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BBenenne

AkryasbHOCTHL paborbhl. OjHoll 13 QyHJaMEHTaIbHBIX 3a/1ad COBPE-
MEHHOM OHOJIOTHH SIBJISIETCST M3y YeHne peryJsaiun (popMoodpazoBanust (Mopdo-
JMHAMUKI) B IIporiecce pocta opranumsMma [42]. B macrosiiee Bpems Giiaromapsi
PA3BUTHUIO SKCIIEPUMEHTAJIBHBIX 1 BBIYHCJUTEIHHBIX METOJOB BEJIETCS MHTEH-
CUBHOE TEOPETUYECKOe N3YUEeHHE MeXaHNYeCKUX CBOWCTB KJETOK W TKaHeil n
posti OOMEXaHNKHN KaK MHTEerpupytomero pakropa B (yHKIINOHUPOBAHIH K-
BBIX CHCTeM. B 9acTHOCTH, KOMIIbIOTEPHOE MOJICTUPOBAHUE CTAJIO OJHUM U3
OCHOBHBIX METOJIOB TEOPETUUECKOr0 N3YyYCHUsT MEXaHI3MOB, JIEYKAIllUX B OCHOBE
ey JIMHAMUKI ITPOCTPAHCTBEHHBIX MMATTEPHOB B PA3BUBAIOIINXCS TKa-
HAX /MM OpraHaxX, BO3HUKAIONINX 3a CYeT pocTa, jeienns u jnuddepenim-
POBKU KJIETOK.

Cpen 0OCHOBHBIX HAIIPaBJIEHUIT UCCIe0BaHNIT B 9TOi 00,1aCTH MOYKHO BhI-
JIEJIUTH CJIE Ty IOIIIIeE.

(1) Ommcanwe pocra pacTUTETHHONW TKAHU € YIETOM OMOMU3MIECKUX
CBOMCTB U TeOMeTpUN KJIETOK. B 0OJIbIIMHCTBE PAOOT UCIOIB3YIOTCA JINCKPET-
Hble KJIETOYHBIE MOJIEJN C YIpyro-miactudeckuMn crenkamu [82, 114, 55]. B
TUX MOJIEJISIX KJIETKU IIPEJICTABJISIIOTCST MHOIOYTOJIbHIKAMUI B JIBYMEPHOM CJIy-
yae ¥ MHOI'OIDAHHUKAMHU B TPEXMEPHOM, BEPIINHBI KOTOPBIX I€pEeMeIatoTcst
110/1 BO3/IEHCTBUEM PA3INIHBIX CII.

(2) Usyduenne MopdoreHeTHIeCKIX MEXaHU3MOB (DOPMUPOBAHMUST PaCIIpe-
JesieHnst pocta 1 auddepeHnnpoBKN KJIETOK B TKAHSIX, B YaCTHOCTH, (DOPMU-
poBaHme MPOCTPAHCTBEHHBIX IATTEPHOB CIEIUAJIU3NPOBAHHBIX KJIETOK B SIIH-
JlepMuce Jincta U KopHs pacrenuii [155]. Jljist MojesinpoBaHusi npUMEHsTIOT
IIPOCTPAHCTBEHHO-paCIIpeaeIeHHbIe MOJEeIN Tulla «peakius-anddy3usy». Ta-

KUMMN MOJEJIZIMM  OIIMChbIBAIOT, HallpUMED, BS&I/IMOﬂeﬁCTBI/IH B CuUCTeMe I'€HOB



CLAVATA3-WUSCHEL, xoTopble SIBJISIIOTCST OCHOBHBIMHI PErYJ/IsITOPaMI, 00ec-
MEYUBAIOIIMMEI TTOCTOAHCTBO CTPYKTYPhI HUIIN CTBOJIOBLIX KJIETOK B alllKaJ/lb-
HOIT MepucTeMe mobera apabugorncuca |5, 6, 43, 202].

99 b deKTUBHOCTD HCCIeI0BaHNi MOPMOINHAMUKY C IIPUMEHEHIEM KOM-
IIBIOTEPHOI'0 MOJICJIMPOBAHNS CYIIECTBEHHO 3aBUCHUT OT Pa3BUTUsI MaTeMaTHYe-
CKOI'O allliapara 1 BbIYUCIUTEIbHBIX TEXHOJIOTU JI/Isi OIMCAHNS PACTYIINUX PO-
CTPAHCTBEHHBIX CTPYKTYD. B 4gacTHOCTH, JJIsT UMUTAIMN POCTa (JIBYMEPHOIO)
KJIETOYHOI'O CJIOS pa3paboTaHbl IPOrPaMMBbI, CO3JIaHHBIE C ITOMOIIBIO MaTEMa-
TUYECKUX IIAKeTOB, TaKUX Kak, Hampumep, Mathematica, MATLAB, a Takxke
Y3KO CIIeIUAIM3UPOBAHHBIE TAKETHI JJIsi MOJACTMPOBAHUS PACTUTE/IHLHBIX TKAaHe
(mampumep, Virtual Laboratory u L-studio [146], OpenAlea [142], VirtualLeaf
[114], CellModeller [55]), Hamcanmble Ha S3bIKAX TPOrPAMMEIPOBAHHUS OOIIETO
Ha3HAYCHUSI.

CTouT OTMETHUTDb, UTO JlazKe caMble pa3BUThIE MOJEIN He JIAI0T IOJIHOI
KapTUHBI BHYTPEHHUX 1 BHEITHUX MEXaHI3MOB, YIIPABJISIIONINX IIPOIECCAME PO-
crta, JejneHust U Aud@EepeHInpoBKN KJIETOK B CHJIY CJIOZKHOCTH ITPOUCXOJIs-
mux rnponeccon. Jlanuasi paboTa IOCBSINEHa MCCJIEJIOBAHUIO METOJaMU KOM-
IIBIOTEPHOI0 MOJIE/INPOBAHNS 3aKOHOMEPHOCTEN ITPOCTPAHCTBEHHOT'O paciipe;ie-
JIEHHsI CKOpOCTell pocTa u jiejieHus KJIETOK B MEPUCTEMe, a TaKyKe MeXaHHde-
CKUX CBOWCTB KJIETOK, OIPEJIEJIAIONINX HADII0IaeMyI0 MOP(MOIMHAMUKY TKAHMU.
C opHOIT CTOPOHBI, JTABHO M3BECTHO BJIMsIHIE TeHOB Ha Mopdorenes [21, 205].
3BecTHO Tak:Ke, 9TO MPOCTPAHCTBEHHBIE MaTTEepPHbI AuddepeHnnaabHON aK-
TUBHOCTU T'€HOB MOI'YT (DOPMHUPOBATHCSI B PE3YJILTATe CUHTE3a U PacIPOCTpPa-
HEHUSI CUTHAJbHBIX MOJIEKYJI, YTO MOYKET OBITh OCHOBOM PEryJIsiiiii POCTOBBIX
IPOIECCOB, BIMSIONINX Ha OuoMexaHm4decKue coiictea Kierok [184]. C apyroit
CTOPOHBI, U3BECTHO, YTO MEXaHIMIEeCKNe HalpszKeHus u gedopMalinn, BO3SHIKA-
IOIIUE B IIPOIECCe POCTa, CAMU MOI'YT OBITH PEry/siTopaMy I'eHHON aKTUBHOCTH,
1 TeM CaMbIM peryinpoBaTh poct [161]. BaxHocTs nsyuenust B3anmMoeiicTBIsI
9TUX KOMIIOHCHT U CBOICTB ITOJIYYaIOIleiicsd peryadTOpHOl CUCTEeMbl JIJId I10-

HUMaHNAd MEeXaHnu3MOB MOpCbO,H,I/IH&MI/IKI/I paCTUTEJIbHbIX TKaHell IMOJATBEP2KJaeT
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AKTYaJIbHOCTD JTAHHON pabOTHI.

Ienp 1 3agaum padoTwr: Lenbio paboThl ABJISIOCH UCCIEIOBAHIE Me-
TOJIAMI KOMITBIOTEPHOTO MOJETMPOBAHUS BJANAHNA MOP(MOreHEeTHIECKOI pery-
JIAAN 1 OMOMEXaHWKHN KJIETOK Ha POCT U MOP(OINHAMUKY MePUCTEMATIIECKITX
TKaHell pacTeHnil, pacTyIUX B O/HOM HAIIPABJICHUN.

B xose paboThl permamch cieayromme 3a/1a49u:

1. PazpaboTka MeTOIUKHN 1 HAaKeTa IPOrpaMM JjIsi MOJACJIUPOBAHIST OJIHOHA~
[IPaBJIEHHOT'O CUMILIACTHOIO POCTa PaCTUTEJIbHOI TKAHU C YUYETOM MOP-

dgoreneTnyveckoil peryydnun 1 OMoMeXaHnIeCKIX CBOWCTB KJIETOK.

2. zydenne meTosaMu KOMIIBIOTEPHOI'O MOJIEINPOBAHNS YCTONINBOCTH CH-
CTEMBI PETyJIANIN CTPYKTYPBI HUIINA CTBOJIOBBIX KJIETOK B allMKaJbLHOM
MepHUCTEME pacTyIIero mobdera apabuioncuca K BO3MYIIEHUSIM, BbI3bIBae-

MbIM HU3MEHCHUEM HpOCTpaHCTBeHHOﬁ CTPYKTYPbI KJIETOK.

3. IlocTpoenne Momenmn n n3yvdeHne 3aKOHOMEPHOCTEN OHOHAIIPABIEHHOTI'O
CUMILIACTHOT'O POCTa SMUAEPMATBLHOTO CJI0S JIMHEITHOTO JINCTa ¢ YIETOM

MEXaHNUKHN KJIETOK METOJaMM KOMIIBIOTEPHOI'O MOAEJIMPOBaHMA.

4. Tlocrpoenue Moze/n U U3ydeHre MexaHu3Ma (POPMUPOBAHUSI IIPOCTPAH-
CTBEHHOI'O TIaTTEpPHA TPUXOM Ha PACTYyIIEeM JIUCTE MIIEHUIbI METOaMU

KOMIIBIOTEPHOI'O MOJAE/JINPOBaHMA.

Hayunasi moBusHa. B nacrostiieit pabore Brepseie: (1) paspaborana
Mosincpukans popMaau3Ma guddepennnaababiX L-cucteMm 18 MOJIeMpoBa-
HUS OJTHOHAIIPABJIEHHOTO CUMILIACTHOTO POCTa, JIBYMEPHOI PACTUTENIbHON TKa-
Hu («ckjeenHbiey dL-cucrembr); (2) Ha MOJeM PETYJISAIUN TPOCTPAHCTBEHHOI
CTPYKTYPbI HUIIN CTBOJIOBBIX KJETOK B allMKaJbHOI MepucTeMe apaduIoncuca
MIOKa3aHO, YTO BEPOATHOCTL pa3pyIIeHUs MPOCTPAHCTBEHHON CTPYKTYPHI BO3-
pacTaeT ¢ yBeJUdeHNeM OTHOIIEHNS XapaKTePHOTO BPEMeHN PaCIpOCTpaHeHNsT
MOPGOreHOB K CpejiHell JInHe KJIeTOTHOrO NMHKJIa; (3) HAa MO, UHTerpH-

pylolieil npejcraBjieHns O KJaeTKe Kak 00 OCMOTHYECKOM sideiike B IOJIYIIPO-
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HUIIAEMO YIIPYTO-ILIACTHYECKON 000JIOUKE M O CUMILIACTHOM POCTE KJIETOK
B pacTUTEJIbHOI TKaHU, IIPOJIEMOHCTPUPOBAHO, KaK B BBLIYUCIUTEIbHLIX IKC-
IepUMEHTaX OICHUTH BJIUSHUE CUMILIACTHOIO POCTa Ha OMOMEXAHWKY KJIETOK;
(4) Ha Mojiesin (DOPMUPOBAHUS ITPOCTPAHCTBEHHOI'O HATTEPHA KJIETOK-TPHXOM
[I0OKA3aHO, 9YTO MEXAHI3M JIaTePaJIbHOIO NHIMOUPOBAHMSI CUI'HAJIOM, MCXOISIIITIM
U3 KJIETOK-TPUXOM, IPUBOJUT K HAOJIOAAEMOMY IPOCTPAHCTBEHHOMY pacIpe-
JeJIeHns KJICTOK-TPUXOM Ha JIMCTE IIITCHUILDI.

Hayuynast u mpakTudeckas IeHHOCTb. MeToKa Mojie/IMpoBaHus 1
IaKeT MPOIrpaMM, MPeJICTaBJICHHbIE B JIUCCEPTAIIMN, MOI'YT ObITh HCIIOJIb30BaHbI
B Ka4eCTBE OCHOBLI JIJId MOCTPOCHUY KOMITBIOTEPHBIX MOJIeJeil OpraHoB pac-
TeHUit, /I KOTOPBIX XapaKTepeH OJHOHAIIPAaBJICHHBIN POCT. Pe3ynbrarhl BbI-
YUCJIATEJIbHBIX IKCIEPUMEHTOB C MOJIEJIBIO pOCTa SIUJEpMUca JIUCTa I103BO-
JAIOT CIVIAHUPOBATH SKCIEPUMEHTHI 110 U3Y4YeHUIO JUHAMUKA OCMOTUYECKUX U
TYPIOPHBIX JIaBJeHUIl B KjiaeTKax. Mojesb (popMupoBaHus IPOCTPAHCTBEHHOI'O
HaTTepHa KJIETOK-TPUXOM MOXKET UCIIOJIL30BATbHCA B CPABHUTEJILHBIX 9KOJIOIO-
GU3NOIOrMIECKUX UCCJICOBAHUSIX OIIYIIEHUsI JINCTA IIIEHUIbI Pa3HbIX COPTOB
JIJIsl BBISICHEHHSI IIPUCIIOCOOUTEIbHBIX MEXaHI3MOB K YCJIOBUSIM POCTa PACTEHUS.

Pazpaborannbie MOIE/IN T03BOJISIIOT aHAJIU3UPOBATDH COIVIACOBAHHOCTD Ka-
JeCTBEHHBIX IIPEJICTABIEHN 0 MeXaHu3MaxX pocTa u (popMooOpPaA30BAHNIS PACTH-
TEJIbHBIX TKAHE U IJIAHUPOBATH IKCIEPUMEHTDI JJId N3YYeHUsST MOJICKYJIAPHO-
PEeHETUYICCKON CUCTEMbI PEryJIdAllnd 3TUX IIPOIECCOB.

JlaibHeiiee pa3BUTHE STUX MOJIe/eil IIO3BOJIUT peliaTh 3a/ia4di 110 NeHO-
1 OMOMHYKeHePUN PaCTeHHl ¢ 1eJIbI0 UX ONTUMU3AINN JJIsi ONOTEXHOJIOINIeCKIX
[eJIer.

HOJIO}KeHI/IH, BbIHOCHMMbIE€ Ha 3aIlIuTy.

1. BeposaTHOCTbH paspyliienns TPOCTPAHCTBEHHON CTPYKTYPBI HUIIN CTBOJIO-
BBIX KJIETOK B allMKaJbHON MepucTeMe rmobera apadUIoNCHuca BO3PacTa-
eT C yBeJInYeHUeM OTHOIIEHUs XapaKTePHOT'O BPEMEHU PAaCIPOCTPaHEHU

MOP(QOIreHOB K CpeJiHell JIJINHE KJIETOYHOI'O IUKJIA.

10



2. IIpu cuMmiLiacTHOM pocTe pacTUTE/ILHOI TKaH! aBTOHOMHAas IpoJindepa-
I1sI KJIETOK IIPUBOIUT K OMOJIOTMYECKH 3HAUNMON BapuadeIbHOCTH MeXa-

HUYEeCKUX H&HpH}KeHI/Iﬁ 1N OCMOTHNYECCKUX ,H&BJIGHI/HU/I B KJIETKaX.

3. IlpemoxkeHHblit MexaHu3M (GOPMUPOBAHUS TPOCTPAHCTBEHHOTO MaTTEP-
Ha TPUXOM B IPOJOJBbHOM Psijly KJIETOK Ha JIMCTe IMIIEeHUIbl Ha OCHOBE
JIATePaJbHOIO MHIMOMPOBAHUS W KUHETUKHM POCTa KJIETOK B MEpPUCTEME
JINCTQ MO3BOJIET TOJYYUTh PACIpe/ieJIeHNe TPUXOM, COLJIACYIOIIEEecs C

SQKCIIEpUMEHTaJIbHO H&6HIO,H&€MBIM.

Anpobarust paboTel. Marepuaibl pab0OThI BOILIA B OTYETHI 10 FPaHTaM
Poccuiickoro donja dyniamenTaibHbIX ucciegoBanuit 1 Pocecniickoro nayu-
Horo cdonga. Pe3yibrarsl paboThl IpeAcTaBIeHbl Ha OJUHHAIATH POCCUICKIX
1 OJIHOI 3apyOerKHON KOH(EPEHINsIX B BHUJE YCTHBIX JOKJIAJI0B U CTEHIOBBIX
coobIeHnii, cpean KoTopbix Mexk1yHapo iHble KOH(epeHIn 110 6ronHdopmMa-
THKe, cTpyKType n peryraimun reaoma (BGRS 2010, BGRS 2012, BGRS 2014,
r. HoBocubupcek), Mex qyHapo/iHas KoH(epeHIns Mo MaTeMaTiHIecKoii 61HoJo-
run u onoundopmaruke (ICMBB 2010, r. [Tymuno), Esporneiickast koudepen-
IUst [0 MaTeMaTnaeckoit u reoperndeckoii buogornn (ECMTB 2011, r. Kpaxkos,
[Tostbiia) u MexK Ty HAPOIHO KOHpepeHTnn « AKTyaJIbHbIE TPOOIEMbI BBITHC/TH-
TeJIbHOI 1 npuKJiaiHOM MaTemaTukn — 2015», nocssimennoit 90-yeTuto co JHA
poxenus ['ypust sanosuaa Mapuayka (AMCA 2015, r. HoBocubupck).

O6BbEM 1 cTpyKTypa auccepramuu. Jluccepraliusi COCTOUT U3 BBee-
HUSI, TISITU TJIaB, 3aKJII0UYEeHIs, BBIBOJIOB, CIIICKa JInTepaTypbl. B mepBoii riase
COJIEPYKUTCsT 0030P JIMTEPATYPHI 10 COBPEMEHHBIM IIPEICTaBICHUSIM O CTPYKTY-
pe U pocTe pacTUTENbHON TKaH!, MexXaHn3MaxX (DOPMUPOBAHUST U MTOJJIePyKAHNsT
HUIIT CTBOJIOBBIX KJIETOK, & TaKKe [0 COBPEMEHHBIM IT0/IX0/IaM K MOJIeTNPOBa-
HII0 MOPMOJIMHAMIKI PaCTUTEIbHBIX TKaHell. B ryiaBe 2 onmcbiBaeTCs METO/I1-
Ka MOJICJINPOBAHMSA 1 CTPYKTypa paspaboranHoro mnakera «Mopdomnnamuka
Pacturenbubix Tkaneits. [1aBa 3 cojep:KUT oMUCAHUE MOJIE/N W O0CYKJICHUE

PE3YJIbTaTOB MOAEJINPOBaHUA CTPYKTYPbI HUIIIN CTBOJIOBBIX KJIETOK B allMKaJIb-
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HOII MepHucTeMe pacTyIero modera pacrenusd. [1aBa 4 colepKuT ONNUCaHIe MO-
Jlesn 1 00CyKJICHIE Pe3yIbTaTOB MOJICTUPOBAHNS CUMILIACTHOIO OJTHOHAIIPAB-
JICHHOT'O POCTa 3MHJepMIca JUHEIHON JIMCTOBOI ItacTuHKU. B rimaBe 5 mnpu-
BOJUTCS ONMUCAHUE MOJETN W 00Cy KJleHne Pe3yabTaTOB MOJETUPOBAHNSA (hOp-
MUPOBaHNs TPOCTPAHCTBEHHOTO MaTTepHa TPUXOM Ha, JINCTe MIeHuIh. B 3a-
KJIIOUeHNH 00CYKJIAI0TCA 1 0000IAI0TCs OCHOBHDBIE PE3YIHLTATHI UCC/IEI0BAHUS.
Huccepranng nzioxkena Ha 186 cTpanniiax MalInHOINCHOTO TEKCTa, COMEPKUT
60 pucynkos u 5 Tadsmi. Crnnucok Jureparypbl BKIo4YaeT 205 CChLIOK.

JImaubrii Bkiaajg aBTopa. OCHOBHBIE Pe3Y/IbTATDHI, N3J0KEHHbIE B JIHC-
CepTaIyu, IMOJyYeHbl aBTOPOM CaMOCTOATEIHLHO: MOCTPOEHBI KOMIIbIOTEepHbIE
MOJIESTN W TTPOAHATN3UPOBAHDBI PE3YJILTATHl BHIYUCTUTETbHBIX IKCIEPUMEHTOB.
[Iporpamma jijist pacdéra MoJIe/In CUMILJIACTHOTO POCTa JIUCTa HITEHUIHI ObLIa
paspaborana A.B. Ilenernko nmpu yuactun aBropa ancceprannn. V3o0parkeHnnst
JINCTa, TIIIEHUITHI, UCIIOJIb30BaHHbIE JIJIS TIOJIyUeHNs] SKCIIePUMEHTATIbHBIX JaH-
HBIX JIJIsT MOJie/in (hOPMUPOBaHUS TTaTTepHa TpuxoM, ObLin mostydersl A.B. [lo-
POIIKOBLIM 1 00pabOTaHbl ABTOPOM JIUCCEPTAITIN.

Biaromapuoctu. ABTop BhIpaykaeT MCKPEHHIOI 0J1aroapHOCTb Hayd-
HoMmy pykoojuTeo K.0.H. C.B. HukosiaeBy, a Takzke PyKOBOJINTEIIO aCIIPaH-
Typhl akajgemuky H.A. Komaanosy. Asrop Osarogaput jgp.1.0H. O.JI. Banaman un
kK.0.0H. T.A. TlimennyHuKOBY 3a I0JIe3HbIE KPUTUUIECKIE 3aMevaHusl Ha CTaIun
IIOJITOTOBKH pyKormicn jucceprarui. Asrop oOsaromaput K.d.-m.H. A.B. ITle-
HEHKO 3a TOJIJIEP’KKY B O0JIACTU aHAJM3a Mojiesiell U ITPOrpaMMUPOBAHUA U
K.0.0H. A.B. JloponikoBa 3a IMOMOIIb B MOy YCHIH SKCITEPUMEHTATbHBIX JTAHHBIX
JUIsT Mojiesin. ABTOp BhIpazkaeT ncKpenHioo oarogapraocts H.JI. Tlojakoonno-
my u JI.A. APOHHIKOBY 38 KOHCYJIBTAIIN U ILJIOJOTBOPHBIE HAYIHbIE JTUCKYCCUN
n BceM corpynankam Otaena cucremuoit onoornn Nlul" CO PAH, kto Tak

UM WHaYe MOBJIUSI Ha JAHHYIO PadboTy.
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1. O630p JuTEpaTypHI

B niepBoit wacTn 0630pa JIuTepaTyphl MpuBeeHa HHMopMaliusd 00 00beKTe
HCCJIeIOBAHIST — MEpPUCTEMaX pacTeHuil, — 00pa3oBaTeIbHBIX TKAHSIX, KOTOPhIE
00.J18J1aI0T CIIOCOOHOCTHIO K AKTUBHOMY POCTY 3a CUeT JIeJICHUS U 00pa30BaHus
HOBBIX KJIETOK 1 (DOPMUPYIOT, TaKUM 00pa3oM, Bce TKaHu pacteHust. s To-
0 4TOOBI MOJICTMPOBATH MPOIECCHl POCTA TKAHU, COCTOSINEH U3 pa3HbIX TUIIOB
JEIATIIXCA 1 HeJeTANINXCS KJIETOK, B Pe3y/IbTaTe 9ero N3MeHseTCs KJIeTOUHasd
CTPYKTYpa TKaHM, IEJIeCO00Pa3HO UCIO0JIB30BaTh (hOPMaJII3M, Mpe/HA3HATCH-
HBII JIJIS ONMMCAHUS JUHAMUYECKUX CHUCTEM C JUHaMUYecKoil cTpyKTypoii. Bo
BTOPOil YacTu 0030pa OIKMCcaHbl HEKOTOPbIE (POPMAM3MBI U UX MPOIPAMMHbBIE
peasin3aIym, KOTOpble NCTOJIb3YIOTCs JIJIs MOJIETNPOBAHNS PACTUTETHHBIX TKa-

Hell, 1 [IpUBeJIeHbI [IPUMePhI MO/IeJIeil.

1.1. Mepucrembl pacTeHnil KaK O0ObeKT JJIsd n3ydeHus MopdomHa-

MHUKMN

1.1.1. Mepucremarndeckne TKaHI PaCTEeHUIA

PaszBubasich, /1100011 »KIBO#I OpraHn3M MHOTOKPATHO 1 3aKOHOMEPHO M3Me-
HsieT cBoto hopmy. B dbusnosiornn pacrennii uzydenue pocta 0CoOOEHHO BazKHO,
TaK KaK IIOCTOSIHHBIN POCT — HeoOXoJuMoe ycjaoBue pyHKIMOHIPOBAHNIS PAC-
tennii [2]. Kierounast crpykTypa pacTuTebHON TKAHN 3aK/IaIbIBAETCS B Me-
pucreme. Takum oOpa3oM, MEPUCTEMbI PACTEHUI sIBJISIIOTCSI HE TOJILKO «TOYKOI
pocTay pacTUTEJILHON TKaHU, TaK KaK MMEHHO 3J1eCh 3aKJ/Ia/IbIBaeTCs OYIyIInit
KJIETOUHBII HATTePH, HO U «TOYKOH pPOCTa» HOBBIX HAyUHBIX 3HAHUN O Mexa-
HI3MaX pean3aliii NeHeTHIecKoil nHpOopMaIii B X0/1e OHTOTeHEe3a.

BbI,HeJIS{IOT YE€TbIPpE BUIa MEPUCTEM.



1. Bepxyreunbie (annkajbHbie) MEPHCTEMBI 00ECTIEUNBAIOT POCT MOOETOB 1

KOpHEll B JJINHY.

2. Bokosble (1arepasibible) MepHCTEMbI 00YCIOBIMBAIOT HapacTaHue CTeb-

JIeil 1 KOpHeil B TOJIINHY U Ha3bIBAIOTCA KaMOUEM.

3. BeraBounble (MHTEpKAJSIPHBIE) MEPUCTEMbI BPEMEHHO COXPAHSAIOTCS B
MEXKIOY3JIMAX CTeOJIsI M B OCHOBAHUSIX MOJIOJIBIX JIICTHEB, OOECIIeUnBasi

POCT 9TUX y49aCTKOB, HO 3aT€M IIpEBpallalOTCA B IIOCTOAHHBIE TKaHU.

4. PaneBble (TpaBMaTHIECKIE) MEPHCTEMbBI BOSHUKAIOT B MECTaX TOBPEKIe-

HUSI PACTeHUs, TJie 00pa3yIoT 3alUTHBII KaJlTycC.

HuddepennmpoBanible KJIETKH COCTABJSIOT OCHOBHYIO YacTh KJIETOK
B3POCJIOTO Opranm3Ma. lakme KJIETKH, KaK MMPaBUJIO, He JeJATCT U SABJIAIOT-
¢ CIIeNnaIn3nPOBAaHHBIMI JIJI BBITIOJTHEHUS OIIPe/Ie/IeHHON (PYHKITMHN B COCTaBe
ompejie/ieHHOl TKaHu 1 /um oprafa. Ho 1 Bo B3poc/ioM opranusme CyIiecTBY 0T
KJIETKH, KOTOpble He JuddepeHnmpoBatbl, X0Td MOTYT ObITh «IIpe/leTePMUHNI-
pOBaHbI», T.e. CyIbba UX B KaKOW-TO CTEIeHH IpeJolpejiesieHa B TOM CMBbIC/IE,
YTO OHU MOTYT CTaTh KJIETKAMH OIPEJICJIEHHOTO TUIIA WM HEKOTOPOI'O0 OTPaHU-
JeHHOro MHOKecTBa TunoB (31, 26, 27, 44, 51, 101|. D1tu KIeTKH, HA3BIBACMBIE
CTBOJIOBBIMH, TIPOJIOJIZKAIOT C OTIPEJIEIEHHOMN (KaK MPABUIIO, HI3KOM ) CKOPOCTHIO
nenTbesi. CTBOJIOBBIE KJIETKHM UMEIOT OO0JIbIIoe 3HaYeHHe I »KU3HI B3POC/I0-
ro opranmsma. B TkaHsxX KUBOTHBIX (puc. 1.1 B) oHu sBIsttoTCS NCTOUHUKOM
KJIETOK JIJIsi TIOCTOSIHHO OOHOBJISIOIINXCST TKaHeil, a y pacrenuil (puc. 1.1 A)
CTBOJIOBBIE KJIETKI alllKaJJbHBIX MEPHUCTEM T100era 1 KOpHsi 00eCIeunBaioT pocT
pacTeHns Ha MPOTsizKeHUN Beeil ero xxusuu [165, 56, 39, 51].

[To coBpeMeHHBIM IIpeJICTaBJICHUSIM B ITPOIECCE PA3BUTHA B TKAHU BO3-
HUKAIOT «OCTPOBKN» BO300OHOBUTEIHHOI TKAHW, KOTOPBIE, KAK ITPABUJIO, NMe-
10T CJIEJIYIONIYIO CTPYKTYPY: B IEHTpPe 30HbI HaXOJUTCA OJiHa WU HECKOJHKO
CTBOJIOBBIX KJIETOK, KOTOPBIE JIEJIATCA U CO3/IAI0OT Y/ TEPEXOIHBIX JEISIINXCS

kieTok (transit amplifying cells) [49]. [lepexonbie KIeTKH IessTCs TOPa3/o
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KNETKM

OpraHu3auMoHHbIi UeHTp () CTEONOBEIS KNETKH .
HLLIA CTBOMOBbIX KNETOK () NOTOMKM CTBOMNOBLIX KIETOK
(O kmeTKI NepEXOAHOIT 30HbI

Puc. 1.1. Humu ¢TBOJIOBBIX KJIETOK B PACTUTEIbHBIX I JKUBOTHBIX OPraHU3Max.
A.. Hurra ctB0oJIOBBIX KileTOK B KopHe Arabidopsis thaliana, B. Hurma cTBOI0OBBIX

KJIeTOK B simaauke Drosophila melanogaster (pucyHok nepepaboTa U3 CTATbU

[165]).

ObICTPee CTBOJIOBBIX KJIETOK U CO3/Ial0T OCHOBHYIO KJIETOUHYIO MAaCCy JIJI BO3-
0OHOBHUTEJILHOIO IIpoliecca. Koria mepexoiHble KJIeTKU BBIXOIAT U3 BO30OHOBH-
TeJIbHOI 30HbI TKaHH, OHU I PEPEHITIPYIOTCS B KJIETKI TKAHH 1 IPEKPAIIAI0T
JenThesd. Takast cTpyKTypa BO30OHOBUTEILHON 30HBI (DOPMUPYET «HUIITY» I
OJIJIeP>KAaHIUsI CTBOJIOBBIX KJIETOK U JIJIUTE/ILHOE BPEMsI COXPAHSIeTCs B TKaHU
[15, 136]. Pasmepbr BO30OHOBUTEIHHON 30HBI JIOJIZKHBI PEIYJINPOBATHCS B 3aBHU-
CUMOCTHU OT TTOTpeOHOCTell Oprann3Ma, MOCKOJIbKY TMOTOK KJIETOK N3 BO30OHOBU-
TEeJIbHOI 30HBI 3aBUCUT OT ee pa3MepoB. Hapyierue peryssiun (HaipuMep, B
BO30OHOBUTEIHHBIX 30HAX SMUIEPMUCA) MOXKET SBJIATHCS IPUUNHON [ATOIONH-
JecKnx HOBooOpasosanmii [83, 87, 179).

VzommpoBanmbie CTBOJIOBBIE KJIETKH HE CIOCOOHBI JIOTO TOJJIEPIKUBATD
CBOIO TIOIYJISINIO U OBICTPO UMD PEPEHITUPYIOTCA. 38 PEJKUMI HUCKJIIOUEHN -
MU, WCCJIEJIOBATENIAM JIO CUX I[Op He yjaeTcs JJINTETbHO MOJJIEPKUBATD 1Y/
CTBOJIOBBIX KJIETOK B IIOJIHOCTBIO UCKYCCTBEHHOI cpejie. Haubosbimit mporpecc
B 9TOIl 1mpobseMe OBLT cle/lal NpHU pereHeparmy pacTeHnnii, a NUMeHHO Tada-
Ka. B ucnoib3yeMbIxX JI/isl HOJJIepyKaHs CTBOJIOBOI'O COCTOSTHUSI KJIETOK CPejiax
MIPUCYTCTBYET OTPOMHOE KOJIMIECTBO PA3HOOOPA3HBIX XUMUIECKIX COETIMTHEHUII.
JL1st 110j1J1epyKaHmsT CTBOJIOBBIX KJIETOK KMBOTHBIX, IOMUMO IUTATEJIbHBIX U aK-
TUBHBIX BEIIECTB, UCIOJL3YIOT TaK HA3bIBAEMbIil NMUTATEJILHDLIN CJIO, COCTO-

it 13 GuOPOOIACTOB (CTBOIOBBIE KJIETKN COCJAMHNUTETHHON TKAMHM) MBI
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[166]. Cymectsyiomiasi mpobJema mpuseia K GOPMUPOBAHUIO HOBOH KOHIEII-
UM B OMOJIOMMU — KOHIIEIINN HUIIU CTBOJIOBBIX KjeToK. CTBOJIOBas KJIeTKa
JI0 TE€X TOP MOXKET OCTaBaTbCsl CTBOJIOBOI ITOKA COXPaHSIETCsS ee CIerudmde-
cKoe MUKPOOKpY2KeHne. CTBOJIOBbIE KJIETKU, UX MUKDPOOKDPY2KEeHHe U KJIETKH,
KOTOPbIE TeHEPUPYIOT W IMOJJIEPKUBAIOT 3TO MUKPOOKPYIKEHNE, HA3BIBAIOTCH
HUIIIEH CTBOJIOBBIX KJIETOK. B HUIE MPOMCXOJAT NPOIECChl PEry/Isaii IPOJIK-
depanun n guddepeHnnPOBKI CTBOJIOBBIX KJIETOK, YTO IT03BOJISIET ¢ OJIHO CTO-
POHBI HOJAEPKUBATH OTHOCUTENBHDBIHN MTOKOI 1 MTOCTOSAHCTBO KOJNIECTBA CTBO-
JIOBBIX KJIETOK, a C JIPYTOiil MMOCTOSIHHO IOIOJHSATE 1Y/ JudDepeHInpy 0mnXcs
KJIETOK B TKanu |25, 28, 38, 156]. ¥V pacrenunii HUIIAMU CTBOJIOBBIX KJIETOK

SIBJISTIOTCSI. MEPUCTEMbL: AllKaJbHbIe MepucTeMbl KOpHs 1 mobera (Puc. 1.2),

150, 35, 39, 40, 53, 63, 72, 76, 106, 168, 182, 183, 196, 205, 177).

Puc. 1.2. Humm cTBOJIOBBIX KiIeTOK y pactenuit. Ciesa — Sequoia sempervirens,
B nientpe — Arabidopsis thaliana, cipaBa — HUIIN CTBOJIOBBIX KJIETOK (BBIJIE-
JIEHBI KPACHOM JIMHIElT) alnKaIbHON MepucTeMbl mobera 1 KOpHs (PUCYHOK Tie-

pepaboran n3 crarbu [165]).

B nannoit pabore mMexaHU3Mbl MOPMOJIMHAMIKI W3yUaJuCch Ha MPUMepe
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allMKaJIbHOIl MepHUCTeMbI 1100era 1 MHTepKaJIsipHO (BCTaBquoﬁ) MEpPUCTEMDI,

pacnonomeHHoﬁ B OCHOBaHMHU JIMCTa OJHOJOJILHOI'O paCTCHUA.

AnukaapHass MepucTeMa nmobera

Bce HaseMHble Opranbl B3POC/IOTO pacTeHus (DOPMUPYIOTCS U3 alllmKa/lb-
Hoit Mepucrembl mobera (AMII), maxomsrmeficss HA KOHUMKE KAyKJIOTO BereTa-
tuBHOro nodera. AMII siBisiercst ojiHON U3 BayKHEHIIUX CTPYKTYP JJIsSI pOCTa
1 pas3BUTHSI, T.K. IMEHHO 3JIeCb HAXOJUTCs HUIIA CTBOJIOBBIX KJIETOK, JIAIOIINX
HAYaJI0 BCEM KJIETKAM Ha3eMHON dacTh pactenus [174].

Hecmorpst Ha To, uro AMII nmeer HebGosible pasmepbl, e€ CTPYKTYPa
JIOCTATOYHO CJIOYKHA U OTJIMYAeTcsl Yy pacTeHuil 3 pasHbix TakcoHos [1]. B
crpykrype AMII BoIesitoT 30HBI 1 00JIACTH KJIETOK, OTIMIAIONINXCS TI0 CBOMM
cBoficTBaM 1 GyHKIUsIM [126], MApKIPOBAHHBIX IKCIPECCHEil pA3INTHBIX TEHOB
1 HaXOJSIIMXCSI B OIPEJIeJIEHHOM IIPOCTPAHCTBEHHOM PACIOJIOKEHUN JIPYT OT-
HOCHTEJILHO JIpyTa Ha MPOTSZKeHnN Beeil xku3Hu pactenus |32, 35, 183]. B AMII
apabujiorncuca BbIeIAOT ciepytomue 30ubl |72, 103, 106]: nenrpamsuas (113),
nepudepudeckast (I13), pub zona (P3), 3ona smcrosbix npumopaues (JIII), a
takyke opranuzanuonnbiii mentp (OLL). B 113 comepkurcst 3amac cTBOJIOBBIX
KJIETOK, KOTOpbIe B IIpolecce jejeHns BbiTecHsiiorcess B [I3 n P3, kimerkn B
9TOI 30HE XapaKTepu3ylTcs HU3KUMU TeMraMmu JiejeHus. 113 aBisercs nepe-
XOJIHOM 30HOM, KJIETKH 3/eCh JIeJsITCsl ObIcTpee, B jaJibHeiinem KieTkn u3 113
nepexojar B JIII, P3 wim 30my Mex iy 3adarkamu juctbeB. Kak u 113, OL]
TaKKe sIBJISIeTCs TIePEeXOJ/IHON 30HOM, OHa JIEXKUT HerocpeicTBeHHo 1oj L3 u
UMEEeT BakKHYIO (DYHKIIUIO B IOJJIEpyKAHUN ee pa3MepoB. KiieTKu, BbITECHEH-
uole u3 OL, mepexonsaT B P3, riae oOpa3yoT COCYIUCTYIO CUCTEMY U ITAPEHXUMY
cTeds.

[Tomumo stux 30m B crpykrype AMII apabumorncuca Tak:kKe BBIIEIAIOT
tpu cyost L1 (smugepmnc), L2 (cy6snumepmuc) u L3 (koprekce). Kierku coés

L1 n L2, KoTophle TaKkxKe HA3BIBAIOT TYHUKOI, AeISITCA B OCHOBHOM aHTUKJINHHO,
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obecrieunBasi MOBEPXHOCTHBIN pocT oprannsMa. Kierkn L3 He mmeror orpejie-
JIEHHOT'O HAITPAaBJIEHUs JICJIEHUs] 1 T€M CaMbIM 00ECIIeUnBalOT OObEMHBINH POCT
oprann3ma. PocT u jesieHne KjaeTok IpUBOAAT K MOTOKY KieTok m3 113 B [13
n O, u masnee no koprycy AMII. Onnako, HecMOTpsT Ha, TaKOil TTOTOK KJIETOK,
0JIOZKeHNUsT 30H oTHOCHTeIhbHO BepxyInku AMIT octatorcest mocrostaabiMu. B pe-
3YJIBTATE THCTOMOPQOIOINIECKOr0 U KJIOHAJLHOIO aHAJM30B ObLIO BbISICHEHO,
9TO CTBOJIOBBIE KJIETKH PacIoiokeHbl B Tpéx BepxHux ciosx AMIT (L1, L2,
L.3), KOHIEHTPUPYsICh BOKPYT eé HeHTpaibHoii ocu [103, 72, 106].

K nacrosiimeMmy BpeMeHHN y apaduJIoICUCa BbISBJIEH Psjl I'€HOB, MYTallln
KOTOPBIX MPUBOJAT K M3MeHeHnI0 cTpyKTypbl AMII n HUINKM CTBOJIOBBIX Kile-
ToK B Heil. Tak, xapakTepHoil 0cOOeHHOCTBIO KJ1eToK 113 siBjisieTcst sKcipeccust
rena CLVS3, a B kinerkax OLl mabsomaercs skernpeccust rena WUS [200]. B
kiaerkax OLl u ero Osmrkaiinero oKpy»KeHus HaOJII01aeTCsI SKCIIPECCHs NeHOB
CLV1 u CLV2, nupojiyKTaMi KOTOPBIX SIBIAIOTCA CYObEIUHUIIBI I'eTePOIuMep-
Horo perenrroproro Komintekca CLV1/CLV2, mokaIn30BaHHOTO Ha KJIETOTHOI
membOpane [168, 196|. TTokazamno, 1ro obpasyroiuiics B pe3ysibrare IPOIeCcCHHa
6esika CLV3 KopoTKuil menTu/| BEIXOJUT 3 KIeTKH, cBsi3biBaercs ¢ CLV1/CLV?2
B KjeTkax Bokpyr OIl, u mojaBisier B 9TUX KJjeTKax sKcipeccuio rena WUS
[168, 129, 154, 106|. Ceassianue nentuga CLV3 ¢ CLV1/2 B ki1eTkax, oKpyKa-
forux OLL, mpuBoguT K cHIZKeHUIO ero nocryiuienns: B kjaetkn OLL, B pe3yiib-
tate dero B HopMme B kietkax OLI mabirogaercs sxcnpeccus rena WUS [106].
Benok WUS nepemeniaercst B kierkn 113 n akTuBupyer B HUX 9KCIIPECCUIO T'eHA,

CLV3 mocpescTBOM MPSIMOTro KOHTPOJIst TpaHckpurini [201].

I/IHTepKaJIHpHaH MepucremMa JIMHEMHOTO JIMCTAa

JliuHHbBIE y3KHe BJOXKEHHBbIE JPYT B JIPyra JIKCThs 3J1aKOB Pa3jiesieHbl
Ha Jjucrosble miacTuHky (leaf blade) u Brarammma (leaf sheath) — ocHoBammst
JIICTA, KOTOPbIe OXBATHIBAIOT CTeHEIb U IPU ITOM 3allUIIAI0T MePUCTeMaTHYe-

CKYIO TKaHb cJiejytornero Jincta (puc. 1.3). Ha rpanuie mex ity JimcroBoit rmia-
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/1/ !/ |_nuctoBas
| nnacTwHka

__ NUCTOBOE
Bnaranvje

Puc. 1.3. Cxema cTpoeHust JILCTa OJHOIOJBHOIO PACTEeHUs Ha IPUMepe KJIaCCU-
4eCcKOro KyJIbTypHOro puca copra Nipponbare (pucyHOK mepepaboran ¢ caiita

Gramene (http://gramene.org)).

