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OBLLAA XAPAKTEPUCTUKA PABEOTbI

AxTtyanbHocTb paboTbl. O/HOiT 13 (DyHIAMEHTAIBHbBIX 3a/1a9 CO-
BPEMEHHOIT OMOJIOTHH SIBJIAETCS U3yUeHne peryianuu gpopMoodpa3oBaHus
(Mmopdounamukn) B mporecce pocra opranumsma (Chickarmane et al.,
2010). B macrosiiiee Bpemst 61aroapsi pasBUTHIO KCIEPUMEHTATHHBIX
1 BBIYHC/INTEIBHBIX METOJOB BEIETCS MHTEHCHBHOE TEOPETHIECKOe M3Y-
JeHIe MeXaHMIeCKHX CBOMCTB KJETOK M TKaHeil m posin OmoMexaHWKH
KaK MHTerpupytomiero daxkropa B (PyHKIIMOHUPOBAHUU YKUBBIX CHCTEM.
B gacrtHOCTH, KOMIIBIOTEPHOE MOJICJIMPOBAHIE CTAJIO OJHUM 13 OCHOB-
HBIX METO/IOB TEOPETHIECKOr0 N3y IeHNUST MEXaHII3MOB, JIE?KAII[IX B OCHOBE
PeryJisiiiuu JMHAMUKHI TPOCTPAHCTBEHHBIX MTATTEPHOB B Pa3BUBAIONINXCS
TKaHAX ¥/MJIN OPraHax, BOSHUKAIONINX 3a CYeT POCTa, JeJeHust U -
depeHInPOBKI KJIETOK.

Cpei OCHOBHBIX HAIIpaBJIEHHI 1CC/IeI0BAHNI B 9TOI 00/1aCTH MOK-
HO BBIJICJINTH CJIEJIYIONINE.

(1) Omnucanwe pocra pacTUTENBHON TKAHU € y4&TOM Ouodusmde-
CKUX CBOMCTB M reoMeTpun KJeTOK. B Go/bIIMHCTBE pabOT UCIOIL3YIOT-
Csl IMCKPETHBIE KJIETOUHBIE MOJIEIN C YIPYTO-IIACTUIeCKUMU CTEHKAMU
(Honda et al., 2004, Merks et al., 2011, Dupuy et al., 2008). B s1ux mo/1e-
JISTX KJIETKH PeJICTABJISTIOTC MHOIOYTOJTbHUKAMU B JIBYMEPHOM CJIydae
1 MHOTOI'DAHHUKAMK B TPEXMEPHOM, BEPIIMHBI KOTOPHIX MEPEMEIat0TCs
110/1 BO3/IEHCTBUEM PA3INIHBIX CHUJI.

(2) Usyuenne MOphOreHETHIECKIX MEXaHIU3MOB (hOPMUPOBa-
HUST pacupenenerns pocta n audOepeHnnpoBKE KJIeTOK B TKaHsIX,
B YacTHOCTH, (OPMUPOBAHUE IPOCTPAHCTBEHHBIX [ATTEPHOB CIIEIU-
AJIM3UPOBAHHBIX KJETOK B SIMJEPMUCE JINCTA W KOPHS PacTeHMit
(Ryu et al., 2013). s MojetipoBatust TPUMEHSTIOT TPOCTPAHCTBEHHO-
pacrpeeieHHble  MOJEIN THIa «peakius-1uddys3usay. Takumm Mo-
JIeJSIMI  OIMCBHIBAIOT, HAIPUMEpP, B3aHMOJEHCTBUS B CHCTEME TIeHOB
CLAVATA3-WUSCHEL, koropble siBJISIIOTCSI OCHOBHBIME PETYJISITOPAMI,
obecIteunBaIOIIIMI TOCTOSTHCTBO CTPYKTYPhI HUIIN CTBOJIOBBIX KJIETOK B
anmKaJbHOI MepucTeMe mobera apabuyorcuca (Hukomaes u jp., 2007,
2013, Chickarmane et al., 2012, Yadav et al., 2013).

Db dexkTuBHOCTL UCCTE0BaHUIT MOP(MOIUHAMIKI € MPUMEHEHU-
eM KOMIIBIOTEPHOI'O MOJIE/JIMPOBAHUSI CYIIECTBEHHO 3aBUCUT OT pa3BU-
THsI MATEeMATHIECKOTO allapara M BbIYUCIUTEIbHBIX TEXHOJOTHUN JIJIsI
OIMCAHUS PACTYIINX MPOCTPAHCTBEHHBIX CTPYKTYpP. B wacTtHOCTH, JIsT
UMATAINE POCTa (JBYMEPHOIO) KJIETOUYHOTO CJIOsi pas3paboTaHbl IPO-
I'PaMMbl, CO3JI@HHbIE C MOMOIILIO MaTeMaTUYeCKUX MAKeTOB, TAaKUX Kak,
narnpumep, Mathematica, MATLAB, a Taxkxke y3K0 crenuaan3mpo-
BaHHbIE TMAKETHI JIJIsT MOJEJNPOBAHUS PACTUTE/bHBIX TKaHeh (Hampu-



mep, Virtual Laboratory m L-studio (Prusinkiewicz, 2004), OpenAlea
(Pradal et al., 2008), VirtualLeaf (Merks et al., 2011), CellModeller
(Dupuy et al., 2008)), nanncanuble Ha S3bIKAX IPOrPAMMUPOBAHUS 00-
IIEr0 HA3HAYEHUSI.

CTouT OTMETUTD, YTO JarKe CaMble Pa3BUTLIE MOJIEIN He JAI0T [10JI-
HOIl KapTHHBI BHYTPEHHUX U BHEIIHUX MEXaHU3MOB, YIIPABJIAIONINX IPO-
neccaMu pocta, Jesenus u audQepeHupoBKI KJIETOK, B CUJLY CJIOKHO-
CTH MPOUCXOIAIIMX TporeccoB. JlaHHast paboTa HOCBSIIEHA MCCIIe10Ba-
HUIO METOJAMU KOMIILIOTEPHOTO MOJIEIMPOBAHIS 3aKOHOMEPHOCTEH IPO-
CTPaHCTBEHHOTO paclpejie/ieHns CKOpOCTeli pocTa M JIeJIeHNsT KJIeTOK B
MepHUCTeMe, a TaKyKe MEXaHNIECKHUX CBOMCTB KJIETOK, ONPEIE/ISONNX Ha-
o/moaeMyto MopdoauHaMuKy TKanu. C oHOi CTOPOHbI, JaBHO M3BECTHO
BusiHre reHoB Ha Mopdorenes (Barton, 2010; Zhao et al., 2010). 13-
BECTHO TaKyKe, YTO HMPOCTPAHCTBEHHDLIC NaTTepHbl auddepennnaaibHoil
AKTUBHOCTU I'€HOB MOTYT (DOPMUPOBATLCS B pe3y/IbTaTe CHHTE3a U pac-
IPOCTPAHEHUsI CUIHAJILHBIX MOJIEKYJI, YTO MOYKET ObITH OCHOBOH pery-
JISIIUU POCTOBBIX IIPOIECCOB, BAUAIONINX Ha OMOMEXaHUIeCKUe CBOMCTBa
kieTok (Traas and Sassi, 2014). C xapyroit CTOPOHBI, U3BECTHO, UTO MeXa-
HITYECKUe HalpsKeHus 1 1ehopMaliii, BO3HUKAIOIINE B IIPOIIECCe POCTA,
caMi MOI'YT ObITh PeryasaTopaMu IeHHOM aKTUBHOCTH, U TEM CAMBIM pe-
ryupoBaTh poct (Sampathkumar et al., 2014). Baxknocrb nsydenus B3a-
MMOJICCTBYSL 3TUX KOMIIOHEHT U CBOMCTB IOJIyUaloIIeiicss peryisiTopHoi
CHCTEMBI [T TIOHUMAHKS MEXaHU3MOB MOPMOINHAMUKN PACTUTEIbHBIX
TKaHeil oJTBepKIaeT aKTyaJIbHOCTH JAHHOM PadOThHI.

IHenar u 3agaum padoThl: [lebio paboThl SIBJIAIOCH UCCIET0BA-
HII€ METOJAMU KOMIILIOTEPHOTO MOJIEIUPOBAHUS BJIUSHUAS MOP(OreHeTy-
JECKON pery/siinu u OMOMEeXaHUKH KJIETOK Ha POCT U MOPQOIMHAMUKY
MepHCTeMaTHIECKIX TKaHeil pacTeHuii, pacTyIuX B OJHOM HAIIPABJICHIIN.

B xoze paboThl peliajinch CiaeLyomme 3a1aau:

1. Paspaborka MeTOIMKHU U aKeTa IIPOrPAMM JIJIs MOJIEIUPOBAHUST OJI-
HOHAIPABJICHHOTO CUMILIACTHOIO POCTa, PACTUTE/ILHON TKAHK C yUé-
TOM MOP{OreHeTHIeCKON Perysiiun u OHOMeXaHnIeCKIX CBOCTB
KJIETOK.

