPaHHIIA MEXK]Ty TOUYEPHUMH KIETKAMH
OPHUEHTHUPYETCS MEPIEHAUKYISIPHO TIIABHOU OCHU
3JUTUTICOUIA MOMEHTa WHEPIIMU MaTEePUHCKOU
KIICTKH U JISJIUT €€ IPUMEPHO TTOPOBHY.

ABtopbI Beipakarot omarogapHocts H.JL. Tomko-
JIOHOMY 32 IJIOI0TBOPHOE 00CYKIEHUE PaOOTHI.

PaboTa BeITIOTHEHA TIPH YaCTUIHOH (DUHAHCO-
Boii moyiep ke rpantoB: PODU Nel1-04-01748-a,
uHTerpannoHHbIi npoekt CO PAH Ne47.
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MODELING OF PLANT TISSUE GROWTH
AND DEVELOPMENT WITH L-SYSTEMS
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Summary

An introduction to modeling of dynamical systems possessing dynamical structures with L-systems is

given. Application of L systems is illustrated by models of plant tissue growth and control of state variable
distribution in the growing tissue.

Key words: developmental biology, dynamical systems with dynamical structure, mathematical model,
L-systems.