CTUHKON 1 BJIATaIMINEM HAXoIUTCs JucToBoil BoporHI4aok (leaf collar). Mopdo-
JIOIHYECKIe 0COOEHHOCTU BOPOTHIUKA UCIIOJIbL3YIOTCsS ODOTAHNKAMN KaK IIPU3HAK
JUIsT KytaccupuKaIy BIJIOB 3/1aK0B. KIloHA/IBHDII aHa/Ins oKa3bIBaeT, YTo 3a-
9aToK JiucTa (IPUMOpP/Nil) BOSHUKAET U3 TPEX KJIETOUHBIX CJIOEB U COCTOUT
nprmepro n3 100 kmerok (jta tabaxa [137], kyxypyssr [138] u xmonka [52]).
Bekope mocie 3aK/IaKK JIICTa 3aKJIabIBACTCS «BOPOTHUIOK» — MEPUCTEMA,
pazje/isiercst Ha, BEPXHIOI U HUZKHIOKW, — IOABJIACTCA JIMCTOBAA ILJIACTUHKA, U
JIICTOBOE BJIATAJIALIIE.

Poct jincra mponcxouT 3a CYET JieIeHnsl KJIeTOK 0a3a/IbHOM HHTePKAJIAP-
HOi MepucTeMbl [96]. BauaTok Jjincra 06pasyercs BHYTPU BJiarajuiia IpejiblLy-
mero, 6ojiee crapirero, Jimcta (puc. 1.4). Ilo mMepe pocra 3adaTKka ero mHTEp-
KaJIsipHasd MEPUCTEMa Pa3Je/isieTCs Ha BEPXHIO 1 HIZKHIO MHTEPKAJISPHDLIC
MmepucrTeMbl. Hurkugsa mepucrema obpasyer KJICTKH JUIs JIICTOBOIO BJjlaraJii-
1112, & BEePXHsisd MEpHUCTeMa, — JIJIs JINCTOBOM ILIACTUHKY. Bepxmusis Mepucrema B
KOHEYHOM uTore jauddepeHyupyercs B JUCTOBOH BOPOTHUIOK — MECTO COEJIU-

HEeHUdA JINCTOBOI'O BJlar'aJIMIla 1 JIMCTOBOM IIJIACTUHKMU.
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1 MM

14-i geHb 16-ii geHb
Puc. 1.4. Craun pa3suTust 3a9arka JUCTa MIIEHUIB! (PUCYHOK n3 Kiurn [197]).

[Iporiecc pa3zBuTHs JNCTHEB BAPbUPYETCS B 3aBUCHMOCTHU OT BUJIa PACTe-
Husd. Y OJHOJOJBHBIX PACTEHUl POCT W JejeHne KJIETOK BO BpeMs pa3BUTHU
JINCTa, KaK MPaBUJIO, MPOUCXOJIUT MPENMYIIECTBEHHO B OJHOM HAIPABJIEHUN.
Kitonabublit aHam3 MmoKa3bIBaeT, 9YTO TMOTOMKHU OJIHON KJIETKU PACIOJIOKEHBI
B OJTHOM Dsijly MapaJlIebHO EHTPATLHOMN Kujike [138], Tak 410 Bee KieTKn psi-
Jla UMeIOT ODINero Mpejika B MepucreMe. 30Ha aKTUBHOI'O pOCTa TKaHei JINCTa
HAXOJINTCA Y €TI0 OCHOBAHUA HA PACCTOTHUHU OT 2 710 8 CM OT TOUYKN IPUKPETI-
JIeHHUsI JincTa K crebiito (nanubie st mwiesesta [167], menuisr (23] 1 KyKypys3bl
[24]), mpuuém coOCTBEHHO Jiesienne KJIETOK MPOUCXOIUT JIMID Ha HeOGOIBITOM
yuactke (or 5 70 25 MM Jyist mimeHunbl 1 KyKypysbl [23, 24|). Kpome co6-
CTBEHHO MEPUCTEMBI, IJIe TPOUCXOINT JieJIeHNe KJIEeTOK, 30Ha POCTa COMEPIKHUT
30HY, B KOTOPOII KJIETKU OBICTPO PACTYT 3a CUYET pacTshkenus. Ha Jjmcre Ky-
Kypy3bl okazano [123|, 9ro mepexom Mexkjy 30HOH pocTa JejeHreM U 30HOI
poCTa pacTsizKEHUEM OIIpe/Ie/IsieTcs paclipe/ie/ieHneM KOHIeHTpaIuil purorop-
MoHOB (puc. 1.5).

B simcThax oJIHOMOMBHBIX MINPOKO UCIOIB3YIOTCH KHHETHICCKIE METOJIH-

K1 IJId M3y4deHnd BOIIPOCOB O KOOpAMHaIWUW JCJeHUA N PaCTAKEHNA KJIETOK B
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oTBeT Ha (haKTOpPbI OKpyzKatoreil cpejbl [23, 112|. B urore 6b110 mokasaHo,
aro (1) MpPOM3BOACTBO KJIETOK B JIKCTOBOfi MEPUCTEMbI HMEET DEIIaoniee 3Ha-
yeHue B 00bACHEHUN KOJMYECTBEHHDIX Pa3/IMunii B TeMIaX pocTa Kak 3a CUeT
PeHETHYECKON U3MEHUNBOCTH, TaK U IKOJOIHIecKuX (aKTopos, (2) cyIiecTByer
BO3MOKHOCTD OIICHKHU [1apAMETPOB JeIeHIe KJIETOK B HEIIOBPEXKICHHBIX MEpH-
cTeMax JINCTbEB JIJIs PA3HBIX BUJIOB OJHOJOJBHBIX; (3) JiJIs HOHUMAHUS MeXa-
HU3MOB POCTa BaZKHO HHTEIPUPOBATD JIAHHBIC O PACTAKEHNN KJIETOK C JAHHLIMU

O JeJieHnn KJIETOK U JaHHBIMM O ITapaMETpax KJAE€TOYHOI'O IUKJIA.

g

KOHLEHTpaUmuA

aykcuHa (JAA),

aro Beca HOT Cyxoro Beca HO/T Cyxoro Beca
i

KOHUEHTpauma
LMTOKMHWHOE,

g8 g

KOHLEHTpaLWA
riubbepennuHoe,

HIT Cyx
= 8

D 10 20 30 40 50 60 70 80 90100
PACCTOAHWE OT OCHOBAHWUA NUCTA (MM)

Puc. 1.5. Pacnupenenenne kounenTpanuii (GuToropMoHOB BIOJIb JIUCTA KYyKYPY-
3bl. [lyHKTHpOM 06O3HAYEHBI TPAHUIBI MEXKy 30HaMu pocta jejenneM (DZ)
u pacrszkennem (EZ) u 3onoit 3pesbix kirerok (MZ). A. Jlucr xkykypyssl, B-

I pacnpegenenne KornenTpaimii huroropmonos (pucyHok u3 padborst [123]).

1.1.2. ®dopmupoBaHHEe MPOCTPAHCTBEHHOI'O IMaTTepPHAa KJIETOK >SIMU-

JAepMHUCA JINCTA

DMuepPMUC JUCTA TIIEHAIBI COCTOUT U3 PA3HBIX THIIOB KJIeTOK [22]. Ps-

JIbI KJIETOK pasHbIX TUIOB (puc. 1.6) 06pasyoT pery/isipHblii maTTepH, KOTOPHIIl
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TECHO CBsI3aH C PACIOJIOYKEHUEM KIJIOK B Me3odusuie. Mex iy aByMs coce/l-
HUMU KUJIKAMU, KaK [IPaBUJIO, PACIIOJIOKEHBI JIBa PAJa C YCThbUIIAMU, KOTOPbIE
COCTOSIT U3 YCTHUIHBIX KOMILIEKCOB (3aMBIKAIOTIIE KJIETKN U CBsI3aHHBIE C HI-
MU BCIOMOTaTe/IbHbIe KJETKH, OTMEYEHbI CHMBOJIOM st), MepeMerKatolnecst ¢
MEKYCTBbUIHBIMU KJIETKAMHU (OTMEYeHbl CUMBOJIOM 1). Psijiom ¢ sTumMu psiiamu
PACIIOJIOXKEHBI Psijibl DOJiee MUPOKUX «CECTPUHCKUX KJIETOK» (OTMEYEHbI CHM-
BOJIOM §) KOTODbIE HA3BIBAIOTCA TaK ITOTOMY, YTO OHE SIBJISTIOTCS JOYEPHUMU
OT OJIHUX U TeX K€ «MaTEePUHCKUX KJIETOK», YTO U BCIIOMOTaTesbHble KJIETKU
ycThull. /IBa BHYTpeHHUX psijia CECTPUHCKNX KJIETOK, PACIIOIOYKEHHbIE MEXKTY
JIBYMSI COCEJTHUMU psJIaMU YCTbUIL, Pa3/ie/IeHbl HECKOJIbKUMU PsiIaMU Hecllelia-
JIM3UPOBAHHBIX, JUIMHHBIX U Y3KUX «BBITSHYTHIX» KJIETOK (OTMEUEHBI CHMBOJIOM
e). OuH-/1Ba psijia KJIETOK, PACIOJIOKEHHBIE HAJ[ KUJIKOI COCTOST U3 CKJIEPEeH-
XUMHBIX KJIeTOK. KJIeTKU-TpUXOMbI (OTMEYeHbI CUMBOJIOM t) MOTYT OBITH pac-

IIOJIOZKEHBI B pdaaX CeCTPHUHCKUX KJICTOK I/I/I/I.J'II/I B PAdaX BBITAHYTBIX KJIETOK.

Puc. 1.6. Crpoenne stmaepmuca Jincta mirernrbl (copr Popnna). Cumsosibt
O3HAYAIOT Pa3HbIE THIIBI KJIETOK: € — JITHHHDbIE HeCIeIHaTn3POBaHHbBIC KJIeT-
KH, st — ycTbuIa, 1 — MEXKYCTbUIHbBIE KJIETKH, S — CEeCTPUHCKNE KJIeTKH, t —
KJIETKA-TPUXOMBI. VHIEKC t MCHOIB3YeTes [T KJIETOK, ACCOIUMUPOBAHHBIX C
Tpuxomamu (u300pazkenne nosydeno A.B. JlopomikosbiM, u 06paboTaHo aBTO-

pOM juccepTalini B cucreme Avizo).

TpuxoMbl — KJIETKH 3MHIEPMUCca, 00pa3yIolue oyIieHre Ha [TOBEPXHOCT-

HbIX opranax pacrenuit (puc. 1.7, 1.8 ). Mopdosorusi Tpuxom pasnoobpasHa:
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Puc. 1.7. IlaTTepn K/IeTOK-TpUXOM Ha JiucTe mieHunbl. PryopeciienTHas MUK-
podoTorpadust MOBEPXHOCTH JIUCTA TIeHuTbl, Macitad 500 MKM (pUCYHOK 13

cratbi [66])

BCTPEYAIOTCSA OJIHOKJIETOYHbIE U MHOTOKJIETOUHBIE BOJIOCKH, BETBUCTHIE ¥ IIPO-
CThble, OJpeBecHeBIne u kKuBble (dusnonorndeckn axrtusabie) [9]. Tpuxombr
HIIEHUIIBI TPEJICTABIAIOT COOOI Hepa3BeTBIEHHBIE OJHOKJIETOYHBIE BBIPOCTHI
(puc. 1.7). Ux pasmep cocTaBjisieT OT HECKOJBKHX MHKPOMETPOB JIO MUJIIH-
MEeTPOB B Ji/IHHY. TPUXOMBI TIOMOTAIOT B 3aIlUTe OT BpeauTe/ieil (Halpumep 1o-
Ka3aHO, 9TO HACEKOMBIE 3aJIePyKIBAOTCs TpuxoMaMn 06060BbIx [181]), Biusior
Ha GpopMUpoOBaHe MUKPOKIUMATA BOJU3U TOBEPXHOCTH JIMCTOBOI ILJIaCTUHKIL.
B pa6ore [204] BBIABHHYTO TIPE/IIIONOKEHIE O TOM, YTO TPUXOMBI (DYHKITHOHI-
PYIOT KaK 4acTh OMOMEXaHMYeCKOll CHCTeMbl pacTeHuii U CIyzKaT B KauyecTBe
JIOIOJTHUTETLHOTO pe3epByapa MJIPOCTATHIECKOrO JTaBJICHIS.

Nsyuenne mexanusma (HOpMUPOBAHUs HMATTEPHA KJIETOK-TPUXOM IPEI-
cTaBjisieT GOJIBIION MHTEpeC ¢ TOUYKM 3PEHUs OINEHKH BKJIaJa PeHeTHIECKUX U
CTPYKTYPHBIX (hakTOPOB B mpolecchl Mopdorenesa [203|. B nacrosiiee Bpe-
MsI TeHeTHYeCKNe OCHOBBI MeXaHu3Ma (DOPMUPOBAHUSI OMYINEHUsI JINCTA IIIIe-
HUIBI n3y4deHbl cabo [54]. OjHako HEKOTOpble 00IHe 3aKOHOMEPHOCTH MOP-
borenesa TpUXOM SIBJIAIOTCA OOIIMMMU JJIsi pacTeHuii pasHbix Bu1oB. Ha ocHo-

BE H&6.HIO,[L€HI/H71 3a d)eHOTI/IHI/I‘{eCKI/IMI/I IMPOABJICHUAMUI MyTaLLI/Iﬁ KJIETOK-TPUXOM
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Puc. 1.8. AnmkasbHast mMepucTeMma Imobera Tabaka € UeTBIPbMsI 3adaTKaMU
JICTHEB (M300paykeHne CKaHUPYIOIIEro 3JIeKTPOHHOTO MUKPOCKOIA, MacIiTab
100 mxwm). Ha m300pazkeHnn XOpoIo BHIHBI TPIXOMbI, KOTOPBIE DA3BUBAIOTCS
Ha IIOBEPXHOCTU MOJIOJBIX 3a4aTKOB JIICTHEB €IIE JI0 Hadasia (pOpMUPOBaHUI

COOCTBEHHO JINCTOBOI MJIACTHHKE (PUCYHOK n3 craThi [139])

Ha JIICTe apabmaoIcnca ObLIa MOCTPOeHa KOHIENTyaIbHas CXeMa OTHOIIEHMUI
MeXKTy HeKoTopbiMu reHamu [163]. B wactHOCTH 6BLIO MOKA3aHO, 9TO B pe-
DY/ THUITAIIT TPUXOM B KJIIOUEBYIO POJIb UI'PAET MHUIINATOPHBIN KOM-
mieke, cocrosmuii n3 oeqkos TTG1 (TRANSPARENT TESTA GLABRAL),
GL1 (GLABRA1) n GL3 (GLABRAS3). DT0T KOMIIJIEKC BBI3BIBACT HApabOT-
Ky Oemka GL2 (GLABRA?2), samyckaroriero KackaJi reéHOB, BbI3bIBAIONIIX Pa3-
BUTHE TPUXOMBI B TO#l KJeTKe, B KOTOPOIl OHM 3KcIpeccupyorcs. Takke, oj-
HOBPEMEHHO ¢ 3TuM Ipoucxojut 3aiyck renos TRY (TRIPTYCHON), TCL1
(TRICHOMLESS1), TCL2 (TRICHOMLESS?2), ETC2, ocymecTBISAIONIX HH-
rubuposanne HapadboTkn Oeska GL2. IIpoayKThl 3TUX TeHOB CIIOCOOHBI TPAHC-
[OPTUPOBATHCS B COCEIHIE KJIETKH, HHIMOUPYsT B HUX 00pa3oBaHue B HUX TPH-
xoM. Takmm obpazom, peaju3yercss MeXaHU3M JaTepaJbHOTO MHIMOUPOBaHUSI,
obecrieunBaloNnil pABHOMEPHOE PACIIPEJIe/ICHIE TPIXOM I10 SITHJIEPMHUCY C OTIpe-
Jesénnoii miornoctoio [104].

C apyroii cTOpoHbI OJarogapsi CBOEMY PACIIOJIOXKEHUIO KJIeTKI-TPUXOMbI

yJI0OHBI I HabIIoAeHusd. B To »Ke Bpemsi paspaboTanbl 3(PEKTUBHBIE TEX-
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HOJIOTHH MOPGMOMETPUHN STUX KJIETOK [66], 9T0 MO3BOJISIET OIEHIBATEL UX KOJIH-
JeCTBEHHbIC MOP(OMEeTpUIecKre apaMeTPhbl U UCIIOJIB30BAThH 3TU JaHHbIE JIJIsd

BepU(MUKAITIN KOMITBIOTEPHBIX MOJIeei.

1.1.3. Mexaandeckue acieKThl POCTa PACTUTEJbHBIX KJIETOK 1 TKa-

Hel

KoopauaupoBaHHbIil pocT 1 nposudepalins KJIeTOK, KaK OCHOBA POCTa
n (hopMooOpa3oBans TKAHU, ABJSETCA TPEIMETOM NHTEHCUBHBIX HCCJIEI0BA-
uuit (93, 37, 158, 57]. B wacTHOCTH, TOKA3aHO, YTO MEXAHUYECKUE HAIIPSIZKEHs]
u JjiepopMaIiil, BOZHUKAIOIINE 3a CYeT HEPABHOMEPHOI'O POCTa Pa3HbIX 00J1a-
creil TKaHU, MOTYT ObITh PEryJIsTOPHBIMU CUTHAJAME J/Is1 JnddepeHImaibHoi
AKTHBHOCTH I'€HOB, U BJUSIIOT Ha POCT, nposudepanuio n guddepeHnnpoBKy
kyeTok [186, 124, 175, 88, 58|.

Poct n nposimcdepaliust KJIeTOK B pacTUTEJBHON TKAHW M3yYalOTCsA IKC-
nepuMeHTaIbHO 1 Teoperudecku [187, 91]. Jlmst mMogempoBanust pocta TKaHU
UCIIOJIL3YIOTCS MOJIU(UKAIIII MOJIE/IN XOH/IbI, B KOTOPO# MOP(OIMHAMUKA TKa-
HU MOJIEJIUPYETCs JIBIKEHNEM BePINH MHOTOYTOJILHIKOB B TOTeHIHae 0000-
IIEHHBIX CUJI, BKJ/IIOUAIONINX MEXaHUYeCKNe HalpsXKEeHUsl I'PAHUI] KJIETOK, UX
00beMOB, 1 JApyrux napamerpos |82, 114, 77]. B paborax ¢ ucrosib3oBaHueM Ta-
KUX MoJie/ieil, HampuMep, MOKa3aHo, 9TO MEeXaHUYeCKNe HAIPszKEHUs B TKAHU
BJIMSIFOT Ha MOTOKE ayKcuHOB |77, 122|. B cBoto ouepejib, B psijie paboT Mmoka-
3aHO0, 9TO JUMPY3MOHHbIE TTOTOKI MOPGOreHOB MOTYT TaK PeryJupoBaTh POCT
1 nposmpepalnio KJIeToK, 9TO TP ONPeIeIEHHOM COOTHOIIEHUH apaMeTpOB
O/IJIEP?KUBAIOTCS [TPOCTPAHCTBEHHBIE TTATTEPHBI KOHIIEHTPaINi MOPQOTreHOB,
HeoOXOoMMMbIe [7Tst pyHKIHOHNpoBanus Tkann (43, 202, 7|. Oarako Bompoc o
KOHTYpaxX PEryJisiliiid pocTa KJIETOK B TKAHHU OCTAETCs IMPEJIMETOM HCCJIeI0Ba-
ruit [16]. He sicro, nanpumep, Kak KjeTKa JIOJKHA PErYJIHPOBATH CBOM POCT B
3aBUCUMOCTH OT MEXaHMIECKOIO HAIPSI?KEHUsI B TOM MECTe TKaHU, IJie JIaHHas

KJIETKa HaXOAMNTCHA.
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XapakTepHOoil 0COOEHHOCTBIO PACTUTE/ILHON TKAHU SABJISIETCS CUMILIACT-
HbIii poct [143], mpu KOTOPOM KJI€TKU He CIBUTAIOTCS JIPYT OTHOCUTEJBHO JPY-
ra, U TOIOJIOTUS TKaH!U U3MeHseTCs TOJILKO B pPe3y/ibTaTe Je/ennsd KaeTok. Ha
TKAHEBOM yPOBHE MeXaHU4yecKHe HallpsyKeHUs BOZHUKAET KaK CJIeJICTBUE KOJI-
JIEKTHBHOTO «TTOBEJICHUsT» KJIETOK BO BpeMst pocta Tkanu [184, 161]. [Tockobky
KJIETOUHble CTEHKN BCEX KJIETOK B TKAHU CKJIEEHBI MEXKTy C000il, pa3jnyuHble
CKOPOCTH U /WJIN HaNpaBJIEHUs POCTa HECKOJbKUX COCEJIHUX KJIETOK HJIN CO-
CEJIHIX CJI0EB KJIETOK MOTI'YT BBI3bIBAThH CUJIbHLIE MeXaHUdecKue HallpPAKeHnsd,
KOTOpbIE TIPU OTCYTCTBUU JIOKAJILHON KOOPJMHAIINNA POCTa KJIETOK MOI'YT IIpH-
BECTH JlaKe K Pa3pylIeHni0 TKAaHU WM OCTaHOBKe pocta oprana [111, 188|.
Emé B XIX Beke ObLIO OTMEUEHO, UTO MEXaHHMYECKUE HAIIPSIZKEHUsl B TKAHU
BOBHUKAIOT N3-3a Pa3/iIndyusl B CKOPOCTH POCTa MEK/Iy COCEJHUMU KJIETKAMHU.
Hewmenxkuit 6oranuk ['perop Kpayc, Bbipe3ap Kycodyek cTedJisl 110/ICOJTHeUHNKA,
3aMETIJI, YTO BHYTPEHHUE TKAHKU CTE0JIsl IIPOJIOJIXKAIN YBEJININBATHLCS, & BHEIII-
HUe, HA00OPOT, COKPATUJINCH, YTO CBUJIETEILCTBYET O TOM, UYTO SIINIepMaJIbHbIIT
CJIOI, KaK MPaBUJIO, HAXOJUTCS B pacTsiHyToM cocrostiun [102]. Ha mporsixke-
HUHU TIOCJIEIYIONINX JIeT OBbLIO MPOBEJIEH Pl SKCIEPUMEHTOB, ITOKA3aBIINX, UTO
OMoOMexaHNKa, SIBJIAETCA BaXKHBIM acleKTOM B PEryJIdniui MOpgoreHesa pacre-
auit [169, 29]. OsHako 9TOT BOMpOC BCE eIMé He PeriéH /10 KOHIA, B YaCTHOCTH,
U3-3a CJIOYKHOCTU KCIIEPUMEHTAJLHBIX METO/IOB U3MEPEHNST MEXaHUIECKUX Ta-
paMeTpoB pocTa KieTok u TKaueil [189]. B mactositiee Bpemst Bormpoc o 6mo-
dusmaeckoit peryndanun MopdoreHesa pacTeHUil HaXOUT OTparKeHue B psijie
MEXKINCIUILIMHAPHBIX MCCJIeIOBaHNI, 3a/1aua KOTOPBIX IPOsICHUTDH, KaKUM 00-
pa3oM MexXaHndecKue CHUJIbI, BbI3BAHHbBIE POCTOBLIME ITPOIECCAMU, MOTYT BJIM-
sITh HA KOHKPETHBbIE acIeKThl Pa3BUTHUsI PACTEHUI. DTH MCCJIEIOBaHUsT TaKrKe
JIAIOT IIpeJICTaB/IeHIEe O TOM, KaKUM 00pa3oM OMOMeXaHWKa CBsi3aHa ¢ OMOXM-
mudeckoit peryiarmeii [12]. Hanbosbmmit nntepec ncciegoBareseii BbI3bIBAIOT
9KCIIEPUMEHTBI, KOTOPBIE MO3BOJIAIOT SIBHO ITOKa3aTh, YTO MOPQOreHe3 sABJIsSIeT-
Cs PE3YJILTATOM B3aUMOJIECTBIS MEXK Ty OMO(MU3TIECKIMU 1 OMOXUMIIECKIMU

curnayiamu [184]. XapakTepHbIM IPUMEPOM sIBJISI€TCsT (hOPMUPOBaHUE (BUJLIO-
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Takcuca |125].

S0 nm

Puc. 1.9. Cxema cTpoeHusi pacTUTEHHON KJIETOTHON CTEHKN (PUCYHOK U3 CTa-

Te1 |176]).

it TOro, 9T00BI MOHSTH, KAKOBa POJIb OMOMEXaHUKN B PA3BUTHH PaCTe-
HUs, B IEPBYIO OUepe/ib HY?KHO CKa3aTh 00 OCHOBHBIX CBOWCTBAX PACTUTE/ILHOM
KJeTkn. KjierouHasi cTeHKa pacTUTE/ILHON KJIeTKN coXpaHsieT eé (hopmy, Ipu/ia-
€T TPOYHOCTD U 3AIUIIAET MPOTOIJIACT — COJEPXKIMOE KJIETKU. Y HEKOTOPBIX
pacTeHuil KJIeTOYHbIE CTEHKU CIIOCOOHBI K OJPEBECHEHUI0, 00pa3yst cBOeOOpas-
HBIl CKeJleT pacTeHus, BBITOJTHAIONNI onopHyio GyHKIII. OCHOBY KJIETOY-
HOIl CTEHKHU COCTaBJISIIOT BBICOKOIIOJINMEDPHBIE YIJIEBOJIbI, MOJIEKYJIbI IEJIII0JIO0-
3bI COOPAHBI B CJIOKHBIE MyIKN (PUOPUILIBL), 0Opasyrole KapKac KJIeTOTHOI
obosoukn (puc. 1.9). [lostomy aruzorponust Mukpohudpuia (MIKPOBOJIOKOH )
SIBJISIETCST TJIABHBIM (hAKTOPOM OTIpeJIeJISTIONINM Harpasjerue pocra [41]. Dror
KapKac MOTPYKEH B MATPHUKC, KOTOPBINI COCTOUT U3 TEeMUIEJIIONO3bI U TIeK-
TUHOB. YBEJIUYCHUE Pa3MEpPOB PACTUTEIbHON KJIETKU SABJISETCA PE3YJIHTATOM
MIPOTUBOJIENCTBUSA MEK/Iy TYPrOPHBIM JaBJIeHUEeM BHYTPU KJIETKHU U YKECTKOM,
HO AedopMupyeMoil Kj1eTodHoO#l cTeHKoil. TypropHoe ngapjeHne B KJIeTKE MO-
JKEeT B JIeCATh pa3 MPEBBINIATH aTMOC(EPHOE, BHI3bIBAS CHIHLHOE MEXAHIMIECKOEe

HallpAzKeHue B KJIETOYHOII cTeHKe. PocT KjeTouHoil cTeHKn IIPOUCXOAUT, KOI'Aa
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MeXaHIIeCKOe HaIIPsizKeHNe IIPEBBIIIaeT OIIPEIe/IEHHbII TOPOT B pe3y/IbTaTe de-
0 9JIEMEHTBI MATPUKCA PA3PYIIAIOTCS U CTeHKA YBEJTMINBAETCs (ILIaCTHIeCKas]
nedopmaryst) 3a CIET TOCTOSTHHOIO CHHTE3a 1 BCTABOK HOBOTO MaTepuaJia KJie-
TouHOIl crenku. OpueHTalusl HOBBIX IEJIIIOJIO3HBIX BOJIOKOH HAXOIUTCH 101
KOHTPOJIEM [IUTOCKeJeTa, I IKCIEePUMEHTAIBHO TOKA3aHO, YTO MIKPOTPYOOUIKN
HEIOCPE/ICTBEHHO YYaCTBYIOT B Ipollecce cuuTesa 1e/nto/io3bl [135, 75]. Cko-
POCTH POCTa KJIETOYHOI CTEHKHM 3aBHCUT OT YPOBHS IIOPOra, BBIIIE KOTOPOI'O
HAUMHAETCs IIacTHYecKas nedopMaliis, & TaK»Ke OT JMHAMIKHI IIPOIECcca Pas-
pyIIeHsT / BCTaBKU 9J1€MEHTOB KjeTowdnoil crenku [17]. Takas mepecrpoiika
KJIETOUHOI'O MaTPHUKCA SIBJISIETCS Pe3yJIbTaTOM MHTEHCUBHON U perympyeMoit
MOJIEKYJISIPHOT pabOThl MHOIOYHC/IEHHBIX 9H3UMOB, KOTOPBIE KOAUPYIOTCS OOJIb-
UM CeMeiiCTBOM I€HOB.

Taxkum oOpasoM, KJIeToIHast CTeHKA NI'PaeT MEeHTPAIbHYIO POJIb B KOHTPO-
Jle IATTEPHOB POCTa, IIOTOMY UTO OHA MHTErPUPYET U MEeXaHMIECKUl 1 MeHeTH-
Jeckuit (pakTop KOHTPOoJsT MopdoreHe3a. OCHOBHBIME NCTOUYHUKAMU KCIIEPU-
MEHTAJIbHBIX JAHHBIX O MEXaHHIECKUX CBOMCTBaX KJIETOUHOI CTEHKHU B HACTOS-
1ee BpeMs CJIyzKaT MeTOo/Ibl 00pabOTKM M300paskeHunii, MO3BOJISIONINE U3MEPSITh
apaMeTpbl POCTa KJIETOK, I METOJIbl UCC/IEI0OBAHUS JIACTUIHOCTU KJIETOUHOI
CTEHKH C MPUMEHEHHEeM ATOMHO-CHJIOBOrO MuKpockoma [47, 192, 117, 60]. B
CBSI3U CO CJI0YKHOCTBIO TEXHOJIOIUI, TIO3BOJIAIONINX IIPOBOIUTL U3MEPEHHsT O1O-
MeXaHIIeCKIX IapaMeTpoB in planta, OOJIBIIYIO POJIb B U3YyYEHHH BOIIPOCA O
BJIMSTHUSI MEXaHUKHI Ha PA3BUTHE PACTEHU UI'PAIOT TeOPETUIeCKNe UCCIe0Ba-

HHA U1 MOJE/JINPOBaHue.
BI/IO(_‘I)I/I3I/I“IGCKI/IG YpaBHEHNA, OIIMCBhbIBAaOIIIEe MeEXaHHUKY KJIETOYHOI
CT€HKH M POCT pacCTsdA>KeHuneM

Modeav Jloxxapma.
Poct kiieTok Bojopociieit, TpuboB U pacTeHuil (T.e. Tex, y KOTOPBIX €CTh

KJleTO4YHasd CTGHK&) ABJIACTCA PE3YJILTATOM BS&I/IMO,ILQI.ZCTBI/IH OMOXUMUYCCKIX U
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onocdusmaecknx mporeccos [130]. C dbusmaeckoit TOIKN 3peHusi POCT KJIETOK
BCEX 9TH HBOJIONMOHHO HAJIEKUX JIPYD OT APYra OPraHm3MOB MOXKHO paccMaT-
pUBaTh €JMHBIM 00pa30M, KaK IOCTOsIHHOE yBeJmdeHne obbeMa KJieTok. Kire-
TOYHAs CTEHKA JTOJIZKHA YBEJIMINBATD ILIOMA L IIOBEPXHOCTH, Ay, 11 00beM, Vi,
(Vew = Ay * Tew, TIE Tep — TOJIMINHA KJIETOYHOI CTEHKH), TaK KaK 00beM Ka-
Mepbl, OKPY?KEHHbBII KJIeTOUHO! CTEHKON, Ve, MOJZKEH ObITh PABHBIM 00bHEMY
COJIEPYKUMOI'0 KJIETKHU, V. , KOTOPOE HAXOJUTCA BHYTPHU KJIETOUHON KaMephl.
Xotst V,,, He 00si3aTe/IbHO MEHSIeTCsSI ¢ TOI »Ke CKOPOCTLIO, Kak Ag, Ha pas-
JIMIHBIX TAlaX PasBUTUsT KICTKH (48], B OOJIBIINHCTBE CJIydaeB 3aBHCHMOCTD
MEXKJIy STUMU IapaMeTpaMyl JIMTHeiHas.

B nporecce pocra CKOpOCTb M3MEHEHHsI 00bEMa, COAEPKUMOTO KJIETKU
AVee ~ dVi

~ Z2Yw
~

dt dt -

IIPUMEPHO COBIIAJIAET CO CKOPOCTHIO M3MeHeHUsT 00bEMa BOJIbI, T.€.
CunTe3 1 HAKOIJIeHe OCMOJTUTOB BHYTPHU KJIETOYHONH MeMOpPaHBI BHIZBIBAECT OC-
MOMUYECKOE das.aenue, KOTOPOe 3aCTaBJIsieT BOJY IIOCTYIIaTh U3 BHEK/IETOYHOMN
Cpebl BHYTPb KJIETKH. JIBMKyIasa cujia s MOTOKa BOJBI OOBITHO BBITHC/ISA-
eTCsl KaK Pa3sHOCTb MEXKJIy OCMOTHYECKUM JIaBJIEHUEM BHYTDH KJIETKH (7;) U
OCMOTHYECKIM JaBJIEHNEM BHE KJIeTKU (7,), T.e. A1 = m; — 7,. [loTok BOjbI
YBEJIMIUBAET 00bEM COJIEPXKIMOT0 KJIETKN U 00bEM KJIETOUHOI KaMepbl. M3-3a
TOrO, UTO KJIETOUHAs CTEHKA COMPOTUBJIACTCS DPACTSIKEHUIO (T.€., PACTATHBa-
eTcst YIpyTo), yBeJndeHrne 00béMa COIEeP:KIMOT0 KJIETKH BEJIET K YBEJMICHUIO
BHYTpEHHETo rupoctarndeckoro gasienus (F;). Kak Tonbko P; cranoBures
OoJibInie BHerHero jgapjenus (F,), BoJa HAUMHACT BBIXOJUTH W3 KJIETKH. Be-
muunna P = P; — P, nasbiBaeTcsd myp2opHvim dasienuem. PesynbTupytoree
MOCTYTIJIEHNE BOJbI B KJIETKY €CTh Pa3HUIla MEXKJIy IMOTOKOM BHYTPb KJIETKH
(mporoprimoHabHbIM A7) U HOTOKOM HapyKy (IPOHOPIMOHATBHBIM P), T.e.,
nporopiuonaabao Am — P. Typroproe jgasiexne P BbI3bIBACT HAIPSKEHUE B
KJIETOUHOI cTeHKe. B oTBeT Ha 3TO HAIIPszKeHNe KJIeTOUHasd CTeHKa PaCTATNBA-
ercst (yechopMupyercsi) U yBeJMUUBAECT ILIOIIAJIb TOBEPXHOCTH. B pesysbrare
J00aBJIeHNs HOBOTO MaTepHraJia B KJIETOYHYIO CTEHKY U3MEHSIETCS €€ TOJIIITHA,

Tew, 1 YBEJIMIUBaECTCsT 00bEM V. Mexanumdyeckoe moejieHne KJIeTOIHOW CTeHKN
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(ee medopmarist) 3aBUCHT OT €€ MEXaHHIECKUX CBOWCTB U «OMOJIOMTIECKOTO
COCTOAHULA Y, KOTOPOE OIIpeJiesiseTcd IKCIIpeccneil reHoB, OTBeTCTBEHHBIX 34 I1e-
PECTPOIKY KJIETOYHOI CTEHKMU.

YpaBHEHN, CBA3BIBAIOININE POCT PACTUTEILHBIX KJIETOK CO CKOPOCTDIO I10-
IJIOIIEHUsT BOJIBI M1 POCTOM KJIETOYHOI CTEHKH, BIIEPBbIe ObLIN OIyOJIMKOBAHbI B

pabore Jlokxapra [110]:

1 dV,
—— % = L (Ar—P 1.1
g = Lu(dm—P), (11)

L dVeye
- — $(P— P, 1.2
o = (P P) (12)

L, A+ ¢P.

P L , 1.3
¢_Lpr ( )

Ypasuenune 1.1 cBs3bIBaeT OTHOCUTEIBHYIO CKOPOCTH U3MEHEHUsT 00bEMa BOJIbI
B KJIETKE CO CKOPOCTB IIOIVIOIIEHUA BOJBI, 31ech Ly, = L,A.,/V, — ornocnu-
TeJIbHAsT THAPaBIMIEeCcKasl POBOJNMOCTD. Y paBHeHne 1.2 CBsI3bIBA€T OTHOCHU-
TEJILHYIO CKOPOCTh M3MeHeHHsi 00bEéMa KJIeTOUHO KaMepbl U CKOPOCTH (Heob-
PATIMOr0) MJIACTHIECKOTO PACTSZKEHIs KJIETOUHO cTeHKN (COOCTBEHHO POCT),
37eCh ¢ — KOI(MMUIMEHT pacTKIMOCTH KJIeTo4uHoi crenku, P, — Iloporosoe
3HAYEHNE TYPrOPHOIO JaBJIEHUs, IPU KOTOPOM HaudmHaercs poct. [locremnee
cooTHoIeHne 1.3 onpejessieT TYpropHoe JiaBjenne, Korja pocT oobeMa cojiep-
JKIMOTI'O KJIETKH 38 CUYeT IOCTYILJIEHUST BOJIbI PABEH POCTY KJIETOYHONH KaMepbl
3a CYeT €€ IJIACTUYECKOI'0 PACTAZKCHU.

Modeav Opmeau.

Ypasuenus pocta (1.1) — (1.3) ommebBaOT POCT KICTKU MPU TTOCTOTHHOM
TYPropHOM JiaBjieHuu. J[jisi TOro 4Ttodbl MOJIe/IMPOBaTh POCT B OoJiee 00IIeM
caydae ypaBHeHus JIokxapTa ObLIN JIONOJIHEHbI C/IAraeMbIME, YIUTHIBAIOIUMI
M3MEHSIIOIeecss TypropHoe jaBjieHne (B pesy/abrare oOpaTUMOil yrnpyroii je-

opMmaIyn) u TpaHCIUPAIIIO:
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1 dVie 1dP
—Vcwc s (P PC)+edt’ (1.4)
1 dv, 1 /dT
— e o (Ar—P) - — [ 1.
V. di pr(AT = P) Vo \dt )’ (1.5)
dP 1 /dT
o (noAar—pP - — (%) —sP—PY). (1
N I R A ) B

w

Mogens Optrern [131] (1.4) — (1.6) ucnosb3oBauCch JiJid aHAIA3a U HH-
TEPIPETAINT SKCIEPIMEHTOB IO POCTY KJICTOK Ha KOPOTKUX BPEMEHHBIX MH-
TepBaJIoB (0T MUHYT JI0 9acoB): Jyisl KJIETOK Bojopocyeit [144, 145], kiaerok
rpu6oB [132] u opranos pacrenuit [45]. [losnHee npuMenenne ypaBaenuit 66110

pacIpeno 1o 6oJiee JTIMHHBIX BPEMEHHbIX HHTEpBaJsoB (nuHeit) [107].

1.2. KowmmboTepHoe MogenpoBaHe MOP(OJINHAMUKNA PACTUTEIb-

HbBIX TKaHell

1.2.1. PaBBI/IBaIOIJ_lI/IeCﬂ OpraHnm3Mbl — JAHaMMI4Y€CKue CucremMnbl C In-

HAMMUYECKOIl CTPYKTYPOIii

Brrsgcinenne Mexann3MoB, KOTOPBIE YIIPABIAIOT POCTOM U PA3BUTHEM Op-
raHU3MOB, SIBJISIETCSI OJIHO U3 MHTepecHemux 3a a4 ouoorun. O HUM U3 Me-
TOJOB U3YYEHUsI TUX sIBJICHUI ABJISIETCS MMOCTpoeHne (hopMaJIM30BaHHBIX MO-
Jlesieit gBJIeHNs], KOTOPbIe JIOJIZKHBI [IOMOYb BbISICHUTb B3aUMHYIO COIJIACOBaH-
HOCTb TIPEJICTaBICHNIT 00 OTAEJIbHBIX MPOIECcax, U UX COOTBETCTBUE YKCIIEPU-
MEHTAJIbHBIM JAHHBIM. OTJINIUTE/IbHON YePTOil M3ydaeMbIX CUCTEM B OMOJIOI N
ABJISIETCH U3MEHYMBOCTH CTPYKTYPbI IIPU YCJIOBUM COXPAHEHUS OIPE/IeJIeHHbIX
00O0OIIEHHBIX CTPYKTYPHBIX OCOOEHHOCTEN — CTPYKTYPHBIX NHBApUaHTOB. B pe-
3yJbTare, Hapsily C JIMHAMHUKOI II€pEMEHHBIX COCTOSHHSI CUCTEMbI TpeOyeTcsi
MOJIEJINPOBATH JUHAMUKY €€ CTPYKTYPbl, YTO IIPUBOJUT K 3ajadaM MaTeMaTH-
YEeCKOT'O MOJE/JIMPOBAHUS JUHAMUYECKIX CUCTEM C JUHAMUYECKON CTPYKTYPOIi.

B HekoTOpOM TPUOIMKEHIN COCTOSTHUE KayKJI0H KJIeTKH B TKAHU MOXKHO

oXapakTepr30BaTh YPOBHEM 3KCIIPECCUU OIIPeeJeHHOr0 Habopa I'eHOB — 3TU
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HoKazaTes i OYLyT sIBISTHLCA MEPEMEHHBIMU COCTOSIHUS KarKJloil KJIETKH U, B
nejoM, Tkapu. Onucapue B 9TUX IEPEMEHHLIX (PYHKIUOHUPYIOUIEH BO BpeMe-
HI TKAHU, U3MEHSIOINIEHi CBOe COCTOSTHUE T10J] BO3JEHCTBIEM BHENTHUX U / WJIN
BHYTPEHHUX IPUYUH, JaeT HaM HpUMEpP JMHAMUYECKoi cucreMbl. Ecrecren-
HO IPEJCTaBUThL TKAaHb KAK CUCTEMY, CTPYKTYpa KOTOpOii olnpeje/siercss Habo-
POM KJIETOK-TIOJICHCTEM, MEKJIy KOTOPBIMU UMEIOTCS OIPEIeIeHHbIe CBsI3U (Ha-
IpuMep, MOTOKK CUTHAJIOB MEXK/Iy COCeTHUMU KjeTKamn). B pesyibraTe pocta
1 JIeJIeHnsI KJIETOK KJIETOYHOE CTPOEHHE TKAHU MEHSIEeTCsl — MEHSIeTCS COCe/l-
CTBO KJICTOK, ¥, CJICJI0BATEILHO, U3MEHSIIOTCH IOTOKU CUTHAJIOB MEXK/Y HUMHU.
C abcTpakTHON TOUKU 3PEHUs 3TO IIPUMED JIUHAMUYECKOH CTPYKTYDbLI CHCTe-
MbL. JluHaMudeckas CTPyKTypa CUCTEMbl BHOCUT JIOIOJHATEILHYIO CI0AKHOCTD
P MOJCJUPOBAHNN, TaK KAaK Mbl BLIHYZKJICHLI YUYNTBIBATL CTPYKTYPHBIC H3-
MEHEHHsI CUCTEMbI B IPOIECCe MOJIENPOBaHus (I COOTBETCTBEHHO H3MEHSITh
cucremy nuddepeHInaibHbIX yPABHEHNIT ).

st MomeupoBaHus TAKUX —CHCTEM M3BECTHO HECKOJILKO  (op-
MaJIU3MOB M UX peajusaluii B BUAE KOMIBIOTEPHLIX HPOrpAMM, Ha-
mpuMep, pasiudHble  BapuaHThl L-cmerem [108; 148, 147|, croxactute-
CKHe IapamerpusoBaHHble Tpammaruku [119], peajmsoBanHble B 1akere
Plenum (http://computableplant.ics.uci.edu/ guy/Plenum.html), &merou-
wast Mmojienb llorrca [70], peasmuzoBannast B makere CompuCell3D [85]
(http://www.compucell3d.org/). Ilepseie mBa dopmannsma, B OTiHYNHE OT
TpeTbero, He WUMEIOT 3apaHee OIPEJAEJIEHHON ITPOCTPaHCTBEHHON CTPYKTY-
pel. OcnoBHoe oranmume L-cuereM OT CTOXaCTUYECKUX IIapaMeTPU30BAHHBIX
IrpaMMaTHK COCTOMT B TOM, YTO B IEPBOM (DOPMaJIU3ME COCTOSIHIE CHCTEMDbI

OIIKCbIBaE€TCA YIIOPAJOYCHHLIM MaCCHUBOM, a BO BTOPOM — HEYIIOPAAOYCHHDIM.
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1.2.2. ®dopmaam3mbl AJisI OIMCAHUS JMHAMUYECKNX CHUCTEM C AWHA-

MUYECKOU CTPYKTYPOM
L-cucrembi

Cucrembr Jlunyenmaiiepa (Lindenmayer systems), L-cucremb, Obiiu
peJI0yKeHbl BeHrepcKuM omosiorom Apucrtugom JInugermaiiepom B 1968 romy
B pabore [108| B KauecTBe bopMmasm3Ma JIjisi MOJIEJUPOBAHIS PA3BUTHSI MHO-
TOKJIETOYHBIX OPraHu3MOB, 00PA3yIONNX JUHEHHbIE 1 BeTBAIIIECS PUIaMeHThI
(TO ecTb OYEHb TOHKHE HUTEBHJIHbIE CTPYKTYPbI) [148)].