2. Vzyuenue MeTogaMyu KOMIILIOTEPHOIO MOJIEIUPOBAHUS YCTOHUNBO-
CTH CHCTEMbI PEryJISIUU CTPYKTYPbLI HUIINA CTBOJOBLIX KJIETOK B
aIlMKaJIbHON MepucTeMe PacTyIlero modera apaduI0ICHca K BO3MY-
IIEHNSIM, BBI3HIBAEMBIM H3MEHEHHEM IIPOCTPAHCTBEHHON CTPYKTY-
PbI KJIETOK.

3. Tlocrpoenne Mojenn U u3ydeHre 3aKOHOMEPHOCTEH OJHOHAIIPaB-
JIEHHOI'O CUMILJIACTHOI'O POCTa SIUIEPMAILHOIO CJI0s JTMHEHHOIO JIi-
cTa ¢ y4éTOM MeXaHMKH KJIETOK MEeTOJaMK KOMIILIOTEPHOI'O MOJIe-



JINPOBaHUSI.
4. TlocTpoenne Moje N U U3ydeHre MeXaHm3Ma (hOPMUPOBAHUS TPO-
CTPAHCTBEHHOI'O IMATTEpHA TPUXOM Ha PACTYIIEM JIUCTE MIIEHUIbI

METOJ/IaAMU KOMIIbIOTEPHOI'O MOJICJIMPOBAHUSI.

Hayunas moBusHa. B nacrosimeit pabore Brepsbie: (1) paspa-
6orana Mojudukaius dopmaansmMa auddepeHnuaabHbIX L-crcreM st
MOJIE/TUPOBAHNS OJTHOHAIIPABJIEHHOTO CUMILIACTHOIO POCTA JBYMEPHOI
pactuTebHON TKaHu («ckjeenubies dL-cucremsi); (2) Ha Momenn pery-
JISIIAN TTPOCTPAHCTBEHHON CTPYKTYPhI HUIIU CTBOJIOBBIX KJIETOK B alll-
KaJbHOI MepucTeMe apabujioncruca MOKa3aHo, 9TO BEPOSATHOCTH pa3py-
MIeHNs TPOCTPAHCTBEHHON CTPYKTYPBHI BO3PACTAET C yBEINIEHUEM OTHO-
IIEHNS XapaKTEePHOIO BPEMEHU PACIpPOCTPAHEHUs] MOPQOIreHOB K Cpe/l-
Hell JIJTMHEe KJIEeTOYHOro IHKJa; (3) HAa MOJEesN, WHTerpUpyoIeil mpe-
CTaBJIEHNS O KJIETKe KaK 00 OCMOTHYECKOIl sveiike B MOTYITPOHUIIAEMOIT
YIPYTO-TLTACTUYIECKO 000JI0UKE U O CUMILJIACTHOM POCTE KJIETOK B PACTH-
TeJILHOI TKaHU, TPOJIEMOHCTPUPOBAHO, KAK B BHITHCIUTEIbHBIX SKCIIEPU-
MEHTaX OIEHUTDH BJIMAHIE CUMILIACTHOI'O POCTa Ha OMOMEXaHUKY KJIETOK;
(4) ma wmogesnn (GOPMUPOBAHUS MTPOCTPAHCTBEHHOIO MATTEPHA KJIETOK-
TPUXOM TIOKA3aHO, UYTO MEXaHU3M JIATEPAJbHOI0 WHIMOMPOBAHUS CUTHA-
JIOM, WCXOJSAIINM U3 KJIETOK-TPUXOM, TPUBOJUT K HaOJIIOIaeMOMY IPO-
CTPAHCTBEHHOMY pacIpe/ie/ieHus] KJIETOK-TPUXOM Ha JINCTE TIIIEHUIIbI.

Hayunas u nmpakTuieckas 1eHHOCTb. MeTouka Mojie/inpoBa-
HUS W TTaKeT MPOorpaMM, MpeJCTaB/IeHHble B JINCCEPTAINNA, MOTYT ObIThH
HCTIO/Ib30BAHbI B KAYECTBE OCHOBBI JIJIsI TIOCTPOEHUS KOMITBIOTEPHBIX MO-
Jiesieit opraHoB pacTeHuit, JI/isi KOTOPBIX XapaKTepeH OJIHOHAIIPAB/ICHHBII
poct. Pe3ybraThl BBIYUC/INTEIBLHBIX SKCIIEPUMEHTOB C MOJIEIbIO POCTa,
SMUAEPMUCA JIICTA [TO3BOJISIIOT CIIAHIPOBATH SKCIIEPUMEHTHI 110 H3yUe-
HUIO JUHAMUKNA OCMOTHYECKNX W TYPrOPHBIX JlaBjeHnil B KjeTkax. Mo-
Jiesib (hOpMHUPOBAHUS TTPOCTPAHCTBEHHOI'O MATTEPHA KJICTOK-TPIXOM MO-
JKeT HCIOJIb30BaThCsl B CPABHUTEIBHBIX 9KOJIOI0-(PU3NOJTOINICCKIX HIC-
CJIeIOBaHUSIX OIYIIIEHUsI JINCTA IIIIEeHUIIbI PA3HBIX COPTOB [1JIsl BbIsICHEHUSI
MPUCTIOCOONTETHHBIX MEXAHI3MOB K YCJIOBUSAM POCTa PACTEHMS.

Pazpaboranibie MOJEIN TO3BOJIAIOT AHAJIU3UPOBATH COIIACOBAH-
HOCTH KQUeCTBEHHBIX IIPEICTaBICHII 0 MeXaHn3MaxX pocTa 1 (popmoodpa-
30BaHUsI PACTUTE/ILHBIX TKaHel U IJIaHUPOBATH SKCIIEPUMEHTBI JIJIsl 13Y-
YEHUS MOJIEKYIAPHO-TEHETHIECKON CUCTEMBI PETYIAINNI STUX MTPOIECCOB.

HanbHeiiee pa3BuTHe THX MOjIeseil MO3BOJIUT peaTh 3 a9 110
I'eHO- U OMOUHIKEHEPUH PACTEHUI ¢ 1eJbI0 UX ONTUMUBAINY JIJIsT OMOTeX-
HOJIOIMIECKUX TIeJIei.

ITono>keHusi, BBIHOCUMbIE Ha 3aIlUTY.

1. BeposiTHOoCTh paspylieHns MPOCTPAHCTBEHHON CTPYKTYpPHI HUIIN
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CTBOJIOBBIX KJIETOK B allMKaJIbHOI MepucTeMme 1modera apadbuoIcu-

ca BO3pacTaeT C yBeJUUYeHHEeM OTHOIIEHUS XapaKTepPHOro BPpEMeHH

pacrpocTpanennss MOpGOreHOB K cpeJiHeil JTinHe KJIeTOYHOrO K-

JIa.

2. Ilpm cuMmIiacTHOM poOCTe PacTUTEIBLHON TKaHU aBTOHOMHAS ITPO-
nudepalnd KJIeTOK IPUBOAUT K OMOJOINMYECKN 3HAYMMOI Bapua-
0eJIbHOCTH MeXaHNYeCKUX HallPsizKeHUN 1 OCMOTUYECKUX JaBJIeHUIt
B KJIeTKaX.

3. IlpemioxkeHHblit MexaHusM (OPMHUPOBAHUS TPOCTPAHCTBEHHOTO
naTTepHa TPUXOM B MPOJIOJBHOM Psi/ly KJIETOK Ha JINCTE IIICHHUIIHI
Ha OCHOBE JIaTepPaJIbHOI'0 HHIMONPOBAHMSI I KHHETUKU POCTA KJIETOK
B MEpPUCTeMe JINCTa MO3BOJISET TMOJYINTh PACIpejie/iene TPUXOM,
COTJIACYIOIEECs C HKCIEPUMEHTATBHO HAOIOIAEMBbIM.
ArnpobGarust paborbl. Marepuasibl paboThbl BOILIN B OTYETHI 110

rpanTam Poccuiickoro gonja dyHgaMeHTaJbHbIX ncciepoBanuit m Poc-
cuiickoro Hay4uHoro dosja. Pesyiabrarsl paboThl IPeCTaB/IeHbl Ha, OJIIH-
HaIATH POCCUNCKNUX W OJTHON 3apyOerKHoil KoH(MepeHInuax B BUJIE YCT-
HBIX JIOKJIQJIOB U CTEHJIOBBIX COOOIIEHUI, cpe/in KOTOPBhIX MexKyHapo -
Hble KOH(MepeHInn 110 6uonHGOpMaTUKe, CTPYKTYPE U PEryJsiiui MeHO-
ma (BGRS 2010, BGRS 2012, BGRS 2014, r. Hoocubupck), Mextyna-
poaHas KoH(MEpeHIHs 110 MaTeMaTuiecKoil Onosorun u 6monHdopMaTuKe
(ICMBB 2010, r. I[Tymnuno), Esporneiickas KondepeHIus mo MmaTeMaTude-
ckoit n reoperndeckoit 6uoornn (ECMTB 2011, r. Kpakos, [Tosbima) u
MezKIyHApOIHON KOHGepeHInn « AKTyaJIbHbIe IIPOOJIEMbl BBITHCIATE b
HOI 1 mpukJaaaHoit MmaremaTnkn — 2015», mocsamennoit 90-1eTuio co JHd
poxxenus ['ypust Usanosnaa Mapayka (AMCA 2015, r. HoBocubupck).

