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CoBpeMeHHbIe TeHIEHIIUN B 610JI0ruu TpebyIoT aHaim3a OPOMHOIO MACCUBA yIKe HAKOILIEHHOH nH(OpMa-
MY C TTOMOIIBIO MATEMATHIECKOTO MOJETUPOBAHNS OUOJIOTTIECKUX IIPOIIECCOB C MEJIBI0 BBISICHEHUST HEKOTOPBIX
3aKOHOMEPHOCTEH, I0KAa3aTeIbCTBA TMIIOTE3 U IpecKa3annii. Pa3Burue oprann3MoB mpeIcTaBiIsieTCst 0COOEHHO
WHTEPECHBIM I MATEMATUYIECKOIO MOJIEJINPOBAHUS [IOTOMY, UTO OObeJUHSET OOJIBIIIOEe KOJTUIECTBO IIPOIEC-
COB Pa3HOTO TUIIA, U3MEHSIIOIINXCSA BO BPEMEHU W MPOCTPAHCTBE. B MaHHOU CTaThe aBTOPBI MPOBOIST 0630p
CYIIECTBYIOIMNX MOJIEJIel POIECCOB, MPOUCXOAANINX BO BpeMsi pa3BuTus pacrtenus. [Iponssenena kaaccudu-
KaIls MOJIeJIel U JJAHO OIIMCAHUE IIO/IXO0J/I0OB U MAaTEMATHIECKUX METOJIOB K Haubosiee TPYIHBIM C TOYKU 3PEHUS
MO/JIeJIMPOBAHUSA 3aJjadaM.
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The state-of-the-arts in biology needs the analysis of a bulk of experimental data. Mathematical modeling
of biological processes is one of the ways to do it, with a purpose of revealing regularities, proving hypotheses
and reasonable predictions. Evolution of organisms is especially attractive for mathematical modeling because
it integrates a large number of different types of processes, whose state varies depending on time and location.
In the present paper, the authors review the models of biological processes as related to plants evolution.
The models have been classified and the approaches and mathematical techniques of modeling complicated
problems are described.
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1. BBenenne

PasBuTie MHOrOKJIETOYHOIO OpraHusMa — MOpPQOrene3 — IpecTaBisieT coOOi OHy u3
HanboJiee CJIOXKHBIX JUIsi MOJEJINPOBAHNS 3a/1a4 OUOJIOIUY BBUJLY KOMIUIEKCHOCTH U HEOJHO-
poJHOCTH TOro Iporecca. 2KuBoil opraHus3M, Kak JUHAMHUYECKasl CHCTeMa, COCTOUT U3 de-
TBIPEX ITIOJIyaBTOHOMHBIX YPOBHEM: MOJIEKYJISIPHOTO, KJIETOYHOIO, TKAHEBOIO, OPIraHU3MEHHO-
ro (cm. puc.).

*Pabora BbinosiHeHa npu (uHaHCOBOH nopaepkke PODPU (mpoext Ne 007-01-00221).
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Puc. [lonyaBroHoMHBIE YPOBHM, HA KOTOPBIX IIPOUCXOIUT U3YyI€HNE PA3BUTHUS OPTAHM3MOB

B ocHoBe PyHKIIMOHMPOBAHUS OTAEJIBLHO B3SITONW KJIETKU JIEXKAT M3MEHEHHS aKTHUBHOCTH
IPEHOB, B3aMMOIEHCTBHUSI MEXKIy MPOAYKTAMU 3TOH AKTHUBHOCTH, OeJIKAaMU U OOPaTHOE BO3-
JieficTBre GeJKOBBIX IIPOJYKTOB HA AKTHBHOCTH PA3JIMYHBIX I'€HOB (PEry/siTOpHbIE KOHTYDBI
B reHHBIX ceTsiX). CoObITUsT HA MOJIEKY/ISIDHOM YPOBHE HPUBOIAT K M depeHIIMPOBKe KJle-
TOK (HpuobpereHnio Kierkoii crerpduaeckoii ¢hopmbl u (DYHKIMN), UX JEJEHUIO, & TaK¥Ke
MHTErpalui KJIETOYHBIX (PYHKIMI, pe3y/bTaToOM KOTOPOH fABJIsieTcsl (POPMUPOBAHIE TKAHEH
1 OPraHoB, T.e. MOpdoreHe3. B3anuMocBsi3b MeXKIy KJeTKaMU TKaHeil, OpraHoB W OpraHu3-
Ma B IEJIOM OCYIIECTBJISIETCSI C MTOMOIIBI0 TpaHcopTa U Auddy3un CUTHAJBHBIX MOJIEKYII.
Taxum 00paszoM, MOIEIUPOBAHUE MOPQOreHe3a 3aKJII0YAETCS B MOJECJIUPOBAHUHI IIPOLECCOB
KaXKJI0TO YPOBHSI U IIOC/IEIOBATEILHO MEPEXOI0B MeXkK Iy HuMHU. st pa3paboTKu MOIXO0/I0B
K MOJIEJINPOBAaHMIO MOpQOreHe3a, aJrOPUTMOB M METOJ0B MAaTEMaTHIECKOI'O aHAIN3a PacTe-
HUs, TI0 CPABHEHUIO C KUBOTHBIMU, IIPEICTABJIISIIOT c000# 60jtee yI100HBIH 0OHEKT BBUILY MEHbD-
arero KoJam4decTBa KJIETOYHBIX THUIIOB M OTCYTCTBHA KJIETOYHBIX IIepeMeH.[eHHfI. HeCMOTpH Ha
TO, YTO B HACTOSIIEE BpeMsl UMeeTCs OOJIBIIOE KOJIUIECTBO METOI0B MOJIEIUPOBAHUS PA3HBIX
acrekToB Mopdorenesa, pa3paboTaHbl OTAEIbHBIE MPOrPAMMHbBIC MPOIYKTHI U TAXKe SI3bIKU
[IPOrPAMMHPOBAHNS, MaTeMaTHIeCKOEe MOJIEJMPOBaHKe MOpQOreHe3a BCe ellle HAXOIUTCS B
CTaJUM CTAHOBJeHMsl.  Kaxkmasl U3 CYIIECTBYIONINX Ha CErOIHSIIIHUIA JeHb MoJeseil oTpa-
2KaeT JINIIb pParMeHT IIUPOKOro JIMAIla30Ha IPOIECCOB, IPOUCXOIAIINX BO BPEMsl PA3BUTHS
opranmsMa pacreHus. MoJeaupoBaHue OCYIIECTBJISIETCsI, KaK IPaBUJIO, B OJIHOMEPHON HJIM
aByMepHOi moctanoBke. Maremarudeckue mojesin MopdoreHe3a OCHOBAHBI HA JUCKPETHBIX
110 IIPOCTPAHCTBY YPaBHEHUSIX, OIMCHIBAIONINX HEIIPEPHIBHBIE BO BPEMEHN MEKKJIETOIHBIE I10-
TOKHW U ITPOIECCHI TEHETUIECKOH Perysiiun JJIsT KaXKI0# KJIETKU. XapaKTepHON 0COOEHHOCTHIO
3a7a4 Mop(oreHesa pacTeHMIl sIBJISIETCS CJIOXKHAsl T€OMETPHsl, CYIIeCTBOBAHNE MHOYKECTBEH-
HOCTHU PeIleHNii, HeJUHeHHAas 3aBUCUMOCTb OT BXOIHBIX JAHHBIX M ITapaMeTpPoB Moiean. B
HACTOsIIIee BPeMs CYIIEeCTBYeT HECKOJIBKO IIOJXOMOB K PEIeHUI0 TAKUX CHCTEM ypaBHEHUI.
Maremaruiyeckoe MOAEJIUPOBAHIE B 3TOM 00JIACTH 3HAHUS HA JAHHBLI MOMEHT HAXOIUTCH Ha
STare COo3/aHusl HENPEPBIBHLIX Mojesei. [losTomy Hambosiee pacpoOCTPAHEHHBIM ITOIXOI0M
SABJISIETCsT IEPEXO0, OT IIPOCTPAHCTBEHHO-IUCKPETHOM MOJEIN K €€ HelpEephIBHOMY aHaJjory. B
psiZie CJIy4aeB JIMHeapu3allisl OJyIeHHONH cucTeMbl qud pepeHnnaabHbIX YPaBHEHNH B 1acT-
HBIX IIPOU3BO/IHBIX IIO3BOJIACT IIOJIy4daTb IIpI/I6JII/I}KeHHI)Ie 1 TOYHbIE DelleHud, UCC/IeJOBaThb
BJIMSIHIE THUIIOB KPAeBbIX YCJOBUI M HAaYaJbHBIX JAHHBIX Ha pemrenue. IIpu sroM dacTo yzke
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[IPH IIepEX0/ie K HEIIPEPLIBHON MOJIE/IM U3MEHSIETCsI OIMCAHNE Ka9eCTBEHHOIO XapaKTepa Ipo-
necca [1]. Iocaenyromast inHeapu3anus He IO3BOJIsIET TOYHO YYUTHIBATH JAHHBIE SKCIIEDH-
menToB. [losrygaemoe pertierre Jiub60 OIMUCHIBAET MIPOIECC B OOIIEM BHJIE, JTUOO COOTBETCTBYET
omHOMY HabOpy HMapaMeTpoB 3a1adu.

BropbiM criocoboMm siBiIsieTcsT CBeIeHne MOJIEN K OTPAaHUIeHHOMY YUC/Ty mporieccoB. [Ipu-
9eM TPAJUITUOHHO IIPOIECChI PACCMATPUBAIOTCS 0€3 yueTa UX BHYTPEHHEH B3aMMOCBI3U JIPYT
¢ apyrom. Takoe ympolleHue maeT BO3MOXKHOCTD ITPOAHAJM3UPOBATH ITOBE/ICHNE PEIIeHNUs B
3aBUCUMOCTHU OT MAaJIOT'O YHCJIa MapaMeTPOB, U3YIUTh BIUSIHUAE OTACTbHBIX (DAKTOPOB B OTPHI-
Be OT OCTaJIbHBIX, IIOJIyYUTh aKTyaJIbHbIe HA JAHHOM dTale JaHHble. Takme MareMaTHYIecKue
MOJIEJIN TIO3BOJISIOT TPOAHAIN3UPOBATE IUHAMUAKY OTACIbHBIX ITPOIECCOB HA OCHOBE HECJIOXK-
HBIX aJITOPUTMOB, PEAJIM30BAHHBIX C TOMOIIBIO TOTOBBIX [TAKETOB IIPOrPaMM, 6€3 IMPUBJICUEHUST
CJIOZKHO¥ BBIYUCJ/INTEJIBHON TEeXHUKMU.

[Tepexom k GoJiee TOAPOOHBIM MOIESAM JINOO MTO3BOJIUT MOJYINTH OOJiee TPABUILHYIO Ka-
YECTBECHHYIO KapTUHY dBJICHUA W U3Yy4YUTH B3aUMHOE BJIMSAHNE IIPOIECCOB, .TH/I6O O60CHOB&TB
[IPaBOMEPHOCTD UCIIOJIb30BaHUsT YIIPOIIEHHBIX MOIEIEN.