InaBuas nyes L-cucteM — napasnesvroe epernnucbiBaHue CTPOKU U3 MO-
JLyJieit, NpeJICTaBJISIIONINX CTPYKTYPY pacTeHust. Ec/u nepernuchiBanne Kazk10-
r'0 MO/JTyJIsi TTPOUCXOJIUT HE3ABUCHMO OT COCEJIHUX, TO Takas L-cucreMa Ha3bl-
BAECTCsA KOHTEKCTHO-CBOOOIHOMN L-cucremoii n obosnadaercs «0L-cucremas (0
B 9TOM ODO3HAYEHUN MOKA3bIBAET, UTO J/INHA KOHTEKCTA DaBHA HYJIO), HHA-
ye L-cucreMa Ha3bIBaeTCSd KOHTEKCTHO-3aBUCHMOIL. [ TOrO, 9TOOBI TPUBECTH
orpe/Jie/ieHusT HEKOTOPBIX KJIacCOB L-cucTeM BBEJIEM CJIe/yIole 0003HAUYEHNUS.
[Iyctb A — mpousBosibHBIN ajihaBUT (T.e. MHOXKECTBa CUMBOJIOB) 00O3HAUNM
A* — MHOKECTBO BCEX, B TOM YHCJIe IIyCTHIX, CJIOB HaJ A (T.e. CTPOK, COCTAB-
JIEHHBIX U3 CUMBOJIOB ajipaButa), AT — MHOXKECTBO BCEX HENYCTBIX CJIOB Ha/l
A.

Konmexcmmno-c60600moti L-cucmemoti (0L-cucmemoti) Ha3bIBACTCSA YII0-
psiodentas tpoiika G = (A,w, P), rie A — andasur cucrembl, w € AT —
HEIIyCToe CJI0BO, Ha3blBaeMoe akcuomoii, a P € A x A* — KoHedHOe MHOXKe-
crBo mpasmit. [lpasBuso (a,u) € P sammcbBaercs B Buje a — u. CuMBos a
HA3bIBACTCS TTPEIIIIECTBEHHIKOM, % — IOCJIe/IoBaTeIeM B 3ToM mpasue. [Ipe-
I0JIATAETCST, ITO JIJIsl KAayKJIOTO CUMBOJIA @ € A CyIIecTByeT KaK MUHUMYM OJIHO
CJIOBO, TAKOE YTO MPABIIO @ — u TpUHaIeKUT P. Ecam crienuaibHoe TpaBmio
JIJIl TIPEJIITIIECTBEHHNKA @ He OIpeJiesIeH0, TO MPeIo/araeTcs, YTO MHOXKECTBY
P npumayiexuT ToxKeCTBenHoe npaBuio a — a |148]. L-cucrema masbizaer-

cst demepmunuposannoti (obosnaderue DOL-cucrema), ecjiu 1 TOJILKO €CJIH JIJisl

35



KaykJI0ro a € A cyIiecrByeT B TOUHOCTH OJHO CJIOBO u € A*, Takoe 910 @ — U
npuHajyie:kuT P, unade L-cucrema HasbIBaeTCA Hedemepmunuposanod.

ITycte G — L-cucrema, ompenesiéHHas BbIINE, & (L = @f...Q,, — CJIOBO
u3 n cuMBoJIOB a; andasuta A. Ecim cymecrsByor ciosa Xi,...,Xn € A*
Takme, 9TO npaBmio a; — x; € P, torma B L-cucreme G cyimecrByer mps-
MOIT TIepexost i & v oor ciosa [L K CJIOBY U = X1,..-, Xn. O0O3HAUNM g*
pedieKCUBHOE U TPaH3UTUBHOE 3aMbIKaHUE OllepaTopa §>, Toraa A3vk L-
cucmemv, G, onpeiesIsgeTcsi KaK MHOYKECTBO BCEX CJIOB, KOTOPbIE MOYKHO BbIBE-
CTHU U3 aKCUOMBI 38 KOHEYHOE MHOXKECTBO IIPSIMBIX I1€PEX0JI0B, U 0003HATAETCsI

€]

L(G) =<qveAa=%v

uTeprnperaliust CTPOKH, MOJYUYEHHOI B pe3yJibrare padoThl L-cucreMsbl,
3aBUCUT OT OUOJIOrHYecKoil 3aja4u. B npocreiiiem ciydae cioBo u3 L(G) mo-
JKeT MHTEPIPETHPOBATLCA KaK JIMHeHad MOCeI0BaTeIbHOCTh CTPYKTYPHBIX
9JIEMEHTOB 00beKTa MojieupoBanusd. s omucanus 6ojiee CJIOXKHONM TOIOJIO-
I'UU, HAIIPUMED, G8eMBAULUTCA cmPyKkmyp, B aadaBuT L-cucreMbl 100aBJIAIOT
HOBBIE CJIy7KeOHBbIE CUMBOJIBL «[» U «]» — Jijisi 0003HAYEHHsI Hadaja U KOHIA
BETBU, COOTBETCTBEHHO, «+» U «—» — JIJIsi 0003HAUEHUs] CTOPOHBI, ¢ KOTOPOIi
HOBasl BETBb KPEINUTCS K MaTEePUHCKOI. BeTBb «Kpenurcss K CUMBOJIY, 38 KOTO-
PBIM HEIOCPEJICTBEHHO cJiefiyeT «[». BeTBu MOryT ObITH MHOIOKPATHO BJIOYKEHBI
JIpYT B JApyTa: Ha KakKJI0il 13 BeTBell MOXKeT OBITh HECKOJILKO T0JIBETBE, KOTO-
pble TaK»Ke UMEIOT CBOM OTBETBJIeHUsI 1 Tak JaJjee. Cpasy 3aMeTUM, 9TO BBEJIEH-
HbIE€ HOBBIE CUMBOJIBI HE OIPEJIEJIAIOT, T10]T KAKUM YIJIOM K UCXOJIHOI och OyIeT
pacmojiaraTbcd HOBad BeTBb. VM KoHeUHBIN pe3yabTaT BO MHOI'OM 3aBUCHT OT
TOr0, KaK MbI OyJIeM WHTEPIPETUPOBATH MOJYIEHHYIO UTOIOBYIO CTPOKY. MorK-
HO, HAIIPUMep, UCIIOJIL30BATH JI/Isi MHTEPIIPEeTAlll «depenalnibioy Ipaduky —
B 9TOM CJIydae Mbl OyJieM IOJIy4daTh JIByMepHble n300pazkeHus. MoyKHO BBeCTH
JIPYTYIO MHTEPIPETAINIO 1 cpa3y MOCje CUMBOJIA HavdaJa BeTBU JJ0OABIATH 3Ha~
YeHue yrjia, 10JI KOTOPbIM 5Ta BETBb OYJET pacloJiaraTbCd 110 OTHOIIEHUIO K
MaTEPUHCKON BETBU.

Beuy nuckperHoit mpuponl L-cucreM, HepepbIBHBINM POCT CTPYKTYPHOI
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eJINHUIBI MOJICIUPYEMOTO pAacTeHns (MOJIYJ/Is1) B MPOMEXKYTKAX MEXKJIy MpHuMe-
HEHUsIMI TIPABIJI He OIMCHIBAETCSI MOJIEJBIO, TO €CTh Mbl HOJydaeM KapTHHY
yepes3 olnpeeséHHble BpeMeHHble nHTepBasibl. OnHako, ecin GopMaIn30BaTh
porece MOpQOANHAMUKN PACTUTEIHLHON TKAHU B BHUE JMHAMIIECKON CHCTe-
MBI C IMHAMIYIECKON CTPYKTYPOIT, TO MBI IIOJIYYUM JIB& PA3HbIE 110 CBOCI IIPUPO-
Jie TIpollecca: N3MeHeHre TIPU3HAKOB MOJIyJieli (KOHIIEHTPAIHsI BEIeCTB, pa3Mep
U T.I.) U W3MEHEHHe CTPYKTYpbl (ducjio u Tun Mojyseit). st mogennpoBa-
HUSI TAKUX CHCTeM ObLla paspaboTaHa MoAN(UKAIUs, Ha3bIBaeMasd napaMmen-
pu306arnoti L-cucmemoti: JOMOJHATEIHHO ¢ MOJIYJIEM CBSI3aH BEKTOD IapaMeT-
POB, KOTOPBIE BMECTE C CHMBOJIOM, OOBIMHO 0DO3HAYAIOIIIM THII, XapaKTepu3y-
10T cocrosinne MouyJisi. CylecTBEHHONH 0COOEHHOCTBIO MapaMeTpu30BaHHol L-
CHCTEMBI sIBJISIETCS TO, UTO MPABIJIA EPENNChIBAHUSI EIOIKN CHMBOJIOB, KOTO-
pble MOJIEJTUPYIOT N3MEHEHUE CTPYKTYPbI CHCTEMbI (IMHAMIYECKAas CTPYKTYpa),
cpabaThIBAIOT TOJILKO IIPU BBIITOJHEHNHN OIIPEJIeIEHHBIX YCJIOBUI Ha apaMeTPh
cuMBOJIOB (TIepeMeHHble cocTosinmst ). [lapamerpusoBannas L-cucrema «pabota-
eT» Ha IapaMeTPHU30BAHHDLIX CJIOBaX.

Iapamempusosanmoe ca060 — ITO CTPOKA, COCTABICHHAS 3 MOIYJIEH,
KayKJIblil 13 KOTOPBIX COJEPyKUT OYKBY U CBsi3aHHBIE ¢ Heil mapamerpbl. Byk-
Ba mpuHaIeKaT ajgdasuty A, nmapamerpbl — MHoxkecTBY R. Momyiib, coor-
BercTByIOINil OykBe () € A u mapamerpam qi, (o, ...,q, € R obosnagaercs
Q(q1, 92, - - -, qn). Kaxkprit momyss npunaiexur maoxkectsy M = A x R¥,
rine R* — MHOXKeCTBO BceX KOHEUHBIX IOCIEI0BATEILHOCTE TapaMeTpoB.

MHOXKECTBO BCEX CTPOK U3 MOJYJIEH U MHOXKECTBO BCEX HEIYCTLIX CTPOK
obosHadaroTes: coorsercTenno M* = (A x R*)" u M+ = (A x R*)". Bere-
CTBEHHO3HAUYHBIE peaJIbHbIE IMapaMeTpPhl, MOSIBJISIONECT B CJI0BAX, CBSI3AHbI C
dopMaTBLHBIME TaApAMETPAMU, HCIIOJIB3YEMBIMI B OIUCAHIH TPABILIT L-CHCTEMBI.
[Iycts ¥ — mMHOXKeCTBO hopMasibHBIX TapameTpos, Torga C'(X) — jorudeckoe
BBIpazKeHue ¢ mapaMerpamn u3 X, F(X) — apudmerndeckoe BhIpaykeHe ¢ Ta-
pamMeTpaMi U3 3TOTO »Ke MHOXKeCTBa. BbIparkenns 000mX THIIOB COCTOAT 13 (Pop-

MaJIbHBIX ITapaMETPOB U YUCJOBBIX KOHCTAHT, COCIMHEHHBIX C IIOMOIIBIO apud-
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METHYECKUX OIIepaTOPOB +, —, X, -, ollepaTopa CTeIeHH, OlIePATOPOB OTHOIIIE-
HUsT <, >, =, Jjjorudecknx omeparopos !, &, | (#e, u, win) m Kpyribix CKOOOK
0).

Hapamempuszosanran OL-cucmema — 9T0 yopsijodeHHas deTBEpKa G =
(A, X, w, P), tie A — andaBut cucreMsl; Y — MHOXKECTBO (DOPMAJIBHBIX Ia-
pameTpoB; w € (A X R*)jL — HEeIIyCTOe IapaMeTPUIecKoe CJI0BO, Ha3bIBAEMOe
axcuomoit; P C (A x ) x C(X) x (A x E(X))" — koneunblii HabOp MpasuI.

B crarbe [147] BBOUTCsSI MATEMATHIECKII AIIIAPAT JIJI MOJIETMPOBAHMUST
pacTeHnii, KyrodeBasi KOHIEIIIsSI KOTOPOro COCTOUT B MHTErPAINN JUCKPETHO-
I'0 ¥ HEIPEPBHIBHOTO ACIIEKTOB IOBEJCHUS MOJIE/IN B €JIMHBINH (POpPMaJIN3M, Ha-
3biBaeMblii T depenmuaibibie L-cucrembr (dL-cucrembr). B ganHoit Mmomenn
npaBuia L-cucTeMbl BhIpazKaOT KaueCTBEHHOe M3MeHeHue Mojien (Harnpumep,
JleJieHne KJIeTKU WIN TOsiBJIeHIe HOBOM BeTBH ), a jaud epeniinaibabie ypaBHe-
HUST OIICBIBAIOT HEIIPEPBIBHbIE TIPOIECChI (HAIIPUMED, POCT KJIeTKH, T dy31io
BEIeCTB B KJIETOYHOM aHCaMOJIe WM MOCTEIeHHOe YIJTMHEHIe MK IOy 3/IHil ).

Hugpdepernyuanvrivie L-cucmemo, SBISIOTCS Pa3HOBUIHOCTHIO ITapaMeT-
pu3oBaHHBIX L-crcrem. BmecTo amMCKpeTHBIX MIArOB BBIBOJA BBOINTCS HEIIPe-
pbiBHOE Teuernne Bpemenu. [loka mapamerp w moysist B(w) octaéres B obstactu
olpejIesIeHNsI TOIYCTUMBIX 3HadeHnit g, MO/e/b pa3BUBaeTCs KaK HEIIPePbIB-
Hasi. Kak To/ibKO 3HaUeHus mapaMeTpos jgocturaior rpaxuiibl Cg obnactu Dy,
IPABIIIO 3aMEHSIeT MOY/Ib B(w) ero moToMKOM. DTO COOBITHE MTPOUCKOUT JINC-
KpeTHO. BrIOop 1nmpaBuia MOXKeT 3aBUCETh OT TOTO, KAKOI CeIMEHT IPaHUIbI ObLT
nepeceden (puc. 1.10).

Huddepenrmanbhas L-cucrema (dL-cucrema) ompesesnsiercst Hada bHOI
CTPOKOIT [y, cocTosIeil n3 Moay/eil n criennduKaIuii Kaxkj0ro TUa MoJLyJiei,
HCIIOJIb3YEMbBIX B CHCTEME.

Crenudukaius Mojyasd Tuna B — 9T0 yHopsjodeHHas 4YeTBEPKa
(Dp,Cp, B, Pp), ryie: oTKpbITOe MHOKECTBO Dp — 06/1aCTh OIIPEJIe/ICHUST J10-
IIyCTUMBIX 3HaueHnit mapamerpos Moayis tuna B; Cp = Cp, UCE,U...Cp, —

rpanuna Dp, cocTosmast 13 HerepeceKatomuxcs cermenToB Cp,, Cp,, ..., Ch ;
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Puc. 1.10. Cxemarmunoe wusobpazkeHnue Ipoiecca dyHKInoHupoBanus dL-

CHUCTEMBI (CM. MOSICHEHWE B TEKCTE)

dyuknust fp omnpeaensger cucreMy auddepeHnnaabHbIX YPaBHEHH, OIICHI-
BaIOIIYIO YCJIOBUS TMOBEJICHUST MOJYJsI THIa B B 00JacTH JOMYyCTUMBIX 3Ha-
genuit mapamerpos Dp; nabop npasuin Pp = {pp,,ps,,---DPB, }, Oupeje-
JISIOMNI JIUCKPeTHOe HoBejleHne Mojyist tuna B. IlpaBuio pp, npumenser-
csl, Koryia mapameTpel Moayisas M tuma B jmocturator cermenta Cp, TpaHu-
bl C'g. B sror MomenT Moayiab M ucdezaer, a BMECTO HErO IMOSBJISIOTCS
HOJIb, OJIUH MJIM HECKOJIbKO MojlyJiefi-ioToMkoB. Oynkumua hp, , BXojdIas B
COCTaB IIpaBUJIa pPp,, OLUpeJesIsdeT HadalbHble 3HAUEHUs [IapaMeTPOB MOLyJIeii-
nocsesoBareseit (puc. 1.10).

[TepBonavasibHo L-crcTembl ObLIN TPEJIOKEHBI JIJIs OIUCAHUST TPOIIECCOB
paspuTnsi. OgHAKO BCKOPe OHHU CTaJIl HCIIOJIb30BATHCS B KadecTBe (hopMaib-
HOII OCHOBBI JIJIsI KOHCTPYHUPOBAHUSI IIPOIPAMM U SI3LIKOB JIJIsI MOJICTUPOBAHNUSI.
st peanuzanun Mojesieif, OCHOBAaHHBIX Ha L-crcTeMax co3maHbl CIeIalbHbie
SI3BIKY IIPOIPAMMUPOBAHUS U «HAJICTPONKIY JJIs CYIIECTBYIONINX IIIPOKO HC-

II0JIb3YEMbIX S3BIKOB IIPOrPAMMUPOBaHUsI, HalpuMep, Ha Jid g3bika C++ co-
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snan 136K L+C (L+C modeling language) [95], mis s3pika Java — sa3bik XL
(eXtended L-system language) [100], mst si3bika Python — si3bik L-Py [30]. Bos-
MOYKHOCTH HCIIOJIB30BAHIs OJIHOI U TOM 2Ke MporpaMMbl Ha, OCHOBE L-cucrem,
C Pa3HbIMU HAYATBHBIMU JAHHBIME JIJI MOJEIUPOBAHUS PA3HBIX CTPYKTYD U
IPOIECCOB SIBJISIETCST OJTHUM U3 KJIIOYEBBIX JIOCTOMHCTB L-crereM B Mojesnpo-
sanun. Hanpumep, B pabore [19] L-cucrembl ncrosib30BaIich Jjisi OMUCAHISI
MexaHu3Ma (bOPMUPOBaHUS TTATTepHA yCThull Ha jucre. Dopmanusm L-cucrem
HACTOJIBKO YHUBEPCAJIEH, UTO C YCIIEXOM HCIHOJIb3YeTCs JIJIs PasHbIX 00JIacTel,
KOTODBIE, Ha TEPBbIi B3MIsi, Jajekn oT onosornn. VIHTepecHa My3bIKATbHAS

WHTEepIpeTanus L-cucreM, npejcrabientas B pabore [199].

CroxacTuyeckue IHapaMeTpn30oBaHHbIEC I'DAMMaAaTUKN

Croxacruaeckue nmapamerpusobantbie rpammatuki (CIITY) u ux 0606ie-
HUsT (IMHAMIYIECKNE IPAMMATHKI) OIMICBIBAIOT MOJIE/N, OCHOBAHHbBIE Ha JINHA-
MHIYECKIX CHCTEMAaX, BKJIIOUast TaK »Ke MOJIE/IN C JUHAMUYIECKO CTPYKTYPOii, TO
eCTb MOJIEJIN, TJIe YNCJI0 OObEKTOB I UX B3aUMOOTHOIIEHHS JIPYT C JIPYTOM OIIpe-
nensercs JuHamumdeckn. @opmasibHOe OIICaHUe 9TOrO S3bIKa MOJIETNPOBAHNS,
OCHOBAHHOTO Ha HabOpe MpaBUJI BbIBOjIA MIPUBEJIEHO B crarbe [119].

Ornpenenenne cunTakcuca. PaccMoTpuM paBuio BBIBOJA

Al(ajl)v AQ(SU?)) I 7An(xn) — Bl(y1)7 BQ(:U?)a S 7Bm<ym)Withp({$i}7 {yj})7

riae Ai m B; 0003HA9AI0T CHUMBOJIBI T,, KOTOPBIE BHIOMPAIOTCS M3 TIPON3BOIBHO-
ro andasura «tunos» T = {7,la € A}. Kpome Toro, 911 THIIOBBIE CHMBOJIBI
coJlepzKaT BbIpazKeHus JIJIs 11apaMeTpOB &; WM ¥;, HPUHAJJICKAIINX 0a30BOMY
s136iKy L p(7). Cumsosibl A 1 B MOryT HOSIBJISITBCST B JTI060OM HOpsijike. Paszmd-
Hble cuMBOJIBI A 1 B B npaBusie MOryT ob603Ha4aTh OJMH U TOT YK€ CHMBOJI
andaBUTa T, ¢ SKBUBAJIEHTHBIMI NJIM HESKBUBAJIEHTHBIMI 3HAUCHUSIMI I1apa-
MeTPOB Z; W ¥;. p — 3TO HeoTpunaTe/abHas OyHKIIA, 3alllICaHHasd ¢ HOMOIIBIO
BBIpazKeHuit 6a30Boro si3bika, Lp(i). p — 9TO 9JEMEHT BEKTOPHOI'O MPOCTPaH-

ctBa F' BemecTBenno3HadHbix Gyukiuit. Hedpopmaabno p mHTEpIpETHpYyETCs
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KaK HEOTPUIIATE/ILHBII BEPOSTHOCTHBIN MOKa3aTe/b: He3aBUCHMas BEPOSITHOCTH
B €JINHUITY BPEMEHU TaKyIo, 9TO JII00asd BOSMOXKHAA peau3allid MpaBuia cpa-
6oTaeT, ecIm €ro JieBas 9acTb OCTAETCs HENPEepbIBHON B TedeHne HeOOJILIIOro
IPOMEXKYTKa BPEMEHH.

CIIT" cocronT m3 Habopa TaKuUX IPaBUJI ¢ OOIUM aJihaBUTOM THUIIOB 1,
OCHOBAHHOM Ha MHOYKECTBE NPOCTpPaHCTB [, Turia crernudukalul o, U sa3blKa
BeposiTHOCTHOIT Mephl L. Heobsi3arebable mapaMmerpbl 1': obmmil «3aroioBok
npasuiy (LHS — RHS nepei KaxK/bIM KOHKDETHBIM IPABUJIOM ), KOTODBIIl
orpe/jiesisieT KaKnue KOHKPETHO TePMbI OyIyT BXOJIOM U BBIXOJIOM.

Hunamuveckue epammamury, — 3TO 0000IIEeHNe CTOXaCTUIECKNX Iapa-
METPU30BAHHBIX I'pamMMaTuk. OHM BKJIIOYAIOT TPaBWIa C ONEPATOPOM pellle-
nus auddepennnanbabie ypaBuenuii solving. Takune orepaTopbl UCIOJIB3YIOT-
¢ I TOrO 9TOOBI BKJIIOYUTD B JUHAMUYECKYIO TPAMMATUKY OOBIKHOBEHHBIE
nuddepeniaibabie ypaBHeHus, guddeperHnnaabible YPaBHEHUSI B YaCTHBIX
MTPOU3BOHBIX UJIN CTOXacTHIecKre Juddepennuaabible YpaBHeHN s, aHATOT Y-
Ho juddepenimaibiabiM L-cucremam. VX cemanTuKa olpejiesieHa B TePMUHAX
CEMAHTHKHN I'PaAMMATHK, cojep:Kamux omnepaTop with. Takum obpaszom, JuHa-
MUYECKIe TPaAaMMaTHKN MOTIYT OIMCHIBATH OUYE€Hb OOIINI KJIacC JUHAMIIECKUX
CUCTEM.

['pyma yaéHbix 1o pyKoBojicTBoM . MitosicHecca paspaboraa makeT
Plenum ja cucrembl Mathematica, B KoTopoM peajn3oBaH HHTEPIPETATOP
JIUIsT CHHTAKCICA, CTOXACTUIECKIX [TapaMeTPU30BAHHBIX I'PAMMATHK. DTOT HaKeT
HCIIOJIb30BAJIC B KadeCTBE WHCTPYMEHTA JIJIsd pea3aliiil MOJIeN Pa3BUTU

kopHst |118].

1.2.3. Metoapl MoaempoBaHiss MOP(MOAMHAMUKN TKAHNI
Mogenn guHAMWKN BePHINH

B ABYMEPHOM CJIy4dae B paMKaX MOAEJIN JNHaMNKN BEPIINH KazKdad KJICT-

Ka TKaHU IIPpEACTaBJIACTCA B BUAC MHOI'OYI'OJIbHUKa, BEPIIWHBI 1 pe6pa KOTOpPOro
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SIBJIATOTCS OOITUMU Y JIBYX COCETHNX KJIETOK. [Ipm TakoM mpejicTaBIeHnn TKaH!
MEYKJTy KJIETKAMU He MOXKET ObITh ITYCTOT, TIO9TOMY B paMKax MOJICIH JIMHAMUKI
BEPIUH YJ00HO MPEJICTABIATh PACTUTEILHYIO TKAHDb WX IIJIOTHO YITAKOBAHHYIO
SMUTETNAJTBHYIO TKAaHb KUBOTHBIX. Mol JUHAMUKI BEPIIMH OepyT HAYAJIO0
13 pabor XOHJIbI 1 COABTOPOB [81], NCoIB30BABIINX JIJIsT TOCTPOEHMUST TTOJINTO-
HaJIBHOTO pasbuenns objactu pasdoumenue Boponoro. Mopdoannamuka TkKann
MOJIEJTUPYeTCs TIepeMeleHneM BepITnH MHOTOYTOJTBHUKOB TIO/, JIeCTBUEM CHT,
JIJIsT OIMCAHUST KOTOPBIX MPeJIoZKeHbI pasuble criocobwt |61, 62]. Cuna F;, neit-
CTBYyIONIAsA Ha BEPIINHY ¢ C pajuyc-BeKTopoMm R,;, MOkeT OBITH BbITHCaHA B
siBHOM BuJie (Kak, Hampumep, B paborax [194, 193]), mmbo depes 060OIIEHHBIIT

norennuast sueprun F (kax, Hanpumep, B padborax [59, 121]):

_oB
IR,

CDYHKLLI/IH QHEPI'NU MO2KET YIUTbIBAThH MHOI'O CbaKTOpOB, OZIHaKO Yallle BCe-

F, = (1.7)

I'o OHA YIUTHIBAET YIPYTYIO0 00BEMHYIO SHEPIUIO U TIOBEPXHOCTHYIO SHEPTHUIO:

012
ERy) =) Ka(As— A0+ Y Aijli, (1.8)
« <i,j>
0 __ _
rie A, m A, — TeKkyllas U peslaKCUpOBaHHAasl IIONA/b KIeTKN a, K, — KO-
s dunuent odbEMHOI snepruu, l;; — JnHa peOpa MeKly BeplIMHaMu ¢ 1 7,
Ajj — K03 UIIEHT OBEPXHOCTHOI SHEPTUN, B IEPBOM CJIaraeMOM CyMMUPO-

BaHHe BEJIETCH 110 BCeM KJIETKaM (v, KOTOpble MMEIOT BEPIINHY ¢; BO BTOPOM

cjaraeMoM — I10 BceM peédpaM j, KOTOPBIE sIBJISIIOTCS CMEXKHBIME ¢ BEPIITUHOI 7.

Knerounass mogens IlorTca

Kserounas momens [lorrca (Cellular Potts model) |70, 68] — dbopwma-
JIN3M, OTPEJICTCHHBIN HA MPOCTPAHCTBEHHOI peIéTKe, it u3ydeHus: Mopdo-
remresa OMOJIOIMYECKNX TKaHel Ha Kiaerodnom yposme. Waeiino Kierotamnast mo-
nerb [orrea nponcxomut or mojesu Vsunra [84], npennasunadennoit st omnu-

caHUsi TIPOIecca HaAMarHUIHBaHUs MaTepuasa, u or mogesu Ilorrca [141], B
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paMKax KOTOpPOil onuchiBaloT (pa3oBblil 1epexoji B heppPOMarHuTHBIX MaTepHha-
Jlax.

PopMaJIbLHO IBOJIONUS COCTOTHUS CHUCTEMBI B pPaMKaX KJIETOUYHONW MO-
nesm [loTTca onpenesnsiercd MapKOBCKHM CJIyYailHBIM IIporeccoM. KirioueBbIM
9JIEMEHTOM MOJIEJIN SIBJISIETCS TMPOCTPAHCTBEHHAS PENIETKa, B KarKJIol suelike
X KOTOpPOIi 3allMcaHo 3HaYeHue undexca kaemru — IeJIOYUCICHHOe 3HaUYeHIe
o(x). Kierku mpejcTaBiisiioT CBA3HBIE MHOXKECTBA sS9€eK PEMIETKH C OJIMHA-
KOBBIMU 3HAYEHUsIMU MHJEKCA (J[JIsl si9eeK, MPeICTABJISIONINX BHEKJIETOTHYIO
cpejty 0OBIYHO 3aJIal0T 3HaUeHNe WHEKCa paBHOe HYJT0). KitroueBoit ocobeHHO-
CTBIO KJeTouHoit mogean Ilorrca, kak m Monenu V3unra, siBasiercss aJropuTMm
Merpornosnca [116]. Ha kazktom 1mare ciry9aiiHO BEIOUpaETCst OJUH U3 Y3JI0B pe-
METKU 1 B HEM CJIydaiiHbIM 00pa30M IpejjiaraeTcs N3MEHUTh 3HAUECHIE MHICK-
ca TaKuM 00pa3oM, 9TOObl MUHUMU3UPOBATH MAMIJIBTOHUAH (DYHKIINKI SHEPIUN
H ., xoropwlii Berunc/igeTcs 1o Beeil pemérke. B opurnna/ibHoil Bepcuu Mojgesn
|70, 68] rammibrornan H cKIabIBAETCS U3 JIBYX KOMIIOHEHT, KOTOPBIE YIUThI-

BalOT CKaTU€ KJIIETKN U ME2KKJIETOYHYIO a/JI'€3Ul0:

H = H,+ H,, (1.9)

H, = Y MV, = V), (1.10)

Hy, = Y J(r(o(x),m(0(x))) - (1= 6(o(x),0(z'))),  (1.11)
x'€e(x)

rie Vy, u VI — peaibnblit u 11e/1eBoit 00bEMBI KICTKH, A, — Kodhbuiment
O00OBbEMHOI SHEPruu, T — THUI KJIeTKHU, J — (PYHKIUS B3aUMOJICHCTBIS MEXK LY
KJIETKAMU Pa3HbIX TUIOB, § — JiesibTa KpoHekepa, €(x) — OKpecTHOCTh stueiiku
x. Takum obpazom, ciaaraemoe H, He paBHO HYJIIO TOJBKO JIJIsl T9€€K, KOTOPhIE
HAXOJIATCSA Ha MEXKKJIeTOUHBIX IPAHUIAX, HPUIEM MEXKJy KJIeTKaMH Pa3HbIX
tunoB. Anropurm Merpornosca NpuMeHsIeTcsl B 3TONH MOJIEN CJIELYIOITIM 00-

pa30oM: CJIydailHO BLIOMPAIOTCS JBE COCeJHNe d4eiiku & n &' U BbIYUC/IIeTCs
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BEPOATHOCTh M3MEHUTDH 3HadeHue nHiekca o(x') B sueiike o’ Ha 3HadeHue o(x):

1, ecrm AH(o(x) — ') <0
p(J(il?) — 513/) = _ AH(o(z)—=a) (1'12)
e T , HUHaue,

rj1e napamerp 1’ obo3HavaeT «TeMIlepaTypy», 10 aHAJOTUN ¢ MO/ie/bio V3uHra.
Ecan pemérka cocront uz N s1eek, To cepust n3 N HOIBITOK U3MEHUTH 3HATC-
HUEe B siueiike cocTaBsgioT ojauH 1mar meroja Monre-Kapso. IIpn kKoMmmbroTep-
HOM MOJIEJINPOBAHNN PeaJbHBIX MOP(MOTreHEeTHIeCKNUX IIPOIECCOB YUC/IO siueeK
PELIETKI MOXKeT OBITH JOCTATOYHO OOJILIITNM, ITO3TOMY TpeOOBaHUs K ITaMATH
1 BBIYUCIUTEIbHBIE 3aTPAThl MOI'YT ObITH BHICOKUME. TeM He MeHee, KaK 1 JIJIsi
MHOI'IX aJIFOPUTMOB, OCHOBaHHBIX Ha PENIETKAX, MOJIEJIM, IIOCTPOCHHbIE Ha OC-
HOBe KJIeToqHOi Mojiesm [lorTca MoxkHO 3ddekTrBHO pacnapasuieanBaTh [180].

Ha ocnoBe xjerounoit wmosesm Ilorrca paspaborana  cucrema
CompuCell3D [180], B KoTOpOil peaJn30BaHbl KOMIBIOTEDHbBIE MOJIEJIH
JUTsT U3y9eHusi MporeccoB MopdoreHesa (Hampumep, MexaHm3Ma (HOPMUPO-
BaHUsT KPOBEHOCHBIX cocyoB [115], mopdorenesa moverounuka mouku |[79],

mMopdorenesa Kpblta npiiénka [140], comurorenesa [78]).

Mopgeab cyOKJIETOYHBIX 3JIEMEHTOB

B pamkax mojienn CcyOKJIETOUHBIX 3JIEMEHTOB, IPEJJIOKEHHON B pabo-
Te [127], KaxKJ1asd KJIeTKa TKAHU JIeJUTCS Ha CyOKJIeTOUYHBIC 9JIEMEHTbI, KOTOPbIE
MOTYT IPEJICTaBJIATh YaCTH IUTOCKEJIeTa, KJIeTOUYHON MeMOpaHbI, sijipa, I/I/ nJin
JIPYIUX opraHesu KiaeTku. KaxkKiaplil Takoil 371eMeHT MaTeMaTUIeCK W BbIIUC-
JINTEJIBHO IIPEe/CTaBJIAeTCd B BUJIe YaCTUIILI, KOTOPasd B3aUMO/ICHCTBYIOT C JIPY-
MUMU 9acTUIIAME. DTO B3aUMOJEHCTBIE YINTBHIBAETCSA C IIOMOIIBIO C IIOMOIIBIO
CUWJI, TTOJIYUYeHHBIX U3 MOTEHIINAJIOB B3anMoeiicTBudA. B mpocreiieMm BapuanTe
JIOJIZKHBI ObITh YKa3aHbl JIBa MOTEHINAJA: BHYTPUKJIETOUHBIN ITOTEHITNAJ B3aK-
MoaeiicTBUSA Viptrq A8 B3AUMOJIEHCTBHUS 9/IEMEHTOB BHYTPH OTAEIbHON KJIETKH,
1 MEXKKJIETOYHBII ITOTeHI[NaJ B3auMOIeHCTBUA V,pirq IS B3AUMOIEHCTBUS J1€-

MEHTOB ME€2K/y Pa3HbIMU KJIETKaMM.
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1.2.4. KieTo4yHO-OpMEeHTUPOBAHHBbIE KOMIBIOTEPHbBIE CHCTEMbBI JIJIs

MOJaeJIMpoOoBaHUA paCTI/ITeJIbHOﬁ TKaHN

B Go/bIIMHCTBE KUBYIIMX OPraHM3MOB MMEHHO KJIETKa IPEJICTABIISIET
co0OIT 3JIeMEHTApPHBII CTPYKTYPHBbIE M (DYHKIMOHAJIbHBIE €IUHUIILI KU3HU.
Kiierouno-opuenruposantbie Mojien (cell-based model) Bociponssogut mose-
JleHne aHcamOJisl KJIETOK, OCHOBBIBasiChb Ha ITOBEJICHUH OTJ/E/IbHBIX KJIETOK. B
Ka4yecTBE BXOJIHBIX JIAHHBIX JIJIsI KJIETOYHO-OPUEHTUPOBAHHBLIX MOjIe/Iell BhICTY-
AT MOJEJHN IOBeJIeHUs OTJ/IEJbHBIX KJIETOK, HAOJII0JlaeMble B dKCIIEPUMEHTE
UJIM BBITEKAIONINE U3 TEOPETUIECKUX MOjesell OJHOM KJIETKH, B TOM YHCJIE Pe-
aKINK KJIETOK Ha CUTHAJIBI, HCXOJSIIEe U3 UX MUKPOOKPYrKeHUsI. BbhIXOIHBIME
JTAHHBIME TAKUX Mojiesieii siBJisiercst Mopdorenes Tkanu [134]. s popmasmsa-
[N IOBEJIEHNUSI KJIETOK 3aJa€Tcst HAOOp OMOJIOIrMYIecKn IIPaBIOIoA00HBIX IPa-
BILJL.

B Hacrosiee Bpemsi Ojiarogapsi OYpHOMY Pa3BUTHIO BbIUNCIUTEIbHBIX
TEXHOJIOTHI BeJIETCsT MHTEHCUBHOE SKCIIEPUMEHTAIbHOE U TeOPETHIECKOe U3Y-
JeHne MeXaHMYeCKNX CBOWMCTB KJIETOK U TKaHell U pojin OMOMeXaHMKH KaK MH-
TerpupyoIero Gaktopa B GyHKIMOHHPOBaHNN »KUBBIX cucteM [190]. B gact-
HOCTH, YMCJIEHHOE MOJIEJINPOBAHNE CTaJI0 OJHUM U3 OCHOBHBIX METOJIOB H3YyUe-
HUST MEXQHII3MOB, JIEZKAIIIX B OCHOBE PEryJISIIIUI JTHAMUKN TPOCTPAHCTBEHHBIX
ATTEPHOB B PA3BUBAIOIINXCS TKAHSX U/ OpPraHaX, BOZHUKAIONINX 3 CUET
pocra, gesenns n auddOEPEeHITUPOBKE KJIETOK, 9TO OTParKeHO B MHOIOYHCJICH-
HbIX 0030pax [146, 149, 71, 42, 91, 89].

[Taker Cellzilla (http://cellzilla.info/) [173|, paspaboramubiii B mpo-
rpammuoii cpene Mathematica, mo3BosisieTr paccUUTBHIBATL MOPQOINHAMUKY
IJIOCKOM PACTUTEIBHOM TKAHU B paMKax MOJIe/N JInHaMUKY BepiimH [121] ¢ yuaé-
ToM MopdoreHeTndeckoit perysiun. OcoOEHHOCTBIO MMaKeTa, ABJSIETCA TO, YTO
B3anMOJIeiiCTBIE MEK/ly MOpQOreHaMu B KarKJI0il KJIeTKe TKaHU OINUCHIBAETCs
B T€PMUHAX XMUMHUYECKON KHHETUKU C MOMOILIO CTPEJIOYHON HOTAIMU TTaKeTa

Cellerator [172]. B sTux ke TepMHHAX ONHCBIBAIOTCA ITOTOKH BEIIECTB MEZKILY
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kaeTkamu. OyHKINN aKeTa MO3BOJISIIOT 110 9TUM JaHHBIM aBTOMATHIECKN I10-
CTPOUTDH U PEHIUTh cUucTeMy auddepeHnna bHbIX YPABHEHU, OMUCHIBAIOIINX
JMHAMUKY KOHIIEHTpaIuii MOpOreHOB BO BCeX KJeTKaxX TKaHu. Kierounas
CTPYKTYpa B MAKeTe IpejcTaB/ieHa CIIUCKOM U3 TPEX 3JIEMEHTOB: CIIUCOK KOOp-
JINHAT BEPIINH, CINCOK PEOEP, COCTOSIINIA, 13 ap HOMEPOB BEPIINH, 1 CIIHCOK
KJIETOK, COCTOAIINIT U3 CIIUCKOB HOMEPOB pEdep, MpuHa IexKaImx Kietke. s
MoJiesinpoBaHns pocta TKanu B rakere Cellzilla ocyrecTBisieTcss ¢ moMoIbio
JIBUZKEHUsT BEPIITIH.

B nakere VirtualLeaf (https://code.google.com/p/virtualleaf/) [114] pe-
aJin30BaHa MOJIe/Ib JMHAMUKE BepiinH [121], nBurKkenusi BepuiMH Ha KarKJOM
mare MUHIMUBUPYIOT raMIJIbToHnal sueprun ajaropurmom Monte-Kapaso. s
KavKJION KJIeTKU § 3aJ1aéTcsl HeHanpsiKeHHas iotiajib Ar(i), coorBeTcrByto-
asi TAKOMY COCTOSTHUIO KJIETKHU, KOI'JIa TYPIrOpHOe JaBjieHne cOaJaHCHPOBAHO
¢ BHEITHUM JlaBjienneM. JIJist KayKk10ro j1eMeHTa KJIeTOUHO CTeHKN j 3a/1aéTCst
HeHanpsizKéHHas jyinHa Ly (j), COOTBETCTBYIONAs JJINHE CerMeHTa KJIeTOTHOI
CTEHKHU B OTCYTCTBHUH TypPropHoro jpasjeHuns. PaxkTudeckas II0Ma b KISTKH 1
baxTHIecKas THHA SJIEMEeHTa KJIeTOTHOi crenkn obosnadenst a(i) u [(j), co-
OTBETCTBEHHO. PaBHOBecre MexK1y TYPrOpHBIM JIaBJICHIEM W COIPOTUBJ/IEHUEM
KJIETOYHOI CTEHKU MOKeT ObIThb OIIMCAHO B TepMUHAX ODOOIIEHHOM IOTEHIIN-

aJIbHOIT sHeprun (ramuabronnana H ):

H =1 (a(i) = Ar(0))" + A > (1) = Lr(4))”,
i J
rJile CyMMHUPOBAHUE BEJIETCSA, COOTBETCTBEHHO, 110 BCEM KJIETKaM (z) 1 II0 BCEM
3JIEMEeHTaM KJIETOYHBIX CTEHOK ( ] ); A4 — IapaMeTp, ONpee/sIomuil COTPOTHUB-
JIEHIE KJIETKI PACTKEHUIO WIN CxKATUIO, )y — KOHCTAHTa, »KECTKOCTH DJIeMeH-
Ta KJIETOYHOII CTEeHKMU.