ITyomukanuu. OcHoBHOE cOjep:KaHKe JINCCEPTAllnd OTParKeHO B
22 nyOosmKanmugax, u3 HuX 8 crareiil B pelleH3upyeMbIX KypHaJiaxX U3 CIIICKa
BAK P®, 12 Te3ucos kondepennuit, 1 rraBa B Mmonorpaduu u 1 yuedbnoe
mocobue.

JImanwbrii BKJ1a1 aBropa. OcHOBHBIE Pe3yJIbTaThl, N3JI0KEHHbBIE B
JIIccepTalui, MoJyYeHbl aBTOPOM CaMOCTOSITE/TBHO.

BiiarogapuocTu. ABTOp BhIparkaeT MCKPEHHIOI 0J1aroIapHOCTD
HayaHoMmy pykoojutesnio C. B. HukosiaeBy u pyKOBOJUTETIO acIpaH-
Typbl akajgemuky H. A. KosiqaHoBy 3a BHHMaHue K paboTe U IEHHBIE
3aMeuanus, a Takxke A. B. JlopomkoBy 3a npejocraBiieHHbIe 1300parke-
HUSI.

CrpyKkrypa m o00beM paborbl. /luccepranus W3/I0KeHa HA
186 cTpaHuIax MAIIMHOIMCHOI'O TEKCTa, cojep:KuT 60 pUCyHKOB 1 5 Tabd-
s, Crmcok jmreparypbl BKIodaeT 205 CChLIOK.



OCHOBHOE COAEP>XAHWE PABOTHI

I'maBa 1. O630p JauTEpPaATYyPHI.

B nepsoit yactu o630pa JinTeparypbl IpuBejcHa HHGOpMalius 00
00beKTe HCCJIe/IOBaHUsT — Mepucremax pacrtenuit. Mepucrembl, wiu 00-
pasoBaTebHbIe TKaH!, 00/1a/1al0T CIIOCOOHOCTBIO K aKTHUBHOMY POCTY 38
cYeT JieJIeHNs KJIeTOK 1 (DOPMUPYIOT TaKUM 00Pa30M BCe TKAHU pacTeHUs.

st Toro 4ToObl MOJE/JINPOBATh IIPOILECCHl POCTa TKAHU U3 Pas-
HBIX THUIOB JICJIANINXCS U HEJEIANNXCS KJIETOK, MPUBOJISIIINEe K U3MeHe-
HUIO KJIETOYHON CTPYKTYPBI TKaHHU, IeJ1eco00pa3HO MCIIOIb30BaTh (DOP-
MaJIU3M, MpeTHA3HAYCHHBIN JIJIsT OIUCAHNSA JUHAMUYECKUX CUCTEM C JIU-
HAMUYIECKOll cTPYKTypoil. Bo BTopoil qacTt 0630pa ommcanbl HEKOTOPbIE
dopMayIM3Mbl 1 UX TPOrPAMMHBIC Pea/IN3AINI, KOTOPbIE HCIIOIb3YIOTCS
JIUIsT MOJIEJINPOBAHMS PACTUTE/ILHBIX TKaHeil 1 IPUBEIEHbI ITPUMEPHI MO-
JIeJIeid.

I'maBa 2. Metoamka MoOJeJIMPOBaHUs M CTPYKTypa IaKeTa
«MopdoannaMuka pacTUTEJIbHOI TKAHU»

['1aBa rocBsiiieHa METOJIMKE MOJICJIMPOBAHUS U ITAKETY MPOIPaMM
«Mopdomnaamuka pacturenbroit Tkann» («MPT»). [laker ocnoBan na
METOJ/Ie MOJICJIMPOBAHNA JUHAMUYIECKUX CUCTEM C JUHAMUYECKOIl CTPYK-
Typoit B dopmasm3ame jguddepeHImaibHbIX L-cucreM 1 peajin3oBaH B
BIJIe NIPOrPaMMHBLIX Mo/jtyseit B cucreme Mathematica. Ilaker mo3Bosis-
eT UMUTHPOBATH OJHOHAIIPABJIEHHBIN CUMILIACTHBIN POCT paCTUTEIbHOI
TKaHU € y4IETOM MOP(OreHEeTHYECKON peryjsanu U OnoMeXaHUIeCKIX
CBOJICTB KJICTOK.

Dopmaiibio L-cucmema umveer Tpu cocrapisonux: G = (V, w, P),
riae V' — andasut cucrembl (HAOOP CHMBOJIOB, 0003HAYAIOIINX THIIBI 916~
MEeHTOB), w € VT — Hemycroe ¢/IoBO, Ha3bIBaEMOE aKCHOMON (HadasbHast
cTpyKTypa cucrembl), P € V x V* — KoHedHOe MHOXKECTBO MPABII 16~
pernuchiBanust (BO3MOXKHbIE [TPEBPAIIEHHsT 9JIEMEHTOB JIpyT B jipyra). We-
X0/1HO B L-cucreme nepenucbiBanne IMpPONCXo T CUHXPOHHO B JIMCKPETHOE
Bpemsi. st Dosiee peaslInCTUIHOrO MOJICIMPOBaHUS HAJIO JIOIYCTUTD aCHH-
XPOHHBIE UBMEHEHUS 9JIEMEHTOB CUCTEMbI. DTO MI03BOJILAET JiesiaTh JTudde-
peHIajbHas mapamerpu3oBanHast dL-cucrema ¢ eJUHBIM JIJIsT CHCTEMbI
HEIPEPBIBHBIM BpeMeHeM. KayKJIbIil 9/IeMeHT cUcTeMbl CHAO U OJTHITM
UJIM HECKOJIbKUMU HapaMeTpaMi, KOTOPbIe MOI'YT M3MEHATHCSI B 3aBUCH-
MOCTH OT BpeMeHnu. lIpaBuia repexojia, eJiuHble JIJId BCEX SJIEMEHTOB, 1
OIIpe IeJIsTIoIIIe TIPEeBPAIeHNs 3JIeMEeHTOB U3 OJIHOI'O TUIIA B JIPYTOil, cpa-
6aThIBAIOT Telepb MHIMBUIYyaIbHO JIJIT KAaXKJI0I0 JIeMEeHTa IIPU JIOCTHIKe-
HUU HEKOTOPOI'O IIOpPOTa OIPEJIe/IEHHBIM IIapaMETPOM B 9TOM 3JIEMEHTE.
I B 3aBuCHMOCTH OT TOrO, KaKoil mnapaMerp JIOCTUI B JAHHBII MOMEHT
CBOET'O I0pOora, MOYKET 3aBHCEThb, KaKoe IIpeBpallleHne OyJIeT coBepliaTh



HAYANBbHbIE YCTOBUA: leomeTpuAa KNeToYHOro aHcambna, TUNbl KNETOK,
KOHLEHTpauunm mopdoreHos, CKopocTH cnHTe3a (akcrnoma dL-cuctemsi)

MepecuyéT pasmepos KneTok (cucrema anddepeHUnanbHbIX ypaBHEHMH)
MepecyéT KoHLUeHTpaunii mopdoreHos (cuctema anddepeHLManbHbIX YypaBHEHMA)

cnoBuA anAa
AeneHwmsa
KNETOK

cnoeumAa anAa
M3IMeHeHUA
T1na KNETOK

HET HET

MepenuncbiBaHWe TOMNOAOTUM
KneTto4Horo aHcambnsa (npasmna L-
cMcTEMbI)

v v

MepenucbiBaHWe KNETOYHOro
aHcambas (npaswuaa L-cuctemsl)

MepenucbiBaHWe cuctemsl andd. MepenucbiBaHWe cUCTEMDI
ypaBHEHWI 4NA ONMH KneTok man | | auddepeHumnancHbiX ypaBHEHUIA gna
dbparmeHTOB KOHLUEHTpaLuit mopdoreHos

Puc. 1. O6obmiénnas 0/10K-cxeMa mporpaMMbl « MopdogumHaMuka pac-
TUTEJbHBIX TKaHeil» It JIUCKPETHO-HEIIPEPBIBHBIX MOJIeJeil pa3BUTHs
pacTeHuii.