Henpro manHOoro 0630pa OB aHAJIN3 HAKOIIEHHBIX K HACTOSMIIEMY BPEMEHHU IIOIXOI0B K
MOJIETUPOBAHIIO MOpPQOTeHe3a pacTeHni, KIacCuPUKaAIs Mogeaeil Mopdorenesa pacTeHIi
10 THUIIAM, OIKMCBHIBAEMBIX MMU OMOJIOIMYECKHMX IIPOIECCOB, U OIMMCAHUE IIOJXOMI0B K HauboJee
TPYAHBIM C TOYKH 3PEHMsT MOJEINPOBAHUS 3aadaM (MOJIEIMPOBAHNE MEXKKJIETOUHBIX B3al-
MojieficTBHI, pocTa U JeJIeHUsT KJIETOK U onpejiesieHne Koa(MMOUIUeHToB MoJIesn).

2. Kunaccudukanmma mozeseit MopdoreHesa pacTeHUs

B coorBercTBUE ¢ ypOBHSME, HA KOTOPBIX ITPOUCXOIUT M3yUeHHE MOPMOreHe3a OpraHus-
MOB (CM. PHC.), MOXKHO BBIJEJIUTH TPU KJIacca MAaTeMATHIEeCKUX MOJIeJell PaCTeHHUs:

1. Mogenu, onmceIBaomye BHY TPUKJIETOUHBIE TIPOIecchl (1 ypoBeHB);

2. Mogesn, onuchIBaOIIIe MPOIECCh, TPOUCXOJISIIE B TKAHU WK opraHe (2, 3 ypoBHH);

3. Mojies apXxuTeKkTyphl pacTeHust B 1eJoM (4 ypOBeHb).
OO61111e TPUHIUIILI OIUCAHUS OMOJIOTMYECKUX IIPOIECCOB B AU dEepEeHINAILHBIX yPABHEHUAX
Pa3IuYIHBIX MOjeielt cobpanbl B Tabsuie u 6ojee moapobHO OyIyT paccMOTpenbl Huke. Han-
60ﬂee NHTEepPEeCHbIMU KaK B CO,Hep}KaTeJIbHOﬁ JaCTH, TaK U 110 MeTOJJaM peaJn3aluu IpeacTaB-
JISIIOTCsL 00OOIAIOIIIE MOIEH, OIUCHLIBAIOIINE [IPOLECCHl BHYTPU OTAEILHO B3SITON KJIETKHU U
UX TOCJIeAyIolee BIUSHAS Ha Pa3BUTHE IeJI0N TKaHU WJIM OpraHa.

Tab6aua. Ouucanue OCHOBHBIX OMOJIOMIYECKHUX IIPOIECCOB B MaTEMaTUYECKUX MOJIEJIAX

Buosornyecknit  mpo- Omnucanue B MOIEJISAX IIpumeps! B pa-
necc 6oTax
CuHTe3 BelecTBa CuHTe3 BelecTBa N0J[ FeHETUYECKON DPerysanueil ONUChIBAETCH PU [38]

nomomnm obomerHoi dbysxkmmun Xmta (6)*

CuHTes BellecTBa 110/l M'eHeTUYeCKON peryJisiueil OlUChLIBAETCA MPHU [12, 10]
oMot curMouIHoi dyuxun (3)

Cunre3 BemecTBa B OHOXMMHYECKHX DEAKIUAX OIMCHLIBAETCS IO [2, 3]
3aKOHY JEHCTBYIOIMX MAacC WIM PACCIUTHIBAETCH MO QOpMyIIe
Muxasinca—Menten (1)

Ierpananus emectsa | Jlerpajanusi BeIecTBa OMUCHIBAETCS PEAKIUEN EPBOTO IOPSIKA [2, 3,9
Inddysua semecrsa | Tuddysus Bemectsa onuceiBaercs no 3akony Puka (4) [10, 20]
(naccuBHBIL TpaHc-

nopr)

Axruabii Tpancnopr | IToTOK BemecTBa U3 KJIETKH B KJIETKY 3aJa€TCs C y9eTOM akTHBHoOro | [19, 20, 23, 26|
BeIlleCTBa Tpancnopra (4)

* O3Ha4vaeT, 9TO ,ZLaHHbeI IIOJAXO/ He OBbLII IIOKa HCIOJIL30BAH Ipu MOJCJINPOBAHUN DA3BUTUA

pacTeHud.
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2.1. Mopgenu, onuckiBaonie BHYTPUKJIETOYHbIE IIPOIECCHI

Mojtesnu, omuChIBAIONINE MTPOIECCHI TEHETUYIECKON PEryJIsiiiud U MeTaboJu3Ma BHYTPH OT-
JeJIbHO B3TOI KJIETKU, 110 CyTU, HE ABJIAIOTCA MOIEJIAMU Mop(boreHe3a, TaK KaK B HUX HC-
CcleayeTcst He Pa3BUTHE OPraHU3Ma KaK TaKOBOT'O, a JIOKAJIbHbIE BHYTPUKJICTOYHBIE IIPOIECCH,
[IPUBOJISAIINE K M3MEHEHUIO KJIeTKH. MoJIeKyisipHble TTPOIIECChHI, KOTOPbIE M3YYaIOTCH B TAKUX
MOJIEJISIX, UMEIOT HEITOCPEJICTBEHHOE OTHOIIEHNE K (DYHKITMOHUPOBAHUIO U PA3BUTUIO PACTEHUS
U SIBJIIOTCS] OCHOBOM U HEOOXOJUMBIM 3JIEMEHTOM JIjIst DoJiee CJIOKHBIX MojieJieit MopdoreHe-
3a. K TakuMm MojesisiM OTHOCATCS, HAIPUMEP MOJEIN KJCTOYHOTO IUKJIa WU OMOCHMHTE3a
ropMOHOB. [ OpMOH pacTeHusi, CHHTE3UPYIOMINICI B CIENNATAIIMTPOBAHHBIX KJIETKAX, MOXKET C
PAa3JIMYHON CKOPOCTBHIO IIEPEMENIATHCS 10 TKAHU U B 3aBUCHUMOCTH OT PA3JIMYHLIX (PAKTOPOB
(HaIpuMep, KOHIIEHTPAIMN ) [10-PA3HOMY BJIMSTH Ha JIpyrue KiaeTku. B padore 2] onucan 6uo-
CUHTE3 'OPMOHA PACTEHUH, IUTOKNHUHA B OHOMEPHON HEIPEPBIBHON MOJICJIN, BKJIIOYAIONICH B
cebs1 OTTMCaHNe XUMIYIECKUX ITPOIECCOB Jjisd 15-Tu BermecTB. Moesib mocTpoeHa Ha OCHOBE IIPO-
CTOI XUMUYECKON KWHETUKU U He YIUTHIBACT KAKOTO-THOO BJIUSHUS BHEKJICTOUHBIX CODBITHIA.
JlunaMuKa M3MeHEHUs] KOHIIEHTPAIUil BEIeCTB B OMOXUMUYECKUX PEAKIUAX OIMCHIBAETCS 110
3aKOHY JAEHCTBYIOIUX MaCC, CJIeI0BaTE/IbHO, CKOPOCTD IIPOTEKAHN PEAKIIUU PACCIUTLIBACTCS
o popmysie Muxasuca—Menren:

n
—gmaxl_{_M‘ny (1)
e g — CKOPOCTb PEAKINU, Gmax — MaKCHMaJjbHasi CKOPOCTb PEaKINM, XapaKTepHas JJIsd
JIAHHOTO BeIlleCcTBa, N — KOHIeHTpalms cyocrpara, M — koncranta Muxasanca—MenTew.

st pacuera mozenn [2| ucnosnbsyercst apropekuii nmaker nporpamm. OCHOBHOI 3ajadeit
JAHHOI paboThI OBLI IOI0OP MAPAMETPOB IS OIUCAHUS CEPUU IKCIIEPUMEHTAIbHBIX JAHHBIX.
PesyabraThl pacdera MOJEIN COTJIACYIOTCS C 9KCIEPUMEHTAJbHBIMEI JTAHHBIMU.

Mogesb CUIHAJIBHOTO IIyTH JPYroro TOPMOHA STHJIEHA OINUCHIBACT XUMHIECKHE PEaKIINH
U PeHeTUYECKYIO DeryJisiiiio B OTBET HA BHENIHUII (BHEKJIETOUHBIN) MCTOYHMK dTHJeHa [3].
MaremaTuueckasi MOJEb IIpecTaBiIeHa cucTemMoil u3 20-Tu 0OBIKHOBEHHBIX Iud depeHInab-
HBIX ypaBHeHuit. [IpoBesien aHa/ms3 yCTOWIHMBOCTH JIUHEAPU30BAHHOM Moe n. [lenbio paboTsr
OBLIO MCCIEI0BATh XapaKTep U3MEHEHUsI KOHIIEHTPAIUN KJIFOUeBOro Oejika CUTHAJIBHOTO ITy-
tn, ERF1, saBucumoit or 1036l sTmiiena. MojenmnpoBaHnnue OKa3aJ0, YTO CUTHAJBHBIN IIyTh
STHUIeHA 0becrednBaeT (MUJILTP CTOXACTHIECKUX U OBICTPBIX Xa0TUIECKNX (DIYKTYyaIuil KOH-
[EHTPAIUU STUJICHA, UTO SIBJISETCST BaXKHBIM JIJIst (PYHKIIMOHUPOBAHUST TKAHEH PACTEHUSI.

CyIecTBy O HEJOCTATOK KOJIMIECTBEHHBIX JTAHHBIX O KOHIIEHTPAIINSAX BEIEeCTB B TKa-
HAX U, TeM 0oJiee B OTIEJBbHBIX KJIETKaX, IPUBEJT K PA3BUTUIO PA3HOOOPA3HBIX METOIOB MOJIe-
JINPOBAHMSA MOJIEKYJISIPHBIX COOBITHI 110/ T€HETUIECKON pery Idnueil, JafommnX KadeCTBEHHY IO
kapTuny. MoaenupoBanne pyHKIIMOHUPOBAHUS T€HHON CETH PETYJ/ISIINY IIePeXo/1a K IIBETeHUIO
Py HOMOIIU HEAPOHHBIX ceTell [4] m jlorudeckoil Moze/in TeHHOl ceTu pasBUTHsI IBETKa |5)
SIBJISIETCST TIPUMEPOM TaKHUX METOIOB.

g(n)

2.2. Mopgeaun pa3BuTus TKaHU PaCTEHUS

B ornmame or mogeseit BHY TPUKJIETOIHBIX COOBITHI, MOJIE/N PA3BUTHUSI TKAHW PACTEHUIA
IIOMUMO U3YYeHUs JIMHAMUAKA U3MEHEHUS KOHIIEHTPAIIUN BEMECTB BO BpDEMEHU TaKKe N3y IaloT
JUHAMWUKY U3MEHEHHs B IMPOCTpaHCTBE. [Ijisi Ipeo/ioyieHus CI0XKHOCTEH OnmucaHus IMPOIECcCOB
Ha PA3HBIX YPOBHAX B PAMKaX OIHON MaTEMaTHIECKON MOJEIN Pa3pabOTAHDI CJIE/IYIONINAE IO
XOJIBI.