B nakere VirtualLeaf peasmzoBana, nampumep, Mojiesib pocta KopHsi [191].
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1.2.5. Mogenn peryjsiiuyi HUIIN CTBOJIOBBIX KJIETOK B aIllMKaJIbHOI

MepHucTeMe nmobera apadbuI0oncuca

MexaHnusMmbl, obecriednBaloniue MOCTOTHCTBO CTPYKTYPhl AMII, aBistior-
cd MPEJMETOM HMHTEHCHUBHBIX UCCJIEJOBAHUIl, KaK SKCIEePUMEHTAJbHBIX, TaK 1
TeopeTndecKnX. PesyiabraTom O0JBINON SKCcIepuMeHTaIbHON paboThl Ha ITPO-
TSI>KEHUHU TTOCJICIHUX TPULATH JIeT sIBJSIOTC JIaHHbIe O POJIU OTJEJIbHBIX TI'e-
HOB B Pa3BUTHUM pacTeHus. B yacTHOCTH, TOKA3aHO, YTO OTPUIATEIbHAsT 00paT-
Hag cBs13b Mexkjy reHamu CLVS3 u WUS urpaer 1neHTpajbHYIO POJIb B I10/I-
JIepsKaHUK CTPYKTYpPbl HUMin crBojioBbix Kjierok AMIT A. thaliana [157, 21].
K HacTosiieMy BpeMeHHU Pa3HbIMHI aBTOPaMU IIPeII0yKEeHO HECKOJIBKO MaTeMa-
TUYECKUX MOJIesIell pery/siiuu Huln cTBoJIOBbIX KjeTok B AMIT A. thaliana
92, 90, 201, 202, 8, 5, 7, 6, 65, 69, 80, 64, 160, 43, 14|, sIpoM KOTOPBIX sIB-
JISIETCSI TeHHAasl CeTh, OIMChIBAIOIIasi B3auMmoieiicTeue Mexky resamu CLVSE n
WUS.

CxeMbl paccMaTpUBaeMbIX B JaHHOM ob3ope mojeseit [201, 6, 80, 43| pe-
I'YJISIIAN ITPOCTPAHCTBEHHOIO aTTepHa sKcipeccun reno CLV S u WUS npe-
craBjieHbl Ha puc. 1.11 B emHOOOpa3HOil hpopme.

Mojenn 6a3upyroTcst Ha JIBYX THUIIAX SKCIEPUMEHTAJbHBIX JaHHBIX. Bo-
IIEPBBIX, TO JIAHHBIE O B3aUMOJCHCTBUN I'€HOB W UX ITPOJIYKTOB, MOJIyJaeMble
B MOJIEKYJ/ISIDHO-I€HeTUIECKUX dKcIepuMenTax. JIpyroii Tui sKciepuMeHTa Ib-
HBIX JIAHHBIX — 9TO MPOCTPAHCTBEHHOE PACIIOJIOZKEHNE 30H KCIIPECCUN T'€HOB B
AMII. CooTBeTcTBEHHO, UCXO/IHBIE IIPEIIIOJIOXKEHNA, (DOPMAII3yeMble B MOJIe-
JIsIX, OCHOBaHBI Ha MPEJICTABJICHIAX O MEXaHN3MaX B3auMOJICHCTBUS T€HOB, ITPH-
pojie PETYISATOPHBIX CUTHAJIOB C yIETOM JAHHBIX MOJIEKY/IAPHO-TeHETHIEeCKIX
9KCIIEPUMEHTOB, U MEXaHU3ME PACIPOCTPAHEHUA TUX CUTHAJIOB MEXKY KJICT-
KaMu. BbIXoable Janable 3TUX Mojiesieil — MpOoCcTpaHCTBEHHOE PACIIOJIOKEHNe
30H skcupeccnn renoB B AMII, kKoropoe MOXKHO CpaBHUTH C IKCIEPUMEHTAJIHHO
Ha0J110/1aeMbIM. BakKHbIM aCIeKTOM MOJIETUPYEMOil CUCTEMBI SBJIAETCH TaKyKe

IIOCTOSIHCTBO 30H, HECMOTPsI Ha, jeserne KieTok B AMII.
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Yadavetal, 2011, 2013 WOkil’lin’AHK‘
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Chickarmane et al.,, 2012

Puc. 1.11. Mojiestn pery/stiiinn ¢TpyKTYPbI HUIIH CTBOJIOBBIX KjeTok AMIT: cxe-
mbl B3aumogeiicteust (B, E, I, M — nepsast KoJIOHKa) U pellleHust paciipe/ie-
nennst kounenrpanuii (I, /I, 2K, 3, K, JI, H — Bropas (misg rema WUS) u
Tpethst (ist rea CLVS) KOJIOHKN) JIJIsi OCHOBHBIX KOMIIOHEHT Mojiesieii. (A, B)
pacrpesenenns skcrpeccun reaos WUS (pucynok us pabotst [201]) u CLVS
(pucynok u3 paborer [152]). (B, T, 1) momens [201], (E, 2K, 3) mozens [6], (1,
K, JI) momess [80] u (M, H) momens [43].
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Hszyuenue poau eena WUS 6 pezysiauyuu Huwy cmeoso8vliEr KACMOK 6

AMIT [90, 201, 202, 73]

B craree H. Jonsson ¢ coasr. [90] 6bl1a paccMoTpeHa MOJIE/b MO3UIIO-
HUpOBaHUsI FKcipeccun reia WUS Ha 1ByMepHOM KJIETOYHOM aHcaMOJie ¢ IIeH-
TpaJIbHOI cuMMeTpueii. bjarogaps ciMMeTpUn 0Ka3aJI0Ch €CTECTBEHHBIM TTOMe-
CTUTb B «MOPQOJIOrNIECKN BbIJI€JIEHHbII> BHEIIHUI CJION KJIeTOK HEKOTOPbIi
perpeccop st rera, WUS. Mojeab BOCIPON3BOIUT JIOKAJIM3AIUAIO IKCIPECCUN
WUS B neHTpe KJIETOUHOIO aHcaMOJIsI, & TakKKe pe3yJibTaThl SKCIEPUMEHTOB,
B KOTOPBIX HaOJII0/1a/10Cch BO30OHOBIEHNE Kkcpeccun WUS 1ocie nasepHoro
paspytenns OIL.

Kowmmbioreprast mozeb [201] oO6bsicHsieT BayKHOCTD MOJIEPXKAHIST TDa~
menta Oeqka WUS B perysisiiiny HUIIN CTBOJIOBBIX KJieTOK. Mogenb (cxema
Mojiesin — puc. 1.11, B) yuauTbiBaer mpsiMyto akTuBanuio Tpanckpurmn CLVS
oesikom WUS [201] u orpunarensuyto peryisiuo WUS curnanom CLV3, ko-
Topbiit nponcxoaut u3 13 33, 34, 168]. Honosuuressno WUS aktusupyercst
JIOKaJIbHBIM curtajiom ruroknansa [90, 69, 80|, a rakxke st akrusaruun CLVS
UCIIOJIB3YETCS JIONOJHUTE/BbHBIN TUIOTeTUIECKIil CUTHAJI, HNPOUCXOJANINN 13
KJeTok ciost L1 [92].

F'eomerpust AMII onmcbiBaeTcst B MojIe/In KaK BEPXHSISI TPETh TPEXMePHOI
cdepnl, 3anonnennas 1366 nepecekarommmucs chepudecKuMm KiaeTkamu. Kier-
KI CUUTAIOTCS COCETHUME (T.€. MEXK/Ty HUMIE OCYIIECTBJISIETCST TPAHCIIOPT ), €CJII
COOTBETCTBYIOIINE cdepbl IepecekatoTcst. HavanbHoe pacipeeenne SKCIpec-
cun renoB CLV3 u WUS crpourcsi Ha ocHOBe MUKpOdoTOorpadun. JKCIpeccust
CLV3 B xierkax 113 Ha BepxyIike Mepucrembl (55 KeTok) u skcripeccust WUS
B kitetkax OIl mom 113 (42 kieTku) 3a/1a10TCsd pABHBIMU €JUHHUTIE.

st onmcanust peryadaiuu TPAHCKPUIIIIAY UCITOIb3YIOTCA (DYHKIUN X1JI-
Ja; cuaTe3 OeyikoB JuHeiiHo 3aucuT orT ypoHsg PHK. PHK u Genku pacna-
natoresi, pacupocrpanerne CLV3 u WUS merkry KIeTKaMu OIIICHIBAETCS KaK

IaccUBHBIN TpaHcrnopT. Mojesnb mpejicraBiaeHa clIeayomieii cucTeMoil ypaBHe-
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d|C] la1]" [w]"

= = Vckijl/cHal]” W o+ [ — gc[CT, (1.13)
A plo)- gld + DA, (1.14)
- vw%v[jj]”wk?/f/j’[c]n Sowl L)
L R gulu) + Dualu], (1.16)
d[;” — Pu[Al] — gulal] + DuAlall, (1.17)
d[;f] — Pu[A2] — guola2] + DuAla2], (1.18)

rie [X] u [x] obosnavaror, coorBercTBenHo, KounenTpannn MPHK u cur-
HaJIbHBIX MoJieKy/T (Oenka st WUS u nentuma s CLV3); A — auckper-
HbIii oneparop Jlamiaca, OMUCHIBAIONINN MACCUBHBIN TPAHCIOPT (OCHOBAHHBII
Ha rpajuente Kourentpanuii). C' obosnagaer CLVS, W — WUS. Snadenust
Al m A2 gaBasroTcss KOHCTAHTaAMU, PABHBIMU €JIMHUIE, B KJIETKAX SMUICPMUCA
(Buermuwmit coroit L1) u OII coorBeTcTBeHHO.

B pesyibrare onTuMmusalun aBTopaMu ObLIN HalijIeHbl TaKie 3HAYCHUSI
apaMeTpoB, P KOTOPBIX perierre Mojenn (puc. 1.11, 1, 1) cooTBETCTBYET
9KCIIEPUMEHTAIbHO HabJII0/IaeMbIM 30HaM dKcipeccun reno CLVE u WUS' na
TPEeXMEpHON TKaHU.

Pacuerbl ObLIn TPOM3BEJIEHbI C  HCIHOJIB30BaHHEM TakeTa Organism
(http:// dev.thep.lu.se/organism), ucnomnbayiomiero merosn Pynre-KyTter 5-ro
[opgJIKa C aJIallTUBHON CETKOIL.

Caesytortasi peasmsariust Mojie i [202] yauThIBaeT HElOCPEICTBEHHYTO Pe-
ryJsiiuio Tpanckpuninn resa KAN1 6enkom WUS. KAN1 cauraercs OHIM U3
IeHOB TepudepnIecKoil 30HbI, HEMOCPEJCTBEHHO PEIPECCHPYEMbIM TPAHCKPHUTI-
nuorHbIM hakropom WUS [97, 202]. Tonoaurensio ren KANI akTuBupyercst

HEKIM IUIOTeTHIEeCKIM CHrHAI0OM 13 cjtost L1 (Tak ke, kKak CLVS B mpenbiiy-
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meM BapuaHTe Mojesn). [IpaBoMepHOCTD TaKoi aKTUBAIINE OObSICHSIETCS TEM,
gro Korga WUS ne muddynaupyer, 30Ha 3xcupeccun KANI pacrosoxeHa
Om3Ko K BHerHeMy cyioto (L1) mepucrembi.

OrmeTuM, 9TO B MOJIEIN UCIOJIB3YIOTCA JIBA JIOMOJHUTEIBHBIX T'€OMET-
PUYECKUX OrPAHIYEHUsT Ha 30HBI BO3MOYKHOMN 9KCIPECCUN TeHOB: 1) JOTMOJIHE-
TeJibHBbIN dakTop akTuBauuu st WUS, npencrapisioniuii perenropsl AHKA4,
pacrosiozkensbiit B OIl; 2) momosauTenbablii dhakrop akrupannu st CLVS,
IPEJICTABIAIONINN THIIOTETUYECKHUE SIIHIepMaJIbHbIe CUI'HAJIbI, PACIIOIOKEHHbII
BO BHerHeM cjioe Ki1eTok (L1). Oba orpaHndennst MOJETMPYIOTCS KAK TeHbI, T.€.
9KCIIPECCHUST TUMOTETUIECKOIO I'eHa MPUBOIUT K CHHTE3Y CUTI'HAIbHBIX MOJIEKY.I,

KoTopble JuM@YHIUPYIOT U CO3/IAI0T I'PaJUEHT KOHIICHTPAIUN.

,ZZUH(ZJVLU’%BC%CML MOJeNb 20MEOCTNA3A HUUWLY CMBOAOBHLT KAETOK 6 MEPU-

cmeme nobeza Arabidopsis thaliana [80]

B crarse Hohm ¢ coast. (2010) mpezcrasiiena Mojiesb (cxeMa MOJIen —
puc. 1.11, u) peryasnuu CTPyKTYpPbl HUIIN CTBOJIOBBIX KJETOK B AlUKaJbHOI
MepucTeMe 1mobera, ocHoBaHHas Ha B3anmopeiictsun reaos CLVSE uw WUS. 1le-
JIbIO aBTOPOB OBLJIO IPOMOJICIUPOBATH MeXaHU3M (OPMUPOBAHUS ITATTEPHOB
srcripeccun renoB CLVS n WUS na npoponbnom cpese AMII, ucnionb3yst jist
9TOT0 MUHUMAJILHOE KOJUYECTBO IPEIION0KEHU 00 yJacTHIKAX 9TOr0 Ipo-
niecca. Mojiestb NCIoJIb30BaIach JIisd U3y YeHUs TIOBEJIEHNsT CUCTEMBbI TIPU BO3MY-
MEeHNAX, a TaKKe JJI HAXOKJECHUS JOIMYCTUMbBIX 3HAUYEHUI ImapaMeTpoB, Mpn
KOTOPBIX COXPaHseTCs TOMEOCTa3 HUIMN CTBOJIOBBIX KJaeToK B AMII, Hecmorpst
Ha U3MEHSIIOIINECs BHEITHIE YCJIOBUS.

Anpom cxeMbl B3aUMOJIEHCTBUS MEYKJIy KOMITOHECHTAMU MOJICN  sIBJIs-
I0TCsI JIBa KOHTypa oOpaTHbIX cBa3eil, mpoxoasaniux depe3s WUS. Bzanmoseii-
CTBUS MEXKJIy KOMIIOHEHTAMU MOJEJM OCYHIECTBIIAIOTCA 110 MEXaHU3MY peakK-
1usi—audy3ust U IpejicTaBJIeHbl B BUJIE CUCTeMbI quddepeHnaabHbIX ypaB-

HEHU:
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O[WUS] (WUSP[facX]
- - = D A anc
. wusAIWUS)+ ey 00 Tva] 3 [CLV 3]
—puwusWUS| + owus, (1.19)
O facX] (WUSP[facX]
- = D ac A X - anc
BN fuex Al facX] = &p 1+ ([CLV3] + [OLV3..))3
O facX
. | (1.20)
L+
% — Dws, AIWUS.,) + pwirs,, [WUS]
—MWUSsig[WUssig]v (1.21)
WUS,.,]\°
Olst] = DgAlst] + 1ia(i)pst ( = ) 5 — Hatlst]; (1.22)
ot WU Ssig]
1 ()
0|CLV3
% = DcrvsA[CLV3] + cyoporvs|st] — pervs[CLV3]. (1.23)

Mojienib cofep:KuT cieiyIoniye napaMmeTpbl: p — Ko3POUIMEHTH CKOPO-

CTU peakinu, ¢ — «(pOHOBasg» CKOPOCThb IKCIPECCUN (HE 3aBUCHUT OT KOHIIEH-

TpaIun KaKuX-JIM00 BEMEeCTB), (4 — CKOPOCTH jierpajanun, K — KuHeTudeckast

KOHCTaHTa.

[Tepementibie Mojien (KOHIIEHTPAIMN BEIECTB), & TAKKe OCHOBHBIE MO-

Jd€JIbHbIE IIPEAIIOJIOZKEHN A OTHOCUTE/IbHO HUX IIPUBEJCHDBI HUZKE:!

st

CLV3

wuUSs

— YPOBEHb «CTBOJIOBOCTH» KJIETOK MepucTeMbl KOHTposupyercs WUS-
3aBUCHMBIM CHUTHAJIOM, Ha KOTOPBIi CIIOCOOHBI PearupoBaTh TOJTbKO KJIeT-
KI BHEIHEro ¢j1os. [IponopiinonaibHO yPOBHIO «CTBOJIOBOCTH» B CTBOJIO-

BBIX KJIETKaX CHHTE3UpyeTcs curnajbias Mojekyaa CLV 3.

criocobeH g GyHIMPOBATH € PACIIAIOM B COCEIHIE KJIETKI U OIPaHUYIN-

BaTh (B 3aBIHCHMOCTH OT CBOeil KoHIeHTpaIwn) sKrcipeccuto WUS.

JnddyHMpyeT OoYeHb MEJJICHHO U cTuMmyJupyer obpasosanme WUS-
CUI'HAJIa, KOTOPBIN siBJsieTcsT 0oJjiee MOOWJIBHBIM M CIIOCODEH audDyH-
JUPOBATH B COCEJIHIE KJIETKH. XOTsI MOTEHIINAIBHO BCE KJICTKH (B paMm-

Kax MoJie/in) crocobHbl cuHTesnpoBatb WUS, B MOJETH MPUCYTCTBYET
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WU S,

facX

IIPOCTPAHCTBEHHBIN ITapaMeTp, KOTOPbIN JeaeT KJIETKH, HaXOISIIeCs
O/1Ke K BEpXYIIKe MepUCTeMbl, 0ojiee «KOMIIETEHTHBIMU» K CHHTE3Y
WUS. Bsejenne sroro napamerpa ObLIO 00YCJIOBIEHO HEOOXOTMMOCTHIO

KOPPEKTHOTO MMO3UITMOHUPOBAHKS MATTEPHOB 3Kcnpeccun reaos WUS n

CLV3.

CHHTE3WpYyeTcst B TeX Kjerkax, rje ectb WUS (B 3aBUCHMOCTEH OT €ro
kouterTparun). [lomobuo CLV3, WUS-curaan moxker 6bictpo jauddyH-
JINPOBATb U PacIajaThCs ¢ MOCTOSTHHON CKOPOCThIO. B 3aBucumoctn or
koHreHTparuun WUS-curaasia KJaeTKH CTaHOBSITCSA CTBOJIOBBIMU. TOJIBKO
BHEITHUE CJIOU KJIETOK MEPHUCTEMBI SBJAIOTCA KoMIeTeHTHBIM K WUS-

CUTr'HaJIy.

BBEJEH B MOJIE/Ib JJIsl TOro, 9To0bl yuecTh CLV-He3aBUCHMYIO peryJisiimio
srcupeccrnn WUS. Uznadanbho facX sxcipeccupyercs Bo BCeX KJIeTKaxX
cBobono quddynaupyer. facX crumynupyer sxcupeccuio WUS, a WUS
nojiaBJisier dKcipeccuto facX, 9To peasm30BaHO B MOJEIN Yepe3 aKTHUB-
Hyto jierpagarnuio (mim norpebienne) facX ¢ momorpio WUS. Takum 06-
pasom BlaumojeiicTeue Mexkjiay facX m WUS ocHoBaHbI Ha MexXaHH3Me
AKTUBATOP-CYyOCTpaT, UTO TO3BOJIET MOJydaTh 000COO/IeHHbIE 00JIaCTH

srcupeccun WUS.

CitejtyeT OTMETUTD, YTO JIjIsT MOy YeHUs 1IPaB/IOIIOA00HON KapTUHBI pac-

OJIOXKEHHsT TTATTePHOB 9Kcipeccun reoB CLVE u WUS (petienne Mofestu st

ITUX

resoB — puc. 1.11, K, J1) aBTOPBI UCIOJIB30BAN JOTOJHITETHLHOE PO~

CTPAHCTBEHHOE OUpaHUYEHHME Ha PACIOJIOKEHHNE KJIETOK, B KOTOPBIX pa3pelle-

Ha 9KCIIPECCHA ITUX I'€CHOB (HperZLHI/ICaHHOe pPacCIIoJIOZKEHNE KOMIIETEHTHBIX KJIE-

TOK).

Hohm ¢ coasr. (2010) npenosnoxuiu, aro CLV3-skcnpeccupyioriue (T.e.

CTBOJIOBBIE) KJIETKU OIPEJIEJISTIOTCS CUTHAJIOM «CTBOJIOBOCTH», PACIIPOCTPAHSI-

IONUMcs cBepxy, B To Bpemst kKak WUS «Mojymupyer» WHTEHCUBHOCTDL 3TOM

sxcipeccnu (u pacipocrpansiercst cansy ot OIT).
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H3y%eHue poau uumoKurHuHaG 6 Pe2YAAUUU HUWU CIMEBOA0BHBL KAECMOK 6

AMIT [69, 43]

O iHoMepHAasT MOJIE/Ib PEryJIdiii PACcIoJIOXKEHNsT 30H IKCIIPECCUN INeHOB
BJI0JIb TIpoosibHON ocn AMII ¢ memennem KjeTok Obliia pacCMOTpPEHa B CTAThe
Chickarmane ¢ coast. (2012). Veroitunsoe nosunuonuposatune Ol wa orpe-
JIEJIEHHOM PACCTOSIHIH OT BEPXYIIKHA MEPHUCTEMbI 00ECIIeUnBasIoCh MeTell pe-
ryasinn Mexkiay OLL u Bepxymkoit AMIT (cxema momenn — puc. 1.11, m).
Tpanckpunnust WUS akTuBupyercst IUTOKUHIH-PErYJINPYEMbIM TPAHCKPHUIIIIN-
OHHBIM (DAKTOPOM, IO IPpOOHEE MOJIE/Ih STOT0 MeXaHU3Ma HCCae0BaHa B Oosee
panneit padore [69]. duddbyumupyromuii curaan — CLV3-curnan — cunresu-
pyercst B IEpPBOil KJIETKe MACCHBa U PEryJIUPYeTCsl CUIHAJIOM <«CTBOJIOBOCTH»
Sstemcells n nuddyaaupyromnmM curaajgoM, rnpoussogabiM o1 WUS. CLV3-
CUTHAJI PACIPOCTPAHSIETCS 110 KJIETOYHOMY MAaCCHBY U JieJIaeT KJIETKH KOMIIe-
TeHTHbIMI K dKcipeccun CLVS. Tak kak CLV3-curtaJ CUHTE3UPYETCs TOJIHKO
B IIEPBOIi KJIETKE MAaCCHBa, €ro I'PaINeHT IKCIOHEHIINAIBLHO YMEHbBIIAeTCS U 110~
sTomy ren CLV3 sKcripeccupyercs JIMIb B HECKOJILKUX TepBbiX KieTkax. WUS
akTuBHpYyeT NudyHAUpyonuii curnaa Sstemcells, noaaepKuBarouii cTBo-
JI0BOCTH KjeTok n aktupupyiomuit CLVSE nu CLV3-curnan. HuToKuHuH cunTe-
3UPYyeTCs B IEePBOil KJIeTKe MaccuBa. Takmm oOpas3oM, B Hadaje OJHOMEPHOI'O
MaccuBa (CBEPXY) PACIOJIOKEHbI KJIETKH, B KOTOPBIX MPOUCXOJUT SKCIPECCHs]
CLV3, 3areM — KJIeTKH, MapKupoBaHHbie sKcrpeccueit WUS (pererne Mo/ie-

a1 — puc. 1.11, u).

1.3. 3akJiioueHue 110 O630py JINTEPATYPbI N IIOCTaHOBKa 3aJda4 HUC-

cJieIOBaHUSI

Opnoit n3 yHaMeHTATBHBIX 3aJ1a9 COBPEMEHHON OWOJIOTHH SIBJIsIET-
cd WM3Yy4YeHHe peryisiun ¢GpopMooOpa3oBaHUsl B IIPOIECCE POCTa OpPraHu3-
ma [42]. K macrosiiiemy BpeMeHH HAKOILIEH 3HAYUTEIbHbIH MeTOIMYeCcKuil

OIIBIT B IIPDUMCHEHUU Pa3JIMYHBIX II0JXO0J0B K HM3YYCHNIO 2KNBbLIX 00BEKTOB: OT
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9KCIIEPUMEHTAIbHO-HADII0IaTe/IbHBIX JI0 aBTOMATU3UPOBAHHONI 00pabOTKN MH-
dopMalnun 1 KOMIILIOTEPHOT'O MOJIEJINPOBAHUs. XOTsI KOMIIbIOTEPHbIE MOJIE/IN
IIOKa, eIfle He CTaJll OCHOBHBIM MHCTPYMEHTOM JIJIsI M3YYEHUsST PA3BUTHA pacTe-
HU, psiJi pabOT, PACCMOTPEHHBIX B HACTOSIIIEM 0030pe, IMOKA3bIBaeT BarKHOCTH
UX HCIIOJIb30BaHUsT HAPsLy C SKCIEPUMEHTAJIbHBIMU METOIAMU JIJI U3y UEHUsT
MEXaHI3MOB peryJsdiun Mopdoresesa.

BarkHbIM acIeKTOM, OIPEJIe/ITIoNuM MOPQMOINHAMUKY PaCTUTEIbHOM
TKaHU, ABJISIIOTCA POCT U JieJIeHIe KJIeTOK B MepucTeMe, U uxX peryssmnus. [Ipo-
NCXOJIAIIee TIPU STOM U3MEHEHNEe TeOMeTPUN TKAHU IIPUBOIUT, C OJIHOI CTOPOHHI,
K I3MEHEHUIO PEryJIsiIiANI MOJIEKY/IsIPHBIMEI CUTHAJIAME, PACIIPOCTPAHSIIOIIMIICST
110 TKAHEBOMY IIPOCTPAHCTBY, C JIPYI'Oil — K BO3SHUKHOBEHUIO MEXaHMIECKIX Ha-
HpsizkeHuil B TKaHu. B cBOIO odepesnb, PoOJIib 9THX MEXaHUIECKUX HaIPSIzKeHU
KaK MHTErPUPYIONIUX CUTHAJIOB JIJIsi PEryJssiiuu MOPMOJIMHAMIKI ABJISIETCS B
HACTOSIIIEe BPeMsl IIPeIMeTOM MHTEHCHUBHBIX HCCJIe0BAHNII METOJaMU MO/Ie/I1-
POBaHUSI 1 BBIYUCIUTEIbHBIX SKCIIEPUMEHTOB.

B pabote, npejicraBieHHONl B JTaHHON JuUCCepPTAINN, pa3pabOTaHbl MeTO-
JIbl MOJIEJIUPOBaHUSI JIJI U3YUIEeHHUsT MOJIEKYJIsIPHO-TeHEeTHIeCKOi 1 OMOMeXaHM-
JecKoil peryssann MopgOIMHAMIKI PACTUTEIbLHBIX TKaHEl ¢ yIeToOM pOocTa u
JleJIeHns KJIeTOK. B yacTHOCTH, n3/102KeHa padoTa 110 N3yUYeHUI0 yCTOININBOCTH
CUCTEMbBI MOJIEKYJ/ISIPHO-TEHETUIECKON PEryJIsiiuil CTPYKTYPbl HUIIIKN CTBOJIOBBIX
KJIETOK B allMKaJbHOI MepucTeMe I1odera apabuIoICHCca K BO3MYIIEHUSAM, Bbl-
3BIBAEMBIM POCTOM U JIEJIEHIEM KJIETOK.

DUUJIEPMUC JUHEHHOTO JIICTa SBJIsIeTCsl YA00HOI MOJIeIbHOI cucreMoi
JIUIST ICCJIeOBAHIS MEXaHU3MOB MOPQOIMHAMUKN PACTUTE/ILHBIX TKaHeil, Tak
KaK Ha HEM JIerko HabJIIoaTh pa3BUTHE U IIOSIBJIEHUE CIIeHa/n3UPOBAHHbBIX
KJeToK. B anmiepmuce pacrenuii popMupyoTcst pery/sipHbIil aTTepH paciipe-
JleJIeHNs ClIeNnaIn3uPOBAHHBIX KJIETOK-TpuxoM. Kpome 3Toro, ormedeHa rere-
POTEHHOCTh B pa3Mepax HecCllelnaJn3upPOBaHHbBIX, TaK Ha3bIBAEMbIX OCHOBHBIX
KJIETOK sIujiepmuca. B mpejcraBieHHoil paboTe ObLIN U3yUeHbl 3aKOHOMEPHO-

CTH OJHOHAIIPaBJIEHHOI'O CUMIIJIaACTHOI'O POCTa IMMNAECPMaJIbHOT'O CJIOA JIMHEIHO-
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ro jucta. [ljst 5Toro mocrpoeHa Mojiesib ¢ YIETOM OMOMEXaHUKH POCTa KJIETOK,
Ha OCHOBE MOJIEN M3YYeH MeXaHm3M (pOpMUpOBaHUs MTPOCTPAHCTBEHHOTO MTaT-
TepHa KJIETOK-TPUXOM Ha PacTyIIeM JIMCTE TIEeHUIbI.

PaccMorpennbie B 0030pe TpUMephl TTOKA3BIBAIOT, UTO L-CHCTEMBI SIBJIS-
10TCsl yI0OHBIM (POPMAJIU3MOM JIJ1s1 MOJACTUPOBAHUST POCTA U PA3BUTHSA ITPOCTHIX
OPraHu3MoOB ¢ JUHEHHOI 1 BeTBdIIelica CTPpYKTYpoil. EcTecTBEHHBIM IIAroM B
IIPOJIOJIZKEHNE PacCMOTPEHHOI B paboTe TeMAaTUKU SABJISIETCS Mepexojl K Mojie-
JIsIM ¢ OoJiee CJIOXKHON MPOCTPAHCTBEHHOM CTPYKTYypoil. Hampumep, K Mojensm
MOPMOIMHAMUKI KJIETOYHBIX IILJ1aCTOB. [IpuMepbl mpuMeHeHusi Jijist 3Toro L-
CUCTEM TIOKA3BIBAIOT, UYTO caM (pOpMan3M HAK/Ia/IbIBaeT OrpaHuvdeHns Ha MHO-
JKECTBO TIOPOXKIAEMBIX MATTEPHOB pocTa Kjerodnoro miacta [185]. Tlostomy
JUUIST MOJIETUPOBaHUS JIBYMEPHBIX PACTUTE/IbHBIX TKaHel, J11s KOTOPBhIX XapaK-
TepeH OJIHOHAIIPaBJIEHHBIN POCT, B paMKax JIaHHOI paboThl Oblia paspaboTaHa
mondukarust popmaansma dL-cucrem — «ckjeernbie» dL-cucreMbl. DTa Mo-
TudUKaIs Jerjia B OCHOBY MTPOIPAMMHOIO KOMILIEKCA JIIT MOJIE/TNPOBAHIS
OJIHOHAIIPABJIEHHOI'O CUMILJIACTHOI'O POCTa PACTUTEIHHON TKAHU C yIETOM MOP-
doreHeTnIeCcKo peryssiun 1 ONoOMeXaHnIeCKIX CBOMCTB KJIETOK, KOTOPbII 1C-
II0JTb30BAJICA B JIAHHOI paboTe B KauecTBe MHCTPYMEHTA JIJIsi BEIYUCINTETbHBIX

OKCIICPpNMEHTOB.
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2. MeToauka MoJieJIMPOBaHNA U CTPYKTypa IakKeTra

«MopdoananamMunka pacTUTEJIbHOI TKAHN»

[1aBa moCBdIEeHa OMUCAHUIO METOJIUKN MOJIEJIMPOBAHUST MOPMOIITHAMI-
KU PACTUTEIbHBIX TKAHEeH 1 CO3JJaHHOINO Ha 9TOM OCHOBE ITaKeTa IPOrpaMM JIJIst
MmogiesinpoBanus. Ilaker nporpamm «MopdoinHaMiKa pacTUTEbHON TKAHI»
(«MPT») ocHoBaH Ha MeTOJIe MOJIEJIMPOBAHUS JUHAMUIECKIX CHCTEM C JIUHA-
MUYECKO#l cTpyKTypoil B dopmasinsme auddepeHimaibibix L-cucreM n pea-
JIN30BaH B BUJIe IIPOIpAMMHBIX MojyJieir B cpejge Mathematica. B pamkax ma-
KeTa pa3paboTaH U peasim30BaH OPUIMHAJIBHBIN (opMasiu3M «CKJeeHHbIe» dL-
CUCTEMbI, KOTOPBIIl II03BOJISIET UMUTUPOBATHL OHOHAIIPABJIEHHBI CUMILIACTHDI
pPOCT JIBYMepHOiT pactuTe/ibHOi TKauu. C ucrnosb3oBaHneM (pYHKIUI mnakera
peaIm30BaHbl U MCCJIEIOBAHBI MaTeMaTHIecKue MoJe/ i MOP(MOIMHAMIKI PaC-

TUTEJbHBIX TKaHel, IpejicTaB/IeHHbIEe jlajlee B IJlaBax 3.

2.1. KoHnemiusa wucciaemoBaHusgd MOPQ@OIMHAMUKN PACTUTEIbHOI

TKaHHN C UCIIOJIb3OBaHUEM KOMIIBIOTEPHOI'O MOAE/JIMPOBaAHUA

B ocHoBe COBpeMeHHBIX MOIXO0B K NCCAE0BAHNI0 MOP(MOIMHAMUKN Pac-
TUTEJLHBIX TKaHel ¢ NCMOIb30BAHIEM KOMITLIOTEPHOTI'O MOJIE/INPOBAHNS JIEXKUT
KOHIIETIIs CHCTeMHOf Omosiornu [99], KoTopas oTpaykaeT MeyKJINCIUILInHAD-
HBII 110JTX0JT K UCCJIEJOBAHNIO CJIOYKHBIX OMOJIOTTYECKUX ciucTeM. B paMkax 3To-
I'0 TI0/X0/1a KOMILJIEKCHOE TIPeICTaB/IeHne 0 ONOJIOIMIecKoil cucreMe (popMuIpy-
eTcs IyTeM WHTErpaIlii 3HAHWI W SKCIIePUMEHTATBHBIX JAHHBIX, 10Ty IeHHBIX
Ha OCHOBE PA3JIMIHBIX HAYIHBIX JUCIUILINH (MOJIEKY/ISIPHON TeHeTHKE 1 OHOXI-
MU, KJIETOIHOI Onoornn, Onopusnkn 1 ONoMeXaHuKN, BBIYUC/IUTETLHON O1O-

JIOTUH, KOMITBIOTEPHOTO MOJIEIMPOBAHMUSI ¥ T.JI.) U PA3TMIHBIX YPOBHE( CHCTEM-
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HOTO OIMCAHMsT pacTeHuii 86|, BK/IIOUasT MOJIEKY/ISIPHO-TeHETUIECKIE CHCTEMBbI
peryJsan MophouHAMUKE (MeTabO0JIMIeCKie U CUTHAJIbHBIE [Ty TH, TeHHBIE De-
TYJISITOPHBIE CETH, CETH NHTEPAKTOMUKH 1 T.11.), (hOPMUpOBaHNE U (PYHKITNOHH-
poBaHe KJIETOYHBIX MOJICTPYKTYD (CyOKJIETOUHBI YPOBEHb), KJIETKH, TKAHU,
opraHa v opraHm3Ma, 3KOJIOTMYECKUIl ypoBeHb, Ha KOTOPOM JlaeTCd OlMCaHUe
B3aMMO/IEICTBUS OpraHn3Ma CO BHEIHeill cpeJloil n ajanTalii K dKCTpeMaJib-
HBIM YCJIOBUAM, U, HAKOHEIL, 9BOJIIOIIMOHHLIN YPOBEHb, Ha KOTOPOM MCCJICYIOTCS
npornecchbl (GOPMUPOBAHUST HOBBIX CBOWMCTB PACTEHMII 1 IOsIBJIEHE HOBBIX BUJIOB
OpraHu3MoOB.

KayecTBeHHO HOBBIE BO3MOYKHOCTHU CUCTEMHOI OMOJIONNK BO3HUKJIA B I10-
CTT€HOMHBIN TIepuo/] ¢ IOABJIEHUEM COBPEMEHHBLIX BbICOKOIIPOU3BOANTEIbHBIX
SKCIIEPUMEHTAJILHBIX TEXHOJIOTUA MOJIEKYJIAPHON MeHETUKU, KOTOPbIE IIPUBEJIN
K IOSBJIEHNIO OIPOMHBIX 00beMOB MH(MOPMAIMK O PA3/JUIHBIX aclleKTaX opra-
HU3aIUKM 1 (PYHKIIMOHUPOBAHUS YKUBBIX CUCTEM.

OiHaKO, HU OJIMH, JazKe CaMbIil COBEPIIEHHBI, SKCIIEPpUMEHTAJIbHBII 1101
X0l caM 110 cebe He MOXKET JIaTh IIEJIOCTHOI'O IIPEeJICTaBJICHUSA 00 M3ydaeMbIX
OMOJIOITIECKIX CUCTEMAX.

KomMmibioTepHoe mojenupoBaHne MOPQOINHAMIKI PACTUTEJIbLHON TKAHU
II03BOJIET OObSICHUTH CJIOYKHbIE BPEMEHHbIE U IIPOCTPAHCTBEHHbIE B3AMMO/Ieli-
CcTBUsI OMOMEXaHUUEeCKHNX IIPOIECCOB POocTa U MOPGOreHeTHIEeCKUX IIPOIEeCCOB
peryiasinun. Haunbosiee amOuimosHoil 3aadeil siBjisgeTcss Moje/1npoBaHue OHo-
JIOTHYECKUX CUCTEM Pa3/IMIHOTO YPOBHs, HAUMHAs C KJIETKU W CyOKJIETOTHBIX
CUCTEM W 3aKaHImBasd OMochepoil B IEJIOM.

B cBa3u ¢ sTuM, Hambojiee MEpPCHEeKTUBHBIM IIyTEM Pa3BUTHUS HCCIIEI0-
BaHUil B 00JIACTH CUCTEMHON OMOJIONMU SIBJISIETCsl CUMOMO3 TEOPeTHYECKUX U
9KCIIEPUMEHTAJLHBIX II0JIX0I0B. KOMIIbIOTepHOE MO/IeIMPOBAHNE W BBHIYUCJIH-
TeJIbHBII SKCIIEPUMEHT CTAHOBUTCS PEAIbHOCTHIO U BarKHEHIIell COCTaBIAIONIe

HCCJIIe10BaTCJIbCKOI'O IIPOIECCa.
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Ha puc. 2.1 npejicraBiena KOHIENTYaIbHASA CXeMa UCCIeToBaHmil MOpdo-
reHesa pacTeHuil ¢ UCHOJIB30BAaHUEM KOMITHLIOTEPHOTO MojienpoBanus. OCHOB-
HBIMU TallaMi COBPEMEHHOTO UCCIETOBAHNS B 00JIACTH CUCTEMHOI OUOJIOTUN €
HCIIO/TH30BAHIEM KOMITHLIOTEPHOTO MOJETUPOBAHUS SIBJISETCS HAKOILJIEHUE SKC-
MEPUMEHTAJIBHBIX JTAHHBIX, MACIITAOHBII aHaIu3 TeTepOreHHbIX JAHHDbIX, T0-
CTpOeHne MaTeMaTUYeCKOil MOJEIH, MPOBEJIEHNe BLITUCIUTEIHLHOTO SKCIIEPU-
MEHTa C IeJIbIO BBISIBJIEHNs] HOBLIX 3HAHNN 1 (DOPMUPOBAHUS HOBBIX HAayIHBIX
TUIOTE3, W, HAKOHEI, IIJIAHNPOBAHUE U MTPOBEJIEHNE HOBLIX SKCIIEPUMEHTOB JIJIsi
IPOBEPKI 9THUX TUrores n yrodnenns mozpesn |13]. Jdamee sror texHomormte-
CKUIl TIUKJI UCC/Ie/IOBAHUI TTOBTOPSAETC C MPUBJIEYEHNEM HOBBIX 3HAHUI U MC-
MOJIb30BAHNEM HOBBIX KOMITBIOTEPHBIX MOJIEIEN.

Komnbioreproe Mojie/inpoBanne SBJIAeTCs MPAKTUIECKN Oe3a/1bTePHATNB-
HOIT 11aTdOopMOIi, Ha Oa3e KOTOPOil BOBMOXKHO B paMKaX €JIMHONI KOHIIENTYa Ib-
HOI CXeMbl O0bEeIMHATH KOJIOCCATBHBIN 00beM HAKOILJIEHHBIX B HACTOSIIEE Bpe-
Msl OMOJIONMYECKUX 3HAHUI 0 MOPQOreHeTHIecKoil pery/sinuu (popMupOBaHUst
IIUTOCKEJIeTa, POcTa M (PYHKIIMOHUPOBAHUS KJIETOK U TKaHeil, OpraHoB W opra-
HU3Ma B HOPME W MTPU PA3JINIHBIX TeHETHIECKUX MyTanusax. [Ipn 3Tom Bo3HuKa-
€T BO3MOYKHOCTb MHTErpaliui, CUCTEMATU3AINN U aHAJIM3a pa3HOMACIITaOHbIX
9KCIIEPUMEHTAIBHBIX JIAHHBIX, aHAIN3a MPUINHHO-C/IEJICTBEHHBIX CBA3EH MexK-
JIy MOJIEKYJIIPHOI CTPYKTYpPOil, TMHAMUKON 1 (PeHOTUINYIECKUMEI XapaKTepH-
CTUKAMMW YKUBBIX CUCTEM, TIOJIYIEHUS Ha 3TOI OCHOBE HOBBIX (PYHIAMEHTATIbHBIX
1 [IPUKJIQTHBIX 3HAHWI 1 BBIPAOOTKN CTpPATEruil MpoBeeHUs JTaJIbHEHIIX SKC-
MEPUMEHTOB U T.]T.

st orcaHnsi 9TUX PETYASTOPHBIX IMPOIECCOB HEOOXONMBI HE TOJIBKO
3HAHUS O FeHHBIX CETAX, MeTabOJTMICCKUX U CUTHAJbHBIX IYTAX, CETIAX MHTEp-
AKTOMUKHU W T.JI., HO TaKKe 3HAHUSA O NeOMETPUN U OMOPU3NKHI pacTyIINX TKa-
Heit. OCHOBHBIM MCTOYHUKOB JAQHHBIX JIIsT (POPMUPOBAHUS 3HAHUIT O TeOMeTpun
1 TOMOJIOTWH KJETOK, TKaHell 1 OpraHoB PACTEHWIT SBJISIOTCI METOIBI MUKPO-
CKOIINU ¥ aHaJIn3a N300parkeHnit. 3HaHus 0 OMOMEXaHMIEeCKUX CBONCTBAX KJle-

TOK IIpU UX JCJICHUN W PpOCTE, B HACTOAIICE BPEMA aKTUBHO HUCIIOJIB3YIOTCA IIPU
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nccaeJJoBaHI MoporeHesa pacTeHUil B CBA3U C IOABJIEHUEM COBPEMEHHBIX
9KCIIEPUMEHTAJIbHBIX TEXHOJIOINI Ha OCHOBE METOJOB aTOMHO-CHJIOBOI MHUKPO-
ckormn [117, 178], KoTOpBIe TO3BOJISIIOT U3MEPATH HAIIPSIKEHNE CTEHOK KJIETKH
1 OIICHUBATDH TYPropHOE JIaBJCHUE B OT/IE/JIbHBIX KJIETKAX paCTEHUI.

Ob61ast KOHIENTYaJIbHAS CXEMa HUCCACOBAHUI MOPQOIMHAMUKNA C WC-
0JIb30BAHIUEM KOMIILIOTEPHOIO MOJe/inpoBatusi (puc. 2.1) JieXKuT B OCHOBE
METOJIOB, HCIIOJIb3YEeMbIX B HaCTosIell padoTe Jjisi KOMIIbIOTEPHOI'O MO/IE -
poBaHus MOPQMOJIMHAMUKNA B MEPUCTEMATUUECKIX TKAHAX PACTEHMII, KOTOPbIe

peaJim30BaHbl B IakeTe mporpaMm «MopdoanHamMuka pacTUTEbHON TKaH!»