9JIEMEHT.

Kaxkias Mojiesib B JJaHHOI paboTe IpejicTaB/IeHa B BUIe JUCKPETHO-
HelpepbIBHON cucteMbl. [TapaMerpsl cooTBeTcTBYIOMEN L-crcTeMbI SIBJIsI-
I0TCsI TIePEeMEHHBIMI COCTOSIHUSI JUHAMMIIecKoi dactu mojean. Mojesn
cobuparTcs 3 MOJyJIel-pYyHKII, BXOJAAIUX B pa3pabOTaHHBII ITaKeT
«MPT», n cunrarorcs mporpaMMoil, 0JI0K-Cxema KOTOPOIi IIpejicTaBIeHa
na puc. 1. B kadecTBe HAUAILHBIX YCJIOBUIT HEOOXOMMO 3a/1aTh T€OMeT-
pUIO TKaHU U HadajbHbIe 3HAYEHUSI IepeMeHHBIX cocTostHus. Ha kark-
JIOM II1are WHTErpUPOBaHUs MPOUCXOJINUT TEPECUYET TEePEMEHHBIX COCTOSI-
HUsI MOJIEJIN U IIPOBEPKa YCJIOBUI JIjIsI U3MEHEHUS CTPYKTYPhI CHCTEMBI.
[Ipu u3MeHeHUN CTPYKTYPbI CUCTEMbI MTEPEIUChIBACTCA cucteMa judde-
PEeHINAJILHBIX YPaBHEHMUI.

Kombunupyst Mmojy/in pa3spaboTaHHOTO HAKeTa, Mbl IIOCTPOMIN KOM-
IbIOTEPHBIE MOJIC/IH JIJI PEHIeHUs] 3a/1ad JIICCePTaIN.

I'naBa 3. Mozeib peryasaium CTpyKTYpPbl HUIIIU CTBOJIOBBIX
KJIETOK B allMKaJbHOII MepucreMe pacTryliero iiobera apabdu-
JIOTICHCA

B pamkax nepBoit Moje/ i n3yda/aoch, KaKIM 00pa3oM COOTHOIICHHIE
XapaKTepHBIX BpeMeH Juddy3un-paciaia MopdoreHoB 1 npoandepalnm
KJIETOK BJINSAIOT Ha IIPOCTPAHCTBEHHYIO CTPYKTYPY TKAHIU.



LleHTpanbHas

Puc. 2. Cxema peryisdiun MmpoCcTPaHCTBEHHON CTPYKTYPbl allnKaJbHOI
MepHCTeMBI 1100era,

Buosiornueckume npeanochlIKI U KaYeCTBEHHOE OIMCaHWe
Moiesin. OObeKTOM JIJIst U3yYeHHUs siBJIslIach CTPYKTYpPa HUIIM CTBOJIO-
BBIX KJIETOK B anuKajbHON MepucreMe mobera (AMII) apabuoncuca. B
HIUIIIE CTBOJIOBBIX KJIETOK BBIIEJISIOT CJIEIYIOIINE 30HbI: B CAMBIX BEPXHIX
CJIOSIX PacIoJioXKeHa meHTpaibHas 30Ha (113), Koropast cocrout u3 cTBO-
JIOBBIX KJIETOK, HIKE PACIIOIaraloTcst KJIeTKN OPraHu3aIliOHHOTO IeHTPa
(OLI), a krerku nepudepndeckoii 30ub1 (I113) oxpyxkator 113 (puc. 2).

CTpyKTypa HHUIII CTBOJIOBBIX KJIETOK AIMKAJILHON MepucTeMbl I0-
Oera omnpegessiercs B3anmuoil peryssiueit renoB CLAVATAS (CLVS) u
WUSCHEL (WUS). llpogyKTamMn 9KCIIPECCHH STUX TEHOB SIBJISIOTCST OeJT-
KI COOTBETCTBYIOIINX HA3BAHUN. DTU OEJIKI MOTYT PACIPOCTPAHSITHCS 110
MepICTeMe U PEryanpoBaTh SKCIPECCUI0 MeHOB. Pe3ynbraToM B3anMHOM
peryJisiiuu sipyisiercs crabuibaoe pacrojiozxkenne 300 B AMIT (puc. 2). B
pesyJsibTaTe pocTa U JeJIeHUsI IPOUCXOINT CMeHa, KJIETOK, COCTABJIAIONIIX
30HBI, TaK 4TO KJaeTKu 113, mepemerasich BHU3, CTAHOBSITCS KJIETKAMI
OL, B cBoto ouepeib, Kiaerku OLl J0/IKHBI IepeMecTUThCs BHI3 U CTATh
KyeTkaMu puo-30ub1 (P3).

Brlia mocTpoera Momenb U UCCIEJ0BaHA YCTONINBOCTH CHCTEMBI
PeryJIsiiini CTPYKTYPhI HUIIN CTBOJIOBBIX KJIETOK B AIMKAJIBLHON MepucTe-
Me pacTyuiero nobera apaduIocruca, K BO3SMYIICHUSIM, BhI3bIBAEMBIM PO-
CTOM W JleJIEHHeM KJIeTOK TKaH!. JIjis mocTpoeHmns ogHOMEPHOM Mojiet
MBI PACCMATPHUBAJIN CTOJIOEI[ KJIETOK BIIOJIb IIEHTPAILHON OCH MEpPUCTE-
Mbl. B Hauaje maccupa pacnosioxkenbl Kietkn 113, zarem kierkn OLL, n
Jasiee — KJIeTKN pub-30HbI. KjieTku meHTpasibHOi 30HBI 1 OpraHn3aIioH-
HOT'O TIEHTPa MOI'YT JI€JUThCS.

Mopenb — peryisiui  IOCTPOeHa Ha  B3aUMOJIEHCTBUM  IE€HOB
CLV3 (mopdoren ¢) u WUS (mopdoren w). T'mnorerndeckuii ren
Y (Mopdoren y) MoxKeT IKCIPECCUPOBATHCS TOJBKO B IMEPBOi KJIETKe,
1 ero mnpoaykT anddyHIUPYeT 0 MacCUBY KJETOK, Ve aKTHBHPYET
skcupeccuio reaos CLV3E u WUS. Ilpoaykr rena CLVS3 nomapisieT 9Kc-
npeccuto reda WUS. Tlponykr rena WUS mnddyraupyer mo MaccuBy
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KJIETOK U aKTUBHUPYET SKCIIPECCHIO reHa Y. DTU 3aBUCHMOCTHU IIPEICTAB-
nenbl Ha cxeme (puc. 2). Kpome Toro, Bce BemecTBa pacrajaiorcst ¢
OIpPEIEJIEHHBIMU CKOPOCTSIMI.

®opmannzarusa Moaean B Buae dL-cucremsbl. /st Toro, 9ro-
Obl M3y4YaTh BJMAHHIE POCTa U JIEJEHHs KJIETOK Ha YCTONYMBOCTL IIPO-
crparcTBeHHOi cTpyKTyphl AMII, Mozmens Obl1a peannzoBana B Buje dL-
cucremsl. Ajdasur V = {Z,C, R} coctaByisitor 3 CHMBOJIA, COOTBETCTBY-
forue Kiaerkam 113, Ol u P3. CocrostHue Kaxk10ii KJIETKI OINICHIBATCsI
BEKTOPOM 13 YeThIPEX mapamerpos {l, ¥y, ¢, w} — BO3pacT KJIeTKHU U KOH-
HEHTPaINK 3-X MOP(OreHOB.

[IpaBmia onuceiBator gesenne n JudQepeHupoBKy KIETOK B 3a-
BICHMOCTH OT 3Ha4YeHuii mapamerpon. Ecian Bospact kiaerku 13 mam OL]
JIOCTUT MaKCHMAJILHOI'O 3HAYEHHUsI, TO KJIETKa JEJUTCS Ha JBe Hepas-
upie kiaerkn: Z(l,y,c,w) — Z(d - Ly, c,w)Z((1 — d)l,y,c,w) nm
Cl,y,c,w) — C(d-l,y,c,w)C((1 —d)l,y,c,w), coorBercTBerto. Eciu
KOHIIEHTPAaIsT MOP(MOreHOB MEHbIIE IOpora, KJIeTKa HePexXOAuT B JIPY-
I'YIO 30HY: IPHU € < Cpin £ — C, upnt y < Ymin C — R.