Mopenun 6e3 ydyeTra BHYTPUKJIETOYHBIX ITPOIECCOB. TKaHb PacCMATPUBAECTCS KaK OJI-
HODPOJIHAsI HEeNpepbIBHAs Cpejia, KoTopas (DYHKIMOHUPYET IO OIpe/IeIeHHbIM 3akoHaM [6, 7],
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00 TKaHb MOJIEIHPYeTCs KaK aHcaMOJIb KJIETOK C OIPeJleJIEHHBIMU XapakTepuctukamu. Bo
BTOPOM CJIy4ae B MOJIEJIN BOCIPON3BOAUTCS POCT TKAHU KaK PE3yJIbTaT YBEJIMICHAA Pa3MepOB
KJIETOK C y9eTOM M3MEHEHHs uX reomerput [§].

Mogaenu tuna peaknusa—aunddy3usa BeimectBa B TkaHu. Ope/iejieHHbIe KJIETKA TKAHN
CUHTE3UPYIOT aKTUBHBIE BerecTBa, MopdoreHbl. MopdoreHbl pacipocTpaHsiioTcsi 10 TKAHU,
KaK M3HAYAJIBHO OJHOPOIHOMY IIPOCTPAHCTRY, U (POPMHUPYIOT €e HEOIHOPOIHOCTEH B CKOPOCTSIX
CHHTE3a BEIECTB, KOTOPasi MHTEPIPETUPYETCs B TEDMUHAX PA3IUYHBIX KJIETOYHBIX TUIOB [9].
B Mojiessix Takoro Bujia M3ydaercs JUHAMUKA KOHIIEHTPAIUil MOP(MOreHOB B IIPOCTPAHCTBE C
YUeTOM UX CHUHTE3a, PEryJUpPyeMOro JApyrumu mopdorenamu, nerpajanuu u auddyszuu. Mo-
Jenn Tuna peakrusi—auddysus 6epyT cBoe Hadasao or Mogean Twoopunra |9, Kiaccudeckast
Moiesib ThIOpUHTa C IBYMSI BEIIECTBAMU: aKTUBATOPOM U MHTMOUTOPOM OCHOBAaHA HA CHUCTEME
YPaBHEHUI:

da  qqa’ d 0%a
o= h  faatDagm, )
Oh  qnh? %h

— =2 _Klh+4 Dp—
ot~ a T Phge

re a — KOHIIEHTpaIlus aKTUBaTOpa, h — KOoHIleHTpanusa naruburopa, Dy, D, — kospduriu-
eutwl quddysun, K g, K,Cll — KO3 DUIMEHTHI Aerpagalind, (., ¢, — KO3PUIINEeHTHl CHHTE3Aa,
[ — paccrosinue.

C HeOOIBITUMIE JIOTTOJHEHUSIMI CHCTEMa YPaBHEHUIT (2) HCIOIB3yeTCs JIJIST TeOPETHIECKO-
ro ONHUCaHUsl PealbHbIX Guosorndeckux cucrem [9]. Mojesb, ocHOBaHHAsI Ha ABTOKATAJIM3E
akTHBaTOpa a 1 60Jiee OBLICTPO PACIPOCTPAHSIONMIEMCS B IIPOCTPAHCTBE MHrHOmTOpe h, Ia-
€T CTallMOHAPHBIE DEIeHrs ¢ MaKCUMyMaMU KOHIEHTpanuii ¢ u h, ompeeleHHBIM 00pa3oM
PAaCIOJIOXKEHHBIMI B IIPOCTPAHCTBE JIPYT OTHOCUTEILHO japyra. Ha rpanunie, Kak mpaBuiio, 3a-
JaeTCsl HyJIEBOM MOTOK BEHIeCTB @ W h, B 9TOM Cjaydae pa3Mepbl pacdeTHOil obiactu OymyT
ONPEJIE/ISITh CTEIEHDb BJIMAHUS IPAHUYHBIX YCJIOBUN Ha pelleHrne MOIEIH.

OnHOIl U3 COBpeMEHHBIX MoJIe/Ieil ThIIa peakius—1uddy3ust sIBJISIETCS MOJIEb PEryJIsiiun
pasMmepoB Mepucremsl mobera pacrerust [10], B KOTOpOil aHAJIN3UPYETCsl PErYJISIIUS PACIIO-
JIOXKEHUST HEKOTOPOT'O KOMITADTMEHTa (30HBI) OTHOCHTEIHHO IPAHUIILI TKAHU C YIETOM TPEX
MopdoreHoB. Pacripejiesierre KOHIEHTpAIM MOPGOTeHOB B3aNMHO PEryJIMPYIOT UX CUHTES,
KOTOPBII M OIpeledgeT MPUHAIIEXKHOCTh KJIETOK K Pa3/IMIHBIM KoMIaprmeHTaM. Momaesb
OCHOBaHA Ha TUIOTE3€ O XapaKTepe B3anMOJEHCTBUsI Tpex MOP(MOTEHOB W WX BJIUAHHUS HA
dopmupoBanue KoMmaprMeHToB. CralnroHapHbIE PEIIeHNs MOIEIN COIVIACYIOTCSI C SKCIIEPH-
MEHTAJIbHBIME JJaHHbIMU. CHHTE3 BelnecTBa IOJI TeHEeTUIECKON Peryssiinueil B MOJIEIN OIMUCHI-
BaETCsI IIPU TTOMOIIU CUTMOUIHON (DYyHKITUN

G(X) = ;<1 + %) (3)

IJle B KadecTBe aprymenta Boictymaer X = h+ Eyn, -ni + ...+ By, - n,, h — 06a30BbIil
YPOBEHDb CHHTE3a BEIIeCTBa, [y, — CTeleHb reHeTUYeCKOTO BO3JCHCTBIA PeryIsaTopa ¢ ¢ KOH-
nenrparueit n;, ¢ = 1,..., N, rme N — KOJHUYECTBO PEryjasaTOpPOB BelllecTBa. B TakoM Buje
curmouiHas PYyHKIMs ObLIa OIPE/IeIeHa JIJIs OIUCAHUS T€HETUIECKON PEryIsiin SKCIIPECCHH
reHoB B paborax Meischecca [11, 12|. Oynkuus 3a1aeT KOMOUHAIMIO HYJIEBOrO (IKCIPECCHN
HET) U eJIMHIYHOrO (9KCIPECCHUs €CTh) PEIeHUsT U OIPE/IE/ISIsieT TEeMIIbl H3MEHEHUs B 9KCIIPEC-
CHUU.

IIpocTpaHCcTBEHHO-TUCKPETHBIE MOAeJIM. B Hacrosiinee BpeMs He CYIIECTBYET MOJIEJIH,
JOCTATOYHO IIOJIHO OIIMCBHIBAIONICH BJIMSHUE IIPOIECCOB I'CHETUYECKON U OPMOHAJILHON pery-
JISIIUU HA POCT U PA3BUTHE IEJIOr0 opraHa. B Hambosiee CIOKHBIX MOJENIAX PA3BUTUS TKAHU



106 I'T". Jlazapesa, B.B. Muponosa, H A. Omenvanwyx, U.B. Illeab, B.A. Buwuekxos u dp. . . .

C HUCHOJIB30BaHUEM PA3HOOOPA3HBIX BBICOKOTEXHOJOTMIHBIX METOIUK YIAETCS UMUTHUPOBATD
OJIHOBPEMEHHO /[IBa, YPOBHS HCCJIE/LyeMOr0 O0bEKTa: KJIETOUHBI U MOJEKyIdpHbIil. Tkanb B
MOJIEJISIX TAKOr'0 THUIla TPEJICTaBJIeHa HE B BUJIE CILIOIIHON Cpelbl, a B BUIE O0JACTHU, pa3-
OuTOI Ha HeJeJUMbIe JIEMEHThI. KaxKIoMy 3JIeMEHTY pPACcueTHON 00/IaCTU HMPUINCHIBAIOTCS
JIOCTATOYHO IIPOCThIE (DYHKIWMH, OIACHIBAIOIIIE OllpeieleHHbIe MOJIEKYJ IsipHbIE TIporiecchl. Oc-
HOBHBIM MEXaHU3MOM, OIPEJIE/ISIONIUM Pa3BUTHE aHAJU3UPYyEeMOil TKAHU B TaKHUX MOJIC/IAX,
SABJISIETCSA TIEpeMeITeHne aKTUBHBIX BEIIECTB € YYETOM ITPABUJI, MO3BOJSIONINX UMUATHPOBATH
peasibHbIe OuoJsiormdeckne coObITusi. Takme Mojesm Hambojiee MOJTHO OIMHUCHIBAIOT OCHOBHBIE
OMOJIOTUYECKUE TPOIIECCHI, TIOITOMY IPEJCTABISIOT OCOOBI MHTEPEC JIJIsd CIEIUAJNCTOB Pa3-
JIMYHBIX OTpacJeil HayKu u Oy/1yT paccCMOTPEHbI ojipobHee HuzKe (IyHKTHI 3 1 4).

2.3. Mogenn apXuTeKTypbl pacTeHUs

CyimecTByeT 60JIbINAS T'PYIIIA JUCKPETHBIX 110 ITPOCTPAHCTBY MOJIEJEH pa3BUTHS pPACTe-
HUIl, UCHOJB3YIOMUX B KavyecTBe OCHOBBI (popmanusm L-cucrem [13|. derepmunupoBanHast
KOHTEKCTHO-CBOGoHas L-cucrema (DOL-cucrema) — 3ro yrnopsijpouennasi tpoiika: (V,w, P),
rae V — andasuT cuctemsr; w € VT — memycToe c0Bo, HasbIBaeMoe akcnoMoii, VT — mmo-
JKECTBO HEITyCTBIX CJI0B Haul ajidpasuroMm V; P C V X V* — KoHedHbBIl HAOOD IIPaBUJI [IEPEITH-
cbIBaHUS, e V' — MHOXKECTBO BCeX CJIOB HaJI ajdasurom V.

[TapaJutesibHOE TpUMEHEHME IPABUJI OKA3BIBAET OIPEJIEJISoINee BAUsiHIE Ha (POpMajIbHbBIE
CBOICTBa CHCTEM IEPENUChIBAHUS U SI3bIKU, TeHEPUPYEMbIC STUMU CUCTEMAMH.

Bsenenne B andaBuT CKOOOK IO3BOJISET ONUCHIBATH JPEBOBUIHLIE CTPYKTYPBI. Karkaas
CTPYKTYPa € TIOMOIIBIO JIONOJTHUTE/IbHBIX MPABUJI ([IPABIJI MHTEPIPETAIUN ) MOXKET UHTEPIIPe-
THUPOBATHCH KaK IIPOCTPAHCTBEHHAS.