(«MPT»).

2.2. OO0iee onmucanne METOAMKN MOJAEJIUPOBAHUA MOP@OJIUHAMUKNI

PaCTUTEJbHOU TKAaHU

B ocHoBe HCIOIBb3yeMbIX B HACTOsINEH paboTe MeTOJ0B KOMIIbIOTEPHO-
IO MOJIEJINPOBAHIS MOPQOJIMHAMUKN B MEPUCTEMATHIECKIX TKAHSIX PACTEHHIl
JIEYKUT 00Iasd KOHIIENTYa bHas CXeMa, UCCJe/0BaHuil MOpMOMHAMUKI C UC-
M0JIb30BaHNEM KOMITBIOTEPHOT'O MOJIEJTNPOBAHNS, IIpejicTaBIennas Ha puc. 2.1, a
TaKxKe TpebOoBaHns K MaTEeMaTHICCKIM MOJIe/IsiM MOpdOoreHesa pacTeHmit, orm-
caHHBIX B 0030pe |150], cymecTBeHHO pacIinpeHHble I YTOUHEHHBIE HAMUI.

B pamkax MeTOJUKHN MOJICTUPOBAHUS PEIAIOTCS Pa3/JIMIHbIe METOJIIIe-
CKHe TTPoOJIeMBbI M BOIIPOCHI, B YacTHOCTH: Kak onmchBaTh JUHAMUKY (POPMbI
pacTuTeIbHOM KIeTKH, TKanu, oprana’ Kak obecrieunTh BO3MOKHOCTD aHAIN3a
MPUINHHOCTH MOJIETUPYEMbIX sBjieHnit? Kak MomemmpoBaTh caMoopranm3alinio
AaTTEPHOB PACTUTE/ILHON KJIETKU, TKaH!, oprana?’ Kak obecrednTsb JeKOMIIO3H1-
U0 TpobJIeM MOJICTUPOBAHUS U MCCIEIOBAHNS CJIOXKHBIX MTPOTIECCOB MOPQOoTe-
He3a pacTennit. Kakue 6a30Bbie MOJIE/IN MOTYT JIeYKaTh B OCHOBE MeTo K ! Ka-
KYI0 MIHUMAJILHYIO MOJIE/b, 00eCIIeunBaIoNLyio (popMIpOBaHue MaTTepHa Hi-
[T CTBOJIOBBIX KJIETOK MEPUCTEMbI MOYKHO TOJIOKUTH B OCHOBY MeTonkn! Kak

MOJIEJINPOBATH JIMHAMUKY POCTa KJIETKH U TKaH! pacTeHus! Kakue nmapaMerphl
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o0IIIell MOJIe I MOTYT OIpPEJIesITh pasHooOpasne Mojesei, OpueHTHPOBAHHBIX
Ha KJacC 3aJad 110 MOJIEJIUPOBAHUI0O MOPMOIMHAMUKI PACTUTEILHON TKAHM?
Kak yunrbiBaTh B Mojean Onodu3ndecKne CBOWCTBA KJIETKH U TKAHU pacTe-
Hust ipu uxX pocre? Kak mpoBouTh BepuduKanuio (IpoBepKa KOPPEKTHOCTH
MOJIEJIN ), BaJMU3AIN0 (MIPOBEPKa COOTBETCTBHST MOJIEJIN IKCIEPIMEHTATBHO
HaOJII0/IAeMOMY TOBEJIEHIIO) U OIEHKY KadecTBa Mojesieii Mopdorenesa. Kak
IIPOBOJINTH aHAJIN3 IyBCTBUTEIbHOCTH MOJETN? U T.]I.

st mojenupoBanust MOP(OIMHAMUKI PACTUTENbHON TKAHU HAMH ILC-

[TOJIb30BAJIUCH CJIEJTYIONINE 1O/ IXO/IbI:

1. CbOpMa.HI/ISaIJ;I/IH TOIIOJIOTHN KJICTOK B TKaHH 1 €€ MOp(bOILHHaMHKH (ﬂeﬂe—

are u JuddepeHnnpoBKa KJIeTOK) B Bl TTPABUI L-CHcTeMbl.

2. opMasmzaIys B3auMHON pery/siuun MopgoreHoB B Bujie jauddepeHiiu-

AJILHBIX YpaBHEHWIT TuIa peakius-anddy3us.

3. HCIIOJIb30BaHUE MEeXaHU4YeCKO MOJeNn KJIEeTKU B BHUJE OCMOTHYECKOI
SUCHKI, 3aK/TI0YEHHON B YIPYTOIJIACTHICCKYIO TOJTYITPOHUIIAEMYIO 000-

JIOUKY IIPU MOAECJINPOBaAHUUN OMOMEXAHUKNI POCTa KJIETOK.

YHUGUIIPOBAHHOCTH METOINKN MOJICTUPOBAHNS MOpPQOrene3a KIeTOK 1
TKaHU Pa3/IMYHbIX BUJIOB PACTEHUIl ¢ YIE€TOM TOIIOJIOTUN 1 MFeOMEeTPUN KJIETKU U
TKaHW, a TaKxKe MOPMOreHeTUIecKO Peryasaiul 1 ONOMEXaHnIeCKNX CBOMCTB
KJIETOK JIOCTUIAETCs IIyTEeM UCIIOJIb30BaHNIs METO/1a MO/ICJINPOBaHNY JJUHAMUYE-
CKUX CUCTEM C JIMTHAMUYECKON CTPYKTYpoil B popMmasiimame JuddepeHmaabHbIX
L-cucrem. B pamkax jmccepraliun paspadoTaH W peajin30BaH OpUTMHAJIbHBIII
dopmamsm «ckaeerrbie» dL-cucTeMbl, KOTOPBIH MO3BOJISIET UMUTHPOBATL O/I-
HOHAIIPABJICHHBIN CUMILIACTHLIN POCT JABYMEPHOII PACTUTEJILHON TKAHU.

Huzke nipejicTaBIeHbl OCHOBHBIE OCOOCHHOCTH MOjesieil Mopdorenesa pac-
TEHWIl U MyTU WX peain3allii B paMKaX HCIOJIb3yeMOoil B paboTe MEeTOIUKN

MOIEJIPOBaHNAd.
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Ucnonib3yemast MeTOIMKa MOJIeTMPOBAHNs TTO3BOJISET OINNUCHIBATEL JIMHA-
MUKY U3MeHeHUs (POPMbBI HE TOJIBKO B T€OMETPUIECKUX TePMUHAX, HO U B Tep-
MIHAaX TOIOJIOTMYECKUX CTPYKTYP PaCTUTE/ILHOIN KJIETKU, TKaHU, opraHa, nMe-
IOINX SICHYIO OMOJIOTHYIECKYIO MHTEPIIPETAINIO.

Bo3MoxKHOCTB aHaIM3a TPUUUHHOCTH 00€CIIeYnBaeTCsl CpejICTBaMU O10.J10-
IMYECKO MHTepIpeTalun MOJACJINPYEMbIX ABJICHUN U UX B3aUMOCBA3ECH, BKJIIO-
Jyag JUHaAMUYeCcKre 0COOEHHOCTH T'eOMeTPHUN 1 TOIOJOIMMN KJIeTOK 1 TKaHeil, nx
OmoMexaHnYecKue cBOiicTBa, MOPQOJNHAMIKA U BBIIOJIHsSIEMbIE (DYHKIIIN.

B meTosnKke MOeIMPOBaHNS IIPUHUMAETCsI, 9TO (popMa pacTeHUl He KO-
nupyetcs HerocpercTBerHo B ux JIHK, a BocriponsBoauTest ¢ IMOMOIIBIO Hepap-
XUU IIPOLECCOB MOpgOoreHe3a, KOTOPbIE CBA3BIBAIOT sIBJCHUSI MOJIEKYJISIPHOI'O
YPOBHZ (MopcbOHOJle) C WX MAKPOCKOIIMYECKUM TIposiBjieHneM ((hopMoil KireT-
K, TKQHU UJIH OpraHa). DTo MO3BOJISIET IIPOBOJITH AHAJIIS POJIH PErYJISITOPHBIX
MEXaHI3MOB MOJIEKYJ/ISIPHO-T€HETHIECKOT'O YPOBHsI B MOp(OTreHe3e, 1 BhISIBUT,
KaK OHU MOT'YT OBITh IIPOSIBISITHCs B IVI0OAJIBHOM IOBEJIEHUN CUCTEMbI (paCTy—
IEro pacTeHws ). ITO 00eCHeINBaeT BOZMOKHOCTD MOJICIUPOBAHIS 1 AHAJIA3A,
IIPOIIECCOB CAMOOPraHU3aIUi, KOTOpble (POPMUPYIOT MOPQOreHeTHIeCcKre maT-
TEePHDI.

B MeTommke peasnzoBaH HepapXmIecKnii MOaXo K MOJASINPOBAHIIO MOP-
doMHAMUKN PacTeHUil Ha OCHOBE MOjeseil KJIeTOK, MHOYKECTBA B3aUMOJIeii-
CTBYIOINX KJICTOK U TKaHEell ¢ y4eTOM TOIOJIOTUN U TeOMEeTPUN KJICTKN U TKAHU,
a TaK»Ke MOp(MOreHeTHIECKON PEeryIsiiun 1 ONOMeXaHUIeCKIX CBOMCTB KJIETOK.
DTO MO3BOJISIET OCYIIECTBJISIT JIEKOMIIO3UIINIO U YIIPOIIEHNe IIPOoOIeM MOIe/I1-
POBaHUS CJIOYKHBIX OMOJIOIMYECKUX CHCTEM.

MeTonnKy Mojie/INPOBaHUsl PaCIIupsieT pa3pabOTaHHbI B paMKaX JIHC-
ceprarun Habop 0a30BLIX KOMIIBIOTEPHBIX MOJIE/Iel, KOTOPbIe MOI'YT ObITh MC-
[10JIb30BAaHbI KaK IaTTePHbI (Lua6JIOHb1) MOJIeJIMPOBAHUS [IPU peaIn3aluil KOM-
IJIEKCHBIX MoJIesieit MOpoIMHAMIKI PACTUTEIbHBIX KJIETOK U TKaHeil. B dact-
HOCTH, peajn30BaHbl MOIe (POPMUPOBAHMS HUIITM CTBOJIOBBIX KJIETOK MEpH-

cTeMbl pacTeHust (apabuJoIChca) ¢ yIeTOM pacipejenenns MopdOreHoB, Ha
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OCHOBE 3TOT'0 pean30BaHa MOJEb CUMILJIACTHOTO POCTa JIUCTA TITEHUIBI U MO-
JIeIb TTPoJIndUpPAINN PACTUTEIBHBIX KJIETOK U (POPMUPOBAHNE TTaTTEpPHA pac-
npejie/ieHns] TPUXOM Ha JINCTE IIIEeHUITHI.

MacmmrabupyeMocTh MO U BhIYUCIUTENbHAS IPHEKTUBHOCTDL 00eC-
[IeUNBaeTCsl pean3alueil Ha sg3biKe nporpaMMmupoBanns C / C-++ nauboJiee 3a-
TPATHOTO B BBIYUC/JIUTETHHOM OTHOIIEHUN MOJLYJIS UCCTETOBAHNS TyBCTBUTE -
HOCTH MOJIEJIH. DTO MO3BOJISIET BBINOJHATH (P HEOOXOMMOCTH) PACIeThl Ha
BBICOKOIIPOM3BO/IUTEIbHOM BBIYHCINTE/ILHOM Kiiacrepe [11, 10].

Baxkmoii 0cOOEHHOCTHIO METOJINKN SBJISIETCS BO3MOXKHOCTD PACITHPEHUS
MOJIEJT TIyTeM BKJIIOUEHNs] HOBBIX ACIEKTOB IPEJIMETHON 00J1acTh, BKJIIOYas
MOpP(OreHETHIECKYIO PETYIAINII0, 0OCOOCHHOCTH SKCIPECCUN TEeHOB B KJETKAX
JINKOT'O THUIIA U TIPU PA3JINYHOIO POjia MyTalludX 1 UX BIUSHUA Ha MOpdorenes
1 OMoMeXaHnKy KJIeTKHU 1 T.J1. ' TaKoro pojia pacimpene MO/ OCYIeCTB/IsAeT-
cst aepe3 0000IIEeHHOe OUCaHne MOJIe/N (TTaTTepHa MOJICJTNPOBAHNUS ), BKIIOUAST
OIUCaHNe HAYATBHOIO COCTOSHIS 00BEKTa MOJETNPOBAHNST (AKCHOMBI), MHOKe-
CTBa yIOPAI0UEHHBIX 10 BpeMeH! MOPQOTMHAMIIECCKIX COOBITUI, TOMOJIOTNYe-
CKUX W OMOMEXaHMIECKNX XapaKTEPUCTUK KJIETKHM W TKAHW, BIUSIONIX Ha WX
MOPMOIMHAMUKY, W TIPaBUJI IIpeodpas3oBaHus Mojeseil MopdomHAMIKI Pac-

TUTEJIbHBIX KJIETOK WM TKaHM, YIUTbIBalOIIUX 93TU CBOIiCTBA.

2.3. @opmajgm3anusag METOAWUKHN MOJIeJIMPOBAHUA MOPQMOIMHAMUKHA

paCTI/ITeJII)HOﬁ TKaHU C mcrnoJyb3oBanueM dL-cucrem

B ocrose meroukn «Mopdomnuamuka pacruresbroit Tkauuy («MPT»)
JIEZKAT METOJ, MOJIEJINPOBAHUS JIMHAMIYIECKIX CUCTEM C JUHAMUYIECKON CTPYK-
Typoit B hopmasimame guddepennnaabibix L-cucrem. Obimas ujiest COCTOUT B
nepernuchbiBaHun (peodpasoBaHmm) KJIETOUHOM CTPYKTYPBI, IPU KOTOPOM JIHC-
KpeTHbie cobbITHst (JinddepeHnpoBKa, JIeJIeHIe KJIeTOK) TPOUCXO/IAT Ha (hoHe
U B 3aBUCHMOCTH OT HEIPEPBIBHBIX MPOIECCOB (POCT KJIETOK, JIMHAMUKA MOP-

dorenon). B pamkax mMeTonkn paspaboTaH n peasn30BaH OpUTHHAIBHBIH (op-
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MaJIN3M «CKJIeeHHbIe» dL-crucTremMbl, KOTOPBIiT TT03BOJIsIET UMUTHPOBATH OJTHOHA-

[IPABJICHHBI CUMILJIACTHLIN POCT JABYMEPHOII paCTUTEJILHON TKAHMU.

2.3.1. luckpeTHble COOBITUS
Jenenne KjaeTok

[Ipu n3ydyeHnn cecTpuHCKUX KJIETOK B KOHUNKE KOPHSI IIPOPOCTKA KYKYPY-
3bI OBLIO TIOKA3AHO 3], 9T0 XOTsI Cpe/iHsst JIJTUTEIbHOCTD IIHKJIA He U3MEeHSIeTCs]
Ha [IPOTS2KEHNN 3HAUYUTE/ILHOI'O IIePHO/Ia BpeMEeHH 1 OJIN3Ka B Pa3HbIX TKAHSIX,
JUITUTEJILHOCTD IUKJIOB OTJE/IbHBIX CECTPUHCKUX WJIM PsJIOM PaCIIOJIOKEHHBIX
KJIETOK Pa3/InvacTcs IJIABHBIM 00pa30M M3-3a HEPABHOTO JICJICHUS KJIETOK, TakK
KaK Iepexo/l K MUTO3Y BOSHUKIINX KJIETOK KOHTPOJMPYETCs JOCTUKEHNEM UMU
KPUTHIECKOro pasmepa. B pabore [159] uccieioBano, Kak pasHbie MIPaBIIa Bbl-
O0pa OpHeHTalNN KJIeTOUHOI CTeHKN IIPU JIeJIeHNH KJIeTKH BJIMSIOT Ha [IaTTEePH

KJICTOK B TKaHMH.
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Puc. 2.2. OTHolenne ILIomau JgoUepHeil KJAeTKM K ILIOMAIN MaTePUHCKOI

KJIETKH (PHCYHOK u3 paboTsl [171]).

[Ipu opmoHAITPaB/IEHHOM POCTE OPUEHTAITUS KJIETOYHONU CTEHKHU IepIIeH-
JIIKYJISIPHA HAIPpABJIEHUIO POCTa TKAHU, [IO3TOMY BBIOOD MeCTa PacIIOJIOXKEeHMs
KJIETOUYHOU CTEeHKU Ipn aeJICHNN KJIETKHN OIIpEAEJIAEeTCA ITapaMEeTPOM JTCJICHU A d
OnHa jovepHsis Kierka nmeer pasmep d-1, npyras (1 —d)-1. [lapamerp d siBjisi-
eTcs B MOJIeIN CAyYailHOI BEJIMYMHON, KOTOpas UMeeT yCeHEHHOEe HOPMAJIbHOE
pacrpesenenne [153, 20|. Cpesree pasro 0.5, cpeiHeKBapATHIHOE OTKIOHEHHE

pasuo 0.1, monosinuTenbaoe yeaopue: 0.1 < d < 0.9. Takoe 3HaueHne cpejixe-
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Puc. 2.3. Knerounble maTTepHbl TpH pa3HblX 3HAUECHUAX CPEIHEKBAIPATIIHOTO

OTKJIOHEHMSI ITapaME€Tpa aCUMMETPUN J€JI€CHNA KJIETOK.

KBa/IPATHIHOIO0 OTKJIOHEHUsI PACIIPOCTPAHEHO MPU MOJIECJINPOBAHII POCTa Pac-
TUTEBHON TKAHU, HAIIPUMED, UCIOJIb30BAIOCh B Mojen [43]. Pacmpesenerne
napamerpa d Jijisi alliKaJIbKOI MepucTeMbl 11odera apabuiomcica IoKa3aHo Ha
puc. 2.2. Kjietounble maTTepHbl, KOTOPbIE MTOJIYYaI0TCsT IIPHU OJIHOHAIIPABIEHHOM
pocTe 1 JeJIeHNN KJIeTOK JIMCTa IIPU Pa3HbIX 3HAYEHUsIX CPeIHEeKBaIPaTHuIHOrO
OTKJIOHEHUST JIJIs CJIy9ailHO# BeJTMIMHBI d TIOKa3aHbl Ha pHC. 2.3 (BU3yaTH3alis]
BBITIOJTHEHA ¢ TIOMOTIBI0 (byHKInit makera « MPT»).

B ecrecTBeHHBIX YCIOBUSIX TATTEPHBI CHHXPOHHOI'O JIJeHHsT KJIETOK
00BITHO He HAOIIoatoTes. B MeprcreMaTniecKkoii TKaHU IIPU JeJIeHIN MaTePIH-
CKOI1 KJIETKH pa3Mepbl JIBYX JOUYEPHUX KJIETOK OTIUYAIOTCS, IYTO OBLIO IKCIIEe-
PUMEHTAJIBLHO [TOKA3aHO, HAIIPUMED, Ha KJIEeTKAX allKaJIbHOH MEpPHCTEMbl apa-
oumoricuca [170], mosToMy pocT KJIETOK B MepucTeMe pasHopoHbiii. OIHako
ec/I HAUNHATh MOJIEJIUPOBATH POCT TKAHH C OJHO KJIETKH, TO Ha MPOTIAZKEHNN
HECKOJIBKIX ITE€PBBIX KJIETOUHBIX IUKJIOB HAOJIOJAIOTCS CHHXPOHHBIE JIE/IEHIST
KJ1eTOK (puc. 2.4). BpeMst pacCHHXPOHU3AINN KJIETOK YMEHBITAETCSI C YBeTe-
HUEM CPeIHEKBaIPATUIHOIO OTKJIOHEHN napamerpa d. s Toro 9robbr mosry-
YUTHh ACUHXPOHHYIO IMOIYJISIIUIO KJIETOK MPU MOJEJNPOBAHIN TKAHN, HAYMHAS
¢ ojiHOIT KJIeTKH, aBTOphl Mogesn [191] ma nepBom starmne (mepsbie 4-5 jresienmii )
J00ABIIN K JITNTE/ILHOCTH KJIETOYHOTO UK/ KayKI0M KIeTKN 25-IIPOIEeHTHBII

Iy M.
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Puc. 2.4. JlunaMuka cpeJiHero 3HadeHusI NHIeKca 1epOPMUPOBAHHOCTH KJIETOK

JINCTa B 3aBUCUMOCTH OT SHAYCHU:A IIapaMeTpa aCUMMETPUN JCJIE€HNA KJIIETOK

JdunddepeHiimpoBKa KJIeTOK

IIponecc ndpdepeHIUPOBKE  KJAETOK MOJE/JUPYeTcsd IpaBujaMu  L-
CHCTEMBI, KOTOPbIE MEPEIICHIBAIOT THUIT KJICTKH B 3aBHCUMOCTH OT 3HAYMCHHUIT
KOHIIEHTPAIH MOPGOreHoB B KJIETKe JIHOO OT MECTa PACTIOJIOKEHUsS KJIeTKH
B TKaHN (HAIPIMED OT PACCTOSTHUSA OT OCHOBAHUS JIHCTA WM OT OPraHu3alIlii-
OHHOT'O IEHTPa B allMKaJbHOiT MepucTeme mobera). B mogesnn [191] wHa mpume-
pe pocTa KOHYMKA KOPHs OBLIN M3YYeHbI PasHble BAPUAHTHI EPEX0O/a KJIETOK
OT 30HBI POCTA JIEJEHHEM K POCTY PACTsIZKEHHUEM, aBTOPbI MPUIILIN K BHIBOIY,
9TO TIEPEKTIOICHNE THIIA KJIETOK MEKJIy 30HAMI BEPOSTHEE BCETO PEryJIHPYeTCs

KOHIIeHTpaIueil (puToropMoHOB.

2.3.2. HenpepbIBHBIE ITPOIECCHI
JInHaMuka KOHIIeHTparnuii MopdOoreHoB

[TycTs KIeTKU ¢ 1 J pa3je/ieHbl MEXKKJIETOUYHBIMI TPAHUIAME ILIOTIAIH
Sij, Uepe3 KOTOpble MOXKET MPOUCXOJIUTDL IepeHoc semiecTsa FP. MexxkieTou-
HbIE I'PAHUIIBI XapaKTepu3yoTcs KoddduimeHTaMu npoHunaemoctu S1p u S2p
(Mexk Ty KIeTKaMu oJfHOro paiijia 1 Mexk1y coceaumu daitaamn). B kierkax
MOT'YT HPOUCXOJIUTh PEAKIINU CUHTE3a U pacliajia BellecTs.

[Iyctb qudppy3us onucwkiBaeTcss 3akoHoM Puka 1 MyCcTh KOIDPUIUEHT

Jnddy3un BHYTPU KJIETOK MHOIO OOJIbINE, YeM MKy KJIETKaMHU, TakK d9To
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BHYTPHU KJICTKH KOHIICHTPAIINH BEIECTB Be3JIe OJNHAKOBBL. 3a BpeMs At B Kiiet-
Ke { KOJIIYeCTBO BelecTBa P m3MeHuTes 3a c4ér: (a) HoToKoB J;;(T) BeliecTsa
P wmexty kieTkoit ¢ u Kiaetkamu j,j € €(i), rjue €(i) — MHOXKeCTBO coce/ieit
KJIeTKH 7; (0) CHHTe3a JAHHOIO BEIecTBa B KJIETKE C YIeTbHONH CKOpOCThio g P
u (B) ero paciajia B pe3yJibTaTe Peakiui [epBOro mopsijka ¢ Ko3bhumenTom
ckopoctu dp. Torma nuHaMuKa KOHIEHTPaluil BemecTBa P B KJIETKaX OINCHI-

Ba€TCdA YpaBHCHUEM:

dp; BpSij(pi — pj) 1 dV;
i _ —dypy — g2 2.1
oy Z v +Vvp —dpp; — P V. dt (2.1)

jee(i)
Poct Kj1eTOK B oAHOMEPHOM M JIByMEPHOM KJIETOYHOM aHcambOJie

O tHoHAIIPABJIEHHBIT POCT KJIETOK B MOJIEJN OINCHIBACTCsT HEIIPEPhIBHBIM
U3MEHEHHEeM IapaMeTpa JUIMHbI KJIeTKH [ 1 3aJaéTcd gBHOM QyHKIMEl pocTa
Fy nmm juddepennuaibibiM ypaHenueM. B ojgnoMepHoM BapuanTe MOJIeJI
KJIETKI COCTaBJIEHBI B 1lenouky. [Ipn MopempoBaHuu o fHOHAIIPABIEHHOI'O PO-
CTa KJIETOYHOI'O IJIACTa HECKOJIBKO IEIMOYeK COCTABJIEHBI PSAJIOM MPEJICTaBIAIOT
IPOJIOJIBHBIE PsiIbl KJAETOK. [Ipu 9TOM, Jijist TOro 4rodbl yyecTb 0COOEHHOCTH
POCT PACTUTEJILHOI TKAaHM, HEOOXOIMMO UTOOBI JIJIMHBI KJIETOK POCJIA COTJIacO-
BaHHO U KJIETKU HE CJABUTAJNCH JIPYT OTHOCHUTEIBHO Jipyra. st 9Toro ObLia
paspaboTaHa MoOJeIb OMOMEXaHUKN CHUMILIACTHOI'O POCTA, IOJAPOOHO M3JI0XKEH-
Has B riaBe 4. KjieTodnble naTTepHbl, CreHePUPOBaHHbIC B PEyKNME CBOOOIHOIO

U CUMILJIACTHOI'O POCTa, IpejiCTaBJIeHbl Ha puc. 2.5.

2.3.3. «Ckieennbie» dL-cucrembl

st TOoro 4ToOBI MOJIEINPOBATH IIPOIECCHl POCTa TKaHU, COCTOSIINEH u3
Pa3HBbIX THUIIOB JIEJANIUXCI U HeJeINXCcd KJIETOK, B pe3yJbTaTe 4ero n3Me-
HSIETCsI KJIeTOYHas CTPYKTypa TKaHHU, Ie1ecoo0pa3HO HCI0JIb30BaTh (hopMa-
JIN3M, MpejHa3HaveHHbIl JJId OlMCaHusd JUHAMUYECKUX CHUCTEM C JIMHaMU4e-

ckoil cTpyKTypoit. OpHuM u3 Takux (GopMaJIM3MOB sBJisieTcss popMainsm L-
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CBob0oAHbIN pocT CvmnNacTHbIM pocT

Puc. 2.5. IIpumep renepannyt KJIeTOUHBIX MATTEPHOB JIBYMEPHOIT TKAHH C TTIOMO-

mpio nakera «MPT» 1pu ¢cBoOOIHOM U CUMILIACTHOM PEXKIME POCTA.

cucrem [108] u ero BapnanTor [148].

Dopmaiibio L-cucrema nmMeer Tpu cocTaBAONmX: andasut (HAGOP CHM-
BOJIOB, 0003HAYAIOIINX THIIBI 3JIEMEHTOB), aKCHOMa (HadaabHas CTPYKTYpa CH-
CTeMbI) U MHOXKECTBO MPABUJI BbIBOJIA (BO3SMOXKHBIE TIPEBPAIEHUS JIEMEHTORB
apyr B Japyra). st Gojiee peaqncTudHOTO MOJIEJUPOBAHUST PA3BUTHS HAJIO
Y4I€CTh, UYTO KJIETKHU, HAIIPUMED, PACTYT C PA3THIHBIMU CKOPOCTSAME, U MOITO-
MY MOTYT JICTUTHCS B HECOBITQIAIONTNE MOMEHTBI BPEMEHH, TO €CTh ACHHXPOHHO.
st TaKkOro MOJIesIMpoBaHus TPOCTYIO L-cuctemy MogudumupoBa i B audde-
peHIAJILHYIO TapaMeTpu3oBannyio dL-cucremy. [ 9TOro BBE/IN €IMHOE 1151
CUCTEeMBI HENpepbIBHOE BpeMs. KayKJblil 3//eMeHT CHUCTEeMbl UMEeeT OJINH WJIN
HECKOJIBKO MAapaMeTpOB, U 3TU TapaMeTpPbl U3MEHAIOTCA WHINBUIYAILHO J1J1s
KazKJIOro sJieMeHTa B 3aBUCHMOCTHU OT €JIMHOro BpemeHu. lIpaBmia nepexoja,
eJIMHBIC JIJIsT BCEX JIEMEHTOB, W OIpPEJIESIONIe MPEeBPAICHIA 3/IEMEHTOB U3
OJIHOTO THUIIA B JAPYTOil, cpabaThbIBAIOT Telepb WHAUBUIYAIbHO I KaryKI0TO
9JEMEHTa TIPU JIOCTHKEHNN HEKOTOPOIO MOPora OMpe/Ie/IEHHBIM TapaMeTPOM B

9TOM dJIEMEHTE.
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[lajiee, B 3aBUCUMOCTHU OT TOI'O, KaKoil IapameTp JOCTHUI' B JAHHBII MO-
MEHT CBOErO IOpOora, MOXKET 3aBHCETh, KaKoe IpeBpalienne OyJIeT coBepIlaTh
seMeHT. Hanpumep, ecmm JyinHa KJIETKH JOCTHUIJIA [IOPOTra, TO ITPOUCXOIUT ee
JlejieHnne, a ecJiu KOHIEHTPaIs HEKOTOPOTO BEIIEeCTBa JIOCTUTIA ITOPOTa, TO TPO-
HCXOJIUT IIPEeBpallieHie KJIETKU OJHOr0O THla B Jpyroi. IIpm 5ToM MOXKHO MO-
JIeJINPOBaTh CUHTE3 U PACIa]l BEIIEeCTB B KJIETKAX OIPEJIeJeHHOrN0 TUIa W MX
pacipocTpaHeHne 10 KJIETOTHOMY aHcaMOJIIO.

Urax, npu MojieiupoBannn MOpOIMHAMIKI PACTUTE/ILHON TKaH! B (DOp-
masmsme dL-cucrem uckperHbie cobbiTust (nddepeHImpoBKa, IeieHne Kie-
TOK) MPOUCXOJIAT Ha (DOHE U B 3aBUCUMOCTH OT HEIPEPBIBHBIX MTPOIIECCOB (POCT
KJIETOK, JInHAMIKa MOP(OreHoB). KoMOUHIpYst MOy paspabOTaHHOTO TaKe-
Ta MbI [IOCTPOMJIN KOMIIBIOTEPHBIE MOJIEIN JIJIsl PElIeHusl 3ajad JUccepTalnm.
Jleraym KaxKJ10ii MOJEJIN OIICAHbI B COOTBETCTBYIONIUX TJIaBaX.

YunreiBas criennduKy CUMILIACTHOINO POCTa PACTUTE/ILHON TKAHN 1 Kpaii-
HIOIO aHU30TOPOIIMIO POCTA JIMHEIHOIO JIICTA, MbI Pa3paboTa Il BAPUAHT «CKJIe-
EeHHBIX» OJIHOMEPHBIX Jud depeHImaabubix L-cucreMm. B 3T0oM hopmasimsme Mbl
OITICAJIN JUHAMUIECKYIO MOJIEIb CUMILIACTHOI'O POCTa C YUETOM €0 MeXaHUKH,
1 peaju3oBaJi Mojiesib B cucrteme Mathematica. [Ing Beramciaenus junamu-
KI pa3sMepoB CBOOOJIHO PACTYIIUX KJIETOK MbI HCIIOJIH30BAJIN [IPEJICTaBICHIE O
KJIETKE KaK 00 OCMOTHUYECKOIl siueiike, IOMEIIEHHOI B PACTYILyI0 000JI0UKY 13
9JIACTUIHOTO MaTeprasa (mogpobree Oy/eT pPAcCMOTPEHO Jajiee B Tiiase 4).

®opmasnsm dL-cucrem ObLI MOAUMHUIIUPOBAH ¢ YIETOM CIEHU(MUKI Ieo-
METPUN JINHEHHOTO JINCTa — MapaJsiiebHble MPOJ0IbHbIC PAJIbl KJIeTOK. /lu-
HAMUKY KJIETOYHON CTPYKTYpPbI JIMHEIHOrO JincTa, cocrodiiero us N mnapaJi-
JIEJIbHBIX TTPOJIOJILHBIX PAJIOB KJIETOK, Mbl MOJIETUPOBAJIN C TOMOIILIO N 0JIHO-
MepHbIX dL-crucrem, Kazkjiast U3 KOTOPBIX MOJIEJNPYET JUHAMUKY CTPYKTYPHI
OTJICJIHOT'O TPOJIOJILHOTO psjia. [y Toro 4rodbbl 06ecneduTh CoriacoOBaHHYIO
paboty dL-cucrem, MOJACTUPYIONINX JUHAMUKY KJIETOYHON CTPYKTYPhI OTACTb-
HBIX MPOJOJbHBIX PSIJIOB KJIETOK, Mbl BBEJIU €IIE OJIHY <«YIPABJIAIONLYIO» OJI-

HomepHyto dL-cucremy. Kazkmas L-cucrema mmeer cBoii ajipaBUT U CBOIO aK-
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CUOMY, COIJIacOBaHHasl paboTa OIpPeJesseTCss TeM, UTO JUHAMUKA CTPYKTYPbI
onpeJie/isieTcs o0IUM HaOOPOM ITPABUJI IIEPEIIChIBAHNS, 8 TMHAMUKA IIapaMeT-

POB OIKCBIBaETCs 00IIeil crucTeMoil guddepeHInaIbHbIX YPaBHEHUII.

2.4. Peanuzaiuga naketa «MopdoanHaMuka pacTUTEJIbHON TKAH!»

B cucteme Mathematica

2.4.1. Peamuzarus padotrbl L-cuctembr B cucteme Mathematica

st cnermudpukarmm Mojeseit B popmasiname L-cuctem Mbl NCTIOTB30BAH
cucremy Mathematica. ITo cBoeit cyru, Mathematica npejicraBiser codoit 1361k
IIPOrPAMMUPOBAHNsT BBICOKOI'O YPOBHSI, TIO3BOJISIIOIIII Pean30BbIBATD TPaJIN-
IIMOHHBIN MpoTeypHbIil 1 dyHKImonaabublil ctuin. [Tockoabky Mathematica
NMeEeT BCTPOEHHYIO CHCTEMY MEPEIUChIBaHNsd, €€ ITPOCTO UCIOIH30BaTh IS Pe-
ayimsaiun paborsl L-cucrembl. IlpaBuia 3amatorcs B Bujge a — b, 311eCb cuM-
BOJI 3aMeHdAeTcd CTPokoil b. OJHOBpEMEHHOCTh NpPUMEHEHHUs HabOopa ITPaBUI
OpraHmu3yeTcs TaKyKe C MMOMOIIBLI0 BHYTpeHnnx qpynkiuii nakera Mathematica.
s mpaBmi, cpabaTbiBaHne KOTOPBIX 3aBUCHT OT BBIMOJTHEHUS YCJIOBUIL, Ha-
JIO’KEHHBIX HAa [apaMeTpbl, IPUMEHsIeTCs 3alich a > b/;test (Takoe mpaBuio
cpabaTbiBaeT TOJBKO B TOM CjIydae, eciu ycaoBue test BepHo). Kpome sroro,
Mathematica mo3BosigeT gocTaTOYHO TPOCTO CO3JIABATHL I'pacdudeckne 0Opa3bl
¢ IpUMEHEHNEM PAa3JIMIHBIX IpaUIecKNX MPUMHUTHBOB, YTO YA0OHO [/ I'pa-

gpudeckoit mHTEpIPETAIINT TEKYIIETr0 COCTOSAHMS.

2.4.2. CrpyKTypa JaHHBIX

B cucreme Mathematica yjio6H0 padboraTh ¢ JaHHBIME, ITPEICTAaBICHHBIMI
B BUJe cnuckoB. Karkmas kjerka TKann B nakere «MPT» mpeacrapisercsa B

BHUJI€ CIIUCKa.:

CellType[Cell Params],
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rie CellType — tun kinerku, Cell Params — CImucok nmapamMeTpoB KJIeTKH (pas-
MepbI KJIeTKH, KOHIIEHTpaInn MOPQOreHOB B KJIETKE U JIP.), OMUCHIBAIOIINX €&
cocTostHIe. K1eTKi, paciooxKeHHbIe B OIHOM IIPOIOJILHOM PSILY, 00heMHSIIOT-
¢ B crncok. ITopsiiok KIeToK oTpazkaeT UX B3aNMHOE PACIIOJIOKEHIe B TKAHI.
HecKkoIbKO CIICKOB «IIPOJIOJIBHBIX PSIJOBY COCTABJISIIOT «MOJIEILHBIN JTHCT». Ta-
KIM 00pa30M, KJIeTOYHAasI CTPYKTYPa TKAHU [IPEJICTAB/ISIETCS B BU/JIE BJIOYKEHHBIX
CIIMICKOB.

st MomempoBaHus CUMILIACTHOI'O POCTa KJIETOK HEOOXOINMO 3aaTh
eIé OJIMH CIIMCOK, 9JIeMEHTaMI KOTOPOT'O SIBJISIIOTCS (DparMeHThI KJIeTOK. Kark-
IbIi (pparMenT Tak:Ke IIPeICTaB/IeH B BUAJIE CIIICKA, B KOTOPOM 3aIlUCAHbI JTHHA
dparMenTa 1 MOPSIAKOBLIE HOMEPA KJIETOK B «IPOJOJILHBIX PSAIaX», B KOTOPBIE
BXOJUT 3TOT dpparMedT. Tak Kak HallpaBIeHHe poCcTa U OPUEHTAINs ILIIOCKOCTH
JIeJIeHNUST KJIeTOK He MEHSIIOTCsI B IIPOIEcce CUéTa, TO M KOJMIECTBO «IIPOI0JIb-
HBIX PSITOB» TOXKE OCTAETCS MOCTOSTHHBIM.

B kadecTBe HaUaJIBHBIX YCIOBHII HEOOXOANMO 3a1aTh HMCXOTHYIO T'€OMET-
PUIO TKAHU B BUJIE BJIOKEHHBIX CIUCKOB (JJIs KJIETOK U JjIsi (hparMeHToB) u

Ha4daJIbHbI€ SHaAYCHUA IIEPEMEHHDBIX COCTOAHMNSA KJIETOK NX (bpaI‘MeHTOB.

2.4.3. Cxema pacdéra

Ha ka:kjoM Imare MHTErpUpOBaHUs IIPOUCXOIUT IIePecueT IepeMeHHBIX
COCTOSIHIS MOJIEJIN U IIPOBEPKa YCJIOBUIL JIJIsT U3MEHEHHUSI CTPYKTYPhI CUCTEMBI.
OrMmernM, 4TO HPH KaKJIOM CTPYKTYPHOM M3MEHEHHH TOIOJOIMU KJIeTOYHO-
ro aHcambOJisi IeperuchiBaeTcd cucreMa JuddepeHnnalbHbIX YpaBHEHUI JI/Ist
pacuéra JMHAMUKN KOHIIEHTpaluii MOpdOreHoB U sl pacuéra POCTOBLIX IIPO-
reccoB. O00OIIEHHASI cxXeMa II0TOKa, BBIYUC/IEHUS IIpejcTaB/ieHa Ha puc. 2.6.

CocrostHue cucTeMbl Ha KarkJIOM BPEMEHHOM Iare 3allliChIBAeTCs B OT-
JIeJIbHBIN CIHCOK, KOTOPBIN OTparkKaeT BCe U3MEHEHHsI, IIPONCXOMBIINE CO
CTPYKTYPOIi JINCTAa BO BPEMsl BBIYUCIUTEIHLHOIO SKCIEPUMEHTa, U IT03BOJISIET

BU3yaJIN3UPOBATLb PE3YJIbTATHI.
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HAYA/IbHbIE YC/TOBUA: TeomeTpua KNETOYHOTO aHCambns, TUNbl
K/IETOK, KOHLLeHTpauumn mopdoreHoB, CKOpOCTU CUHTE3a
(AMDPDPEPEHLUMANBHAA MAPAMETPU30BAHHAA L - CUCTEMA)

Mepec4éT paamepoB KNeTok (cuctema anddepeHumanbHbiX ypaBHEeHWUR) NepecyéT
KOHUEeHTpauumii mopdoreHos (cuctema anddepeHuUmanbHbIX YpaBHEHWNA)

Ycnosua ana HET

Ycnoeusa gns HET

neneHus
KNEeToK

MepenucbiBaHME TONOAOTUM
K/JIeToMHOro aHcambns (npasuna L-
cUCTEeMblI)

MepenucbiBaHWE CUCTEMBI
anddepeHumanbHbIX ypaBHEHN
ANA ANWH KNeTokK /dparmeHToB

Puc. 2.6. O606ménnast 6JI0K-cxemMa MporpamMMbl JIJIsl JIMCKPETHO-HEIIPEPhIBHBIX

> n3meHeHuA
TUNa KNETOK

oA |

MNepenucbiBaHUe KAETOYHOro
aHcambna (npaBuna L-cuctemsl)

MepenucbiBaHME CUCTEMBI
anddepeHumanbHbIX ypaBHEHW
ON8 KOHUEHTpauui mopdoreHos

Mozeseil MOpOJIMHAMUKN PACTUTEIbLHBIX TKaHEe
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2.5. HWnnarocTpaliuss METOAWMKN Ha IIPpUMepe ModeInpoBaHus (POpMu-

POBaHUS KJETOYHOro maTTepHa Bojopocu Anabaena catenula

B kadecTBe MJLIIOCTPATUBHOTO TIPUMEPaA MBI BOCITPOM3BEN MOJIE/Ib POCTa
HuTYaTol Bojgopocan Anabaena catenula [195] u npoBesin UMUTAIIMOHHBIE KC-
IIePUMEHTBI, PE3YIbTAaThl KOTOPHIX ITOKA3a/I1 COBIIaJIEHNE PE3YIbTATOB PACUETOB

C IKCIIEPUMEHTAJIbHBIMU JaHHBIMU O ITaTTE€pHE KJIETOK.

2.5.1. DbwmoJjornvyeckme npeAnoChLJIKI M Ka4eCTBEHHOE ONNCAaHUEe MO-

JaeJm

Huruarast Bogopocib Anabaena — onuH U3 NpUMEPOB MHOTOKJIETOUHOIO
OpraHm3Ma ¢ KJeTOYHOIl creruainsalueil: B OJHIX KJIeTKax (BereTaTHBHBIX )
oCyIIecTBIIsieTcsi (POTOCHHTE3, B TO BpeMsl, KaK B JIDYIuxX (rereporycrax) —
dbukcaryst azora. IIpogyKThl, BeipabaTbiBaeMble B Pa3HBIX KJIETKAX BOIOPOCIN
pacrpeesIsTioTcs Me¥K/ly BCceMU ee KJIeTKaMu 1myTeM Juddys3un.