JunaMuKa rmapaMeTpoB JIIs KayKJI0i KJIETKH OIPEeJIe/IsieTCsT CUCTe-
moit ndppepentimanbabix ypasaernii (1):

@

dt — ILL )

dy

= = gy + Epw) + By(Yrest — 2y + Yrighe) — dy ¥,

dc

i Veg(he + Ecyyi) — de ¢, (1)
dw
E - Uwg(hw + Ewyy + Ewcc) + Bw(wleft + 2w — wright) - dw w,

rje v; — CKOpOCTU cuHTe3a, [3; — Koadpdunnentol nuddysun, d; — Ko-
spdbunmentsr Jerpaganun u h; — 1Moporosble KOIMDPUIUEHTHI CUHTE3A
JUUIsT KOMIIOHEHTOB ¢ = ¥, C, W, a F;7 — K03 UIMEHTHl B3aNMHOTO BJIH-
stanst Mopdorenos, ¢(-) — curmonaast Gyukiust. Uugexcest left u right
O3HAYaloT JIEBYIO W MPaBYIO KJIETKY 10 OTHOMICHWIO K JaHHoil. B mnepsoi
U ToCJIeIHell KileTKaxX 3a/1al0Tcs YCI0Bus HelporuiiaeMocTu. Obmast cu-
cTeMa ypaBHEHUIl BBIIUCHIBACTCS C YIETOM KJIETOUHON CTPYKTYPhI U U3~
MEeHsIeTCsT B TIporiecce cuéra. Buumm onpejenenbl mapamerpbl (Hukosraen
1 71ip., 2006), pu KOTOPBIX CTAIMOHAPHOE PacIpe/ie/ieHne KOHIEeHTPAIlHii
BEIECTB COBMA/IACT C 30HAME HUIIN CTBOJIOBBIX KJIETOK.

Pe3yabTarTbl BHIMUCINTEILHBIX 3KCIIEPUMEHTOB W WX OWO-
Jjoruydeckasi maTeprpeTtarnus. [loBejienne Mojie/n n3yv4asoch Mpu po-
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Puc. 3. A u B — Pacupejenenue KoHmeHTpaliuii MOpgoreHoB B KJieTKax
B10J1b teHTpasibaoit ocu AMIT (Ha rpadukax — ock aberucce). (A) cra-
omnbHast cTpykTypa, (B) paspymenne crpykrypsl. B. BepositHocts P
paspylieHns CTPYKTYPbl HUIIN CTBOJIOBBIX KJIETOK 3a Bpemsi 20 KJeTod-
HBIX TMKJIOB B 3aBUCHMOCTH OT T (CM. TIOSICHEHUST B TEKCTE).

cTe U JICJICHUSX KJIETOK. B BBIUNC/IUTEIbHBIX SKCIIEPUMEHTaX ObLJIO TTOKa~
3aHO, YTO IPEJJIOyKEHHAsT MOJIE/Ib PEryJIdliil CTPYKTYPbl HUIINA CTBOJIO-
BbIX KJIeToK B AMII 1ipu onipejiejieHHOM Habope mapaMeTpoB YCTOMUNBa K
BO3MYIIEHUSIM, BHOCUMBIM POcTOM 1 jiesieHuneM kjetok B AMIT (puc. 3 A).

PacripocTpanenne curHajioB B MOJIEJIN ONUCHIBaeTCs jindpdysueit,
IO9TOMY OTHOIIEeHHE (T) 6e3pa3MepHOro XapaKTepPHOTO BPEMEH! PacIpo-
crpanenusi mopgorena w ot OLl 1o meppoit KjaeTKu K cpegHeil JnHe
KJIETOUHOI'O HUKJIA UIPaeT KJIIYEBYIO POJIb B YCTONIUBOCTH CTPYKTYPbI
HUIIN CTBOJIOBBIX KJIETOK. B KadecTBe XapaKTepHOIO BpPEMEHU PacIIpo-
cTpaHeHust MopdoreHa w ObLIO BLIOPAHO BPeMsI JIOCTUKEHUS OIIPeIe/IeH-
HOI1 KOHIIEHTpAIUN W B IIEPBOIi KJIeTKe B pe3y/brare Juddy3un u3 Kjie-
tok OIl, rue nmpoucxoaut ero cunres. B yacTHOCTH, OBLIO ITOKA3aHO, UTO
yBeJIMYeHIe OTHOIICHUsI 7 IPUBOJUT K BO3PACTAHUIO BEPOSITHOCTU Pas3-
pYIIeHNsT CTPYKTYPbl HUIIN CTBOJOBBIX KJIeTok (puc. 3 B). Ilocienee
O3HaJaeT, UTO II0C/Ie BO3MYIIEHHS HapyIIaeTcs IpaBUIbHasi B3auMHAasi
peryJisiliis SKCIIPECCH NeHOB, U B UTOI'e 9KCIIPECCHUsI T€HOB IIPpeKpalaeT-
cst (puc. 3 B).

I'maBa 4. Moaeab ogHOHAIIPABJIIEHHOTO CHUMILJIACTHOI'O PO-
CTa 3MUJAEePMUCA JUHENHOTO JINCTA

B pamMkax BTOPOit MOJIe/IN Ha, IIPUMepE SIUIePMICa JIUCTA IIIITEeHUIIbI
MbI M3y4aJ/Il 3aKOHOMEPHOCTHU OJHOHAIIPABIECHHOIO CUMILIACTHOI'O POCTa,
PACTUTEILHOI TKAHI ¢ YIETOM OMOMEXaHUKU KJIETOK.

Bunosornyeckne mpeanochbsIKU M KadeCcTBEHHOE OIMCAHWe
moxenu. Ilpu cumnaacmmom pocme pacTUTENbHOI TKAHU KJIETKH He
CIABUTAIOTCSI APYT OTHOCUTEJIBLHO JAPYyTa, U TOIOJIOIUsl TKAHU U3MEHsIeT-
¢ TOJILKO B pesyjbTare jejeHus: KjiaeTok. IlockocTh nenenns KjieTkun
HePIeHINKY/ISIPHA HAITPABJICHUIO POCTa, ITO3TOMY ITOTOMKU OJIHOI KJIEeT-
K PACIIOJIOXKEHbI B OJIHOM TIPOJI0JIbHOM psijty (puc. 4 A). Psiyibr pazimda-
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Puc. 4. A. Dumgepmuc smcra mmennipl  (M306pakerne  moJydeHo
A.B. JlopommkosbiM, n obpaborano aBropoMm B cucreme Mathematica).
B. Cxema paz0buenmusi KJIETOK <«MOJIEJIbHOIO JINCTa» Ha (parMeHThbl
{A1, \a, ... }. IIpu takom pasbuennu, Hanpumep, GparMenT g IPUHA/IE-
JKUT KaeTkaM cellqq, cellyy n cellzs. B. Cuta, pactsrusaronias (pparMenr,
eCTb CYMMa CHJI, PACTSATUBAIONINX KJIETKN, B KOTOPhIE BXOJAUT (DPArMeHT.

FOTCsT PA3HBIM TUIIOM KJIETOK, COCTABJISIIONINX psijl. MexaHnka cumILiactT-
HOTO POCTa TO3BOJISAET PACCMATPUBATH YIPOICHHYIO MOJIE/b SIHICPMI-
ca, COCTOSIINEr0 M3 OJHOTHIHLIX DSJIOB KJIETOK (IIYHKTHDPHBIC CTPEJIKNI
wa puc. 4 A). JlunefiHbIil JIHCT yBeJMYNBAETCA 3a CYET pOCTA U Jlejie-
HIST KJETOK Y €ro OCHOBAHUsI, 3/1eCh HAXOIUTCS 30HA POCTa JIEJCHUEM,
3/1eCh KJIETKH DACTyT M JIEJISATCA. 3aTeM CJIe/lyeT 30Ha POCTa PaCTsizKe-
HIEM, 3/1eCh KJIETKH OBICTPO YBEJINYNBAIOT CBOM PA3MEPDI 1 He JEIATCH.
Hautee cieryer 30Ha 3pesIbIX KJIETOK, 1 3/1eCh KJIETKH He pacTyT. Mojesnnb
opMEpoOBaHst 30H POCTA JINCTA [IOCTPOCHA 10 AHAJIOTUH € MOJIEIIBIO 30-
HbBI PErYJISIIIUN CTPYKTYPbl MEPUCTEMbI, PACCMOTDEHHOIT paHee.