Xots B hopmasiu3me L-cucreM ecTeCTBEHHBIM 00pa30M OIMUCHIBAIOTCS JTMHEHHBIE CTPYKTY-
pBI (B TOM YHCIIe ¢ PA3BETBJICHIEM ), B JINTEPATYPE UMEIOTCsI IIPUMEPBI IpuIoxKenuii L-cucrem
K OIMCAHUIO JIMHAMUKHU CTPYKTYPBI JIByMEPHOI'O KJIETOUYHOro aHcam0uist [14].

CuabxkeHne cUMBOJIOB ajidaBuTa L-cucTeMBbl mmapaMerpaMu C JIOTOJHATEIHLHBIMU ITPABH-
JlaMU TIPUBOJIUT K HapaMeTpu3oBaHHBIM L-cucremam. B KavecTBe NpaBmil Jjis U3MEHEHUSI
[IapaMeTpPoOB MOI'YT HCIIOJIb30BATHCS JUHAMUYICCKUE MOJIEJIN, UTO IPUBOAUT K TUOPUJIHBIM
L-cucremanm.

Taxkue MO/Ie/IN TOCTATOYHO XOPOIIIO OMUCHIBAIOT APXUTEKTYPY PACTEHUS: CTPYKTYDPY KOP-
HEBOI CHUCTEMBI, BETBJIEHUE JIepEBbEB mwin (pujtoTakcuc. Pazsurne pacTeHus UCCIEILYETCS C
YUETOM TaKHUX OMOJIOTMYECKHX IIPOIECCOB KaK aCCHUMUISIIUS yIyIepo/ia, TPAHCIOPT (mepeme-
IIeHNe) MUTATEIbHBIX BEIecTs 1 Bojbl [15-17].

3. OmnmcaHme Me>KKJIETOYHBIX B3aNMOJIECTBUI
B MOJIeJIsIX MopdoreHesa

W3 HaKOIJIEHHBIX K HACTOSIIEMY MOMEHTY OHOJIOIMYECKUX 3HAHWH CJIeIyeT, 9TO JJIs OIIH-
CaHMs IIPOLECCOB MOpP(doreHesa HeOOXOAMMBI CIElaIbHbIe NUCKPETHLIE 10 IPOCTPAHCTBY U
HEIIPpEpPbIBHbBIE 110 BpEMEHHN MOJICJIN. I/IMGHHO K TaKUM MOJEJIAM OTHOCATCA MOJCJIN MOp(bO-
reHesa pacreruii (cm. m. 2.2). IIpudeM aucKpeTHBIE IO MPOCTPAHCTBY YPABHEHUSI, BXOJISAIINE
B MaTeMaTHYeCKYI0 MOJIe/b, He MOTYT OBbITH IIepeHeceHbl Ha WX HEIPEPBIBHBINA aHaJor 0e3
[IOTEPH CYIIECTBEHHBIX OMOJIOrMYECKIX CBOMCTB.

Crocob auCcKpeTrusalun MpOCTPAHCTBa 0OCOOEHHO BaKeH B OMOJIOIMYECKUX 3ajJadax. JTO
00YCJIOBJIEHO CBOMCTBAMU KJIETKH: KJIETKa UMEET CJIOXKHYIO MHIMBHUIYAIbHYIO T€OMETPHUIO, OHA
pacTeT u AeauTcs. B HacToslnee BpeMsl B JIBYMEPHOR IIOCTAHOBKE KJETOYHOE IIPOCTPAHCTBO
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3a9aCTyIO 3aaeTCA OJHOPOIHBIM, & KJIETKH — B BUJIE KBaJIpaTOB MM OKpy:KHOcTeil. Hampu-
Mep, Mozesib [18] paccMaTpuBaeT JMCKpPETU3AIMI0 PACUETHON 00JACTH B BHUJE OJHOPOJHBIX
KBaJIPATHBIX KJIETOK. TakKOi CI1ocod JUCKPETU3alny IPOCTPAHCTBA O3BOJISIET 3HAYUTETHHO
YIPOCTUTH aJIFOPUTM MIOUCKA PEIICHUsT: HAJIMINE Y KazKJ0il KJIeTKN (KpoMe KJIETOK Ha MDaHN-
Ile TKaHU) YeThIpex cocejieli NCKIoYaeT pobieMy HOMCKa cocefieil, BOSHIKAeT BO3MOXKHOCTH
CKBO3HOI'O cdeTa. HOTma B KadecTBe MCXOIHOIO KJIETOYHOI'O IIPOCTPAHCTBA BHIOMPAETCS I10-
BEPXHOCTH OPraHa, BOCCTAHOBJIEHHAS HA OCHOBE 00pabOTKM M300parKEeHWil CO CKAHUPYIOIIEro
MUKDOCKOIIA ¢ IIOMOIIIbIO CHEIUaIbHOrO nakera nporpamMm [12, 19].

Pacyer MeKKI€TOUHBIX B3aUMOAEHCTBUN B IIPOCTPAHCTBEHHO-INCKPETHON MOJIE/H BKJIIO-
qaeT B cels OmpesiesieHrne MOTOKA BelecTBa U3 KjeTKu B KjeTky. Ilorok cocrout u3 mud-
(dy3UMOHHOIO MTOTOKA M aKTHUBHOI'O TPAHCIIOPTa BelecTBa. Kak mpasuiio, mudy3us 3a1aeTcs
B COOTBETCTBUU ¢ 3aKOHOM Puka, a aKTHBHBI TPAHCIIOPT Yepe3 JIMHEHHYI0 3aBUCUMOCTH OT
KOHIIeHTpaImu Berectsa. O6Iuil MoToK u3 i-if B j-10 KJIeTKy 3aj1aercs B Buje [20]:

Jij = pli—"ni Ln] + Kfn; — Kinj, (4)
rjae n;, n; — KOHIEHTpanuu BemecTBa, D — kosdduruent muddysun, L — paccrosmue
MEXKy IeHTPaMH KJIeTOK. PaccTosHume MexK Iy IMeHTPaMH MACC KJIETOK CUNTAeTCs €IMHII-
HbIM [18]. B ciryuae yuera pocra u JiesieHust KieToK [21] jyimHa KIeTOK U3MEHsIeTCsl BO BpeMe-
nn. PaccMoTpenne HempepbIBHOIO aHAJIOra MUCXOMHON IMPOCTPAHCTBEHHO-IUCKPETHON MOIE/IH
[TO3BOJISIET TTOJIyYaTh AHAJUTAIECKUE U ITPUOJIMKEHHbIE PEIeHNsI, UCCJIEI0BATD BJIUSTHIE TH-
OB KPAaeBbIX YCJIOBUIl N HAYAJIbHBIX JAHHBIX Ha perenue |7, 22-24].

WurepecHbIil IpueM cBeJeHNsT TPOCTPAHCTBEHHON 3a1a9n K OQHOMEPHOH MOCTAHOBKE IIPH-
BEJIEH B UCCJIEJIOBAHUU PACIIPEJIEJIEHUS JIBYX BEIECTB B MIIEHUIHOM 3€PHE U3BECTHON reoMeT-
punu [22]. ABTOpBI BBIPAXKAIOT ILJIONIAJIb [HOIEPETHOIO JLIUIITUIECKOTO CeYeHHsl 3epHa Yepe3
[IPOJIOJIbHYIO0 KOOPJMHATY. 3aTeM 3allMChIBAIOT 3aKOHBI COXPAHEHUsI MACCHI JBYX AKTHUBHBIX
BEIIECTB C y9YEeTOM 00beMa KJIETOK, MEXKKJIETOYHOI'O IMPOCTPAHCTBA M ILIOIMIAIA MEMOPAHDI
kJjieTkH. llostydeHHast cucremMa HENPEPBIBHBIX II0 IMPOCTPAHCTBY W BPEMEHHU ypPaBHEHUI all-
[IPOKCUMUPOBAaHA KOHEUHBIMU PA3HOCTSIMU TIEPBOTO MTOPSIIKA TOUYHOCTH. Pe3ybraTsl MOIeu-
pOBaHMUs MOKA3aJIU, 9TO BPEMs TPAHCIOPTA BEIECTB 3aBUCUT OT JJINHBI 36PHA U 00beMa MerK-
KJIETOYHOT'O IIPOCTPAHCTBA M HE 3aBHCUT OT JuameTpa 3epHa. Co3maHHasi MOJIE/b OObICHSET
HabJIIofaeMble sIBJICHUSI PA3BUTHSA 3€PHA Y PA3HBIX BUIOB 3JIAKOB.

Emte omarM npuMepoM CBeJIEHUsI ITPOCTPAHCTBEHHO-TUCKPETHON MOJIEIN K HEIPEPBIBHOM
MoJean MopdoreHesa siBjIgeTca paboTa POCCHHACKUX YUEHBIX I0J PYKOBOJICTBOM aKaJIeMUKA
C.B. Ilecrakosa [25]. Maremarnueckasi MOJeJIb pacueTa PACIOJIOXKeHHsI OPTaHOB IBETKA B
3D 1muuHAPUYIECKON cucTeMe KOOPAWHAT ObLIa peain30BaHa C MPEJIINOIoXKeHneM 00 HHTrubu-
pyIoleM BJINAHUU (HOPMHUPYIOIIErOCsi OpraHa Ha CBOe OKPy»KeHHe. B Xoje MoIempoBaHus
MOPQOJIOTUHN TBETKA YIAJ0CH MOATBEPIUTH THIIOTE3y ABTOPOB O 3aKOHOMEPHOCTH Pa3METKH
opratoB B mBerKe. Jjist u3yvyeHns: BIAUSIHAS D€HOB Ha PACIIOJIOYXKEHNIE OPIaHOB B I[BETKE OBLIO
[IPOBEJIEHO MOJIEJINPOBAHNE PA3BUTHE IIBETKA Y HEKOTOPBIX MYTAHTHBIX PACTEHUI.