Kiterku BOZOPOCIN TIPU JeJIEHUH OCTAI0TCsI COeMHEHHBIMI, U B PE3Y/Ih-
Tare obpasyioT jmHeiinbie ¢uramentsl gauHol 100 kiaeTok u 6osee. B orcyT-
CTBUM aMMUaKa W HUTpaTa B CyOCTpaTe, OTIEIbLHBIE PeTEPOINCThI Pa3/Ie/IeHb
MeK/LY CODOM IPUMEPHO JIECATHIO BEreTATUBHBLIMU KJIETKAMI PA3HOIO PasMepa.
DunaMeHT pacTér 3a CYET aCUMMETPUYHOTO JIeJIEHHUs] BereTaTHBHBIX KJIETOK.
Tax Kax 1pu 9TOM TE€TEPOLUCTBI OTOABUTAIOTCA APYT OT JAPyra, HOBLIE I'€Te-
POIMCTHI TPAHCHOPMUPYIOTCA U3 BEreTATUBHBIX KJIETOK IPUOIU3UTEIHHO 110~
cepejinHe MEXKJy yzKe ABYMsl CyIIecTBYomuMU. [ToaToMy paccrostHue MexkLy
reTepoIucTaMi OCTaéTCs B (PUKCUPOBAHHBIX IPAHUIIAX Ha MPOTSKEHUN BCEro
POIIECCa PA3BUTUS (PUIAMEHTA. ITa 0COOCHHOCTL CTPYKTYPDLI U ABJISIETCS MO-

ACJINPYEMBIM CTPYKTYPHBIM MHBapHuaHTOM.

2.5.2. llpenacrasnenune moaeaun B dL-cucreme

Mogenb paszsutust Anabaena npencrapiena cienyiorieit dL-cucremoii:
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Asnasur cocront u3 nByx tunos Kiaetok: V = {F,, F}}. Hauanbuas kon-
durypalusi cOCTOUT U3 TPEX OJIMHAKOBO OPUEHTHUPOBAHHBIX KJeTOK: FjF, [y,
BereraruBHble KjieTkn Fi, 1 reTeponucthl Fj, XapaKTepus3yoTcs JIMHOM [, KOH-
HeHTpalyeii asorcojepKalinx Berects ¢ u opuentarmeii h = {left, right}.
[TepBoe mpaBujIo JIIsi BEreTaTUBHBIX KJIETOK F), IOKA3bIBAET, YTO IOKa JIJINHA
KJIETKI [ MEHBIIE MaKCHMAaJIbHOTO 3HAYCHUS [,q, ¥ KOHIICHTPAILIIA BEIIECCTBA C
BBIIIIE TOPOTOBOI'O 3HAYCHUS Cppipy, JJIMHA KJIETKHU [ YBEJIMIMBACTCS SKCIIOHEHIIN-

aJIbHO, COIVIaCHO YpPaBHEHHIO:

dl
dt

rjae r — yJedbHasg CKOPOCTh pocTa. KoHIenTparus BemecTBa ¢ N3MEHAETCs 110

rl,

3aKOHY:
dc D¢ —2c+c,) — cl
dt l

rie D. — kosdpdunnent quddysun, v — CKOPOCTb PEAKIIHI [1ePBOr0 MOPS KA.

—v-c,

IlepBoe ciaraemoe B 9TOM ypaBHeHHN omIHUChIBaeT Juddy3uio BelecTB depes
KJIETOYHBIE CTEHKI, & BTOPOE IKCIIOHEHITNAILHBII CI1a/] KOHIIEHTPAIUN BEIIeCTB
B KJjerKax. Cirenyromne JiBa IpaBujia OIMUCHLIBAIOT JIe/IeHIe BereTaTUBHBIX KJIe-
TOK. Ecn KiieTka jocruraer MakCUMAJIbHONW JITUHBL [),q,, & KOHIIEHTPAI[Us Be-
IIIECTBA,  €IM€ BBIIIE YPOBHS Cpyip, KJIETKA JIEJIUTCSI, COIVIACHO 3HAUEHUIO IHapa-
MeTpa OPHEHTAINN, Ha, JIBE BereTaTuBHbIE KJIeTKH pasMepa d -y 1 (1—d)l a0,
KOHIIEHTPAIIHSI BeIeCTBa ¢ HAC/IeIyeTCsI OT UX POJAUTENIbCKOI KieTku. e Kon-
HEeHTPalNs aJaeT JI0 IPeJe/IbHOIO SHAYEHUSI Cpyin, KJIETKa JuddepeHnnpyercs
B rereponucty. Bee nmpaBusia oTBeYal0T HEIIPEPBIBHOMY KPUTEPHUIO: COXPAHSIETCsT
o0Iasl JI/IMHA ¥ KOHIEHTPallds a30Tcojep:KaiuX Bemects. [ToceHsist cTpoka
MOJIEIN XapaKTepu3yeT MoBejieHne reTeporuct. VX jmmHa 1 KOHIEHTpAIUsT Be-
IIECTB 9KCIIOHEHIINAJIbHO CTPEMSITCS K IIPeJebHbIM 3HAYEHUIAM lpar M Crag-
['eTeporucThl He MOJABEPTaroTCs HUKAKUM JIaJbHEHIINM H3MeHeHnsiM. Pe3yiib-

TaThl pabOThl MOJICTN MTPUBEICHBI HA puc. 2.7.
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Puc. 2.7. Pesynbrarer mogenupoBanus Anabaena catenula Ha TpEX pasjmaHBIX

1arax. H_II/IpI/IHa CTO.H6LL& — OTHOCHUTEJIbHaA IJIMHa KJIETKH, BBICOTa — KOHIIECH-
Tpalusd BelieCTBa . Témuble KileTKn — rereponucTbl, CBETJIbIC — BEIreTaTHUBHDLIC
KJICTKH. ZL.HI/IHa HUTHU BOJOPOCJIN B Ka}K,ZLbII‘/JI MOMEHT BpEMEHN HOPMHUPOBaHa K

eJIUHULIE.

[Tpencrasiennast Mojesb Bogopocan Anabaena catenula mokasbiBaeT, 9T0
IIPOCTON MeXaHW3M, OCHOBAHHbBIN Ha N3MEHEHU! KOHIEHTPAIIMU HEKOTOPOI'o Be-
mectBa (BesepcTBue peakiuu u Audy3un) U MPOCTHIX TMPABII OBEICHsI
KJIETOK B 3aBUCHUMOCTHU OT 3TOI KOHIEHTPAINN, CIIOCOOEeH O0bACHUTH BO3HUK-
HOBEHWE TPOCTPAHCTBEHHO HEOHOPOJHBIX KJIETOUHBIH ancambieil, coxpaHsio-
IIIUX OIpE/Ie/IEHHBI CTPYKTYPHBIN naTTepH. MoJjiesb XOpoIo BOCIPOU3BOIUT
HaOJTI0JaeMble 3aKOHOMEPHOCTHU B PACIPEJICTICHII NeTEPOIICT B IPOIECCce pas-
BUTHUs Bojopocan Anabaena catenula, a UMEHHO: T€TE€POIUCTDI OSIBJISIETCSI T1€-
puogngHo (uepe3 8-10 BereraTHBHBIX KJIETOK), UTO MOATBEPKIACTCS IKCIIEPH-

MEHTaJIbHBIMU H&6JHO):L€HI/IHMI/I.

2.6. 3akJrrouyeHue K rijiase 2

Paspaborana meTojuKa JIjIss MOJEJIUPOBAHUA MOPQOIUHAMUKN PaCTH-
TeJIbHOI TKAHU, OCHOBaHHAs Ha METOJIe MOJICJINPOBAHNS JUHAMIYECKUX CUCTEM
¢ JUHAMHUYECKON CTPpYKTYpoii B dopmasmame auddepeHiuaibibix L-cucrem.
Jlannasg MerojanKa JiexKUT B ocHOBe nakera «MPT», koTophblil peajim3oBan B
BIJIe IIPOI'PaAMMHBIX MoJiyJieil B cpejie Mathematica u mosBosisier UMUTHPOBATH
OJIHOHAIIPABJICHHBI CHUMILIACTHBIN POCT PACTUTEIbHONI TKAHU C YIETOM MOP-

doreHeTnveckoil perysinu U OMOMEXaHHIeCKHUX CBOWCTB KJIETOK U BOCIIPO-
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U3BOJUTH SKCIIEPUMEHTAIBHO HAOJII0/IaeMble TIATTEPHBI KJIETOYHONH CTPYKTYPbI
TKaHu. Paspaboranbl u peasmsoBanbl B akere « MPT» momenu (a) perysimn
CTPYKTYPBI HUIIK CTBOJIOBBIX KJIETOK allMKaJIbHOI MepucTeMbl mobera apabu-
JIOTICKCa Ha pacTyieil Tkauu, (6) pocra smmiepMuca JUHEHHOTo JiucTa, (B) Gop-
MUPOBaHUsI TPUXOM Ha JimcTe tineHuIbl. Jlasee, B riaBax 3-5 Oyjer onucaHa
dopmam3aus coorBeTcTBylomeil Mojen B Buje dL-cucrembr. IIporpammvuast

peanm3anus Mojiesieil BeimoaHeHa B akere «MPT».
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3. KomnbiorepHoe MojieJinpoBaHe PEryJsiiiid CTPYKTYPbI
HUIIKU CTBOJIOBBIX KJIETOK B allMKAJbHOI MepucreMe

pacTymiero mobera apabmagorcuca

["naBa mocpsieHa n3y4eHnio MeTolaMi KOMITLIOTEPHOTO MOJIE/TMPOBAHUS
YCTOMYNUBOCTHU CUCTEMBI PETYJIAINNA CTPYKTYPbI HUIIN CTBOJIOBBIX KJIETOK B allu-
KaJbHOI MepucTeMe pacTyIero mooera apaduiomncnca K BOSMYIIEHUSIM, BbI3bI-

BaeMbIM NU3MEHCHHUEM HpOCTpaHCTBeHHOﬁ CTPYKTYPhI KJIETOK.

3.1. DBbwmojsiorndyeckme npeanochblLlIKA 1 Ha3HAUEHUE MO/IeJIN

3.1.1. IIpocTpaHcTBeHHas CTPYKTypa HUIIMA CTBOJOBBIX KJIETOK

OO6beKTOM JIJIsT NU3YUEHUST sIBJISIETCA CTPYKTYPa HUIIH CTBOJIOBBIX KJIETOK
anukasbHofi Mepucrembl mobera (AMII) apabumoncuca. B mumme cTBOIOBBIX
KJIETOK BBIJEIAIOT ciiejytorue 30Hb1 (puc. 3.1). Kierku, pacro/ioxkenHbe Bo-
KpYT BEPTUKAJbHOM Ocu MepucTeMbl B pajinyce 2-4 KJIeTKHN B caMbIX BEPXHUX 3-4
CJI0SIX, CHHTE3UPYIOT 0eJioK, HazbiBaeMblit CLV3, u npuna/jiiexkar meHTpasibHoi
sone (I13). Kierku 113 nocrosinio jessitest ¢ HEOGOJIBINON CKOPOCTBIO U TAKUM
0bpa30oM JIal0T HAaYaJI0 BceM KjeTkaM robera. Huxke kierox 13 pacriosiaratorcs
KJIETKU, B KOTOPBLIX HaOJoj1aeTcs skcrpeccus reda WUS. DTu KiIeTKu OTHOCST
K opraauzarnuonaomy teHTpy (OLL), Tosmmaa KOTOPOro B BEPTUKAJBLHOM Ha-
[PABJICHIN MOYKET COCTAB/ATH 1-3 KJIeTKH. DTU rpynisl hopmupyior B AMII
OIpe/IeJIEHHYT0 CTAOMIBLHYIO TPOCTPAHCTBEHHYIO CTPYKTYPY U OKA3bIBAIOT JIPYT

Ha Jpyra peryupyiome Bosjeiicrsust |8, 5, 7.
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LleHTpanbHas

Puc. 3.1. Cxema perysignuy mpocTPaHCTBEHHON CTPYKTYPbI allMKaJIbHONH Mepu-

creMbl 1100era.

3.1.2. KuerouHasi CTPyKTypa U OCHOBHBbIE€ MOJIOXKEHUsI MOJEIN

B pesysibrare pocra u JieJeHUs ITPOUCKXOJIUT CMEHa KJIETOK, COCTaBJISIIO-
X 30HBI, TaK 9TO KjIeTKn 113, mepemerrasick BHI3, craHoBsaTCst KiaeTtkamu Ol
B CBOIO o4epejib, KiaeTkn OLl J1o/KHBI IepeMecTuThCA BHU3 U CTaTh KJIeTKaMu
pub-30HbI. B pamMkax Momenn, mpeicTaBaeHHol B IUccepTalnn, ObLT IOCTaB/IeH
Borpoc o crabuabHoM noJioxkennu OIl #a npomosbHoit ocu AMII orHOCHTEIB-
HO BepXHEH TOUKN MEPUCTEMBI I peryiannn pasmepa 113 npu yeaoBum pocra n
JICJICHUST KJIETOK.

J1j1s1 mocTpoeHusI OJIHOMEPHOI MoJiein ObLI BbIOpaH CTOJIOEI KJIETOK BO-
KpYT HEeHTPabHOI ocn MepucteMbl. COOTBETCTBEHHO, B Hada 1€ MACCUBa, PACIIO-
Jozkenbl kiterkn 13, 3aTem kierku OLL u gasiee Kj1eTKu, CleluaIn3upy OIIecs
B KJIETKH COCY/IMCTON cucTeMbl. B KaxKIoil KjeTke MaccuBa MOI'YT CHHTE3UPO-
BATBCsI BEIeCTBa-MOPQOreHbl, YCJIOBHO 00603HaYeHHbIe ciMBoiamu Y (Mopdo-
reH, oTpazkaiommuii yaacrue smugepmuca B hopmuposarun OLL [73]), C' (coot-
BercTByer Komiuiekey resos CLV1/2+CLV3) u W (coorsercrsyer reny WUS).
CropocTi cHHTE3a KazKJI0ro U3 HUX 3aBUCSIT OT KOHIEHTPAIUI OCTAaJIbHBIX Be-
IIECTB B JIAHHON KJIETKE. DTH 3aBUCHUMOCTH IpejcTaBeHbl Ha puc. 3.1. Kpo-
Me TOr0, BCE BEIEeCTBa PACIaLAl0TCsI C ONPEIEeTeHHBIMU CKOPOCTSIMU, 1 MEKLy
KJIETKAMU MOXKET IIPOMCXOIUTH IlepeHoc BemecTs Y u W.

«HepeKJHO‘{eHI/IH» KJIETOK BbIPpazKalOTCd B TOM, YTO KJIETKN B OIIpEeaeJICH-
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HOII 30HE CHHTE3MPYIOT olpejiesieHHble BemecTBa: B Kjerkax OLL (1 TosbKo
B HUX) cunTesupyercs W, B kierkax 113 cunresupyerca C, a Y cunrtesupy-
eTcsd TOJHLKO B IEpPBOIl KJIeTKe MaccuBa. B3anmmoeiicTBue MeK 1y BelecTBaMn
OIMCBHIBACTCA CXEMOI, M300parkKEHHOI Ha puc. 3.1 u MoxKeT OBITh BHIPaXKEHO B

CJIEAYIOIUX IMOJIOZKEHUAX:

1. modoren Y cunresupyercs B 1epBoil Kjierke. CKOPOCTh €ro CUHTE3a 3a-

BrcuT oT KoHnenrpaiwu seriecrsa W (WUS).

2. B zaBucumocTn ot KOHIIEHTPaIINN Y B APYTIUX KJIIETKaX MOXKET CUMHTE3U-

poBarkest Berectso C' (CLV1/2+CLV3)

3. B saBucumocTu ot KonneaTpannu Bemects Y u C' B KjIeTKaxX MOXKeT CHH-

Te3upoBaThes BemecTso W.

4. Mexny KIeTKaMu MPOUCXOINT 1epeHoc Bemects Y n W.

3.2. Maremarnieckoe onncaHne MOJeJNn

PaccMoTpuM oiHOMEpPHBINT MACCUB U3 11 KJIETOK, B KOTOPOM PAaCIIPE/Ie/IeHbI
TpHU BelecTBa-Mopdorena, ycjaoBHo obo3nadennbie cumpoiamu Y, C'u W. 9tn
BEIECTBa MOT'YT CUHTE3NPOBATHCA B KJIETKAX, PACIAIATHC, T MEXK/Ty KIeTKaMn
MOXKET MTPOUCXOUTDH TepeHoc BemecTs Y un W.

Peakmnu cunTe3a BEmecTs (9KCIPECCHn COOTBETCTBYIOIINX TeHOB) B KJIET-
Kax ITPOUCXOJISIT CO CKOPOCTSIMU, 3aBUCSIIIUME OT PUCYTCTBUS JIPYTUX BEIIECTB

10 CJIEIYIONIEMY 3aKOHY:

duk
— =ug(z), == E Eyjuj + hy,
dt -
J
F,He % nu 'Uk — COOTBETCTBEHHO peaﬂbHaH N MaKCUMaJIbHadAd CKOpOCTI/I CUHTE3A
KOHIIEHTPaIInA
BerecTsa k, IMEIOT pasMEepHOCTh LILSpel\/I[)H B g(2) — 6espasmepuast hyHK-

1S PEryJISIUN CUHTE3a B 3aBUCUMOCTH OT Oe3pa3MepHOil IepeMeHHOil yipaBJie-

nus r; By — xoaddunuenTsl 4yBCTBUTEIbHOCTH PEryJIalii ¢ pa3MepPHOCTbIO
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1
KOHIIEHT Al ’

KOTOpble OOJIbITIe HYJId, €CJIN BEMECTBO j CTUMYJIUPYET CHH-
Te3 BelecTBa k, 1 MEHbIIe HyJIsd — ec/ii yTHeTaeT. bespa3mepHblie mapaMeTpbl
hy, SIBJISIIOTCSI TIOPOTOBBIME 3HAYEHUSAMIE TlepeMeHHoil yrpasyienns (). s

OITMCAHUsT CKOPOCTEN peaKIuil B MOJIEJIN UCIIOJIb3YETCsd CUTMOUTHAsT (PYHKITHS:

(z) 1 m x (2) 0, v — —o0,
g(z) =5 —— ] ,9(2) =
2 V1+ 22 1, ©— 4oo.

B mannoit Mmomenn mpejmoaaraeTcs, 9To nepeHoc Bemects Y u W mex iy
KJIETKaMU MTPOUCXOJIUT 110 MeXaHu3My auddy3unonnoro tuna. Ilpn sTom mior-
HOCTb ITOTOKA BEIECTBA MEXKTY COCETHIMU KJIETKAMI PABHIETCI PA3HOCTN KOH-

IEHTPaINil B 9TUX KJIETKaX, YMHOXKEHHOIl Ha COOTBETCTBYIONMNI KO3 PUITHEHT

1

IIPOHUIIAEMOCTU IpaHupl: 3, u 3, ¢ pa3MepHOCTAMU BpeN -

Bemectso Y cuHTe3upyercs B 11epBoil KieTke u JudPyHIUPYeT B APYTHe
KJeTKN MaccuBa. CKOPOCTH €ro CHHTe3a 3aBUCUT OT KOHIIEHTPAIUU BellecTBa
W B kierke 1. B 3aBucuMocTn oT KOHIEHTpau Y B JAPYTHUX KJIETKAX MOXKET
cuHTe3UpoBaThcd BelecTBo C, KoTopoe He Jud@yHIUPYyeT, a TOJHKO paciia-
naercs. B 3aBucuMocTn ot KouieHTpamnun Bemects Y n C' B KJIeTKax MOXKET
CUHTE3UpOBaThCs BerecTBo W, Koropoe nuddyHanpyeT 1m0 KJIeTOYHOMY Mac-
CUBY U, JIOCTUTasi KJIETKHN 1, peryjaupyer cuHTe3 BenlecTBa Y . Pacma BemecTn

IIPOUCXOAUT B Ka}K,HOfI KJIETKE II0 CXEeME€ peaKIOUM II€PBOI'O IIOPAIKa:
duk
dt

rie dj — K03 UuIneHTs paciajia, Pa3sMepHOCT KOTOPbLIX

— —dk'U,k,

1
BpEMH -

B pesynbraTe mpejaraemMas MOJe b polecca pOPMYIUPYeTc KakK 3a/1a-

ya Kot j1711 aBTOHOMHOI crCTeMBbl YpaBHEHNIT, ONpeIesIdionieil B i-if KJIeTKe,

?: = 1, 2, ..., N, KOHOCHTPpaluK1 BEIIECTB Y, C u W C KOMIIOHEHTaMu Y;, C; 1 W,
COOTBETCTBEHHO:
% = vyg(Xél)) + By(y2 — v1) — dyyn,
% = By(i1 — 2y +yir1) —dyyi, i=2,3,...,n—1,  (3.1)
% = By(Yn—1—Yn) — dyyn
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— KOMIIOHEHTHI KOHIIEHTPAIIMN BEIecTBa, Y ;

dCZ'

= veg(XD) —dee;, i=1,2,....n (3.2)

— KOMIIOHEHTHBI KOoHIleHTpalun BemecTBa C';

dw
d_tl = Uwg(Xl(Ul)) + Buw(ws — wy) — dywy, (3.3)
i V(X)) + Bu(wi—1 — 2w; + wiyq) — dypw;, =2,3,...,n—1,
dwy,

:;; — Uwg(XfUn)) + Bw(wnfl - wn) - dwwn

— KOMIIOHEHTHI KOHIIeHTpaluu BeriecTBa W.

Haganbuble ycaoBus:
i=1,2,...,n, uput = 0. (3.4)

31ech Vyy Uey U, Bya Buw, dy; de, dy, hya he, T, Eyw, Eey, By, Ewe —

napaMeTphl, OlICaHHbIe BLIIIE; apryMenTaMu (hyHKIUN g(a:) ABJIAIOTCA:
XV = hy + Eywr, X = he + By, X8 = by + Ewyy + Ewecr. (3.5)

Jlist ckopocTeit CHHTe3a HCIO/Ib30BaHbl 0bo3HadeHust: g, = ¢(X,), g, =
9(Xe), gw = 9(Xu)-

Panee B pabote |7| Hamu ObLITO TOKA3aHO, UTO CYIIECTBYIOT 3HAYCHUST T1a-
paMeTpoB, IpU KOTOPBIX cucrema ypashenuit (3.1) — (3.5) umeer crammonap-
HOE pellleHre B BUJIe paclpeieieHnii KOHIEHTPAUil BEIeCTB 0 KJIeTKaM, BHI
KOTOPLIX Ipejicrasied Ha puc. 3.2. Takue pacipejeienus KOHIEHTpaIui obec-
HeunBaloTCcs pacupeesnenneM sxcipeccun resos C' u W, n306parkeHHbIM Ha
puc. 3.3. B cBoio ouepe/ib, MAaKCUMYMbI 3KCIIPECCUU 3THX IeHOB HAXOISTCHA COOT-

BETCTBCHHO B HGHTpaﬂbHOﬁ 30H€ U OpraHM3allMOHHOM HEHTPE, 9YTO COIVIaCYETCA C
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Puc. 3.2. CranumonapHoe pacripejiesienne KoHrenrpanuii semects Y, C' u W B
3aBUCHMOCTH OT HOMEPa KJIETKHU 1, HATIHASI OT BEPXYIIKI MEPUCTEMbI ( DHCYHOK

u3 cratei |7])

Puc. 3.3. Pacrnonoxkenne nenrpa/ibHoii 30061 (1) 1 OpraHn3anunoHHOrO MEeHTpa
(2) u coorBercrBytoiue um yposau sxcipeccun resos C' u W. Tlo ocu aberuce

HOMepa KJIETOK 1 HauMHasi OT BEPXYIIKH MEePHCTeMbl (PUCYHOK U3 crarbu [7])

83



9KCIIEPUMEHTAIBHBIMI JAHHBIMHU, TOKA3aHHBIMI ITyHKTHPOM Ha puc. 3.1. Veroii-
YUBOCTH CTAIIMOHAPHBIX PEIeHHiT OMpe/Ie/IsaIach YUCIeHHO Yepe3 UHTerPUPOBa-
rue 3ajgadn Kormm (3.1)—(3.5) ¢ HAYaJbHBIMU JAHHBIMU B BIJIE BO3MYIICHHOTO
CTAIOHAPHOTO PEIIEHNUs, MOJIEJIUPYIOMIUME Pe3YJIbTAT JeJIeHIs KJIeTOK.

JLtst TIOCTIE Y IOIIIX BBIYUCIUTEIBHBIX 9KCIIEPIMEHTOB ObLIN HCIIOJIb30Ba-
HBI cJleJlylole YKic/IeHHble 3Hauenns apamerpos: 8, = 60, 8, = 15, d. = 10,
dy = 7.5, Eyy = 400, B, = 200, E,, = 450, E,. = —1000, h, = —5,
he = —20.5. hy, = —30.

3.2.1. ®opmasm3anusa Moaean B Buae dL-cucreMbl

st Toro, 9100l n3y4daTh 3(hPEKT JAesieHns KieTok Ha cTpyKTypy AMII,
MOJIeJIb ObLIa peasim3oBaHa B Buje dL-cucrembr B nakere « MPT». Kak ormeueno
Boile, pacrnosoxkenne 113 u OLl B AMII onpesiessiercst mpocTpaHCTBEHHBIM pac-
npejesieHeM KoHIeHTpalnii BermecTB-Mmopdorenos: Y, C'u W. B 3aBucumoctn
OT CKOPOCTEl CHHTE3a 9TUX BEIIeCTB ObLIO BBIJIEJIEHO TPU THUIIA KJIETOK: Sy, —
KJIETKU, B KOTOPBLIX cUHTE3 BerecTBa W OoJbIe OMpeie/IEHHOTO Topora 3Th
KJaeTkn B Mojesn npejacrasisior OLL; S, — kiaerkn 113, pacosoykeHHble mepe;n
KJIeTKaMU Sy,; Sg — KJIeTKU, PpacIoIOyKeHHbIe 38 KJIeTKaMu Sy, — 9TU KJIETKI
YTPATUIN CIIOCOOHOCTD JIENTHCS W CTAJN CIeIHaIN3uPOBATHCA B KJIETKH CO-
cyaucToit cucrembl. Kierkn tuno S. u Sy, Npu JOCTUKEHUU OIPEICTCHHOIO
BO3PACTa MOTYT JI€JINTHC.

B mogenu andasur L-cucrembr V' = {S,, Sy, Sy} cocrour u3 tpéx cmm-
BOJIOB, COCTOSTHIE KarKJI0I KJIETKU OIICHIBAETCS Y€ThIPbMSI ITapaMeTpaMu: ¢ —

BO3PaCT KJIETKU, 1, C, W — KOHIEHTPaIlMl COOTBETCTBYIOIINX BEIIECTBA.

3.3. BprumcanrejabHbIe 3KCIIEPUMEHTHI, Pe3yJ/IbTaThl N 00CY>KIeHUSA

st HopMaJIbHOTO (PYHKITMOHUPOBAHMS HUIIIA CTBOJIOBBIX KJIETOK JIOJIZKHA,
UMETDb OIIPEJICJICHHYIO CTPYKTYPY, B MOJICJIA 3TO O3HAYACT «IIPABUJILHOE» IIPO-

CTPaAHCTBEHHOE pacIpejieieHrie CMAHTe3a 1 KOHIEHTpaIuil BemecTs. B pe3yib-
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Puc. 3.4. Pe3yibrar BBIUUCIUTENIBHOIO SKcrepuMenTa. JluHamuka duc/a Kiie-
ToK Tuna Sy (pucysok A), S. u S, (pucynok B) B kierounom maccuse. t —

BpeEMs B YCIIOBHBIX €IMHHNIIAX, T — YHNCJIO KJIETOK.

TaTe BO3MYIICHNIH, BEI3BIBACMBIX JCJTCHUAME KJICTOK, CTPYKTYpPa HUIIN CTBOJIO-
BBIX KJICTOK MOYKET Pa3pylIaThCA. DTO 3HATUT, UTO MOCIIE BO3MYIICHNS MOJIEIIb
BEPHETCS y2Ke HEe K «IIPABUJILHOMY» CTAIMOHAPHOMY PEIICHUIO, & K PEIeHuIo,
KOHIICHTPAIIN BEIECTB BO BCEX KJIETKAX OJIM3KM K HYJIIO, 9TO MOYKHO HHTED-
IPETUPOBATEH KaK pa3pylieHne CTPYKTyPbl HAIIH CTBOJIOBBIX KJIETOK. B 1amHoit
pabore mpuHATO mpeanonokenne o Tom, ato AMIT apsercs «xuBydeit», ec-
JIM BEPOSITHOCTD Pa3pyIIeHUsl «IPABUIBHOI» CTPYKTYPBI MaJia Ha MPOTSIKEHIN
Bpemenn, pasuoro 20 cpemanm KiaerodnsiM rmkiaam B AMIT (mampumep, s
apabuJIoICIca M0 BPEMEHI 9TO B CPEJIHEM COOTBETCTBYET YKU3HEHHOMY ITHKJTY
pacTeHust ).

B Bbrmc/mTebHOM 9KCIIEPUMEHTE TTOBEJICHIe MOJIEJIH H3YIasI0Ch [IPU PO-
cTe U JIeJICHNSX KJIETOK. BBLIO MOKA3aH0, ITO MPe/IOZKeHHAasT MOJIEJIb PEeryJis-
IUE CTPYKTYPbI HUIIK CTBOJIOBBIX KieTok B AMII npu onpesenennom nabope
TApaMETPOB YCTOMTIIBA K BO3MYIICHUSIM, BHOCUMBIM POCTOM U JICJICHIEM KJIe-
tok B AMII (puc. 3.5 A).

[Tockobky B Mojem auddysust SBIACTCT MEXaAaHU3MOM PaCIPOCTpaHe-
HUST CHTHAJIOB, MOYKHO OJKHJIATH, 9TO COOTHOIIEHNE XapaKTEPHBIX BPEMEH POCTa

U JIeJIeHUsT KJIETOK, C OJ{HOI cTopoHbl, 1 Juddysun W u Y ¢ apyroit cTopoHsbl,
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minY

I 6 11 16 21 26 16 11 16 21 26 oyl *

HOMeEp KNeTKn HOMep KNeTkun : T

072 144 216 288 3.6 432

Puc. 3.5. Pacnpenenenne KoHreHTpaiuit MopgdOreHoB B KJIeTKaX BJIOJb IeH-
tpasibHoit ocu AMII. A. Cradbuibnas crpykrypa B. Paspyiienue cTpykTyphi.
B. BepogTHocTh P paspyliienusi CTpyKTYPbI HUIII CTBOJIOBBIX KJIETOK 38 BPeMs

20 KJIETOYHBIX UKJIOB B 3aBUCUMOCTH OT T (CM. HOSICHEHUSI B TEKCTE).

JIOJIZKHO UI'PaTh KJIIOYEBYIO POJib B ycToitamBocT crpyKTyphl AMII. Ha ocho-
BaHNU KAUeCTBEHHBIX PACCYXKIEHUN MOYKHO OXKUJIATH, YTO pas3pylleHne CTPYK-
typbl AMII nponsoiizner, ecin B pesynbrare cepun jgejennit Kiaetok mnepes OL]
OH OKazKeTcd JIOCTATOYHO JaJICKO OT IIepBOW KJIETKU, U B pe3yjbrare B Heil
cunsnuTed Kourenrparus W. dasee yrajier cKkopocTh cunTesa Y, 1 depe3 HeKo-
TOpPOE BpEMs 9TO MPUBEJET K CHUXKEHUIO €ro KoHIeHTparuu B kjerkax OILI,
1, CJIeJI0OBATeIbHO, K CHUXKEHNIO B HUX cKopocTu cuHTe3a W. Takum obpasoMm,
COOTHOIIIEHNE XapaKTePHbIX BpeMeH pocTa W JieJieHns KJIETOK, C OJIHOI CTOPO-
Hbl, 1 Juddysun W n Y, ¢ Apyroit cTopoHbl, JIOJZKHO UTPATh KIIOYEBYIO POJIh
B ycroitunoctu ctpykTypbl AMIL. B kadyecTBe XapaKTepHOIo BpeMeHU TPaHC-
IIOPTHBIX POIECCOB Mbl BbIOPaJI BpeMs JOCTUKEHUST OIIPeIeeHHOI KOHIIeH-
Tparuu W B iepBoii KJIeTKe B pe3y/IbTaTe ero pacipocrpanenns n3 Kjaetok Ol
/1€ TPOMCXOIUT €ro CHHTES.

XapakTepHoe BpeMs OIpPeJIeIdeTcs B CAEYIONEM BbIYUCIUTETHHOM SKC-
nepuMenTe. B mavaabHO akcnoMe Bce KOHIEHTPAIINW BEIIEeCTB U CKOPOCTH UX
CUHTEe3a 3aJlaHbl paBHBIMU HYJI0. Hauunas ¢ momenTa ¢ = 0 cKOpocTh cuHTE3a
sermectBa W B Ol (4-1 u 5-g xierkn maccuBa) paBHa 1: gyug = 1,945 = 1. B
pe3yJbTare CUHTe3a BelecTBa VW B opraHm3alimoHHOM IEHTPE U €TI0 TPAHCIIOP-

Ta OyJieT BO3pacTaTh ero KOHIIEHTpaIlis B [1epBoii KjieTke. Bpewmsi, Heobxommumoe
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JUUTS JTOCTUZKEHN B TIePBOi KJleTKe KoHlleHTpalun W Takoii, mpu KOTOpoil 3aBu-
cuMag oT W ckopocTb cunTesa Y B IIEPBOil KJIETKE CTaHeT paBHOM ero 3Ha4eHunio
IIPU CTAIIMOHAPHOM PEIIeHIH, IPUHIMAETCSI B KAUeCTBE euHULbL TAPAKMEPHO20
8pEMEHU TIPOIECCOB B JTAHHOI NUHAMUYICCKOI cucTeMe.

B cepun BBIYMCIUTE/IBHBIX SKCIIEPUMEHTOB ObLIO OIpPEJecHa 3aBUCH-
MOCTDb BEPOATHOCTHU Pa3pylIeHNs IIPOCTPAHCTBEHHON CTPYKTYPBhI HUAIIIU CTBOJIO-
BoIX KyeToK AMII ot orHommerust (7) 6e3pasMepHOro XapakTepHOIO BPEMeHN
pacupocrpatenns Mopdorena w or OLl 1o mepBoit KjIeTKu K cpejHeil JinHe
KyreTogHoro 1muk/a (3.5 B). B gacrHocTH, 610 MOKA3aHO, 9TO yBeJIUIEHHE OT-
HOIICHUS T IPUBOJAUT K BO3PACTAHUIO BEPOATHOCTU Pa3pylIeHUsT CTPYKTYPBLI
HUIIN CTBOJIOBBIX KJIeTOK. [lociienee o3nadaeT, 9To mocje BO3MYIIEHU HaPY-
[1aeTCs IIpaBUJbHasl B3aUMHas PEryJ/dlinsd KCIPECCUU I'eHOB, U B UTOI'C IKC-
npeccust TeHoB mpekpariaercs (puc. 3.5 B). B ciayvasx orHOocHTeIbHO OBICT-
PBIX TEMIIOB KJIETOYHOI'O IIMKJIa, HECMOTPS Ha HIOAHCHI, paspylleHne IIpoCTpaH-
CTBEHHOI CTPYKTYPhI IIPOUCXOJINUT CXOJIHBIM oOpaszoM. Hampumep, ciemyroriast
IEMOoYKa COOBITHI MPUBOJINT K Pa3pyIIeHUIO cUCTEMbI. B pe3yibrare IByX 10/1-
psi, caydaitabiil genennii Kiaetok OLL oOpasyercst «I1aTo KOHIEHTPAIUNy Be-
mecrBa Y. 91o npuBoaut K Tomy, uro B OIl cHm:kaercs: KonmenTpaius Y u
kounenTpamust W B 1-it kjaerke. 3arem, ecjii pasjeaniach 2-s KjeTKa, 30Ha
cunTe3a BerlecTBa W oToABUHYIACH B IATYIO W MIECTYIO KJIETKU, B PE3yJIbTa-
Te ele OoJjiee CHU3MJIACH KOHIleHTpalus: W B mepBoil KjieTke. JTO IIPUBEJIO K
KaTacTpOPUIECKOMY CHUXKEHUIO CHHTe3a Y B IEPBOil KJIETKE U JaJbHelneMy
ObICTPOMY OOHYJIEHUIO KOHIIEHTPAIUil BCeX OCTaIbHBIX BEIIECTB, T.e. pa3pylile-

HUNIO CUCTEMDI.

3.4. 3akJirodeHue K rjiase 3

B dopmannsme L-cucreM mocTpoeHa OJHOMEPHAS MOJEIb PEryJIsilinm
CTPYKTYPhI BO30OHOBUTEIbHOI 30HBI B OMOJIOIMYECKON TKAHU Ha IIPUMEPE alll-

KaJIbHOI MepucTeMbl 11obera apadujorncuca. [lokazano, 9To jiejieHne KjaeToK siB-
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JIIeTCsl BO3MYIIAIONINM (PaKTOPOM JIJIsi CUCTEMBbI PErYJISIIUN CTPYKTYPbl BO300-
HOBUTEIbHOI 30HbI. [ToKazano, 970 BEpOATHOCTH pa3pylieHns TPOCTPAHCTBEH-
HOIT CTPYKTYPBI BO3pACTaeT ¢ yBeJmYeHneM O0e3pa3MepHOro XapakKTepHOI'o Bpe-
MeHHU pactipocTpanennst Mopdorena w or OLl 1o mepBoit KJIETKH K cpejiHeit

JUJINHE KJIETOYHOI'O ITNKJIa.
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4. KoMmnbioTepHoe MOAeJINPOBAHUE POCTA dMUJAEepMUca

JIMHEMHOM JIMCTOBON IIJIACTUHKU

['maBa IIocCBdIeHa NSYy4YCHNIO METOAaMU KOMIIBIOTEPDHOI'O MOIE/IMPOBaHM A
SaKOHOMepHOCTeﬁ OJHOHAaIIPpaBJICHHOI'O CHUMIIJIaACTHOI'O POCTa SIINIEPMaJIbHOI'O

CJIOA JIMHEIHOTO JINCTa C y‘{éTOM OMOMEXAHUKNI POCTa KJIETKN U TKaHM.

4.1. DBwuosoruydeckue IIpPeaIIOChHIIKA U Ha3HaUYeHUEe MOJEN

4.1.1. OOBeKT Mo/IeIMPOBaHUSA

B kadecTBe OMOJIOrTYIecKOro 00bLeKTa JI/Isi MOJIe/INPOBaHNs ObLT BHIOpaH
SMUACPMUC JUHEHNHON JINCTOBON IIJIACTUHKNI (;Laﬂee B TEKCTe ITOI IJ1aBbl, TOBO-
pst O JIUCTe, UMEeeM B BHJLY JIKCTOBYIO IUIACTHHKY ). JIUHEeiiHbIe JIUCThs Xapak-
TepPHDbI JIJI OJIHOJIONBHBIX pacTeHUil, B 9acTHOCTH, /I 3JaKOB. BbIibop sTOr0
00bEKTA MOJICTIPOBAHIS 0OYCIOBIEH OTHOCUTEIHLHO PETY/IAPHBIM (110 CpaBHe-
HUIO C TOBEPXHOCTBIO JILCTA JIBY/IOJIBHBIX ) MATTEPHOM KJIETOK, KOTOpPbIEe (hOpMHU-
pyioT snujepmuc. Paszjesenne MexKTy S1UJIEPMUCOM W BHYTPEHHUMU TKAHSIMUI
SIBJISIETCS CYIIECTBEHHON OCOOEHHOCTBIO BBICIINX pacTenuii [162], mosTomy Mol
MOZKEM B MOJIE/I PACCMATPUBATD MUJIEPMUC KaK OT/IeIbHYIO ILJIOCKYIO JIBYMep-
HYIO CTPYKTYDY.

Kitlerounast cTpyKTypa SMUAepMuca JIUCTa 3JIaKOB IPEeJICTaBIAeT CODOI
[OYTH TapaJiieSibHble PsJIbl KJIETOK, OpDUEHTUPOBAHHbIE B HAIIPABJIEHUU OT OC-
HOBAHUS JI0 KOHUNKA JINCTA, KOTOpPble (POPMUPYIOTCS B PE3YJILTATE OHOHAIIPAB-
JIEHHOI'O pPOCTa U JieJIeHUsI MepUCTeEMAaTUIeCKUX KJIETOK JINCTA B 30HE, PACIIOJIO-
JKEHHO# B ero ocHoBaHUU. Psibl oT/iMdaioTcs Jpyr OoT jJApyra TUIIOM KJIETOK,
13 KOTOPBIX COCTOUT Psiji. ECTh psajibl, B KOTOPBHIX (POPMUPYIOTC YCTHUIIA, Psi-

Abl C KJIETKaMU-TPUXOMaMU, pAAdbl C CUJILHO YVIJIMHECHHBIMU KJICTKaMU U PAAbl
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¢ «OOBIYHBIMIY KJeTKaMmu. Kak IpaBuio, MexKJy I1apoil mapasulesIbHbIX KH-
JIOK JINHEHHOI'O JINCTA HAXOUTCSI OJUHAKOBOE KOJINIECTBO PASHOTHUIIHBIX PsIJIOB,
PACIOIOKEHHBIX B ONpeIeseHHoM Hopstake. CHUMILIACTHDBI POCT pacTUTebLHOI
TKAHU [O3BOJIMJI Ha MOJEJILHOM IIPUMEpE M3ydaTh, B HEKOTOPON CTEIIeHH, HC-
KyCCTBEHHBII SIMIEPMUIC, COCTABICHHDIN U3 PSIIOB, COACPKAIINX JIHIIbL «CECT-
pUHCKEEe» KJeTKn (cM. 0630p Jmreparypsbl, pasjien 1.1.2 u puc. 1.6). C ojnoit
CTOPOHBI, 3TO CYIIECTBEHHO YIIPOIIACT MOJE/Ib, C IPYTOil, COXpaHaeT BCe 0CODEH-
HOCTH MEXaHUKH CUMILIACTHOIO POCTa, (POPMUPOBAHUS 30H POCTA U JIUHAMUKI

pocTa JINCTa, YTO U SIBJIAETCA MPEJIMETOM U3YUeHHs JIaHHOI paboThI.

4.1.2. 3oHBI pocTa N KMHETUKA POCTA JINCTA HITIEHUIIbI

[IpomoabHBII POCT JIMCTOBOI IJIACTUHKN OCYIIIECTBISICTCS B CPABHUTEIb-
HOIT KOPOTKOII 4acTU JINCTA, PACIOJOKEHHON B €ro OCHOBAHUM. DTa PacTyIasi
9aCTh JIICTOBOf MJIACTHHKI COCTOUT U3 JIBYX 30H: MEPUCTEMBI (30HBI pOCTA Jle-
JIEHIEM KJIETOK ) U 30HbI POCTA PACTSYKEHIEM KJIeTOK. [[poTszKeHHOCTh MeprcTe-
MBI CYIIIECTBEHHO MEHbIIIE, YeM 30HbI POCTa pacTszKeHneM. KIeTKn MepucTeMbl
pPacTyT ¢ OllpeeIeHHON CKOPOCTBHIO U JAEJISITCS, TIO9TOMY CPelHss JIJTMHA KJIEeTOK
B 9TOIl 30HE MAJIO MEHSIETCsI KaK OT MecTa K MecTy, Tak 1 Bo Bpemenu. C repe-
XOJIOM B 30HY PACTSKEHUs UX JleJIeHUE MPeKpalllaeTcs, U KJIETKH IepexoIdaT B
dazy ObICTPOro PocTa 3a CUeT MPOJOJbHOIO PACTAXKEHUS — UX CPEJIHsAA JJIMHA
YBEJINYNBAETCS B HallpaBJIeHUN OT OCHOBaHUS JINCTa K €ro BepimuHe. B komre
30HBI PACTSI2KEHUsI YAINHEeHNe KJIeTOK Ipekpalnaercs. CyiecTByeT psiji FUIIOTe3
OTHOCHUTEJIbHO BOBMOXKHBIX MeXaHN3MOB (hbopMUpOBaHus 30H pocTta. Hekoropbie
MEXaHU3MBbI IIepexoja KJIETOK OT pOCTa JAeJeHUEM K POCTY pacCTszKeHHEeM Obl-
JIM WCCJIC/IOBAHBIl HA MoJequ pocta KopHs [191]. ABTOpbI paboThl MpHUILIN K
3aKJII0UYCHNIO, 9TO (DOPMUPOBAHHS Pa3MepPOB 30H IIPOUCXOMAUT II0JI BIUIHUEM
KOHIIEHTPAIUil ayKCHHa U MUTOKUHIHA. B TO Ke BpeMs B dKCIepUMEeHTAIbHON
pabore [123] Ha jincre KyKypy3bl ObLIO MOKA3aHO, YTO B JIKCTE TIEPEXOJ MEZK LY

30HOIT pocTa JieJeHneM 1 30HOIi POCTa PACTIAKEHNEM MOYKET OITPeIessieTCsa pac-
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npejiesieHneM KoHIeHTpannii ¢puroropmonos (puc. 1.5 u3 0630pa urepaTyphi).