Mogaenp pocTa pacTUTEJbHON KJaeTku. g momenuposa-
HIS CUMILJIACTHOTO DOCTa SIIJICPMUCA Ha OCHOBE MOjX00B JIoKxap-
ta (Lockhart, 1965) u Opreru (Ortega, 2010) 6bu1a paspaborana MOJIEb
pocta oTesnbHoil Kiaetkn (ypasuenus (2)—(5)). C ToUKH 3peHusi MeXamH-
KI POCTa, KJIETKA — 9TO OCMOTHYECKAsl sueiika B YIPYTO-TIIACTHICCKOIT
obostouke. Hakorutenme cyxoro BermecTBa (¢) B KJIETKe 3a CIeT OHOCHH-
Te3a (2) BeleT K MOBBIMICHUIO OCMOTHIECKOTO JaBieHust (Pyg,) BHyTpH
KJIETKH (3), KOTOPOE BBI3bIBAET MPUTOK BOJBI B KJETKY U ITOBBIIICHIE
THJIPOCTATUIECKOTO JIABJIEHUsT BHYTPUKJIETOUHON »KIJIKOCTH Ha KJIETOU-
HY10 cTeHKy. [1o/1 BiUsiHIEeM BHY TPEHHET0 THIPOCTATIHIECKOTO (TYPropHO-
ro) naienus (Ppy,g) Ki1eTounass 000I049Ka PACTAINBAETCS U [IEPEXOUT B
HAIPSZKEHHO-IechopMuIpoBanHoe coctosiaue — Typrop (4). lasnenne, mof
JeficTBHeM KOTOPOro Bojia ocMoTidecku npurekaer (dV/Vdt) B kieTky,
PABHO PA3HOCTH MEZK/y OCMOTHYECKUM JIABJICHIEM U TYPIOPHBIM JaBJIe-
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aueM (5). Ilpu moBBIIIEHIN TYPrOPHOTO JABJIEHUST BBIIIE OIPEIEIeHHOTO
1I0pora, Pa3HOTo Il PA3HbIX THUIIOB KJIETOK, HAUMHAETCA OMOCHHTE3 Be-
IIEeCTBa KJIETOYHOI CTEeHKM. DTHU BELIeCTBa JOCTABJSIOTCS B CTEHKY, U
ona HaudnHaeT pactu. C MeXaHUYECKOI TOUKU 3PEHUsl ITPOUCXOIUT ILIa-
cTuyeckas gedopmarnus. [Ipu aToM HapszKeHne B KJIETOYHOI CTEHKe n
TYpPropHoe JlaBJIEHHE I1aJIaf0T, YTO CIIOCOOCTBYET BO30OHOBJIEHUIO ITOTOKA
BOJIbI BHYTPb KJETKHI. JTO U €CThb BUIUMBII POCT KJIETKH.

@ — +@d_v (2)
a " ava
P, = cRT (3)
Pturg = Fe (4)
av
= SL (Posm - Pturg) <5>

Kierky smmjepMuca JIMCTa MBI IPEJICTABIIN B BUJE HapasLie/ie-
nunena. Ilpu oJHOHAIPABICHHOM POCTE TKAHU KJIETKH PACTYT TOJIBLKO B
JUTIHY. DTO HO3BOJILIO HAM IIepeiiTh K OIUCAHIIO MEXaHUKH POCTA, KJICTKIH
B TepMuHax: | — BUJUMas JJIMHA KJICTKU, (7 — peJaKCUpPOBaHHAA JIJINHA,
KJIETKH (JJINHa CTEHKU B HEHAIIPSYKEHHOM COCTOSIHUM ), [ — U300CMOTH-
Jeckas JINHA KJIeTKU (JIJIMHA KJIETKHU, e/ Obl ee He CllepyKUBaJia pacTsi-
HyTasi KJIeTOUHasi CTeHKa). B 9THX mepeMeHHBIX Mbl BBIDA3UJIN TYPrOPHOE
1 ocMOTHYecKoe jaBjieHust: P, = a%, Pryrg = ‘g—w E l’;l.

[10 YCJI0BUSIM CHMILIACTHONO POCTA CTEHKH KJIETOK B COCEIHUX Di-
JIaX «CKJIEeHBI» JIPYT ¢ ApyroM (puc. 4 B), u 09TOMY BbIHYKJIEHbI pacTH
C OJIMHAKOBOI CKOPOCTBIO. II0CKOIBKY CKOPOCTH ABTOHOMHOT'O POCTa STUX
KJIETOK Pa3/IMYalOTCs, B HUX CO3/IAI0TCS PA3Hble TYPrOpHLIE JABJICHUA, 1
pasHble pparMeHThbl CTeHKU OJIHON KJIOTKHM UCIIBITBLIBAIOT PA3HbIe CHJILI 1
PACTYT ¢ Pa3HBIMU CKOPOCTAMU. B TO 7Ke BpeMsl IIPU OJIHOHAIIPABICHHOM
POCTE MEXaHNYIECKAA CBA3DL MEZKJLy KJIeTKAMY IPUBOJIUT K TOMY, 9TO COOT-
BETCTBYIOIINE (PPAIMEHTDI /IS KJIETOK BO BCEX PAJIAX UCILITHLIBAIOT OJHY
1 TY 2Ke pacTsiruBarolyto cuiy (puc. 4 B),aro npuBouT K UX 0JNHAKOBOIT
ckopocTn pocta A (puc. 4 B), koropast onpeensercs: mo dopmyiie (6):

N
e YT T VTS (10 S L (6)
dAe _ M ) _ Al
dt N nm mmde By dt
n=1
o o
e {lm} — MHOXKeCTBO KJIETOK, B KOTOpPBIE BXOAUT hparMeHtT Ag, (i, -
UX yJeJbHble CKOPOCTH POCTa, €CJI ObI OHU POCIN ¢BOOOIHO, N — KOJIH-
YeCTBO IIPOJIOJIbHBIX PsAJIOB KJIETOK, k — MHJEKC (pparMeHTa, n — UHIEKC
[IPOJIOJIBHOTO PAJIA, 1M — UHJIEKC KJIETKU B PsLY.
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Popmaauzariusas Moaean B Buae dL-cucrembl. C yuéTom crie-
UK TeOMeTPUN JIMHEHHOIO JINCTa, JIJIsI MOJIe/IMPOBaHUsT OJIHOHAIIPAB-
JIBHHOI'O POCTa JIBYMEPHOI PacTUTE/JIbHOI TKAHU Mbl MOJAMMUIIMPOBAJIN
dopmasuzm nuddepeniuaibHbIX L-crcreM B Tak HasbiBaeMble « CKieeH-
uble dL-cucrembly. JIMHAMUKY KJIETOYHON CTPYKTYPbI JIMHEIHOIO JINCTA,
cocrosiiero n3 N mapaJiie/bHbIX POJA0JIbHBIX PsiJIOB KJIETOK, Mbl MOJIE-
JiipoBaJin ¢ rnomoIbio N onHoMepHbIX dL-cucrem, Kazkiast U3 KOTOPBIX
MOJIE/IUPYET JIMHAMUKY CTPYKTYPBI OTJEILHOTO MPOJIOJBLHOTO psjia. AJi-
daput Kaxkjoit dL-cucreMmbl cocrouT us 3-x OyKB, 0003HAUAIONINX KJIET-
Ky 30HBI JICJICHUST, KJIETKY TIEePEX0/IHON 30HbI U KJIETKY 30HbI PACTAZKEHUs
(V ={D,T, E}). Cocrosiime KazK10if KJIETKN OMICBIBACTCS BEKTOPOM 13
Tpéx napamerpos {17, [, Ir} — uzoocmoTuveckast, HabJOIaeMas U peJiaK-
CUpOBaHHAas JJIMHBI KJIeTKU. /151 TOro 4To0hr 00ecevunTh CoryiacoBaHHY IO
JIMHaAMUKY BcexX dL-cucrem, Oblia BBeJIeHa e1rle OjHa YIIPaBJIAoIiast OJTHO-
MepHast dL-cucrema, KoTopas MOJEIUPYET JIUHAMUKY CTPYKTYPbl (bpar-
MEHTOB KJIeTOK. Ajidpasut 310t dL-cucreMbl cOCTOUT U3 OJHON OYKBBI
(A), a mapamerpamu sIBJISIIOTCsI JIHHA parMeHTa 1 BeKTOp JyinHbl N | i-
I KOMIIOHEHTOII KOTOPOI'O SIBJII€TCS HOMED KJICTKHU, COJieprKallleil JJTaHHbII
dparMeHT B i-M IIPOJIOJILHOM KJIETOYHOM psiy. InmHaMmmKa repeMeHHbIX
COCTOSIHUSI OlIpe/iesisieTcs: o01eit cucremoit auddepeHnnaabHbIX YpaBHe-
HUI, COCTABJIAIONINX MOJIE/Ib CUMILIACTHOTO POCTa KJIETOK B COCTABE TKa-
HIL

PesynbTaTbl BBIYUCINTEILHBIX KcHepuMeHTOB. OCHOBbLIBa-
sIChb Ha, OIyOJIMKOBaHHBIX JAHHBIX O POCTE KJIETOK B TKaHU, Mbl IIPOBEPUJIN
HECKOJIbKO (DYHKITHIT pocTa: SKCIOHEHIMAIbHYIO, JTMHEHHYIO 1 CHUTMOU/I-
HYIO.