AHaJI3 CyIIEecTBYIONIUX IPOCTPAHCTBEHHO- TUCKPETHBIX ¥ HEIIPEPBIBHBIX MOJIEJIE I03BO-
JIJT BeIBecTH 0boOIMmaroIee auddepeHmaIbHoe ypaBHeHNe B BEKTOPHOM BHUJE I OIIpee-
JIEHUsI KOHIIEHTPAIIMM BEIeCTBa B TKaHU. B ciiyuae, Korja Moe/b PacCMaTpUBaeT HaJIu-
qre HECKOJbKHUX BEIeCTB, AuddepeHnuajbHoe ypaBHEHHE TAKOr0 BHIa MOXKHO 3alUCATh
JJIsI KaKJIOro BelmecTBa. B o0IeM, pocT pacTeHuil OMUCHIBAETCS C ITOMOIILIO 3aKOHA CO-
XpaHEHUsI MaCcChl M IpPaBHJ JeJeHnsd KjaeTok. IIoTok paccMaTpuBaeMoro B MOME/SIX Bellle-
CTBa C KOHIIEHTpAIUEHl N COCTOUT M3 HMAacCUBHON muddy3un nm aKTUBHOTO TPAHCIOPTA: J =
Dgradn + K%, tne D — marpuria koadgdunmenros quddyzun, K4 — cKOpOCTh aKTUBHOTO
TPaAHCIOPTa BIOJIb HAIIPABJIEHUs, 33 IaHHON0 BEKTOPOM 1. BHYyTpH KJIETOK paccMaTpUBaeTCs
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nporecc nerpajamuy K% u cunres Bermectsa (. 3aMeTHM, YTO BKIIOYEHHE B MOJIE/b CHHTE3A
BermecTBa () MO3BOJISIET YUNTHIBATL PErYISTOPHBIE B3ANMOJICHCTBUSI BEIecTB B KieTke. [lo-
JiydaeHHoe JndepeHImaibHoe ypaBHEHNE SBJISIeTCs 000DIAIONINM HEIPEPBIBHBIM aHAJIOMOM
UCXOJIHBIX IIPOCTPAHCTBEHHO-IUCKPETHBIX MOJIeJIell, pACCMOTPEHHBIX B JAHHOM 0030De,
@:—div-f—Kdn—kQ. (5)
ot
s paccMaTpuBaeMbIX 3a/a9 B OCHOBHOM XapaKTEPHBbI IPAHUYHBIE YCJIOBUSA, 3aJIAI0IIUe HY-
JIeBOI MOTOK Ha rpanutie. [Ipn 3ToM B KadyecTBe rPAHUYHBIX YCIOBUN OOBITHO UCIIOIb3YIOTCS
COOTHOIIICHUST BUJIA g—Z{F = 0 (cMm. [21]). Yuer BHYTpPEKJETOUYHOIO CHHTE3a BEINECTB JI0JI-
JK€H HPUBOJUTH K HEOOXOJIUMOCTH MOCTAHOBKH CJIOXKHBIX HEJIMHEHHBIX I'PDAHUYHBIX YCJIOBHIL.
B paborax, MOCBSIIEHHBIX CHHTE3Y BEIIEeCTB B KJIETKAX PACTEHUI, aBTOPBI OIPAHUYIUBAIOT-
cs PACCMOTPEHHEM KJIETOYHBIX aHcaMOJiell, HaXOJANUXCs BO BHYTPEHHEH YacTU PACTEHUS.
B HEKOTOPBIX MOCTAHOBKAX KPAEBbIE YCJIOBHSI 3aBUCAT OT CBOWCTB HADJIIOIAEMOTO OOBEKTA,
HAIIPUMED, C YIEeTOM OIpeiesieHns: KoahduiimenTa ak THBHOTO TPAHCIIOPTA, KOTOPBI B KaK-
Joit Kierke napuBuayaten: K*(N — j) = K&, (1 — e‘a(ﬁ_"(j))), rje o — HOCTOosiHHAsA, [ —
paccrosiHue JI0 MecTa IpeoaraeMoro MakcuMmyma serecrsa [19]. B pabore [23| norok na
I'PAHHILE 30,1a€TCS KaK J }F = —JoZ, T7Ie BEKTOD 2 OTpeIesisieT HAIPaBIeHIe TOTOKA BEIIECTBA
IOJT, JIEICTBUEM CHJIBI TSI?)KECTH. POJIb THIIa TPAHUYHBIX YCJIOBUI IIPU MOJEJIMPOBAHUU OHOJIO-
PHYECKIX POIECCOB MOAPOOHO n3ydeHa B crarbe |24], rae paccMOTpEHBI KAK CHMMETPHYHBIE,
TaK ¥ aCHMMETPUYHbIE CMeIaHHble (Iepuojndeckue b0 3a/1amliue HyIeBoil I0TOK Ha Ipa-
HUIIE) TPAHUYIHBIC YCIOBHs. BO3MOXKHO, YTO TpoIiecchl MOpdOreHes3a pacTeHuil IPeIIoIaraoT
U JIpyTHe TUIIBI TPAHUYHBIX yCJIOBUN, HO B OIyOJIMKOBAHHBIX B HACTOSIIEE BpeMs paboTax 3TOT
BOIIPOC, KAK IIPABUJIO, HE 00CYKIAETCS.

Hagasnbuble anmble He OMUCHIBAIOTCs aBTOPaMu MoJieseii Mopdorenesa, HO U3 OHOJIOTrTYe-
CKUX IPEJICTaBJIEHUIT MOYXKHO HTPEINOJIOKUTh, YTO, KPOME OYEBUIHOTO PABHOMEPHOI'O pacipe-
JICJIEHUS YaCTU XapaKTEPHBIX JIJIsl KJIETOK BEJIMYNH, HEOOXOIMMO HEKOTOPBIE CBOMCTBA KJIETOK
OICHIBATE C ITOMOIIBIO CJIyIaiHOTO pacipele/IeHNsI.

[Tonpobree ocTaHOBUMCST Ha TPOCTPAHCTBEHHO- TUCKPETHBIX MOJEISX C YIETOM OTOKA aK-
TUBHBIX BemlecTB. Kak ImpaBmiio, Takue MOJE/N He OIMUCHIBAIOT B3aUMOJEHCTBUS BEIIECTB U
ux cunres. [IpuMepoM Mo/ ¢ OIMCAHUEM JIBYX yPOBHEl GHOIOrMUecKoii cucreMbl (MOJIEKY-
JIIPHOTO U KJIETOYHOTO) sABJIsteTcst paboTa [19], B KOTOPOIi Ommcanbl pe3yIbTaThl YNCACHHOTO
MOJIEJINPOBAHUSI PACIIPEJIEJIEHUsT PACTUTEFHOTO NOPMOHA ayKCHHA B IIJIOCKOM CJIOE KJIETOK.
Ha mepBoMm 3Tane Ha OCHOBE 3KCHEPUMEHTAJIBHBIX JIAHHBIX [TPOUCXOUT OIPE/Ie/IEHIE T'PAHNUIL
Kaxk10il KjeTku. C 9TOl 1esIbio ucioJb3yercs apropekast mporpamyma MERRYSIM, koropast
CTPOUT TOMOJIOrMUYECKUH Ipad KIeTOK (ONPEe/IsIIoTCs COCe/In KaxK 0l KJIETKU 1 HallpaBJie-
HUE B3anMmojeiicTBus Mexxay Humu). Ha Bropom sramie B pesy/iabTaTe YHCIEHHOTO DEIIeHUS
CUCTEMbI JUCKPETHBIX IO IIPOCTPAHCTBY ypa,BHeHI/HU/I BbBIIUCJIAJINUCE TPaAHCIIOPT U Jderpajalisd
ayKCUHA B TKaHU. |IpaBUJIBHOCTD PENIEHUS ABTOPhI KOHTPOJIUPYIOT BBIIIOJHEHUEM YCJIOBUS
HEOTPpUIATEIbHOCTU KOHIEHTPAIIMN ayKCHUHa B KJIETKaX. B pe3yjabTaTe MOJC/JIUPOBaHUA 10/~
TBEP2KJIEHA TUIIOTE3a aBTOPOB O BJIUSHUU ayKCHUHA Ha MOPMOreHe3 U IOJIyUIeHO XOpOoIee Ka-
YECTBEHHOE COOTBETCTBUE IKCIIEPUMEHTAJIHLHBIM JTAHHBIM.

B Gouiee citoKHOI MOJIe/I M3yUeHNsi BO3JEHiCTBHs ayKCHHA HA TKaHb pacTeHus [26] wmc-
CJIeZIOBAHBI [IEPEMEIIEeHNsT AyKCHHA € YIeTOM JIOKaau3alyn ero rpancnoprepa (6esok PIN1) B
IJTOCKOM CJIO€ KJIETOK, YIUTBIBas POCT U JIeJICHNE KJICTOK. B MOme/nb 3aI0:KeH0 onpe/eieHne
CPAHMUIL KJIETOK C MCITOJIb30BAHUEM [TEPUOINIECKUX IPAHUIHBIX yCJIOBUiA. MeKKIIeTOUHbIE B3a-
UMOJIEICTBUS OIIUCHIBAET CUCTEMA OOBIKHOBEHHBIX JnddePEeHITNAILHBIX YPABHEHUN JIJIsT JIBYX
BerecTs (ropmon aykcut u 6esiok PINT). Mogesb 1101po6HO pazobpaHa Ha OJHOMEPHOM IIPHU-
Mepe. Pacuernas obsracTb JByMEpPHO# MOJIEN MPEJICTABISIET OO0 TTOBEPXHOCTH KPYTOBOTO



Mamemamuueckoe modeauposarue mophozenesa pacmenusl 109

IUJIMHIPa, Ha TOPIle KOTOPOro HAXOAUTCsI IoIycdepa TOro ke pajguyca. IIpeacrasienmnnie pe-
3yJILTATHI PACIIUPEHNS MOJEJM HA JBYMEPHBIN CIydail MOKa3bIBAIOT XOPOIlee KAIeCTBEHHOE
COOTBETCTBHE IKCIEPUMEHTAJBHBIM JAHHBIM. B OTJIHYne OT PacCMOTPEHHOU BhbIlie pabOTHI C
dpuKCHpoBaHHLIM HadaJbHBIM pacupenenaenneMm Oeiaka PIN1, sTta momens gaer xoporume pe-
3YJIbTATHL U IIPU 33JaHUU HAYAJIBHOI'O CJIy4YaiiHOIO paclpeiesIeHusd.

Cpemu JBYMEPHBIX MOJIEJIEl C YI€TOM TOJIBKO MEXKKJIETOUHBIX B3aUMOIENCTBUIN CJie/ryeT
BBIJIEJIUTD IJIOCKYI0 Mojiesb [27]. B aroit Mogesn paccmoTpensr mporecch nuddys3un ayKenHa
u apa tuna 6eakos (PIN1 u LAX), obecnieunBatomux ero akrtubHblii Tpancnopt. Ha ocHo-
Be 3TOl pabOTHI MOCTPOEHA 0DOOIIEHHAS MOJIEb C IIPUBJJIEIEHUEM KOJMIECTBEHHBIX JTAHHBIX
CKOPOCTEH TpaHcropra ayKcuHa Jyist pazsuTusi Kopas [20]. Pacuerst ¢ ucnosb3oBanuem 3roi
MOJIeJIA TIOATBEPIUIN TUIIOTE3Y 00 OCHOBOIIOJIATAONIEM 3HAUEHUHN AyKCUHA B PEAKIHMH IIPO-
recca pocTa KOpHsI pacTeHHsi Ha CHIy Tsarorenus (rpasurponusm). Hamo ormerurs, 4To B
paccMOTpeHHbIX Bbiie paborax |20, 26] MoeaupoBaHue OTOKA ayKCUHA OCYIIECTBIISIETCS C
YUETOM OIUCAHUsI TPAHCIIOPTa CKBO3b MeMOpaHy KJjeTKu B 3aBucumoctu or pH (mokasaresb
KICJIOTHOCTH BEIECTBA).