B Mojenu, npeacTaB/IeHHON B JaHHON JuCCepTAlMy, TPUHATO IIPEIIIO-
JIO’KEHHE O TOM, YTO TepPexoj KJIeTOK MeXKJy 30HaMH OIpe/esIsdeTcss TOPOoroM
KOHIICHTPAIIUN HEKOTOPOIro MOpdoreHa, KOTOPHIl CUHTE3UPYETCA B OCHOBAHUU
JINCTOBOII TIJ1acTUHKU. Panee B padboTe, MOCBSIICHHON PEryJIsiiii Pa3sMepoB 30H
B alnKaJbHON Mepucreme mobera [7|, Mbl HCC/IEI0BATE OJHOMEPHYIO MOJIE/b
dopMHUpOBaHUs TPEX 30H Ha PACTYIIEM MacCHBe KJIeTOK, U ITOKa3aJIi CYIIEeCTBO-
BaHIE IapaMeTpPoOB, IPU KOTOPHIX 00ECIeYnBaeTCd yCTOMUNBOCTL TaKOM pery-
JIAIAKA. DTO FBUJIOCH OCHOBAHUEM JIJIsi TOI'O, YTOOBI B pacCMaTpPUBAEMOIl 3/1eCh
MOJIEJIA POCTa JIUCTOBOM IJIACTUHKH HE MOJICJIMPOBATH SIBHO PEryJIsSIINIO (DOPMIU-
POBaHUSI 30H JIUCTA, & IIPOCTO IOCTYJINPOBATh HAJIMYKNE CTaOUILHBIX 30H POCTa
JleJIEHUEM U POCTa PACTs?KEeHUEM OIIPe/IeJIEHHBIX PA3MEPOB.

Pasmepnbl 30HBI pocTa JieleHneM W 30HbI POCTa PACTKeHUEeM B MOJEN
OBLIN B35ITHI N3 YKCIIEPUMEHTAIbHBIX N3MEPEHIIT KHHETHIECKIX XapaKTEePUCTUK
KJIETOK JIMCTa MIeHnIbl 3 paborst [23|. B tabsurme 4.1 npuBeeHbl SKCHepH-
MeHTaJbHbIe JaHHble O JIMHEMHBIX pa3Mepax 30H pOCTa JIUCTa U KOJIMIECTBE
KJIETOK B KazKJI0# 30HE JIJII «CeCTPUHCKNUX KJIETOK» OJIHOIO U3 MCC/IeJOBAHHBIX

B 9TOi1 paboTe JINCTHEB.

Tabura 4.1. DkcrepumeTaibHble JAHHBIE 0 30HAX POCTA JILCTA MITEeHUIIb (13
crarbu [23]). 3ona pocra jmcra (GZ) Btovyaer 30Hy pocta jenenuem (DZ) u

30HYy pocra pactskeruem (EZ).

HazBanne 30mHbI GZ = DZ + EZ
CpegHsist JIJIIMHA 30HBI, MM 23.8 3.3 20.5
CpegHee KOJIMIECTBO KJIETOK 356 149 207

st BepudpuKaum MOJIeJIN KUCIIOJIb30BaJINCh JAHHbBIE O PACIpPE/Ie/ICHIN
CpeJIHIX HAOJIIOMAEeMbIX JJIMH KJIETOK BJIOJIb 30HBI POCTa JINCTA IIIEHUIbl 13

paboThl |23], mpejcraBientbe Ha puc. 4.1. 3ona pocra JincTa OblTa pazduTa Ha
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oTpe3ku 110 0.5 MM OKOJIO OCHOBaHUS JIUCTA, Jjlajiee 10 1 MM, 3aTeM 110 2 MM.
Toukn Ha pHCYHKE COOTBETCTBYIOT CpeaHEl JITMHE KJIETOK OJIHOIO IPOJI0JILHOIO

psJia, KOTOpbIe MONaJn Ha OTPE30K.

250

L X,

N
o
o

150

100

JnuHa KNneTkn, MKm
[$)]
=

0 5 10 15 20 25
PacctodaHne oT OCHOBaHUg nucta, Mm

Puc. 4.1. DxcuepuMeHTaabHbIe JaHHBIE O PACIPEIeJeHNN JINH KJIeTOK B0JIb
IIPOJIOJILHOI'O PsiJia CECTPUHCKUX KJIETOK JINCTa IIIITEHUIbl U3 CTaTbu [23]. Touknu
0003HAYAIOT CPEJIHION JIJTNHY KJIETOK Ha, OTpe3Kax, 0003HAUYEHHDBIX CEPHIMU JIN-
HUAMUA, ‘{éprle BEPpTUKaJIbHBIE JIMHUW — I'PaHUIIbI SOHBI POCTa AEJIECHNEM 1 30HBI
pocTa pactsizkeHneM. KpacHasi KpuBasi — alllIPOKCUMAaINs JTaHHBIX (DYHKI[HEi
Puuapyca [120] (fr(t) = ~——tmee— e lpee = 200, k = 0.27, = 9.72,

(1+€7k(tfz))1/n7
n = 0.93).

4.1.3. MexaHuka M KUHETHUKA POCTa PACTUTEJILHOMN KJIETKN

Hakomennprit K HACTOAIIEMY BpPEeMEHHU SKCIIePUMEHTAJIbHBIN MaTepual
IIPUBEJI K CJIEJIYIONIUM IIpeJICTaBJIEHUIM O MeXaHUKe POCTa PACTUTEIbHONI KJIeT-
KH.

YBenndyeHne KOHIEHTPAIUK CyXOro BEIecTBa B KJETKE 3a CUET OMOCHH-
Te3a BeJIET K IMOBBINIEHUIO OCMOTHUYECKOTO JlaBJIeHUs BHYTPU KJETKH, KOTOpPOe
BbI3bIBaET IIPUTOK BOJIbI B KJIETKY U MOBBIIIEHUE THAPOCTATUYECKOIO JlaBJIeH s
BHYTPUKJIETOTHON KUJIKOCTH Ha KJIETOUHYIO cTeHKy. llog BamsHuem BHYTpeH-

HEro I'UJIPOCTATUIECKOrO (TyPropHOTO) JIABJICHUST KJIETOTHAsT 000I0UKa PACTsI-
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I'UBaETCS U IIEPEXOJINT B HAIIPSZKEHHO-1e(POPMUPOBAHHOE COCTOSHUE — TYProp.
Japnenne, 1moj geiicTBIEM KOTOPOTO BOJA OCMOTHYECKH IPUTEKAET B KJIETKY,
PAaBHO PA3HOCTU MEXKJy OCMOTUYECKUM JIaBJICHUEM U TYPrOPHBIM JIaBJICHUEM.
9Ty BeJIMYNHY HA3BIBAIOT BOJHBLIM IIOTEHIIMAJIOM, WK cocylieil cuoit. Takum
00pa30oM, MOTOK BOJIbI BHYTPh KJETKH IIPOUCXOJIUT J0 TEX IOp MOKa OCMOTHYE-
CKO€ JIaBJICHUE TIPEBBIIIACT TYProOpPHOE.

C TOYKHM 3peHHsT MEXaHUKH POCTa, PACTUTEIbHYIO KJIETKY MOYKHO pac-
cMaTpuBaTh KaK OCMOTHYECKYIO sUeiiKy B YIPYIO-ILJIACTUYECKON 000JIOUKE.
YBenmmdenne pa3MepoB KJIETKH TPOUCXOJUT 3a CUET TYPTOPHOrO JaBJICHUS 1
IJIACTHYIECKOI epopMaliy KJIeTOUYHONH CTEHKHU.

KeTounble cTeHKN ABIAIOTCS KOMIIO3UTHLIMI MaTepralaMi ¢ OJNHAKO-
BbIM IIJIAHOM CTPOEHUS B OCHOBE KOTOPOI'O JIeXKaT »KECTKUE U YCTONYUBbIE K Ha-
HPSIZKEHUI0 MIKPOMUOPHUIIIBI 1E/JIF0JI03bI CITUThIE ¢ MATPUIEil, cocTosiIeill u3
PEeMUTIEIITIOIO3bI U /N TIEKTHHA, CTPYKTYPHBIX OEJIKOB, 1, B HEKOTOPBIX THITAX
kyeTok, juranaa [198]. Ilpn mebosbiux medopmanusgax Marepuas KJIeTOTHOI
CTEHKU BejeT cedsl KaK yIpyro jedopMupyeMoe TeJjo, T.e. HallpsizKeHIe 0 B TeJle
IPOIOPIMOHABHO Jlechopmalin €, 0 = E €, e E — MOAy/Ib yIPYyroCTH MaTe-
puasia (Momysis FOura). [lpn moBeIeHIN TyPropHOro JaB/IeHHsT BBIIIE Olpeie-
JICHHOT'O TIOPOTa, Pa3HOro JUId Pa3HbIX TUIIOB KJIETOK, U IIPU COOTBETCTBYIOIIEM
HapacTaHUU MEeXaHUIeCKOI'O HallPsizKEeHMsI, KJIeTOUHas CTeHKa HaunHaeT Jedop-
MUPOBATbCA TJIACTHIECKU 3a CYET JABYX HPOIECCOB. Bo-TepBhIX, HaUMHACTCS
paspylienne cBg3eil, OTBETCTBEHHBIX 3a YIPYTYIO J1e(DOPMAITIIO, W TPOUCKOTUT
MeperpyImnupoBKa Jacteil Marepuasa (M0a3y4ecTs). Bo-BTOPBIX, HAUMHAETCS
OMOCHHTE3 BEIeCTBa KJIETOYHON CTEHKH, KOTOPBIN KJeTKa J00aBjsieT B KJle-
TOUHYIO CTEHKY, YTOOBI 110 Mepe YBeJUUYeHUs JIIMHbI KJIeTKH He yMEeHbIIa/1ach
ee TOJIIUHA, T.e. MOXKHO IPEJNojaaraThb, YTO KJIETKa aKTUBHO YIPaBJIAET IIPO-
LIECCOM ILJIACTUYECKOil edopMaliiny, M3MeHsIsl peJlaKCHPOBaHHYO jiHYy. [Ipn
TaKOM IJIaCTUIECKOil JlepopMaluy HallpsizKeHUEe B KJICTOYHOM CTEHKE U TYProp-
HOe JaBJeHne MaJaioT, 9TO CIIOCOOCTBYET BO3OOHOBIEHUIO ITOTOKA BOJIHI BHYTPH

KJICTKI. DTO U €CTh BH,Z[HMBIﬁ POCT KJIETKH.
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3 Takux mpejicTaBIeHUII O MeXaHUKe POCTa PACTUTETHHON KJIETKH CJle-
JIyeT, 9TO COOTBETCTBYIOIINE MOJENN POCTa KJIETKH TPeOyIOT 3HAHUN O pocTe
KOHIIEHTPAITIN OMOMAaCChl 1 OCMOJINTOB B KJIETKE, O POCTE KJIECTOTHON CTEHKN 1
UX peryJssiium.

zydenne pocra m peryssiiiui POCTOBLIX ITPOIECCOB OTAEIHHBIX KJIETOK
(poct pasmepa, 001Ieil 1 Cyxoit GOMACCHI U ee COCTaBa) J0 HEJIABHEIO BPEMEH!
TOPMO3UJINCH OOTBITIMHI IKCIIEPUMEHTATLHBIMEI TPYAHOCTAMEU. V1 TOTBKO cpaB-
HUTEIHHO HEJABHO CTAJIN MOABIATHCA JaHHbIE O JIUHAMIKE POCTa Pa3sMepOB U
OMOMACCHI OTJEIBHON KJIETKH, JAHHBIE O POCTe KJIeTOUHOI cTeHku 46|, n srn
BOIIPOCHI AKTUBHO U3YYatoTcsl 10 HacTostiee BpeMs |98, 74]. O630p Jinreparyphl
MOKa3aJ1, UTO JIJIA POCTa OT/IETLHBIX KJIETOK MPUBOIAATCA pasHble (PYHKIUHI PO-
cTa, U HEeT JIOCTATOYHbIX OCHOBaHUIl Jiji BHIOOpaA OJIHOM (DYHKIMH pOCTa CyXOit
ObromMacchl KJIeTKN JIisT MoJie/n. B ¢BA3M ¢ 9TUM, B JIaHHOI paboTe Mcc/ieI0Ba-
JIaCh MeXaHWKa POCTa PACTUTETBHON KJIETKU MPHU PA3HBIX IPEIOIOKEHUIX O
pocTe cyxoit 6OMACChl KJIETKU 1 €r0 PeryJIATni.

[To Takoii ke npudnHe OBLIM PACCMOTPEHBI J[Ba BapHaHTa BO3MOYKHOI pe-
TYJIAIAN POCTA KJIETOYHO CTEHKHU Ha TPOTSI?KEeHIH KJIETOUHOTO TUKJIA: (&) mpo-
HOPIHOHAJIBHO (DYHKIINI POCTa CyXoit buoMaccs, (6) MpOmOpIHOHATBEHO CKOPO-
CTU POCTa CyXOil OMOMACCHI.

UccnenoBanne aBTOKaTaTUTHUECKON MOJIETN POCTa KJIETKN MOKA3aJI0, YTO
CYIIECTBYeT HaOOP MapaMeTpOB, MPU KOTOPBIX KJIETKA PACTeT ¢ MOCTOSHHOMN
CKOpOCThIo. Mojiesib pocTa TKaH! ¢ TMOCTOSHHON CKOPOCTBIO POCTa KJIETKH pac-
CMAaTPUBAJIACH B KadeCTBe OJIHOM 13 albTepHATUBHLIX B pabore [191] mst mo-
JIeJINPOBAHUsT POCTa KOPHSI. DTU 00CTOSITE/ILCTBA ONPEJISTIIN TO, 9TO B MOJIE-
JIN POCTa, JIUCTOBON IIJIACTUHKU, TIPEJICTaBJICHHO B JUccepTaliu, TakzKe ObLia
HCII0JIb30BaHa KyCOUHO-JTMHEliHAsA (DYyHKIINA pocTa KaeTKu. st cpejineii mpo-
JTOJIZKUTETbHOCTU KJIETOYHOTO IHKJIa B 30HE POCTa JleJIeHNeM B MOJIe/n ObLIO
HCII0JIL30BaHO 3Hadenne 24.7 qaca, 77 cpeiHeil MpogozKUTEeTLHOCTH TIeproIa
pocTa pacTsizkenneM — 3uadenne 71.09 waca (nanmbie n3 pabdors [23]). Hagasn-

HblI€ 1 KOHCYHbIC SHa4YCHU A H&6HIO,ZL&€MI)IX Ccpeanunux IJNH KJIETOK B K&)K,Z[Of/i 30HE
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HpUBeJIeHbI B Tabsmie 4.2.

Tabnuna 4.2. YkcnepumMeTabHbIC JIaHHbIE O CPEIHUX HAOJIOJAEMbIX pa3Mepax

(B MKM) KJIETOK B 30HE POCTa JICJICHHEM H B 30HE POCTA PACTSZKEHUEM.

[TapameTp SHaveHne
CpeiHss HadaIbHAs JUINHA KJIETKH B 30HE POCTa, JeJIeHIEeM 14.74
CpeHsist KOHEUHas JJIMHA KJIETKH B 30HE POCTa, JeIeHIeM 29.48
CpesiHgs UmmHa KJIETKH B 30HEe POCTa, Je/IeHIeM 22.11
Cpefsist IHA KJIETKH B 30HE POCTa, PACTAZKEHIEM 197.2

4.1.4. CuMmJIacTHBII POCT pPacTUTEJbHON TKAaH!U M MpobJjemMa KOoop-

JAWHAINN POCTa KJIETOK

CHUMILIACTHBII POCT SIBJISETCS OTJIMIUTE/IHLHBIM CBOCTBOM PACTUTE/ILHOM
TKanu. [Ipu cuMIiacTHOM pocTe pacTUTEJIHLHON TKAHW KJIETKH He CIBUTAIOTCH
JPYyT OTHOCUTEJILHO Jpyra, W TOIIOJIOIUs TKAHU M3MEHIAETCsS TOJIbKO B PE3YJIb-
TaTe JAejeHnd KjaeToK. [Ipn aToMm, ecm KJIETKH, 13 KOTOPBIX COCTaBJIeHa, TKAHD,
pacTyT C pa3sHbIMU CKOPOCTSIMH, B TKaAHU MOT'YT BO3HHKATH MEXaHNYECKUe Ha-
npsizkennd. Ha puc. 4.2 nmokazan npumep, KOrja B JINCTE BUJINMBbIEC pa3Mepbl
JIBYX KJIETOK OJINHAKOBBI, XOTsI (DYHKIIMK POCTa UX PA3MEPOB OTJINYAIOTCH, 10~

9TOMY KJIECTKHN HaXOOATCA B HaHpﬂ}KeHHO-,ZLe(bOpMI/IpOBaHHOM COCTOAHUNN.

dYHKUMA pocTa
ONVHbI KneTku 1

CMMMIACTHbIN POCT

dYHKUMA pocTa
Habnlopaemoit
OJIVHBI KNEeTOK

pasmep KAeTKM

dYHKUMA pocTa
ANVHBI KNeTKK 2

Bpems

Puc. 4.2. CuMmIuiacTHbI 1 ¢BOOOIHBII POCT KJIETKI
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Borpoc 0 ToM, Kak 1 JI0 KaKOi CTeleHn KOOPAUHUPYETCs POCT KJIETOK B
pacTUTeLHON TKAHU, OCTAeTCA OTPLITBHIM JI0 HACTOSIIENO BpeMeHHU, U 3TOT BO-
IIPOC MOTUBHUPOBAJI NCCJIEI0BAHNSI, IPEICTABICHHBIE B JJAHHOIT I1aBe. A MMEeHHO,
ObLTa TIOCTaB/IeHa 3a/lava OINPENIeINTh, KaKiue MeXaHndecKne CUIbl HadnHAIOT
HCIBITBIBATE KJIETKHU, €CJ OH PACTYT aBTOHOMHO (T.e. Tak, KaK OHU POCJIN Obl
camu 10 cebe), HO B COCTaBe CUMILIACTHO pacryieil Tkanu. Pererue 510ii 3a-
JIA9H SIBJISIETCS TIEPBBIM IIArOM K TOMY, UTOOBI OIPEJeINTh HEOOXOIUMOCTh U
CIIOCOOBI PEryyIsiui POCTa KJACTKHU JJId €ro KOOPJAMHAIIMU C POCTOM TKAHHU B
IEJIOM.

C Apyroit cTOpOHBI, B CYIIECTBYIONINX B HACTOSIIEE BPEMsI MOJIEJIAX POCTa,
PaCTUTETHHON TKAHW, OCHOBAHHBIX HA MOJIEJIMPOBAHUN POCTa KJIETOK (HANpH-
Mep, MOJIEJIN JMHAMUKY BEPIIUH), 10 YMOJTUYAHIIO IPUHUMAETCST aBTOHOMHBbIIT
pocT KJeToK. V B BBIUMCIUTENBHBIX YKCHEPUMEHTAaX MOKa3aHo, UTO yIaeTcsd
110100paTh HapaMeTpbl TAKUX MOJIe/Iell TaK, UTO OHU XOPOIIO BOCIIPOU3BOIAT
XapaKTepHble MATTEPHbI KJIETOYHOTO CTPOEHHsI TKAHU U ero guHamuky [191].
Torma Bo3HUKAaET BOIIPOC: KAKNEe MEXaHIIECKUE YCJIOBUS UCIIBITHIBAIOT IIPU STOM
kaeTku? CoBpeMeHHbIe MOJIENN TUIla JUHAMUKN BEPIINH HE MOI'YT Ha 9TO OT-
BETUTh, T.K. JJISI UMUTAIMN U3MEHEHUd I'eOMeTPUH KJIETOK IIPU POCTE TKAHU
B HUX MCIOJIb3YIOTCS MOTEHINAJIbHbBIE CUIbI, TPYJAHO NHTEPIPETUPYEMbIE B CO-
JleprKaTe/IbHBIX TepMIHAX MeXaHNKN POCTa PACTUTEIbHON KJIETKH, O KOTOPHIX
IrOBOPIJIOCH B IIpeblayiieM pasjesie. M 970 006cTosITe/IbCTBO TaKzKe MOTUBHPO-

BaJIO JIAHHYIO PadOTYy.
4.1.5. Ha3uHadeHne KJI€eTOYHO-OPMEHTUPOBAHHOII MOJEJN POCTa JIn-
cTa

Taxmm obpazoM, ObLIN MOCTABIEHDBI CJAEIYIONNE OCHOBHDBIE 3aJIadu, JIJIs
peleHnsl KOTOPBIX IpeJIHa3HaYeHa KJIeTOYHO-OPUEHTUPOBAHHAA MOJIeb POCTa

JlicTa, paspaboTanHas B paMKaxX JUCCEPTAIUN.

1. UzyunTs jaBjieHnsd n MeXaHndecKne HapsyKeHnsd, JAeficTByIOmmue Ha aB-
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4.2.

4.2.1.

TOHOMHO PACTYIIYIO KJIETKY B CUMILIACTHO pacTytieil Tkanu. Taxas 3a-
Jlada MOTUBHUPYETCS JIO0 CUX TIOp HE PENIeHHOI MpobyieMoit 0 posim Mexa-
HIYECKIX HAIpsKeHnit n jgedopMalinii Kak peryasTopoB pocTa KJIeTOK

npu MopdoreHese.

[IpoBepuTh, NIpu KaKUX YCJIOBUAX MOJIEIb JUHAMUKN BEPIINH, OCHOBaH-
Hasl Ha IPEJIOZKEHHON HaMM MOJIeIN POCTa KJIETKU, MOZKET allllPOKCUMU-
pPOBaTh POCT JINCTOBOM IJIACTUHKU. DTOT BOIPOC MOTHUBUPYETCST TEM, UTO
HCIIOJIb3YEeMbIC B HACTOAIECE BPeMd KJICTOYHO-OPUECHTUPOBAHHBIC MOC/IN
pocTa TKaHu (MOJIeJIb JINHAMUKI BEPIINH) PACCMATPUBAIOT JIOBOJILHO a0-

CTpaKTHBIC IIOTEeHIINaJIbl JAJIfgl OIIMCaHNAd MEXaHUKN POCTa.

MaTremaTundeckoe OIMcaHue MOJEeJIN

JIornka IIOCTpOoeHUdA MoAde/ I CUMIIJIACTHOIO POCTa M OCHOB-

HbIe OJIOKN MOJdeJIn

KommbioTeproe Mojie/IMpoBaHue OJIHOHAIIPaBJIECHHOIO CUMILIACTHOTO PO-

CTa MUJAEPMUCa JIUHEHHON JIMCTOBOM IJIACTUHKYI BKJIIOYAJIO CJICJIYIONAE ITAIBL:

MO/ICJINPOBAHNE aBTOHOMHOI'O POCTa OJHON pacTUTEJIbHON KJIETKU,

MOJIEJTUPOBAHNE CUMILJIACTHOTO POCTa aBTOHOMHO MPOJIMMEPUPYIONINX

KJIETOK B 30H€ POCTa JeJeHUEM,

MOJIEJINPOBAHNIE CHUMILJIACTHOTO POCTa aBTOHOMHO IPOJIUQEPUPYIOIIIX

KJIETOK B 30HE POCTa JACJIEHNEM N 30HE POCTa PaCTAZKECHUEM.

Ha IIEpBOM STall€ ObLIa IIOCTPOECHA MOJeNb OUOMETAHUKY ABTMOHOMHO20

pocma omdeavrotl pacmumenvroti kiemxu. MexaHuka yHnpyro-jacTuiecKux

nedopMaluil KJIeTKI B MOJIEJIN ONUChiBaeTcst ypasuenueM Jlokxapra [110] B Mo-

mudurarun Oprern [131]. YTobbr SBHO yuecTh THHAMUKY OHOMACCHI, KOTOPast

SIBJISIETCSL «JIBUXKYIIIEH CUJIOI» PocTa, B pa3zpadaTbiBaeMyI0 MOJE/b ObLI J100aB-

JieH OJIOK pocTa OMOMaCCHI. HOﬂyquHaﬂ MOZEJIb IIO3BOJINJIa USYYIUTH PEZKUMBbI
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ABTOHOMHOI'O POCTa PACTUTEIbHON KJETKH IPU Pa3HbIX (DYHKIUAX POCTa, CYy-
X0l OMOMaCChl KJIETKI 1 PA3HbBIX IMapaMeTpax, OmpeaedionunX OCMOTHYIeCKOoe 1
MeXaHI4ecKoe 1oBeJIeHue.

PaccMmorpenme reoMeTpun OJHOHAIIPABJIEHHOTO POCTa JIMHEWHOTO JIUCTA
[I0O3BOJINJIO MePeiTH B MO aBTOHOMHOI'O pOCTa KJIETKU K HOBBIM IlepeMeH-
HBIM COCTOsIHUS PACTYIIeil KJIeTKU, KOTOPble BXOAAT U B OIUCAHUE CUMILIACT-
HOI'O POCTA.

Ha ciemyromem sTare Oblia MocTpoeHa MojIe/Ib MEXaHUKNA POCTa KJIETKN
B COCTaBe CUMILJIACTHO PACTYIIEH TKAHU. JTO IO3BOJINIIO U3YIUTh OCOOEHHOCTU
MeXaHUYeCKUX HAIrpy30K Ha KJEeTKY B COCTaBe CUMILIACTHO PACTYIEl TKaHMU.

Hakomer, ydger 300 pocTa Jie/leHIeM U PACcTIKeHUeM Ha JINCTOBOI TLia-
CTUHKE B MOJIeJIN TO3BOJIMJI TIPU OIPEJIEJEHHBIX ITapaMeTpax allllPOKCUMUPO-
BaTh IKCIEepUMEHTAJIbHbIE JaHHbIE 110 POCTY JIUCTA MIIEHUIIbI, U IPpOaHaJIN3H-

POBaThb IIPHU 93TOM MEXaHNYICCKOE IIOBEACHUEC KJICTOK.

4.2.2. Mogeab OHMOMEXaHUKH AaBTOHOMHOI'O POCTa PaCTUTEJIbHOI

KJIeTKN

O6IJ.I&SI MoaeJIb OMoMexaHUKN aBTOHOMHOIO pocCTa paCTHTeJIbHOﬁ

KJIETKHA

C yueToM MeXaHWKH POCTa pacTUTesbHast KjeTKa B Mogenn (4.1)-
(4.6) mpejcraBieHa B BHJIE OCMOTHYECKON sideiiku (IPOTOIIACT) B yIIPYIO-
IJIACTHYECKOiT 000/109Ke (KIeToYHasl cTeHKa). Ee/Iu mpoToriacT pacTuTebHOI
KJIETKHN (KJIeTKY 0e3 KJIeTOYHOH CTeHKH) [MOMECTHTb B IHUTATEe/IbHBI PAacTBOp,
B KOTOPOM 3Ta KJETKa PacTeT, TO ee 00beM CTaHeT TaKUM, UTO IPOTOILIACT
OyJleT HAXOUThCsI B OCMOTHYECKOM PABHOBECUU C PACTBOPOM. DTOT 00beM 000-
3HAUMJIM B Mojean Vi, n Ha3BaJl M300CMOTHYECKUM O00bEMOM KieTku. IIpn
TAKOM OIpejie/ieHnn Vi KOJIMIeCTBO CyXOro BEIIecTBa B KjeTke (U, MpH Hems-
MEHHOM COCTaBe, — OCMOJINTOB) OyJIeT MPOMOPIMOHATBLHO H300CMOTHIECKOMY

O6’béMy KJIETKH, CJIEJOBATEJIbHO, Mbl MOXKEM IIPUHATH €I'0 B Ka9€CTBE € INHUIIbI
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U3MepeHns CyXoil OmoMacchl KJIeTKH. ZlCHO, YTO IIPU 9TOM KOHIIEHTPAIINs CyXOil

OMOMACCHI B KJIeTKe OyjieT mporopinonaibaa Vi/V .

de Ooc dV

— = Fopw+ — — 4.1

dt grov ¥ 5 (4.1)
P, = ¢cRT (4.2)

Vr—-V

\ij — Posm - Pturg (44>
dV
—_— = L v, 4.
Vdt S (45)
dVr _
— = Q({Z}, (Puurg — thresh)) (4.6)

3MeHeHne KOHIEHTpAIUN CyXOro BellecTBa ¢ B KieTke (ypapuernue 4.1)
3a cuer OuocunTesa (byHKHUA pocta Fy.g,) U 3a CUeT H3MeHeHusl 00beMa
KjeTkn (0c/0V) BeJeT K M3MEHEHHIO OCMOTHYIECKOTO JIABJICHNs BHYTPH KJICT-
ku (ypasuenne 4.2, rue T — abcosoTHast TeMieparypa, R — yHuBepcajbHast
razoBast MOCTOsTHHAA ). DTO JIABJIEHIE SIBJISIETCA TPUIMHON TOCTYILIEHIs BOJIBI B
KJIETKY, KOTOpast IIPU 3TOM YIPYro PacCTIrUBaeT KJAETOYHYIO CTEHKY, 4TO IIPU-
BOJIUT K BO3HUKHOBEHHIO MeXaHndeckoro nanpsoxenns (e = (Vr —V) / Vr) B
CTEHKe, U, KaK CJIeJICTBUE, — K BO3ZHUKHOBEHUIO M'MIPOCTATHYECKOIO JIaBJICHMUSI
BHYTPU KJIETKH (9TO 10 cyTH — Typroproe gapienue (ypasaerue 4.3)). [lepe-
MeHHas V1 oTparkaeT pelaKCUpPOBAHHBIN 00bEM KJIETKH, T.e. 00bEM, KOTOPBIil
IpUMET KJIETOYHAas CTeHKa, eCJIU KJIETKY IIOMECTUTh B IUIIEPOCMOTHYECKUIT pac-
TBOP; IIPU 3TOM KJIETKa II0TePsieT TYProp, 1 KjaeTodyHas CTeHKa lepecTaHeT Ha-
XOJIUTHCS B HAIPAKEHHO-1ePOPMUPOBAHHOM COCTOSAHMN. [I0TOK BOJIBI BHYTDD
kieTkn (ypasuenus 4.4 u 4.5) MPOMCXOIUT MOKA OCMOTHYECKOE JaBJICHUE TIpe-
BBILIAET TYypropaoe. IIpu NOBbIIEHNN TYPropHOro JaBjieHus BbIIIe OlpeIeIeH-
HOT'O 1opora thresh, pa3Horo Jijisi pa3HbIX TUIIOB KJIETOK, HAUMHAETCsT OMOCHH-
Te3 BEIECTBA KJIETOYHOI CTEHKU. DTHU BEIIECTBa JOCTABJIAIOTCH B CTEHKY, 1 OHA,
HAIMHAET PACTH CO CKOpocTbio 1) @, 3aBucsieit or mapamerpos {Z} u oT Typ-

ropaoro gasyenns (ypasuenue 4.6). JluarpaMma JTuHAMIIECKON CHCTEMBbI, OITH-

99



ChIBAIOIIEHl aBTOHOMHBIN POCT PaCTUTEIbHON KJIETKN B mepeMeHHbIx Vi, V. Vr,

npejicTaBjiena Ha puc. 4.3.

Mojenb OuMoOMexXaHWKHN OJHOHAIIPABJIEHHOTO POCTa PaCTUTEJIbLHOM

KJIETKHI

Knerka snuaepMuca JUHERHONR JTUCTOBOI IJIACTHHKE MTPEACTABICHA B MO-
JleJI B BUJIe HapaJuiesienuieaa oobémMom Vo= [ - ry - ro. IlocKoIbKY snugepMuc
JIMHEHON JIMCTOBON IJIACTUHKU ABJISICTCS IJIOCKOI CTPYKTYPOI, MBI paccMaT-
PUBAJIN €0 JIBYMEPHYIO MOJIE/Ib, IIpeHeOperas M3MeHEeHeM TOJIIIHBI 71 KJIeTOK
B I1poriecce pocra. KjieTku B ammaepMuce JTMHERHON JIMCTOBOM IJIACTUHKHI 00pa-
3VIOT HapaJiie/ibHbIe PAJIbl, U3 Yer0 MOXKHO 3aKJ/JIIOYUTh, YTO B IIIUPUHY 79 KJIET-
KU, KakK [IPaBUJIO, PACTYT COIVIACOBAHHO, U IIPU POCTE HE BOZHUKACT CABUIOBBIX
CIJT MEZKJLy COCEJTHUMIE KJIeTKaMi B psy. [losTomy B Mosesn pocra (4.1) — (4.6)
MOXKHO TaKyKe IIpeHeOpedhb N3MEHEHEeM MUPUHBI KJIETOK U CUUTATh, UTO B IIPO-
Iecce UX PoCTa MU3MEHSIeTCsT TOJIBKO UX JJIHHA [. DTO paccyrKIeHne I03BOJISIeT
HepeiiTi OT ONUCAHUSI MEXaHUKU POCTa KJIETKH B TePMUHAX 00bEMOB K OIIICA-
HUIO B TepMUHAX JINH: [ — BUJUMas JIMHA KJETKH, [r — peslakCHPOBAaHHAs
JUINHA KJIeTKH (J[JINHa CTeHKH B HeHAIPSZKEHHOM COCTOSIHUN ), [i — M300CMOTH-
JecKasl JJINHA KJIeTKN (JTMHA KJIeTKH, ecJii Obl ee He CAep:KuBajia PACTSIHYTasT
KJIETOYHAs CTEHKA). B 9TUX MepeMeHHBbIX OCMOTHIECKOE U TYPrOPHOE JIAB/IEHsI

MOYKHO BBIPA3UTh CJICJIYIOIIIM 00Pa30M:

li —1

P.. = « — (4.7)
Py = 22 : 4.
turg S. Ir (48)

rjie Sy, — ILUIONIA/Ib CeYeHNs KJICTOUHON CTeHKH, S = 7 - 1 — ILIOINIa (b CeUeHUsT
KJIETKHU TIePIEHNKYJISPHO €€ JijTiHe (371ech U jajee OyjeM CIuTaTh, 9T0 1 =
r1 = 19), E — momysb FOura marepuasia KjaeTouHoil cTeHKr, o — KOI(DOUIHEeHT

OCMOTHNYECKOI'O JaBJICHMA.
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o

1
1
1
5 '
oCT
- E I
K/1IeTOYHOM *EE* ﬁiB%p
CTEHKMU ] |
v 1
1
1
1
1
¥

: I
A Y
: \\ \d
v, Lo . v
»
¢ - NCTOYHUKM (CTOKM)

[ ] - nepemeHHbie cocToaHMA

N - Sy
-~ - napamertpsl

Q - BCnomMmoraTe/qibHble NnepemeHHble

PocT
Brnomaccel

> - MaTepMaﬂbelﬁ MOTOK

-

______ > - UHGOPMALMOHHbBIN MNOTOK

Puc. 4.3. Inarpamma @oppectepa Jij1s MOJIEIT aBTOHOMHOT'O POCTa PACTUTEb-
Hoit kjaerkn. ObozHadenuns: Vi — M300cMOTHIECKNT 00bEM KjeTku, V — Ha-
O/r0JjaeMblii 00bEM KJIeTKH, VT — pe/lakCUPOBAHHBIN 00bEM KIICTKH, Pypg —
Typropaoe jasjienue, Py, — ocmorumyeckoe jasienue, W,, — BOJbIN TOTEH-
nuaJl, 1 — KoaddUIuenT pocra KJAeTOYHON CcTeHKH, L, — I'mIpOoIpOBOIHOCTD
KJIeTOUHOI crenkn, F — mojayab FOHra marepmajia KJIETOYHOH CTEHKU, (v —

KO3 PUINEHT IepecdeTa OCMOTHIECKOIO JTaBICHUA.
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Torma ckopocTb M3MEHEHMsT HADJII0MaeMOM JIJIMHBI KJIETKN | BhIParKaeTcs

ypaBHEHUEM:
dl li—1 S, [ —Ir
C L. _ 2w 4.
a ! R P (4.9)
Vnmm nsa yjaebHoit CKopocTu PoCTa:
dl li—1 S, [ —Ir

3aBUCIMOCTDb N3MEHEHU peﬂaKCI/IpOBaHHOﬁ JJIMHDBI KJICTKIN lr o BpeMEHU

OIIpeeJIdeTCdA YpaBHECHUEM!

dlr _ Sw . L—1Ir
=1 o ({u}, (E E — thresh)) : (4.11)

lr

Poct m3oocMmormyeckoit amunnt [i 3a/1aéTcsd aBHOM (DyHKIIMEH pocTa:

li (t) - Fgrow(t) (4'12)

Taxum 0b6pa3oM, MOJIEJIb OJIHOHAIIPABJIECHHOIO POCTa KJETKU OIIPEe/Ie/IsdeT-

cst ypasaerusimu (4.9) — (4.12),

MexaHuKa CHUMILJIACTHOTO O/ITHOHAIPABJIEHHOTO POCTA JIBYX pPaCTU-

TEeJIbHBIX KJIETOK

Jlj1s1 MOJIeIMPOBaHKs CUMILIACTHOI'O POCTa KJIETOK B PACTUTEIbHONI TKa-
HU II0JIE3HO PACCMOTPETh IIPOCTO ciIydail CHMILIACTHOIO POCTa JIBYX KJIETOK.
[IycTb MexaHn1uecKne CBOMCTBa KJIETOUHON CTeHKHU TaKie, 9TO JOIOJTHUTe IbHASI
CHJIa, NPUJIOZKEHHAsT BJIOJIb OJIHOM CTOPOHBI KJIETKH, HapaJlie/IbHOI HalpaBJie-
HUIO POCTa KJIETKH, BBI3BIBACT HPOJOJILHYIO AedOpMAIMI0 KJICTKH 0e3 M3Me-
HeHusT ee POPMBI KaK IIPsIMOYTOJILHOTO TapaJuiesiennme/ia. B aTom ciydae jBe
CUMILIACTHO PACTYIIHIE KJIETKHI OCTAIOTCSI IPSIMOYTOJIbHBIMU HapaJLieIelIiea-
MU U XapaKTepU3yIOTcs NepeMeHHbIMU i1, [y, {r1 u lig, Iy, (ry. HT0OBI HaliTH

CKOPOCTb UX CUMILJIaCTHOI'O POCTa, paCCMOTPUM CJICAYIOIIYIO CUTYalllIO. HyCTb
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9TH JIBe KJIETKHI PACTyT aBTOHOMHO C Pa3HbIMHU CKOpocTaMu. U mycTh B HEKO-
TOPBIii MOMEHT BPEMEHH OHU MMEIOT OJMHAKOBYIO JIHY ([), U B 9TOT MOMEHT
X CKJIEWJIA TPOJIOJIbHBIMU CTOPOHAMU, TaK YTO OHU CTaJIM PACTU CUMILJIACTHO.
B pesyibrare KJIeTKN CTAHYT OKa3bIBATL JPYT Ha JPYTa JOMOJHUTETbHbIE CU-
JIbl (OJIMHAKOBBIE 110 BeJIMYMHE U pa3Hble 110 HampaseHnto). [Ipu ojnHaKoBbIX
[IOIIEPEYHbIX CEYEHUAX KJIETOK U KJIECTOUYHBIX CTEHOK M OJIUHAKOBBIX 3HAYCHUAX
VIIPYTOCTU MATEPUAJIOB KJIETOYHBIX CTEHOK 3TU JIOTIOJHUTEIbHBIE CUJIBI MOXKHO
BBIPA3UTH KaK JOMOJHUTEIbHbIE JaBJIeHus P, , TpUJIOXKeHHbIe BI0Jb HaIllpaB-

JIeHUs1 pocTa. B 9TOT MOMEHT CKOPOCTH POCTa KJIETOK OYIYT BbIParKaThCs:

dl
d_tl = r-l-L- (Posm,l - Pturg,l + Pem)y (413)
dl
d_; = r-l-L- (Posm,Q - Pturg,? - Pex)a (414>

u OyyT paBubl dly /dt = dly/dt = dl/dt, TOCKONbKY KJIETKH CTATH PACTH CHM-
mracTHo. OTCro/1a BeIMINHA JIONOJHUTEILHOIO JIABICHNS, KOTOPOE KJIETKI OKa-
3BIBAIOT JIPYT Ha JIpyra paBHa:
1
Pe;v — 5 ((Posm,Q — Pturg,Q) — (Posm,l — Pturg,l)) . (415)
[Togcranoska P, B ypasuenue 4.13 ¢ yaerom dly /dt = dl/dt naer BoipazkeHue

JJIgl CKOPOCTU CUMILJIaACTHOI'O POCTa KJIETKU:

dl

1
% =T: l L - (Posm,l - Pturg,l + E((Posm,Q - Pturg,Q) - (Posm,l - PturgJ)))

- L- ((Posm,l — Pturg,l) + (Posm,Q — Pturg,Q))
dly  dlsy

1
=T
2

! +
2 \at ' dt

(4.16)

Takum oOpa3oM, IPU OJMHAKOBBIX IapaMeTpax MeXaHHYeCKUX CBOICTB
MaTepuaJia KJIeTOUYHbIX CTEHOK, CKOPOCTh JIBYyX aBTOHOMHO PACTYIIUX U CKJle-

eHHBIX MEeXKJIy CODO KJIETOK (CHMILIACTHASI CKOPOCTH POCTA) paBHA CpejiHe-
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My apudMeTHIecKOMYy X aBTOHOMHBIX CKopocTeil pocta. Herpyano yoeanTs-
¢, UTO CHUMILIACTHAS CKOPOCTH POCTa HECKOJBbKUX CKJICCHHBIX MEYK]y COOOI
KJIETOK TaK K€ paBHa cpejHEMY apu@dMETUIECKOMY UX aBTOHOMHBIX CKOPOCTEit

IIpu OIIpEeAe/ICHHBIX BBIIIE YCJIOBUAX.