B BbIYnCIUTENIBHBIX IKCIIEPUMEHTAX ¢ PA3HBIMEI (PYHKIIUSIMUI POCTA
KJIETKH BO BCEX CIyUasaX (KPOMe SKCIIOHEHIINATIBHOTO POCTa KJIETKH ) OBLIO
[IOKa3aHO, YTO IIPU CHUMILIACTHOM POCTE PACTUTE/IHLHOI TKAHU aBTOHOM-
Hag nposndepalnud KJIeTOK MPUBOJNT K BApradeTbHOCT MeXaHnIeCKIX
HAIIPSZKEHNIT U OCMOTHYECKHUX JABJICHUN B KJIETKAaX M CYIIeCTBEHHOMY
OTJIMYNIO XapaKTepa MX JUHAMUKHU 110 CPABHEHUIO CO CBOOOJIHO PACTY-
muMu Kjaetkamu. 13 sToro ciepyer, B 9aCTHOCTH, YTO OOIIENPUHATAS
IpoTieypa OIMEeHKN CKOPOCTU POCTa KJIETOK B TKAHW JIUCTA 10 BUJINMBIM
pasMepam KJIETOK MOYKET ObITh HEKOPPEKTHA, MMOCKOJbKY He YIUTHIBAET-
cd, 9TO KJETKM B TKaHU HaXOJATCA B HaIPSKEHHO-IePOPMUPOBAHHOM
COCTOSTHUU.

Jl1st inHetHO PYHKINI POCTa KJI€TOK ObLIN 110,100paHbl KHHETHIe-
CKUe TTapaMeTPhl, ITPU KOTOPBIX MOJIEIb BOCIIPOU3BOIUT SKCIIEPUMEHTAb-
HbIE JIAHHBIE O PACIIPEJICICHIN CPEJIHINX Pa3MEPOB KJIETOK BJOJIb JIUCTA
IIIEHUIBI TPU 3HAYEHUAX MEXaHHYeCKUX ITapaMeTPOB U3 OMOJIOrHYecKn
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Puc. 5. A. Pacupenenenne cpefteil IIMHbI KJIETOK BJOJIb JINCTA, IIIIEHI-
1bl. ' TOYKN COOTBETCTBYIOT CPEIHUM SKCIIEPUMEHTAIbHO HADJIIOIaeMbIM
U pacuduTaHHBIM 110 MOJEJIN JIMHAM KJIETOK Ha oTpe3kax Jncrta. Bb. Pac-
pe/ie/IeHne OCMOTHYIECKIX JaBJieHuit (6ap) B KieTkax jmcra. DZ — 3oma
pocta jnesienneMm, EZ — 3ona pocrta pactsizkeHuneM. CTpejika Ha IIKaJie
YKa3bIBAET JlaBJIeHNE B CBOOOHON KJIETKE.

ompapianHoro auamnasona (puc. 5 A). [lpu stux napamerpax HanboJIbIIHe
BapUAIN JABJICHUIl COCPEOTOUEHBI B MIepexo/iHoil 30ue (puc. 5 B).

I'maBa 5. Mozeab ¢popMupoBaHUs ITPOCTPAHCTBEHHOTO ITATTEPHA
TPUXOM Ha JIUCTE TIIEeHUIIbI. B pamkax 3-if Mojiesin Mbl U3ydaJin
MeXaHn3M (POPMUPOBAHUS TPUXOM Ha PACTYIINEM JIHCTE IITTEHUIb.

BuoJsiornveckme mnpeanochblIKU U KadeCTBEHHOE ONuca-
HUEe MOJIeJIM. [ PUXOMBI MPEJICTAB/ISIOT COOOM BBIPOCTHI SINIEPMah-
HBIX KJIETOK JINCTA Pa3MEPOM OT HECKOJbKUX MHKPOMETPOB JIO MUJI-
JIUMETPOB. PacrioyioxkeHne KJIETOK-TPUXOM Ha IOBEPXHOCTU JIMCTOBOI
IJIACTUHKU 3aKJ/Ia/IbIBAETCA B IIPOIEcce POCTa JcTa. PaHee moKa3aHO
(Dupuy et al., 2008), 94T0 MeXaHU3M <«JATEPAJBHOIO HHIMOUPOBAHUST>
XOpomIo 00bsicHsIeT (POPMUPOBAHNE MPOCTPAHCTBEHHOIO MaTTepHa TPU-
XOM Ha JIMCTOBO ILJIACTUHKE pacTeHus apabujorcuca. Cjejyer orme-
TUTh, 9TO JINCT apabUIOICHCa PACTeT TaK, ITO 00JaCTH POCTa pPacIpe-
JIeJICHBI TI0 BCEll JINCTOBO TJIACTHHKE. ¥ IMIIEHUI[BI COBEPIIECHHO JIpyTas
deHomeHoI0THs 3aKIJIKI TPUXOM: JINCT PACTET 3a CUET JIeJIeHUsT KJle-
TOK B ocHoBaHuu Jimcra (puc. 6 A). YV caMoro OCHOBaHHUST PACIIOIOXKEHA
30Ha CUMMETPUUIHBIX JIeJCHUN KJIETOK, JAJbIle KJICTKU JIeJIATCS achM-
METPUYHO: MaJIeHbKas KJIETKa-TPUXOMa, IIPH JIeJICHIN 00pa3yeTcs Ha JIU-
CTaJILHOM KOHIIE MaTE€PUHCKON KJIETKU, B TO BPEeMs KaK IPOKCUMAaJIbHAsI
KJIeTKa ocTaércs HeauddepeHimpoBanHoii. TpuxoMbl (popMupyoTcesa B
OTJIEJIbHBIX MTPOJIOJIbHBIX PsIjIax.

Brlia pazpaborana Mojie/ib Mexann3Ma (hOpMUPOBAHIS TPUXOM Ha
JINCTE TIIEHNIIbI, OCHOBAHHAS Ha THIIOTE3€ O CYIIECTBOBAHIY JIaT€PAHLHO-
o MHIHOMPOBAHUSI CUTHAJOM, UCXOJSIINNUM U3 TpuxoM. [Ipu mocrpoerun
MOJIe/I OBLIN UCIIOJIB30BaHbl JJAHHBIC O JIJINHE TPUXOM U UX PACIIOJIOZKE-
HUHU B IIPOJIOJIbHBIX PsIJIaX B 30HE POCTa JIKCTa MieHuIsl (puc. 6 B).
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30Ha 3penbix KneTok (MZ)

30Ha pocTa pactaxeHunem (EZ)

3oHa
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nucta 30Ha pocTa
nenernvem (DZ) | CummeTpuuHble
Aenenua (SDZ)

ACMMMETPUYHbIE
nenenus (ADZ)

Puc. 6. A. CrpykTypa 30HBI pocTa JincTa mineHuibl. B. JImnHbl KiieTok-
TPUXOM, PACIOJIOKEHHBIX B OJIHOM IIPOJIOJIBHOM PSIIY, YBEJIMINBAIOTCS
HEMOHOTOHHO (u300pazkenue noydeno A.B. Jloporikosbim, 1 00paboTaHo
aBTOPOM JiccepTaiinu B cucreme Mathematica).

—r——T— ———r—g—T—r—77— —

I —— Habniopaemas
— Pacyét no mogenu

< A,_ B |

OTKMOHEHUE ANUHBI TPUXOMBI
OT CpeOHEro 3Ha4YeHud, ycn.eq.

Puc. 7. A. Cxema KJIeTOYHOIl CTPYKTYPBI 30HBI POCTa W PACIpEICTCHIS
KOHIIeHTpaImiit Mopdorenos (£, Zs u T'r) B Mmogenn. Kpacuble KieTKn —
30Ha CUMMeTPHUIHbIX Jeaenuit (SDZ), 3e/iéHble KJIETKI — 30HA aCHMMeT-
puunbix jiesiernii (ADZ), cunue kierkn — 30Ha pacrsikenusi (EZ), opan-
JKeBble — KJIeTKHU-TpuxoMbl. B. [I1oTHOCTD pacipeesiennst JInH KJIETOK-
TPUXOM: KpacHasi Kpubast — HabsogaeMast (puc. 6 B), cunsst kpuast —
pacdeT 1Mo MOJIEIN.