Mogenb 28] 6bl1a ncnosb30BaHa KaK OCHOBA JIJIsl MOJIEJIMPOBAHUST POCTA J€PEBLEB C yUe-
TOM aKTHBHOIO TPAaHCIIOPTA U HaccuBHOil auddysun aykcuna [23|. Tpancnopr aykcuna pac-
CMOTpeH ¢ ydeToM 3ddeKTa IpaBUTPOIN3Ma U CJA0KHON reoMmerpun objactu. st pacuera
HaIIpaBJIeHUs] aKTUBHOTO TPAHCIIOPTa ayKCUHA B YpaBHEHUE BBEIEHO OIPEJIE/IEHHE YIJIa ero
repemMertenusi. IIpeaaoskeHHbIi MOAX0 1 MO3BOIII IIPELYyCMOTPETh BO3MOXKHOCTH MOIEINPOBa-
HUS CHJIBHO 1e(DOPMUPOBAHHBIX U U3MEHAOIINXCSI BO BDEMEHH CTBOJIOB JI€PEBbEB. Pe3ybTarsl
MO/JIEJTUPOBAHUST TIO3BOJISIIOT O0bSICHUTD quddepeHnaIbHbI paanabHBIII POCT CTBOJIOB Je-
PEBBEB HA OCHOBE IPEJJIOKEHHOTO 3aKOHA POCTA C YIETOM PACIpeIe/IeHUsT ayKCUHA.

3.1. PasjuyHble IOAXO0/bl K ONpeaesieHnI0 KO3 UImeHTOB Moae/in

Kak y»ke roBopujioch, MaTeMaTHIeCKue MOJEIN B OMOJIOIUH, KaK IIPABUJIO, paCCMaTPUBa-
0T OTPAHUYIEHHOE KOJUIECTBO MPOIECCOB. DTO ODYCIOBIEHO TEM, UTO JJIsl IIOCTPOEHUS HoJjIee
obmux Mozeseil HeoOXOIUMO YCTAaHOBUTDH 3HAYUTEHLHOE KOJUYIECTBO 3aBUCUMOCTEN DPeITeHnit
3aJ1a9M OT TapaMeTpoB, HallJIEHHBIX Ha OCHOBE SKCIEPUMEHTAJBHBIX JIAHHLIX. HecmoTpst Ha
BOJIBITION 00bEM UMEIONINXCS KOJMIECTBEHHBIX MAaHHBIX U3 9KCIEPUMEHTOB, IMOUCK (DYHKIIIO-
HAJbHBIX 3aBUCUMOCTEN 3aTPy HEH T€M, YTO IKCIEPUMEHTHI TPOBOIMJINCH B PA3HBIX YCJIOBU-
X W HA PA3JIMIHBIX 00bEKTaX, COOTBETCTBEHHO PE3y/IbTaThl YKCIIEPUMEHTOB HE MOTYT OBITDH
ITOJIHOCTBIO CpaBHUMBL. llojiydyenne HEOOXOAMMBIX ypaBHEHUI U IIapaMeTPOB Tak:Ke Tpedyer
MCIIOJIb30BAHNS HOBBIX HECTAHIAPTHBIX ITOAXOJ0B K aHAJIM3Y JAHHBIX dKCIIEpUMEHTOB. B Ta-
KHUX YCJOBUAX TOI0OOD W OIEHKA KOJUYECTBEHHBIX JAHHBIX CaM# 110 cebe YacTO ABJISIIOTCS
CJIOXKHBIMU 33/ a9aMU.

[TpakTuyecKku BO BCeX CYIIECTBYIOIINX MOJEAX UCIOIb3YIOTCS ITOCTOSTHHBIE 3HAYEHUS KO-
s durueHToB u mapamerpos. OIHAKO B OMOJIOTMIECKUX ITPOIECCaX MapaMeTPhbl MOJIE MOTYT
pa3anvaThCd B pa3HbIX KJIETKAX, U 3TU Pa3/Indnsd TOJIXKHBI BBIPAsKATHCS C IMOMOIIbIO (PyHK-
IMMOHAJIBHBIX 3aBUCAUMOCTEN OT KOHIIEHTPAIINU BEIECTB B KJIETKAX W WX MECTOPACIIOJIOKEHUST
B TKaHW pacTeHus. Bce MeXKKJIETOUHbIE TTOTOKHU W ITPOIECCHI TOPMOHAJILHON peryssdiuu cy-
IIECTBEHHO HEOIHOPOJHBI II0 IMPOCTPAHCTBY W BPEMEHH, W JJjIsd MX OIUCAHUSI B ODIIEM BHJE
TpebyeTcst He TOJILKO 3aJaHKe HAIPABJILAIONIEr0 BEKTOpa, HO U OompejescHue Bua PyHKITU-
OHAJILHOHM 3aBUCUMOCTHU OT TEKYIIUX 3HAYEHUU IapamMeTpoB 3aJiadn. Takas HEeOTHOPOIHOCTH
BO3HUKAET KaK CJIEJICTBHE COCEJCTBA B PACUETHON 00JIACTH KJIETOK C PA3IMIHLIMUA CBOWCTBa~
mu. [Ipucyiee 6mosoruveckuM mporeccaM pe3Koe U3MEHEHHE CBOWCTB OT KJETKHM K KJIETKE
HEBO3MOYKHO OINHCATH C ITOMOIIHIO HEMTPEPBIBHBIX ITapaMeTPOB.

B macrosiee BpeMs CYIIECTBYeT psiJi Mojeseil, B KOTOPBIX CJe/laHa MONbITKA BBEJICHUA
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HEJIMHEHHBIX 110 TTPOCTPAHCTBY M BpeMeHU KO3(MDUIUEHTOB aKTUBHOTO U MACCUBHOI'O TPAHC-
mopra. Pe3ysbraTbl MOAEINpPOBaHUs TOKA3LIBAIOT, 9TO PAbOTa B 9TOM HAIIPABJIEHUU OYEHD
IJIOJIOTBOPHA. YdeT (pyHKIIMOHAJIBHBIX 3aBUCUMOCTEN KOI(DMUITUEHTOB MEXKKJIETOUHBIX ITPO-
I1ECCOB II03BOJIAET C IIOMOIIBIO MOJIeJIeHl C YIPOIIEHHON IIOCTAaHOBKOU II0JIy4YaTh XOPOIIO CO-
IJIACYFOIMMECs] C SKCHEPUMEHTAJIBHBIMU JAHHBIMEA pPe3yJibTraThl. [[jisi qacTHOrO ciryvasi, omnu-
carHoro B [29|, paspaboran mojaxoJ K omnpejeneHnio KoadhduipenTa ak THBHONO TPAHCIIOPTA
IIyTeM DeIlleHns Ha KaXKJ/IOM Irare 1o BpeMmenu ypashenust K¢ = K2 (1 — e*a"(i)), rae
a — nocrostnnast. Ha ocHoBe sToro B padore [19] npeioxkeno ypasaenue sujga K (i — j) =
K2 (1 — e_a"(i)) (1 — e‘a(ﬁ_”(j))) JJIsT oIpeneseHnst KodpuimenTa aKTUBHOTO TPAHCIIOP-
Ta. OTJINYATEIbHONI YepPTOil pacCMaTpUBaEMOro IOJAX0a SABJsSIeTCsl 0000IIeHNe B OINMCAHUN
IIPOIIECCOB TPAHCIIOPTa BEIIECTBA C YIETOM OTHOCUTEILHOIO PACCTOAHUS (3 10 MeCTa IPeIIo-
JlaraeMoro MakKCHMyMa, BEIIECTBA.

Mogesb [18], 0 KOTOPOIi FOBOPUIIOCH BBIIIIE, PACCMATPUBAET YIIPOIIEHHYIO JIMCKPETU3AIIIO
pacueTrHo#t obtacTu. B KaxKk 101 KJIeTKe MPeoIaraeTcs CUHTEe3 ayKCUHA U MPOIecChl 1uddy3-
HOroO obMeHa ¢ cocensamu. [Ipudyem koadpbunment nuddy3un HeJUHEHHO 3aBUCUT OT BPEMEHU
U [OTOKa aykKcuHa J B KJIeTKe. B KaxKJblii MOMEHT BPEMEHU I KaXKJOW KJIETKHU 3Hade-
Hre koadduimenra auddysun Haxomurcs u3 uddepenipanbaoro ypasaenust OKP /0t =
aJ? 4+ B —~yKP, tae «, 3, 7 — KOHCTAHTBHL.

4. MonenupoBaHue POCTa W JeJeHUs KJIETOK

Mogenin Mmopdoreresa pacTeHUil 1 MEXAHUKHU CILIONTHBIX CPeJ UMEI0T MHOro obiiero. Jlu-
HAMUKa BHYTPHUKJIETOYHON KHMJIKOCTU BKJIIOYaeT B cebs aKTUBHBIN TpaHcropT u auddysuio,
MMeEIOIe HEelPepBhIBHBIN aHaJor B cucreme ypaBHenuit Happe—Crokca. BHyTpukiierounbie
MIPOIeCCHl UMEIOT aHAJIOr B BUJIe YPaBHEHWII XMMHUYECKONl KMHEeTWKHU. 1eM He MeHee, CyIIe-
CTBEHHBIM OTJIMYHEM 33/1a9 OMOJIOTMM OT 33189 MEXAHUKU CILIOIIHBIX CPEeJI sIBJISIeTCST HeoO-
XOAUMOCTb y4YeTa CBOMCTB OTJIEJIBHONU KJIETKH, T.€. CO3JIAHME CIENUAJIBHBIX JIMCKPETHBIX II0
pocTpancTBy Mogesieit. Kaxkias kieTka mpejcrapisger u3 cedsg MHOTOI'DAHHbLIN 00beM, orpa-
HUYCHHBIN YKECTKUMU CTEHKAMU U 3aIOJIHEHHBIN I'eJIc0O0PA3HBIM BEIIECTBOM CJIOXKHON CTPYK-
TYPBI € IEPEMEHHO TIOTHOCTBIO. [Ipuuem kiteTKa obsrajjaeT Kak CBOMCTBAME, XapaKTEPHBIMU
JIJIsI CILIOIITHBIX CPEIl: MacCo, 00beMOM, KOHIIEHTpAIIUel, HaXOISIIUXCs B KJIETKE BEIeCTB, 110~
JIO2KEHUEM B MPOCTPAHCTBE, TAK U CBOMCTBAMHU UCKJIOYUTEHHO OHOJIOTMIECKOTO XapaKTepa:
BO3PACTOM, I€HOTHIIOM, CKOPOCTHIO M HallpaBJjieHueM Jejenus. Hapsiy ¢ BocipousBeieHu-
€M TIPOIECCOB BHYTPUKJIETOYHOTO U MEXKKJIETOYHOI'O B3AMMOJIEHCTBUS MOJEIN MOpdoreHnesa
JOJIZKHBl YUYUTBIBATh CJIO?KHYIO MeOMETPUIO TKaHU PACTEeHHUs] U IIPOLECChl pOCTa U JleJICHUs
KJIETOK.

B pab6ore [26], 0 KoTOpOii rOBOPHIIOCH BBIIIE, HOJAPOOHO ONMUCAHA MOJEIh TPAHCIIOPTA U
JIerpaJialiuu ayKCUHA B IJIOCKOM CJI0€ KJIETOK, YINTBIBAIONIAs POCT U JiejieHne KieTku. Kirerka
[IPEJICTABJISIETCST B BUJIE TOJIycdepsl pajuyca ;. POCT KJIeTKU OMpeIesseTcs TPABUIOM

dTi T
df = Kgrouthri - ;
t Tmax
rje IapaMeTpbl IpuHUMaIOT 3Hadenne Kgrouth = 0.002 m rpax = 2.0. Poct kieTkn npe-

KpaIlaeTcs IPU JOCTUXKEHUN PAJIIYCa MoIycdephbl OlpeIeIeHHOro pa3Mepa. Jleasarcest TobKOo
KJIeTKH ¢ pajguycom 7; > 0.9. Bo Bpems jieieHus jiBe HOBbIE KJIETKU COXPAHSIOT MAaCCy UCXOI-
noit. Kiierka jenurcst B ciiydailHOM HAIIPABJIEHUH U CO CJIyYaflHBIM pasjiejleHIeM 110 00beMy:
Vi =05+ kqig)V, Vo = (0.5 F kqig)V, te V' — obbem ucxomnoit kierku, Vi, Vo — obbembl
JIOYEPHUX KJIETOK, mapameTp kgg € [0,0.2]. Ilocse mestennst mouepHue KJI€TKH PACIIOIATAIOTCS
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Ha PacCTOAHUU OT IEHTPa MATEPUHCKON KJIETKM, PABHOM TPETH Palyca HCXOIHON KJIETKH.
Kerku, BoIXOasIIMe 3a TPAHUIIBI PACIETHON 00IACTH, NCKIIOYAIOTCS U3 paccMoTpenns. Me-
XaHMYIECKOE MEXKKJIETOYHOE B3aUMOJIEHCTBIAE COCEIHUX KJIETOK MOJIE/JIMPYETCs C IPUBJICYCHU-
€M TeOpHUH YIPyrocTu. LIeHTphl MacC KIETOK CUUTAIOTCS COEAUHEHHBIMU CXKATON IPYKUHOI,
pacTsdA>KeHue KOTOpOfI I/IMI/ITI/IpyeT OTHOCHUTEJIbHOE PaCIIOJIOZKeHNe KJIETOK BO BPEMA UX POCTa.
CKOpOCTh pocTa KJIETOK OIPeIessieTCsl XapaKTepUCTUKAMU NpY:KUHBbI. [losunnsa KiaeTkn x;
OIIpeJIeJIsIeTCs] YPaBHEHUEM

dl’i
E = Kspringri((xi - xj) - drelax)a

rae dyelax — HOJHAS JJINHA PYYKUHBI, TapaMeTPhI Ksrgfilrlllgswe = 0.2, ngr}ilﬁzi"e = 0.0. Inuna
PaCTSIHYTOM [IPYKUHBI OLPEJIEISIETCs] ¢ yIeTOM HepekpbiTust nosycdep: do = foy (r1 + r2), 1€
71, To — PaJAUyChl JOUYEPHUX KJIETOK, foy = 0.75. CoceHre KJIETKH ONPEIE/ISIOTC Ha KayKI0M
BPEMEHHOM IIare Kak KJIeTKH (Tosrycdepbl), MMEIOIIIe MePEKPLITHs, T. €. PACCTOSTHUE MEXKLY
IeHTPaMU TaKUX KJIETOK JIOJI2KHO OBITH dio2 < 11 + 7o. IIpenao:keHHBIN CIOCOO ajieKBaTHO
OIIMCBIBAET POCT U JEeJIeHHe KJIETOK MEPUCTEMBI Imobera.

Mogesnb [21] onucbiBaeT 0JIHOMEPHBIN POCT MepUCTEMbI KOPHsI pacTeHuil. B MHOroUncIieH-
HBIX 9KCIEPUMEHTaX ITOKa3aHO, 9TO CKOPOCTDb JeJIeHUil KJIETOK KOPHsI ITOCTOSHHA Ha OIpeie-
JIEHHOM PaCCTOSTHUHU OT CIIEINAJILHON 30HBI HA KOHUNKE KOPHS, “moKosierocs meaTpa’. Takmum
0bpa3oM, J1JjIs OIUCAHUsI CKOPOCTU JEJEHNS KJIETOK MOXKHO IIPUMEHUTDH KYCOYHO-IIOCTOSIHHY IO
GYHKITUTO
o s 0 < z(t) < e,

0 wnaue,

0(x(t)) =

rie x(t) — mo3uIus KJIeTKH B MOMEHT BpeMeHt ¢, 0y > 0 — HOCTOsIHHASL, o] — HO3UIHST TOUKH,
rie KJIeTKH IPEeKPALIAIOT JeJIUThCS.

Bospact kierku usMmensiercst o 3akony r(t) = Og(t — to) + ro aus t > to, e tg —
HaYaJIbHBIII MOMEHT BpeMEHHU U 7y — IIOCTOAHHAaAI. BaMeTI/IM7 YTO CKOPOCTDHb B3POCJ/IEHUA KJICTKN
nocrosinua: 1’ (t) = 6.

Poct mnunbr kyteTkn onpemesnsercs u3 nuddepeHnnaabHOr0 ypaBHEHUST

dl
o= g(l,r), r=>mre, Ure)=lo.

Ncxons n3 ananmsa SKCIEPUMEHTATBHLIX JTAHHBIX, AaBTOPLI IIPEJIAraloT OIPEIEIsITh CKOPOCTh
pocTa KJIETKH KyCOYHO-JTUHERHON (byHKImeit

9017 0 S l S lelu
gl(l - lel) + gol, lel < l < lsatu
g(l,r) = I—1
( ) (gl(lsat - lel) + gOZ)' (1 - Sat>7 lsat S l S lma‘m
lsat - lmat
0 WHaJe,
TIe go, 91, lel, lsat, lmat — TOJOXKUTEIbHBIE TTAPAMETPHI, lo) — JJIMHA KJIETKH, IIPU KOTOPOI

HAYUHACTCH YIJTHHEHNUE, [goy — JJIUHA KJIETKHU, IIPU KOTOPOH yAITNHEHNE TPEKPAIIACTCH U [y —
JJIMHA B3POCJION KJIETKH. 3aMeYeHO, YTO CKOPOCThb JEeJCHUsl 3aBUCUT TOJIHKO OT JJIMHBI | 1
KOCBEHHO Yepe3 3HATEHUS [TapaMeTpoB OT 7. B pesysibraTe MOIe/IMpOBaHUs TOIy Y€HbI JIAHHbBIE,
COOTBETCTBYIOIINE SKCIIEPUMEHTAJIbHBIM 3aMepaM JJIMHBI KOPHEN Pa3/INYHBIX BUJIOB PACTEHU
ITPU pPa3HbIX KOHIIEHTPAIUAX JIBYX aKTUBHBIX BEIIECTB.
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ITpu onmcanum pa3BUTHs TKAHU B JIByMEPHOI IIOCTAHOBKE C y4eTOM I'€OMeTPUH KJIeTOu-
HBIX CTeHOK [30| CTeHKM KJIETKN HpEJCTABIEHBI B BHJE JHHEHHBIX SJIACTHIHBIX 9T€MEHTOB
(LIpy?KHH), COeANHEHHBIX MeXKIy coO0il B KOHEUHDIX ToUKax. Kaxkiast npy KuHa OIUCHIBACTCA
JKECTKOCTBIO k M HOJTHOM JiytnHOMN Ly, PocT KiteTkn Ha KazKJI0M Iare 110 BpeMeHH! OIIpe/IeIAeTCs
kax LEFt = LI + X (Lt - L%), rje JJMHa OrpaHuyYeHa:

LA = max {LL, L + A (L' = LL) , (1 —e0) L'}

Oyukuus pocra A € [0, 1] onpegensiercs u3 ypasuenns A = R|1—a (- w)?], rue R — cxo-
pocTh pocTa, U, W — eJIUHUIHbIE BEKTOPbI MOJISPU3AIN KJIETKH U HAIPABJICHUST KJIeTOYHOI
crenkn, a € [0,1] — crenennb anmszorpormu. IIpu a = 0 KieTouHasi CTEHKa pacreT C II0-
CTOSIHHO} CKOPOCTBIO, NIPH @ = | IPOUCXOJUT POCT CTEHKHU, PACIIOJIOKEHHOI BJIOJIb BEKTOPA
noJisipusau 0. BekTop nossipusanyy KJIeTKH MPUCBOEH KayKJO0H KJeTKe B HavaJbHBIH MO-
MEHT BPEMEHU M OIpeJIesisieT HallPaBJIeHUe POCTa U JIeJIeHHsI KJIETOK, & TaK¥Ke PacupocTpa-
HEHUsI BEleCTB I0cje JejeHus. JlejieHre KIeTKU OCYIIECTBIISIeTCs [0 JIMHUU, TPOXO/ISIIIeit
qepe3 MEeHTP MACC UCXOAHON KJIETKH B HAIIpABJIEHHN BEKTOpa MOJspu3amun. PaccMoTpeHHast
MOJIE/Tb 4JIEKBATHO BOCIPOU3BOJUT KJIFOUEBbIE TPOIECCHl MOPBOreHe3a: KJIeTOYHOE JIJICHHe 1
KOODJIMHUPOBAHHBINA POCT TKAHKU B IIPOCTPAHCTBE.

Pabora [31] mocesiiiena u3yIeHIIO IPOIECCa JIEJICHNUST TIEII0OYKN KJIETOK B OTBET Ha J[06aB-
JieHne DOJIBINON 03kl ayKCUHA. B X0j1e IPOBEIEHHOT0 aBTOPaMU AHAJIN3a IKCIIEPUMEHTATHHBIX
JaHHBIX 6I)I.HO BBIZCHEHO, 9YTO CUCTEMY, COCTOANLYIO U3 IEIIOYKHN KJIETOK, HEJIb34 OIINCAaTh C I10-
MOIIIbIO 3aKOHA KjerouHoro jesenust N (t) = 2", rae N () — 49uCIO KIIETOK, 1 — KOJUYECTBO
JIeJIeHNH, [I09TOMY JIIMHA [EenovYKn KieTok N (t) oleHuBaiach ¢ MOMOINIBIO AIIPOKCHMAIINH
skcrepuMenTanbioit kpusoit N (t) = N(0)e) rne N(0) — mauaibHOoe KOJIMYECTBO KJIETOK B
Henovke, k — cpejiHee BpeMsl KJIETOYHOIO UK. ABTOpaM yjajioch IOCTPOUTh MaTeMaThHIe-
CKYIO MOJIE/Ib JIEJIEHUs TENOYKN KJIETOK, OCHOBBIBAsICh HA JOCTATOYHO GOJIBIIIOM KOJUIECTBE
CTATUCTUYECKUX JaHHBIX. [lJIsi onucanusi OJHOHAIIPABJIEHHOIO B3aUMOJIENHCTBUS KJIETOK BO3-
pacT OTHOCUTEILHO KJIETOTHOTO IMKJIA IPABOIO COCEIA IEIANIEHCs KIETKA T;41 yMEHBIIAETCST
Ha BEJINYMHY €, ONPEEISIONyocs CuIoil cremienus 7,41 — max(0, 7,41 — €). PesynabraTom
9TOr0, KaK OTBET HA CUI'HAJ JIeJIAIIeNcs] KJIeTKH, Oy/er 3ajepKKa JIeJIeHUil B COCeTHIX KJIET-
Kax. TaKI/IM O6paf3OM7 pe3y/bTaTbl aHaJIn3a IKCIIEPUMEHTOB W YUCJIEHHOI'O MO/IE/IMPOBaHUSA
[OKa3aJIi, YTO JIeJIeHNe KJIETOK B TKAHU 3aBUCHT OT BEJUYMHBI HAIIPABJIEHHOI'O TPAHCIIOPTA
AyKCUHA, & HE OT €ro HAJIUYUSL.