Popmasm3arusas Moaean B Buae dL-cucremsbr. /s n3ydenns
MexaHnzMa (POPMUPOBAHUS IPOCTPAHCTBEHHOIO IATTEPHA TPUXOM B IIPO-
JIOJILHOM PsITy KJIETOK Ha JINCTE IIIEeHUIIbI, MOJIE/Ib OblIa pean30BaHa B
Bujie dL-cucrembr. Andasur V' = {S, A, E, T} cocraBiisiiorT 4eThipe ChM-
BOJIa — KJIETKU 30HBI CUMMETPUYHBIX U aCHMMETPUYHBIX JIeJICHUI, 30HbI
pacTsizKeHusl U KJIeTKU-TpuxoMbl. CoCTosIHIE KasK0il KJIETKH OINChIBa-
ercs MATbIO mapaMerpami: {l, a, 21, 2o, tr} — JIMHA U BO3PACT KJIETKHU U
KOHIIeHTpalun 3-x Mopdorenos. [Ipasuia Boipazkaior nejenne u gudde-
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PEHIIMPOBKY KJIETOK B 3aBHCHMOCTHU OT 3HAUEHMIT mapaMeTpoB. Kein am-
Ha KJIETKI 30HBI JIEJICHIs JTOCTUTaeT MaKCHMAILHOTO 3HAUEHNUSI, TO KJIeT-
ka gesurest: S(1, a, z1, 29, tr) — S(d-1,a, z1, 29, tr)S((1—d)l, a, z1, 29, t1),
A(l,a,z1, 29, tr) — A(d - 1,a, z1, 20, tr)A((1 — d)l, a, 21, 22, tr), Tje Ko-
spdurment d ~ N(0.5,0.1) (HOpMaTbHO pacrpejeéHHas CIydaiiHas
BEJINYMHA), TIPU 9TOM €CJIH KOHIeHTparust MopdoreHa-mHruouTopa Ghop-
MUPOBaHIS TPUXOM MEHbIIIE [IOPOra, TO sl KJIETKU 13 30HbI acHMMeT-
puuHbIx Jejennii koaddunuent d ~ N(0.7,0.1). Eciu koHuenrparust
MOpQOTeHa, OIPeIeIsIIOIIero CTPYKTYPY 30HbI JI€JIEHIs, MeHbIIIEe I0pora,
TO KJIETKa IePeXOJnT B APYIYIO 30HY: HIPH 21 < 21 min O — A, upn
29 < 2y min A — E (cm. cxemy Ha puc. 7 A). Jlunamuka nepeMeHHBIX
COCTOSIHUS OIpeJIesIsieTcs cuctTeMoil nddepeHImajlbHbIX YPaBHEHUI.

PesyabraThbl BHIYNC/INTEIbLHBIX 3KCOEePUMEHTOB. [Ipu 3a1an-
HBIX ITapaMeTpax MOJEJN BbIYUCINTE]bHBI SKCIEPUMEHT HMHUTHPYET
dopMEIpoBaHe TPUXOM B IPOJOJILHOM Psiy KJIeToK. B pesyinbrare Obl-
JIO TIOJIy9EeHO paclpejieieHrie Bo3pacTa TPUXOM BIIOJb Psifa, KOTOPOE C
HCIIOIb30BaHIEeM Pa3HbIX (PYHKIUI pocTa Ipeodpa3oBbIBAIOCH B PACIIPE-
JleJIeHne JUINH U CPaBHUBAJIOCH C SKCIIePUMEHTAIbHBIMEI JaHHbIME. Takoe
CpaBHEHHE II03BOJISIET HACTPOUTL IapaMeTpPhbl TakK, UTO pPacIpeesieHIe
JUINH TPUXOM B IIPOJIOJIBLHOM PSIAY KJIETOK B BBIYUCIUTETHHOM SKCIIEpPH-
MEHTE COBIIQJIAeT C SKCIepUMEeHTAIbHbIM (prc. 7 B).

Kpowme Toro, Mojiestb IpeacKa3blBAET, 9TO YBEINUEHNE IJINHBI 30HbI
ACHMMETPUIHOIO JIeJIeHNsT KJIETOK, TJe IMPOUCXOLUT 3aKJaJKa TPIXOM,
IPUBOIUT K YBEJIMIEHUIO BapUAINN BO3PACTOB COCEIHNX TPUXOM B PSIIY.

BbIBOJbI

1. Pazpaboranbl MeTo/IuKa 1 MakeT mporpaMm «Mopdoannamnka pac-
turenbHoi TKaHny> («MPT») mis mogemnpoBanus MopdoiiHaAME-
KU pacTUTeIbHON TKanu. [lakeT ocHOBaH Ha METOJ/E MOJICTUPOBa-
HUST JTMHAMUYECKUX CHCTEM C JIMHAMUYECKON CTPYKTYpoil B ¢op-
Maju3Me JnddepennuaibubX L-cucreM, peajgn3oBal B BUJE TPO-
IpaMMHBIX MojyJieil B cucreme Mathematica n mosBosisier nuMuTH-
POBaTH OJITHOHAIIPABJICHHBIN CUMILIACTHBIN POCT PACTUTEJILHON TKa-
HU C YIETOM MOP(OreHETUICCKON PeryIdanu 1 ONOMeXaHnIeCKIX
CBOMICTB KJIETOK U BOCITPOU3BOJIUTH SKCIEPUMEHTAJIHLHO HAOJIO/ae-
Mble TTaTTePHBI KJIETOYHOI CTPYKTYphl TKaHu. PazpaboTanbl n pe-
aqmzoBanbl B makere «MPT» mogenun: (a) perysisiun cTpyKTyphI
HUIITM CTBOJIOBBIX KJIETOK allMKaJLHON MepucTeMbl 1mobera apadu-
JOTICKCa Ha pacTyiieil Tkauu, (6) pocra sMujepMuca JTUHEHHOrO
qcTa, (B) GOpPMUPOBAHUS TPUXOM HA JINCTE IITIEHUIBI.
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2. Ha ocroBe Moje/n peryJisiiiny IpoCTPAHCTBEHHON CTPYKTYpPhI HU-
I CTBOJIOBBLIX KJIETOK B allMKaJILHOI Mepucreme apabuolncuca ¢
YyUETOM pOCTa U JIeJIeHUsT KJIETOK, YUNThIBAIONell B3auMoeiicraue
resos CLAVATAS u WUSCHEL, noka3aHo, 9T0O BEPOATHOCTb Pa3-
PYIIEHUsI IPOCTPAHCTBEHHOI CTPYKTYPhI BO3pACTAeT ¢ yBEeJIMUCH-
eM OTHOIIEHHS XapaKTEePHOIO BPEMEHU pAaCIpocTpaHeHus MOpgO-
IeHOB K CpejiHeil JUIMHe KJIeTOYHOrO IUKJIA.

3. Ha ocnoBe Mome/ 0IHOHAIIPABJIEHHOIO CUMILIACTHOIO POCTA, 1IN~
JepMuca JINHEHOM JIMCTOBON ITACTHHKE (&) 1M0100paHbl KUHETH-
YgecKHe MapaMerpbl pocTa KJIETOK, IPHU KOTOPBIX OHA BOCIIPOU3BO-
JIAT SKCIEPUMEHTAIbHLIC JAHHBIE O PACIIPEIC/ICHIN CPEHIX Pa3Me-
POB KJIETOK BJIOJIb JILCTA MIIEHUIIbI; (6) MOKA3aHO, 9TO ABTOHOMHAST
nposndepaliis KJIeTOK B YCJIOBUIX CUMILIACTHOIO POCTA IIPUBOIUT
K OMOJIOrMYeCKN 3HAYMMON BApUabeJbHOCTH MEXaHMIeCKIUX HaIlPsI-
KeHUIT 1 OCMOTUYECKUX JIaBJICHII B KJIeTKaX.

4. Ha ocnose mozean GopMUpOBaHUA IIPOCTPAHCTBEHHOIO IIaTTEpHA
TPUXOM HA JINCTE MIICHUILI ¢ YyYETOM MOJAMDUINPOBAHHOIO Me-
XaHU3Ma, JIATEePAJILHOIO MHIUOUPOBAHUS ¥ M€OMETPUU POCTA JIH-
cTa TOKa3aHo, 4To (&) MpH BapbUPOBAHUU MTAPAMETPOB B BBIUNC-
JIUTEJILHBIX KCIEPUMEHTAX MOYKHO IOJIyYUTh IPOCTPAHCTBEHHLIC
HATTEPHDLI TPUXOM, CXOJIHDIE C 9KCIEPUMEHTAILHO HADJIIOAeMbIMIU,
YTO IO3BOJIAET UCIOJIL30BATHL MOJEC/IL B CPABHUTEJILHBIX IKOJIOIO-
(bUBHOJIOTNYECKUX HMCCIICIOBAHMAX OIYIICHNs] JIMCTa MIICHUIbI, 1
(6) B BBIYMCIUTEIHHOM SKCIIEPUMEHTE IPU OIPEIETEHHBIX Pas3-
Mepax 30HbI aCUMMETPUYHOIO JIeJIeHUsT KJIETOK IOJIy9YeHbl XapakK-
TepPHbIE 32KOHOMEPHOCTH [IPOCTPAHCTBEHHOIO PACIIPEIe/ICHIUST JIJINH
TPUXOM, HAOJIIOJEHNE KOTOPBIX B 3KCIIEPUMEHTE OYIET CJIYKUTh 10~
HOJTHUTE/ILHBIM 000CHOBAHUEM MEXAHU3MA, JIATEPAJILHOIO UHIHON-
POBAHUSI.
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