BamMeTM, YTO MEXAHU3M JIeJeHUs] KJIETOK OIPEJIEIsSeTCsi He YPABHEHUSIME, & COBOKYITHO-
CTBIO OIPEJIEJIEHHBIX MpaBuI. Takoe ompejieieHne MOJIETN Yepe3 MPaBia MePeKINKAeTCsl C
olpeJieJIeHneM TIpoliecca paccesHus Mosiekys merogom Monre-Kapiio [32]. Opaum u3 naun-
bostee 3(HPEKTUBHBIX CIIOCODOB PEAM3AIN MOJIEJIeH, TOCTPOSHHBIX Ha IpaBUIax, Ompeme-
JICHHBIX JIJId KazKI0T'0o dJIeMeHTa, ABJIAI0TCA KJI€TOYHbIE aBTOMAaTbl U KﬂeTOqHO—HeﬁpOHHbIe
ceru [33-36|. Cdepa nprumMeHeHMs] KIETOYHBIX ABTOMATOB JIOCTATOYHO IMUPOKA: 33J[a9i GO~
JIOTUN, XUMHUN U MEJIUITNHDBI PEIIaloTCd 3TUM METOJ0M C BBICOKOI1 CTEIeHbIO JOCTOBEPHOCTH.
Huc/ieHHbIe MOJIE/H, TIOCTPOEHHBIE HA OCHOBE KJIETOUHBIX aBTOMATOB, OTJIMYAIOTCS IIPOCTO-
TOI aJarOpUTMOB (DYHKIIMOHUPOBAHUS JIEMEHTOB, W MPH WX MUCIOJIH30BAHUN He IPOUCXOUT
HAKOIIJIEHUA CYUETHBIX HOFpeH_[HOCTeﬁ JazKe Ha 60.HI:>H_H/IX BpeMeHax cUYeTa. OHI/I JOCTaTOYIHO
JIETKO PEAJIU3YIOTCS Ha MHOTOIPOIECCOPHBIX BBIUYUCIUTEIBHBIX KOMILIEKCaX, YTO 00YCJIOBIIe-
HO X €CTECTBEHHBIM MEJIKO3EPHICTHIM MapaJuiesn3MoM. Cpenn 3a1a1 MOpgOoTreHe3a pacTeHmi
XOTEJIOCh ObI BBIIEIUTH MOJIE/Ib KJIETOYHOIO ABTOMATA PA3BUTHUSI MEPUCTEMBI 1100era B SMOpHo-
rerese [37|. PasBurne mMepucrembl paccMaTpuBaeTcs 1oj JAeficTBueM 4-X aKTUBHBIX BEIIECTB:
0aszabHbBIM CUI'HAJI, CTBOJIOBOI CUTHAJI, JIATePaJILHBIN curHaj, BHeHuii curnaJj. [Ipasuia po-
cTa (JieseHme KIeToK) U pa3BuTHst (OIpeIesIeHIe TUTA KJIETKH) MEPUCTEMBI 33/IaHbl C YIETOM
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MHOT'OYMCJIEHHBIX 3KCIEPUMEHTAJIbHBIX JAHHBIX I'€HETUKHM PA3BUTUS PACTEHUS U HAIPAMYIO
CBA3aHbBI ¢ TPOdUIEM KOHIIEHTPAIINN AKTUBHBIX BEIIECTB B TKAHU. 1aK, IIepUOJ JIeJIEHUS KJIeT-
KM IPsIMOIIPONIOPIIMOHAJIEH OTHOIIEHNIO KOHIIEHTPAIUil CTBOJIOBOI'O CUTHAJIa K JIaTepaJIbHOMY
¥ 3aBUCHUT OT THNa KJaeTKn. HampaBienne memeHns KBaJIpaTHON KJIETKNA B ABYMEPHON MOJIENH
BBIOMPAETCsI IO OIpejlesleHHbIM npaBuiaM. CHHTE3 BENecTBa I0JI TeHETUIECKON peryJsiiuei
OTIMCHIBAETCS IIPU MTOMOIIU 0D00IIEHHON PYHKINN XUJLIA:

H(ni):1+5l (’,;—;)h1+...+5n (g:)h” o

() ()
i e -
rie n; — KOHIEHTPAIIUU BEIIEeCTB-PEryIaTOpoB, k; — 3PpdeKTuBHbIE BEJIMINHBI KOHIIEHTPA~
Uil peryysitopoB, d; — Ko3ddduimenTsl akTuBHOCTH, h;, [; — TapaMeTpbl MOJEIU, HOMED
perynsTopa B Mogesn ¢ = 1,..., N, rme N — KOJIUYIeCTBO yUIUTHIBAEMBIX B MOJEIN PEryJisi-
TOpoB. Mojieib aIeKBATHO BOCIIPOU3BOJIAT CTAJIMA PA3BUTHUsI MEPUCTEMBI 1T0Oera, 3apojIbIiia

pacrernst ApabuIoNnCuc Ha MIPOJOILHOM CPe3e U OIUCHIBAET OCHOBHBIE THUIIBI AHOMAJIAIA 3TOr0
IIpoIiecca y MyTaHTOB.

5. BpIiBoasbl

Hens MomennpoBanns B OMOJIOIUNA COCTOUT B TOATBEPIKICHUN UJIN OIPOBEPKEHNUN THIIOTE-
3bI, C TIOMOIIBIO KOTOPOH MOXKHO UCTOJIKOBATDL BHYTPEHHUN MEXaHU3M HAOJIIOAEMbIX STBICHUIA.
Paborer B 0bstacTu Moze/inpoBanust 3a/1a9 MOpGOreHe3a pacTeHUil B HACTOSIIEE BPEMST BBIIILIN
Ha XOPOIINil MaTreMaTHIeCKUil ypoBeHb. llapasiielbHO pa3sBUBAIOTCS KaK IIPOCTPAHCTBEHHO-
JINCKPETHBIE, TaK U HeNpepbiBHBIE MOjesn. CyIIecTBYIOT MOJIE/HN, JAlOIe XOpoIlee Kade-
CTBEHHOE OIMCAHHE IIPOLECCOB MEXKKJIETOUHLIX IIOTOKOB, POCTa M JEJIEHHUS KJIETOK, I'OPMO-
HaJIBHOM peryssiiun QyHKImi Kierok. OTpaboTaHbl MEXaHU3MBbI YIeTa PEAJbHON TeOMeTPHH
PACIIOJIOYKEHUST KJIETOK B TKaHU. [[OSBIISIIOTCST MaTeMaTHIecKue MOJIEJIN B TPEXMEPHOil mocTa-
HOBKe. CTAHOBJIEHUIO MaTEMATHIECKOIO MOJEIUPOBAHUST B 3TOH 00JIACTH OHOJOTUU CIOCOD-
CTBYeT HAKOILJIEHUE KCIIEPUMEHTATBHBIX JIAHHBIX, 00YCIOBJIEHHOE POCTOM HayIHOI'O UHTEPeca
K U3YYEeHNIO MEXaHM3Ma POCTa PACTEHUI U PA3BUTUEM BBIUNCAUTEIbHBIX TEXHOIOIMH. PaboTh
B 9TOI 06/1aCTH MATEMATHIECKOTO MOJIETUPOBAHUST UMEIOT OOJIBINNE TTePCIEKTUBBI PA3BUTHS.
Heobxonumo BBeCTH B MOJIEN YIET BIUSHUS PA3IUIHBIX BEIECTB HA MEYKKJIETOUHBIE B3aUMO-
nevicrBusi. Onrcanme MHOIUX YK€ CO3JAaHHBIX Mojeseil MopdoreHesa pacTeHHUil »KeJraTeIbHO
JIOTIOJIHATD AHAJIN30M 3aBUCUMOCTH PEIIEHUs OT [TapaMeTpPOB, HAIIPUMED, METOJIOM ITPOJI0JI2Ke-
Hust 110 napamerpy [12] nuist Gostee riry6oKoro usyveHust CBOHCTB Moiesu. Dra HeoOXOAUMOCTh
00yCJIOB/IEHA TE€M, UTO CUCTEMbBI yPAaBHEHMIT, OIIUCHIBAOIIIE IIPOIECCHl MOP(OreHe3a pacTeHuIt,
KakK IpaBU/Io, UMEIOT HECKOJILKO pelnennii. Tem He MeHee, B OOJILIIMHCTBE PACCMOTPEHHLIX B
0030pe crareiil OBLIO MTOJIYYEHO TOJBKO OJHO PEIIeHUE U He MPEIIPUHSATO HONBITOK IOy IUTh
JIpyTue pelieHnsl Wi JI0Ka3aTh €IMHCTBEHHOCTb PEIEHUsSI MMEHHO JIJIsi PACCMATPUBAEMOTO
ciiydas. DTH HCC/IeIOBaHNS HEOOXOIMMO IMPOBECTH I 0OOCHOBAHUS BKJIIOUEHUS Y2KE CyIIe-
CTBYIOIINAX allpOOUPOBAHHBIX MOjeseil B OyayIine KOMILIEKCHBIE MOIE/IH.

Kpome noarsep2KaeHust THIIOTE3LI O MEXaHU3Me sIBJICHHS, MaTeMaTuIeCKasl MOIEJb JOJIXK-
Ha IIpeCKa3blBaTh HOBbIE PE3YyJ/IbTAaThl Ha OCHOBE 3TOMN HOﬂTBep}KﬂeHHOﬁ TUIIOTE3bI. CHGILOB&-
TeJIbHO, TOCTPOEHHBIE C UCIIOJIb30BAHNEM U3BECTHBIX OMOJIOIMIECKIX JAHHBIX MOIE/TH JIOJI2KHBI
HE TOJIBKO BOCCO3IaBATh KOHKPETHBIE ITPOIECCHI, HO U OIUCHIBATD IMUPOKUIA CIEKTP sIBJIEHMUIA.
[TosToMy 2KJeT CO3MAaHUST U PeATU3aAINN MOJEJb, HOCSIAsT 0O0DIIEHHBI XapaKTep ¢ yIeToOM
BCero Habopa IIPOTEKAIONNX B MOPdQOreHese mpoIeccos.
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