4.2.3. T'eomeTpuvecKass MO/ieJib JIMHENHOI JIMCTOBOW IJIACTUHKHN W

MeXaHHUKa CHUMIIJIaAaCTHOI'O POCTa KJIETOK

XOTsI SMUAEPMUC JIACTA MIIEHUIBI COCTOUT U3 PA3HBIX THUIIOB KJIETOK,
MeXaHUKa CUMILIACTHOT'O POCTa IMO3BOJIICT B MOJICJINU SIUJAEpPMUCa paccMaT-
pPUBATH TOJILKO PsiJIbI C OIPEJIEJEHHBIM TUIIOM KJIeTOK. B Mojenn ObLim pac-
CMOTPEHBI «CECTPUHCKUEY» KJIETKH, 00O3HAYEHHbIE NYHKTUPHBIMHU CTPEJIKaMU
Ha puc. 4.4 A. B pesysbrare, NoBepXHOCTh JIMHEHHOTO JINCTa B MOJEIHN IIPe/I-
cTaB/ieHa KaK «KHUPIUYHas KJjaJKay U3 IPAMOYIOJbHBIX KJIETOK, YJIOXKCHHBIX
B IIPOJOJIbHBIC PAJIbI, B KOTOPBIX BCE KJIETKA MMEIOT OJIMHAKOBYIO M ITOCTOSAH-
HYIO IIUPUHY U PA3HYIO JJINHY (BCﬂe;LCTBMe pa3HbIX CKOPOCTEil pocTa KﬂeTOK),
IIPU 9TOM «MOJIEJIbHBIM JINCT» TOXKe uMeeT (popMy IPSIMOYTOJIbHIKA. BBy Ta-
KOl HpOCTOI TOIOJIOrUU, HECMOTPsdA Ha TO, YTO HAC MHTEpecyeT IOBEPXHOCTh
JIACTa, Mbl MOXKEM MOJeJIMPOBaTh TKAHL HEe KaK JIBYMEPHYIO, & KaK HECKOJbLKO
OJIHOMEPHBIX TEM0YEK, KOTOPbIE «CKJIeEHbI» MEXKIy coboil, Tocie/iHee KaK pas3
1 YYATBIBAET CUMILJIACTHBII POCT.

B nannoit pabore MbI IPEJIIIOJI0XKUIIN, ITO KJIETKA B JINCTOBOII IJIACTUHKE
pacTeT B ONTUMAJILHBIX YCJIOBUAX, U €€ POCT OIUCHIBACTCA TAKOI YKe 3aBUCH-
meit or BpeMenn yHKIMEH pocTa JiIsi N300CMOTUYECKON JIJTMHBI, KaK U JIJIst
OJIMHOYHOI KJICTKU, U UMeeT TaKue Ke MexXaHNYeCKue rmapamMerpbl (Ta6ﬂ. 4.3).
EuHcTBENHBIM JOMOJHATEIHHBIM YCIOBUEM ABJIAETCS TO, UTO €€ CTEHKU CKJIe-
€HbI CO CTEHKAMM COCEIHUX KJIETOK.

U1, Tak Kak cocejiHIe KJIETKI MOI'YT PACTU C PA3HBIMI CKOPOCTSIME, OOIIIIe
dparMeHThl UX CTEHOK BbI3BIBAIOT B3aUMHBIE JIOIOJHUTE/IbLHBIC HAIPSIXKEHU

JIpyr B Jpyre. B pesyibrare cKopocThb pocTa o0IIero (gpparMeHTa CTaHOBUTCH
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Puc. 4.4. A. Dungepmuc jmcra mmennipl (M300pazkenue norydeno A.B. [o-
POIIKOBBIM, 1 00paboTaHO aBTOpOM juccepraiuu B nakere Mathematica).
B. Cxema pasbuennst KJIeTOK «MOJIEJIBHOTO JINCTay Ha (PparMeHThl { A1, Ag, ... }.
[Ipu Takom pazduenun, HampuMmep, (pparMenT Ao MPUHAICKUT KJIeTKaM cellq,
celloy u cellss. B. Cuta, pactarupatomias (pparMeHT ecTh CyMMa CUJI, PACTSATH-

BaIOIIMX KJETKU, KyJa BXOJUT (pparMeHT.

OTJIMYIHOI OT CKOpPOCTeil ¢BOOOIHOIO POCTa COOTBETCTBYIOMINX KJIETOK, U, CJIe-
J0BATEJbHO, POCT KJIETOYHOU CTEHKHN B IIpejesiax OJHON KJIETKU CTAaHOBUTCH
HEO/THOPO/THBIM.

PaccMoTpuM  IIPSIMOYTOJIBHBIN — IJIACT U3 HPSIMOYTOJIbHBIX — KJIETOK
(puc. 4.4 B) B koopaunarax 0zy, Tak 9TO KJIETKH PACTYT B HAIPABJEHUN
Oy. 3anymepyem IIPOJOJIbHBIE Psijibl KJI€TOK B HampapieHuun 0r HHIEKCOM n
(n=1,...,N), a B KaxKJIOM TPOJIOJLHOM Dsijly B HanpasjeHun 0y — UHJIEKCOM
m,(m = 1,..,M,). is MoieJupoBaHusi CHMILIACTHOIO POCTA KJIETOK B
JINHEHON TKaH! KaK/Iylo KJEeTKY pa300beM Ha (parMeHThbl CJIeTyIonuM
obpaszoM. ['paHuily Kaxkjioit KJaeTKH, napaJsiie/bHyto 02 MpoIo/KIM Yepe3 Bech
KJIETOUHBIN TIJIaCT, B pe3ysbTare, B Hampasienun 0y juct Oyjger pa3dbuT Ha
dbparmenTsl, KoTopble 3aHyMepyem uHgekcoMm k, (k = 1,..., K), a mmuny k-ro
dparmenTa 0003HAUUM depe3 Aj.

C MexaHNYecKoil TOUKM 3peHust (pparMeHT Ay JIUCTa IIPeJICTaB/IsieT coDoi
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CKJIeeHHbIe (bparMeHThl KJIeTOK, Ha KaK/IbIil 13 KOTOPBHIX JIefiCTBYET CBOS CHJIA,
orpejiesisieMasi TYPrOpHbIM JIABJICHUEM B COOTBETCTBYIOMIEH Kierke. Cie1oBa-
TEJIbHO, Ha Bechb (bparMeHT JeiicTByer cymMa stux cui (puc. 4.4 B). Ecan st
VIPOIIEHNS MOJIEN TTPEJOJIOKNATD, UTO TapaMeTPhI, ONPE/IETAIONIINEe MeXaH -
geckoe mnosejierne (L,n, «, E), oqnHaKOBbI /i1 BCEX KJIETOK, TO CyMMapHbIE
3HAUEHUs CeveHuil Jiisi Bcero oparMenTa Oy/IyT paBHbI COOTBETCTBYIONINM 3HAa-
YeHneM I OJIHON KJIETKHU, YMHOYKEHHBIM Ha, KOJIMYECTBO KIeToK. V3 paccMoT-
peHHbIX B pazjerie 4.2.2 coobparkeHuil cieayer, 4To n3MeHnenne JIJINHbI O0IIETro

JIUIsT BCEeX KJIETOK (pparMeHTa olpe/ie/isieTcss popMyJIoii:

AN Ao [ dlyn

dt N = \pdt

, (m D VS lmn)a (417)
f

rje (%)f — yJleJIbHasl CKOPOCTh M3MEHEHUS JJINHBI KJIeTKNA B JIAHHBIN MO-
MEHT BPEMeHH, ecAl Ovl Yy Hee He OblA0 MEeTAHUMECKUL CBA3EU ¢ COCCOHUMU
KAEMKAMU. DTa CKOPOCTDH ompeesisiercst popmystoit (4.10) 11t cooTBETCTBYO-
IIIX KJIETOK.

Habuironaemast jajimHa KaxKJ0il KJIETKH 6 COoCmase MKaAHU €CTh CYyMMa

JUIMH TTPUHAJIIEXKAITX eif hparMeHTOB:

N
Al d\j, A dl,n,
— L - 4.18

dt A%: at A%: N ; Lt ( )

f

B nannHOil paboTe MbI U3ydaeM CJEJCTBUS MPEIIIOJI0XKEHNA, YTO KJIETKa
B TKAHU PACTeT ABTOHOMHO, MOITOMY POCT U300CMOTHIECKON JIUHBL ({7,,,) U
peIaKCUPOBAHHON JJINHBI (lrmn) peryanpyercs KaKJI0i KJIeTKOl TaK KaK ecC-
Jin OBl OHa pocJia cBoOOAHO. DYHKIMST POCTa POCT M300CMOTUYUECKOM JIJINHBI
lipn (t, to, 110,,) KazKj10ft KileTKu 3ajaéTcst saBHON (DyHKIMelH, KoTopas 3aBUCHT
OT BpEeMeHH, MOMEHTa BPeMeHH T, KOI'/ia KJIeTKa IOsIBIJIACH, U OT € HauaIbHOI

M300CMOTHYECKOM JIHbL 110, .
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4.2.4. @Popmajma3anmus MOJeJHN CHUMILJIACTHOro pocta B Bmae dL-

CCTEeMbl

C yuérom criennduK reOMeTpUn JIMHEHHOIO JIUCTA JIJIsT MOJICTMPOBaHUS
OJIHOHAITPABJICHHOT'O POCTa JBYMEPHON PACTUTE/ILHON TKAHU MbI MOIUMUITIPO-
Basi hopmasiuzM JuddepeHnmuaabibix L-cucteM B Tak HasbiBaeMble «CKire-
ennble dL-cucrembry (raBa 2). JIuHAMEUKY KJI€TOYHOW CTPYKTYDPBI JIMHEHHO-
ro JIncTa, cocrosinero n3 N napasiiebHbIX ITPOJOJILHBIX PSIJIOB KJIETOK, MbI
MojieTupoBaJin ¢ moMotbio N ogroMepHbix dL-cucrem, KaKjaas U3 KOTOPBIX
MOJIEJIUPYET JIMHAMUKY CTPYKTYPbl OTJ/IEJILHOIO IIPOJIOJIBLHOTO PSIJIA.

Angasum xaxjoit dL-cuctembl cocTouT U3 3-X OYKB, 0003HAYAIONIIX
KJIETKY 30HBI JIeJIEHUsI, KJIETKY IIePEXO/IHON 30HBI U KJIETKY 30HbI PACTSI?KEHUsT
(V. = {D,T,E}). Cocrostnue KazK1oif KJIETKH OIICHIBACTCS BEKTOPOM T1apa-
metpoB {14, 1, Ir,ty, lig} — u300CcMOTHUECKAst, HAOJIIOAEMast U PeJIaKCUPOBaH-
Hasl JITMHBI KJEeTKNH, MOMEHT BpEMEeHH, KOIJla KJeTKa MOsiBIIach, N HadaIbHas
N300CMOTHYECKas! JJTNHA KJIEeTKI.

[t Toro 4Tobbl 00ECIEYNTh COTIACOBAHHYIO paboTy ObLia BBEJCHA CIlle
OJIH& yIpaBJsionias ojgHoMepHasi dL-cucrema, KoTOpast MOJEJUPYET THHAMIU-
Ky CTPYKTYpPbI dparmMeHToB KjeTok. Ajdasut 31oii dL-cucrembr cocrout us
O/iHOI OYKBBI (), a TTapaMeTpaMi sIBJISIFOTCS JIJTHHA (hparMeHTa u BEKTOP JIJTH-
Hbl N, -t KOMIIOHEHTOI KOTOPOT'O SBJIsI€TCS HOMED KJIETKHU, CoJleprKalieil gaH-
HBIT bparMeHT B ¢-M MPOJIOJIBHOM KJIETOTHOM PsiJLy.

Hunamura nepementulr cocmoarua opeiesseTcs ooieil cucreMoit -
depeHIaIbHBIX YPaBHEHUI [T TapaMeTpoB i, [T, A 11 BceX KJIeTOK U (ppar-
MeHTOB. [Ipn gemennn Kakoii-imbo KJIeTKH CUCTEMa IIePECTPANBACTCS B COOTBET-
CTBUU C HOBBIM HaDOPOM IIEPEMEHHBIX M HOBOM KJIETOUHOI CTPYKTYpOIl TKaHM.

IIpasu.nro nepenucvisarua sBaserca oommm st Becex N + 1 dL-cucrem n
cpabaTbiBaeT B MOMEHT t* JieJieHNs] KaKoii-Inho KJeTKu [) 13 30HbI JIeJICHUs,
KOIJla, €€ M300CMOTHYEeCKasl JJIMHA (¢ JOCTUTAeT KPUTUUECKOI'O 3HAYEHUS [2y,q, -

B sT0T MOMEHT BBIOMpaeTCst apaMeTp JeJeHusT KJIeTKN d U KJIEeTKa I1epPeIrChl-
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BaeTCs CJICIYIOIIIM 00Pa30oM:

D(li,1,1r,to,lig) — D(d-li,d-1,d-1r,t",d- 1)
D((1 — d)li, (1 — d)l, (1 — d)lr, t*, (1 — d)li),

a HUMEHHO H300CMOTHYecKas, HabJ/rojgaeMasi U pejJaKCUpOBaHHAA JIJIMHBI Ma-
TEPUHCKON KJIETKU JIeJIATCA MEYKJy JIOYEePHUMM KJIeTKaMU B OTHOIIEHWHN d :
(1 —d), HauasbHBIE H300CMOTHIECKUE JITTUHBI JIOUEPHUX KJIETOK MOy daloT 3Ha-
aennst d - i u (1 — d) i, MOMEHTBI BpPeMEHNU TOSIBJICHHSI JIOIEPHUX KJIETOK —
3HaueHus t*. [lapamerp d siBjisieTcss HOpMaJIbHO paclpejie/IeHHOMN ci1ydaiiHoi
BEJIMIMHOI CO CpeTHUM 3HadeHueM [g = 0.5 U cpe/IHeKBaIpaTHIHbIM OTKJIOHE-
HueM og = 0.1, ¢ ponosiruTeNbHBIM yeaoBueM 0.1 < d < 0.9. B coorBercTBUN €
TeM, KaK pasjie/njiach HadIogaeMast JIJIMHA MaTepPUHCKON KJIETKU, OIpe/Ie/Is-
ercst pparMenT A,,, KOTOPbIil HY?KHO Pa3/Ie/InTh U BbITUCIsIeTCsT KOIMDPUITIeHT
ero JieJIeHus, BEKTOP HOMEPOB KJIETOK Pa3JIeJINBIIErocs pparMenTa A, Iepe-
IIICBIBAETCSI B COOTBETCTBUU C HOBOMI CTPYKTYPOIi KJIETOK.

Axcuoma 3amaéres cuuckoMm OyKB ajidaBuTa, CHAOXKEHHDLIX IapaMeTpa-
MU, KOTOPbIE MPEJICTABISIOT KJIETKH U COCTABJISIIOT «MOJEIbHBIN JucTy u3 N
IIPOJIOJIBHBIX PAJI0B, B KaxKJI0M psay 10 KJIeToK.

Cocrostane cucTeMbl (T.e. KJIeTOTHAS CTPYKTYPA JILCTA + MapaMeTphl KJie-
TOK) Ha KayKJOM BPEMEHHOM IIlare 3alliChIBACTCS B OTJIEIbHBIN CIHCOK, KOTO-
pBIil OTparkaeT Bce U3MeHeHHsI, IIPOUCXO/UBIIINIE CO CTPYKTYPOIl JINCTa BO BpeMsi
BBIUNCJINTEILHOIO SKCIIEPUMEHTa, U T03B0JIsieT 00padaThiBATh U BU3YAJJIM3HPO-

BaTb pPE€3yJ/IbTaTbl.

4.3. BpruncauTeJbHBIE YKCHEPUMEHTBI, PE3YJIbTAaThl 1 00CYy2KJIeHIe

4.3.1. IlnaH BBIYHCIUTEILHBIX 3KCIIEPUMEHTOB

[I;1an BoIYuCINTEIBHBIX IKCIIEPUMEHTOB, U3JIOZKEHHDLIX B JaHHOM pPa3AeJjie

OTpazKaeT JIOTUKY IIOCTpOE€HUA MOﬂeHeﬁ. BnauaJie onucniBaeTcs uccJjegoBanue
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ABTOHOMHOI'O POCTa OJINHOYHON KJIeTKU. B yacTHOCTH, n3ydaeTcs BJIANSHUE Pas-
HBIX (DYHKIII pocTa cyxoit OrnoMacchl n pyHKIINNH PEry/Isiiiui pocTa, KJIeTOTHOM
CTEHKM Ha BUJUMBII POCT M MEXaHUIECKUE XapaKTEPUCTUKU. 3aTeM UCCIIe/Ly-
I0TCsl OCOOEHHOCTH aBTOHOMHOTO POCTa KJIETOK B CUMILITACTHO PACTyIIeil TKaHU.
U 3aBeprraeTcs omnmncanne BbIMUCJAUTETbHBIMI SKCIIEPUMEHTAME 110 AIlTPOKCHU-

Mallill POCTa U ACPMUCa JIMCTa IIIIEeHUIIBI.

4.3.2. HWcciaemoBanme pocTa OJMHOYHON KJIETKU

BorancinresibHble 9KCIIEPUMEHTBI TPOBOJIMJIA € MOJEIHI0 aBTOHOMHOT'O
pocTa PacTUTENbHOI KJIeTKN, (popMan30BaHHOl B cUCTeMe ypaBHEeHMil (4.9) -
(4.12). @yukusg pocra jist W300CMOTHYIECKON JITMHBI KaeTKu [i(t) B Moje-
am 3ajaéresd gaBHoil ynkimeil. OCHOBBIBasiCh Ha OMYOJMKOBAHHBIX JIAHHBIX
O BO3MOXKHBIX (DYHKIHUAX pPOCTa KJIETOK M Ha OCHOBE OMOJIOIMYECKUX CO00-
pazKeHuil, MbI MPOBEPUIN HECKOJHKO (DYHKIUI pocTa: SKCIOHEHINAIbHYIO,

9KCIIOHEHITNAJTBHO-KBAIPATHIHY O, JJUHEHHYIO U CUIMOUIHYIO (puc. 4.5).

A i b

i/l
0 3KCMOHEeHLUManbHo-
0.05 KBagpaTuyHas

’ 0.04 NUHeHas

8 0.03

7 0.02 3KCMOHeHLManbHas

° R —— CUrmMouaHas

i t

t
0 5 10 15 20 25 5 10 15 20 25

Puc. 4.5. Iamenenne n300CMOTHYECKO JIIMHBI KJIeTKI OT 5 J10 10 MKM 3a BpeMst
KJIETOYHOI'O I[UKJIa, paBHOe TpuMepHo 25 dacam. A I'paduku dyHKImMii pocra,

b rpadukn yaenbubIx ckopocTeil pocTa.

s MogempoBanus yrpaB/ienns POCTOM PeTaKCUPOBAHHON JITMHBI KJTe-

Touaroii crerku (dir/dt) dyukius pocta $(-) OblLta IpecTABICHA B BIJIE

dlr _
— =1 ®1({Z}) (Purg — thresh)® 0 (Pryy — thresh) | (4.19)
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rjie 1 — K03 DUIMUEHT pocTa KJIETOIHOI CTeHKH, thresh — mopor Typrop-
HOI'O JIaBJICHUs, IPX KOTOPOM HAYUHAETCS POCT PEJIAKCUPOBAHHON JIJIMHBI KJIET-
ki, 0 — pyuxnusa Xepucaiiga. CTpost TaKyo GYHKIINIO, MbI IIPEANIOIAraN, 9TO
KJIETKA MOYKET CHHTE3MPOBATL MaTephas Ha CTPOUTENLCTBO KJIETOYHOM CTeH-
KI CO CKOPOCTDIO, IIPOIIOPIUOHAJILHOI cTenennoil pyHkiun or eé nedopmalium
1 HeKoTopoit yrpasisgiomnieit dyuknnn O1({=}). B Beraumcaurenbubx sKcmnepu-
MEHTaxX MbI PaccMOTpesn jiBa Bapuanta dyukuuit ynpasierus: $1({Z}) = li
n ®,({E}) = dli/dt. B nepBom BapmanTe CKOPOCTb POCTa KJIETOTHON CTEHKN
POIOPIMOHAILHA, CyX0il OOMACCe KJIETKU, BO BTOPOM — CKOPOCTU POCTa CyXOii
OMoOMacChI.

B rabsiune 4.3 npuBeJeHbl 3HaUYCHUS «CTAPTOBOIO HAabOpa» IapaMeTpoB
MOJIEJIM, OLCHEHHBIE 110 KOCBEHHBIM JAaHHBIM, COJEPKAIIUMCs B uTeparype. B
BLIYHC/IUTEILHBIX SKCIEPUMEHTAaX IIPU U3y YeHUH [OBEICHN PA3JINIHbIX BapU-
AHTOB MOJIE/IM [apaMeTPhl MOJIEIN BAPbUPOBAJINCH BOKPYT 9TOIO «CTAPTOBOIO

Habopay.

DKCHOHEHITNAJIbHO-KBA/IPATUIHAA CKOPOCTH POCTA.

DKCIIOHEHIINAIbHO-KBaIpaTUIHast (PYyHKIIHS:
li(t) = li(t0) e (=10 (4.20)

ObLiIa TIOJIyUeHa allllPOKCHMAIIeil SKCIepuMeHTaJIbHbBIX JaHHBIX 110 POCTY MAac-
Cbl JIDOXKKEBOI KJjieTKU u3 paborsl [36], HOpMuUpoBOUHBIH KO duImenT v =
1/900 mopbupaJsicst 13 yeIoBus, 9TO N300CMOTHIECKAST JIJTMHA KJIETKH BHIPACTAET
or 5 MKM 510 10 MM 3a Bpems t* = 30vIn 2 ~ 25 gacos. Takoit Buj PpyHK-
1y ObLI BRIOPaH 110 JABYM IPUYMHAM: BO-IIEPBBIX, YTOOBI OTOOPA3UTh HaJINUNE
JIar-1epuojia B JUHAMUKE POCTa MACCHI TIOCJIEe TOSIBICHUS JOUYEPHUX KJIETOK, 1
BO-BTOPBIX, UTOOBI (DYHKIMsI pocTa ObLIa IVIAJIKOI, 9TO YA00HO IPH MOJIE -
poBanun pocra TKaxu. OcTajbHbIe TTapaMETPbl MOJIEIN OBLIN B3sThI U3 TabJIN-

bl 4.3. JIna pacdera ncnoab3oBasicd naxker « MPT».
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Tabnuna 4.3. 3nadenust mapaMeTpoB MOJEIN (PpaBH. — MeXaHNYecKHd paBHO-

BECHBIN PEeKUM, Phepapn. — MEXaHMIeCKU HEPABHOBECHBII PEXKIM )

[TapameTp Pyepasn Ppash. CcbLika
lip — HAYAIbHAST H300CMOTHIECKAST JJINHA KJIeT- 5 5 |197]
KU, MKM

T — IMIUPUHA U BBICOTA KJICTKU, MKM 4 4 [197]

S, — mornepevHoe ceveHne KJIeTKH, MKM? 4 4 [197]
Sy — TomepevHoe cevdeHue KJIeTodHoil crenku, 1.6 1.6 [197]
MKM?

L — kosdpdunment  rugponposogrocTr, (.2 40 [128]

(MM 1 Gap) ™!

v — KO3 DUIUEHT JJIsi 0OCMOTUYIECKOro jaBje- 750 10 [128]
Hus, 6ap

E — mopyss FOura st kierodnoit crenku, 6ap 375 1000 67]
n — ko3 dunuent pocra Kiaerounoi creuku  0.15 0.15 67]
thresh — mopor TypropHoro naBjeHus, bap 2 2 [128]
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Memod pacuéma navarvrvx snavenud ly u lrg. Ilpobiema cocront B TOM,
YTO HaM, KakK IIPaBUJIO, HE M3BECTHbI HadaJIlbHble 3HAUYeHHsI HaOJII01aeMoil 1
penakcupoBantoii gy, OHAKO, 13 coobparKeHuil (TUmoTe3bl) O MOBTOPSEMO-
CTU TPAEKTOPUH COCTOAHMSI KJIETKU OT IUKJIa K IUKJY, 10 KpaitHeil mepe, 1pu
CUMMETPUIHOM JICJIEHNN, MbI HPHUIILIN K CJIEIYIONEMY 9BPUCTHIECKOMY aJIro-
purmy. Haunnaem c4ér ¢ 0lMHAKOBBIX CTAPTOBBIX 3HAUYEHUN HAYaJIbHBIX JIJINH
(lig = lyp = lrg). mutupyem pocT J0 yIABOEHHsI W300CMOTHYECKOT [ITIHBIL,
UMUTHDYeM JejleHne KJIeTKU, IoJydasl HadajbHble JJINHLI JeJeHneM KOHeU-
HBIX JIJINH IIOTIOJIaM, 1 3allyCKaeM CJIeJYIONINil UK/ POCTa TakKe JI0 YIBOe-
HUsI M300CMOTUYIECKON JINHBL. [JoBTOpsieM IUKJIBI pocTa U JIeJIEHUs IOI0JIaM
JIO COBITQJICHIST TPAEKTOPUIT Ha OYePEIHBIX INK/IaX pocTa. Takum obpasom, Ha-
XOJUM <«IIPaBUJIbHBIE» HadabHble JUIMHBL [y 1 [rg. Kak mpaBmiio, Jjisi 9TOro
JIOCTATOYHO JIBa~-TPU IUKJIA POCTa U JICJICHHSI.

Pocm xaemxu 6 keaszumeranuveckom pasrosecuu. II0CKOIbKY OlEeHKa T1a-
paMeTpoOB MOJIE/IH POCTa KJIETKH IPOBOAUIACH 10 KOCBEHHBIM JINTEPATyPHbIM
JIAaHHBIM, & B OIIYOJMKOBAHHBIX SKCIEPUMEHTAIbHBIX JaHHBIX IMEeTCsI 3HATM-
TeJIbHAS Bapuallisl, ObLIO IPOBEJIEHO MCCJIEeJOBaHNE JUHAMUKKI POCTa KJIETKN
IIpU pas3HbIX IapameTpax. B pesyibrare BISCHIIOCH, UTO HUMeEeTCsT HaDOop IIa-
paMeTpoB, IPU KOTOPBIX MTPOUCXOIUT OBICTPOE BHIPABHUBAHIE OCMOTHYIECKOI'O
[OTEeHIIAa U TYPropHOIo JaBJIeHNs B KJIETKE 3a cueT OOJIbIIONH CKOPOCTH I110-
TOKa BOJIbl. DTO O3HAYAET, UTO POCT KJETKH IIPOUCXOJIUT B YCJIOBUSIX MEXaHU-
YeCKOI0 PaBHOBECHSI — OCMOTHUYECKOE JIaBJICHIE PABHO TYPrOPHOMY.

Pesyavmamot 6bl4UCAUMENOHOIT IKCNEPUMEHMOE TIPU PA3HBIX KOMOMHA-
[UsIX TIapaMeTPOB MOJIeNN IpuBeieHbl Ha puc. 4.6. Yernipe rpaduka cooTBeT-
CTBYIOT Pa3HbIM KOMOMHAIMsIM (PYHKIMHU yIPaBJIEHUT POCTOM peJIaKCHPOBaH-
HOM JIJTMHBI KJIETKH W MeXaHInIeCKOMYy pexkumy eé pocra. [Ipu cpaBHenun rpa-
GUKOB ciieyeT OTMETUTh, B YACTHOCTH, UTO IIPU PABHOBECHOM PEXKIME POCTa
(Ppap.) OCMOTHYECKOE I TYPrOPHOE JIAB/ICHUSA UMEIOT OBICTDBIN HepeXOIHbIil

IIepuoJI cpasy IocJie MogBIeHnd JJouepHell KJIeTKU, U TOTOM HaX0IdTCsd IMOUTH Ha,
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Puc. 4.6. PesysibraThl MojeIMpoBaHust aBTOHOMHOTO pocTa KJeTKu. DyHKIs
. . —t0)2 o

pocra li(t) = li(ty) e ¢~1° ®Oyukuus pocra kierounoit cremxm: (A — T')

¢ ({=}) =li, (1 - 3) ®1({Z}) = li, mexanuveckn HEPABHOBECHDIH peKIM: A,

b, /I, E, mexanndecku paBHoBecHblii pexkum: B, I 2K, 3.

cranmoHapHoM yposHe. [Ipn Mexanm4ueckn HepaBHOBECHOM PEXKIME (PHepaBH.)
OCMOTHUYECKOE U TYPropHoe JIaBJICHU U3MEHAIOTCS Ha IIPOTAZKCHUN KJIETOYHOI'O
nukJia. By hyHKIMN yiipaBieHnst pOCTOM (PeakKCHpPOBAHHOMN JJINHBI) KJI€TOU-
HOIl CTEHKM OTpazKaeTcd Ha U3MEHCHUN BEJIUYNH JIABJCHUN U IIPAKTUYECKU He
U3MEHsIeT X BPEMEHHOI'O XOJa JIIsi OJHON 1M TOoil »Ke (DYHKIMU pOCTa CyXOii

OMOMAaCCHhI.

I/ICCJIe,ZLOBaHI/Ie ABTOHOMHOTI'O POCTa KJIETKH IIPU Pa3HbIX BapHMaHTaX

CKOPOCTH POCTa CyXOii bmoMacchI.

111 cpaBHUTEIBHOTO U3yYeHUs BANAHIA PYHKIIUU POCTa CyXOil Onmomac-

Chl HA MEXaHWYEeCKOe TOBeJIeHNne KJIETKH, JIPYTUe BO3MOYKHBIC BBl (PYHKIIUN

pocta cyxoii OGmomacchl (JIMHEHHYI0 U CUTMOWJIHYIO) CTPOUJINCH TaK, YTOObI
O

KJIeTKa BbIpacTasa oT b MKM J10 10 MM 3a Bpems t* = 30v/In 2 gacos, T.e., 9TO-

OBl JIJIMHA KJIETOYHOI'O IUKJIa ObLIa OJMHAKOBOI /I BCEX BapUaHTOB CKOPOCTU
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pocTa Cyxoil OMoMacChl.

Cuemoudnasn ynruua pocma cyrot Maccor KAEMKU PacCMaTPUBAJIACD T10
CJAeAYIOMNM coobparkeHnsaM. Kak m3BeCTHO, CHHTE3 OMOMACChI KJIETKU MPOTIC-
xouT Bo Bpems (haswl G1 KirerouHoro nukia. Jdajee, mepes MUTO30M Clieayer S
daza, BO BpeMs KOTOPOIT IPOUCXOAUT PEILIHKAIIsT FeHOMa KJeTKU. MbI mpe/io-
JIOZKIJIA, 9TO B 9TO BpeMsi OMOCUHTE3 KOMIIOHEHTOB IIUTOILJIA3MbI 32TOPMOXKEH,
1, TAaKUM 00pa3oM, (DYHKINs POCTa MACChl IMEET CUTMOUJIHYIO popMy. Pe3yiib-
TaThl BLIUYUCIUTEIbHBIX SKCIIEPUMEHTOB IIPU PA3HBIX KOMOMHAIMAX [IapaMeTPOB

MOJIeIN TIpUBEJIeHbl Ha puc. 4.7.

A B 7 B

2 6! = Posm Pturg 2 Pturg
= o =

: ] s

£ @ z

® = [

c x =
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g 54 g

S =] =
= 5 /\ =

2 2
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PI/IC. 4.7. PeByﬂbTaTbl MOJAEC/INPOBaHA aBTOHOMHOI'O POCTa KJIETKHN JIAd CUT'MO-
Li(t*)—li(tg)+28
(W)ﬂ(ptom.st*)/t* :

pocra kierounoit crenxi: (A — ) ®({2}) = Ui, (I~ 3) ®,({Z}) = i, me-

niHoit dynknnu pocta li(t) = li(ty) —d + o DyHKIHA

XaHn4decKn HepaBHoBecHbIl pexkum: A, B, JI, E, mexanudeckn paBHOBECHBIN

pexkum: B, I', 2K, 3.

JTunetinas ynryus pocma cyxoti 6UOMaAcCH, TTOTYIAETCS U3 aBTOKATAIN-
TUYECKUX IPEJICTaBJICHUIl O CUHTEe3e¢ KOMIIOHEHTOB KJeTKU. VIMeHHO, mpejio-
JIO?KWM, 9TO B OTCYTCTBUU BHENTHUX OTPAHUYEHNI B KOMIIOHEHTaX MUTAHUS 1

IIOCTOAHHOM IIaplIMraJIbHOM COCTaBe€ CyXOfI OMOMACCHI KJIETKI CKOPOCTb CHHTE-
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30B BHYTPH KJIETKU OIUCHIBAETCA peakiueil IepBoro nopsjika: ¢ = (i ¢, Ijie ¢ —
KOHIIEHTPAITUS CyX0ii OMOMAacChl B KJIETKE U [4 — KOHCTAHTa CKOPOCTU CUHTE3A.
C nipyroit ¢cTOpPOHDI, TPHU TOCTYIIJIEHUN B KJIETKY BOJIBI €€ 00beM yBeJINUNBaeT-
cd, 9TO NMPUBOJAUT K YMEHBIIEHUIO KOHIEHTPaIu cyxoit dbmomacchl. B utore,

CKOPOCTH M3MEHEHMA KOHIEHTPallun CYXOﬁ OMOMACCHI OINICHIBACTCS CHUCTEMOil

YPaBHEHUIA:

dc dl
o o 4.21
a PO Tar (4:21)

Ppn = ¢RT, (4.22)

Ilr —1

Pturg = F Ir ) (423)
ﬂ = SL (P — P ) (4 24)
ldt - osm turg ) :
dlr

= ®1({Z}) (Prurg — thresh)® [ Pryy — thresh), (4.25)

3 pemenns cucrtembl ypapaenuit 4.21 — 4.25 HaxXo UM pOCT CyXOil OMOMAaCCHI
m(t) = c(t) 1(t).

A7

o

o 3

n

[OnuHa KneTku, MKM
Cyxas 6uomacca, ycn. eq.

(S

3 0 5 10 15 20

0 5 10 15 20
Bpewms, yachl Bpems, yackl

Puc. 4.8. Pesynbprarhl MogenpoBaHuss aBTOHOMHOI'O POCTa, KJIETKU IIPU aBTO-
KATaJIUTHIeCKOM pocTe cyxoit buomaccsl. A. Innamuka nabsrogaemoii (1) u pe-

JIAKCUPOBaHHO# (Ir) e KiaeTku, B. guHamuka cyxoit 6nomacesl Kietku (m).

BorancnreibHbIe SKCIIEPIMEHTHI ¢ MO/JIEBIO TTOKa3aHbl Ha puc. 4.8. Buj-
HO, ITO TIPH BBIOPAHHBIX MTapaMeTpax pocT JJIMHBI U CYXOil OMoMacchl (B pam-

KaxX PACCMOTPEHHOI BbIIIe MOJIEHN 4 TIPOTIOPIIMOHAIBHO M) KJIETKH IIPOHCXOIUT
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MPAKTUIECKN JIMHEHTHO. DTO MOC/TYKUI0 ApTyMEHTOM JIJIs N3YYeHus JTMHEeIHOM
dbyHKIWN pocra Jjist Cyxoilt Guomacesl (T.e., Jjisi H300CMOTUIECKOTT JIJIHHBI).
Pe3ymbTaTsl BHIMUCINTENHHBIX SKCIIEPUMEHTOB [IJIs JTMHEHON Dy KT

PN Pa3HBIX KOMOMHAINAX TapaMeTpPoOB MOJIEeN TPUBeIeHbl Ha puc. 4.9.
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Puc. 4.9. Pesyabrarsl MojieimpoBanist aBTOHOMHOTO pOCTa KJIETKH JIJIs JITHET-
woit pyukimst pocra li(t) = 1i(t0) + a(t — t0). OyHKIUsA pocTa KJIETOTHOI
crenki: (A — ) &, ({2}) = li, (I~ 3) ®1({Z}) = li, vexamuaecku Hepas-
HoBecHblll pexkum: A, B, JI, E, Mmexanudecku paBHoBecHblii pexxum: B, I 2K,

3.

MTak, B BEIYUCIUTETBHBIX SKCIEPUMEHTAX C MOJIEIBIO ABTOHOMHOTO PO-
cTa KJIETKHU TIOKa3aHOo, 9TO 3ajaHHasi PYHKIMS pOCTa CyXoil OoMacchl KJIETKN
ornpejiesisieT (MYHKIIMH pOCTa MOXOyKel (POPMBI It €€ BUIUMOIN U PeTaKCUPO-
BaHHO#l JumH. [Ipm MexaHMYecK HepaBHOBECHOM peXKUMe pas3Hble (PYHKIUN
pocTa IPUBOJAAT K PA3JIMYHOMY U3MEHEHUIO OCMOTUYECKOTO U TYPrOPHOIO JlaB-
JICHII Ha TPOTSKEHUN KJETOYHOTO IUKJA, B TO K& BpeMd IPU PABHOBECHOM
pezKuMe JIaBJICHUSA OCTAIOTCH MOYTHU IMOCTOAHHBIMU BO BPEMdA KJIETOYHOI'O IUK-
Jla, 1 BUJI (DYHKIIMKU POCTa CyXOil OMOMACChl NMPAKTUYECKNM HE BJIUSIET Ha STU

napyiernst. Bur QyHKIMN yIIpaBIeHns: POCTOM (peJIaKCHPOBAHHOIN JIJIMHBL) KJle-
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TOYHOI CTEHKHN OTpazKaeTcd Ha M3MEHEeHUU BeJIUYNH JaBJIeHUI U IPAKTUYCCKN
He U3MeHsIeT UX BPEMEeHHOI'O XOJIa, JJIsI OJHOM 1 TOM »Ke (DYHKIUKM POCTa CyXOil
oromacchl. KpoMe TOro mokasaHo, UTO yMeEHbIeHUE [ BeJleT K yBEJIMICHUIO
pPa3HUIBl MEZXKY OCMOTUYECCKUM U TYPrOpHBLIM JaBJCHUAMU, U OCMOTUYECKOE
JaBJIEHIE YBETMINBACTCS B TeUeHHe KJIETOUHOTO MUK/ (T.e., pACTET KOHIIEH-
Tpalus cyXoit OMOMACChI), a YMeHbIIeHHUE 1) BeJeT K YBeJNUEHUTO JIABIeHUil, He
CUJIBHO BJIMAA Ha (POPMY MX JIUHAMUKH.

Cienyer OTMETHTDb, 9TO PEXKUM POCTA B COCTOSIHUN MEXaHUIECKOI'0 KBa-
3UPABHOBECUA UCHOJIB3YEeTCA IIPU UMUTAIUN POCTA TKAHU B MOJEIAX TUHAMUKNA

Beprn [114].

4.3.3. UcciaenoBaHue BJIMSHUS CUMILJIACTHOTO POCTa HA MEXaHUKY

KJICTOK B JIMHEMHON JIMCTOBOM IIJIACTUHKE

[1j1s1 TOrO, 9TOOBI BEIABUTH MEXaHUUECKIEe OCOOEHHOCTH CUMILIACTHOIO PO-
CTa KJIETOK B TKaHM, Mbl CDABHUJIN JIJINHBI U JIABJIEHUS B 9THX KJIETKaX ¢ KJIeT-
KaMI, pacTyIIIMI aBTOHOMHO U HE3aBUCUMO JIPYT OT JIPyTa, UCIOJIB3Ys CTaTH-
CTUYECKNE 3aKOHOMEPHOCTH paciipejesieHust JJINH KJIeTOK B 000MX BapuaHTaxX
pocra. [Iyisi Takoro cpaBHEeHUs HaM HaJ0 OBbLIO CTaHJIAPTU30BAThL COCTOSHIE
TUX TMOIYJAINI, KOTOpble HaUNHAIOT PACTU U3 OJIHON KJIETKU.

B npocroit Mojesn, KoTopas IPUHATa B JaHHON paboTe, Bapuallds JIJIM-
TEJITLHOCTU KJIETOYHOTO IUKJa 3aBUCHUT OT pasmMepa jouepHeil kjaerku. [Ipnm
CpeJIHEKBaIDATHIHOM OTKJIOHEHUHN apamerpa jejenns pasaom 0.1 (cirygaii-
HOe OTKJIOHEHUE IPU JIeJIeHU MATEPUHCKON KJIETKN) BBIYHCIUTETHHbIE KCITe-
PUMEHTBI ¢ MOJIEJIBIO MOKa3aju |7], 9T0 CyIecTBeHHAsT CUHXPOHU3AIMS KJle-
TOYHBIX ITUKJIOB B (bailjiax mpoposzKaeTcd Ha NpoTszkeHun 14 jnesenuii. 3a 910
BpeMs UNCJI0 KJIETOK BO3pocyo mpubmmsuTenbuo o 10000, nx cymmapnas JI/i-
Ha cTaJsia 0KoJ1o 80 MM, a JUIHTETHLHOCTL POCTa 0K0JI0 cocTaBmia 350 dacos (mpu
CpeJiHeil JINHe KJIeTOTHOrO TUKJIa 0KOJI0 25 dacoB). Cyiist 110 UMEIOMNMCST JIaH-

HBIM, TaKagd CUMHXPOHHOCTD H&6JHO,ZL&€TCH TOJILKO B ClleI1aJIbHBIX 9KCIIEPpUMEH-
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TasbHBIX yeaoBugax [151]. Jlist Toro, 4mobbl pacCHHXPOHU3UPOBATH KJIETOTHBIE
IIUIKJIBI, BHAYAJIE IMUTHPOBAJIA POCT U JeJIeHNe KJIeTOK IIPU HEPeaJbHbIX OTKJIO-
HEHUSIX OT CUMMETPUIHOIO JICJICHUS KJIETOK — CPEIHEKBaIPATUIYHOE OTKJIOHE-
Hue acumMmerpun 0.2 1 orpaHmdeHust Ha BapradeJIbHOCTD JOUYEPHUX KJIETOK OT
0.1 1o 0.9 ot pasmepa gensimeiicss kiaerku (10 mxm). [locse mopoxienust my-
Jla aCUHXPOHHO JIEJIAIINXCA KJIETOK ¢ aHOMAaJIbHON Bapualiieil pa3MepoB, MbI
BO3Bpalam 60Jee paB oo I00HYI0 BapnadeIbHOCTh aCUMMETPUN JIeJICHUST, 1
IPOIOJIZKAIM CUeT Ha, IPOTIKEHUN BPeMEeHU, PABHOM JIBYM CPEIHUM KJIETOU-
HBIM I[HMKJaM. 3a 9TO BpeMsl BapuadeJbHOCTh JJINH KJIETOK BO3Bpallaach K
HOpME. DTO ObLIO CTAPTOBBIM COCTOSIHIEM J1JIsI BHIUUC/IATEILHOIO SKCIIePUMEH-

Ta.

MoaemupoBaHne npoJmmmdepanu B IONYJISIUN CBOOOIHO PACTYIIUX

KJIETOK

BoruncmrebHblil 9KCIEPUMEHT IIPOBOAMIN 110 CIeayomeil cxeme. I3
CTAPTOBOI MOMYJIANNN JleJiajin ciydaiinyio Boibopky u3 100 KJIeToK, U MMUTH-
pOBAJIM UX POCT HA MPOTsiZKeHn: BpeMmern okosio 100 9acoB (4 cpeiHuX KIeTod-
HbIX TUKJIA). [0 X0y cuera cOXpaHsi KOOPJANHATHI KOHIIOB KJIETOK B KAYKJIOM
kjaerounoM aitie. Ilo moayueHHON TpaeKTOpUN CTPOMINA PACIPEIeICHAe MO-
MEHTOB JiejIeHnii KaeToK. V3-3a qacTuaHoil CHEXPOHU3ALIN 9TO PaclpeieieHne
MMEJIO TIePUOIMIECKYIO COCTABJILIONIYIO. 3aTeM Ha UHTEPBaJe BpDEMEHU OT BTO-
POro JI0 TPEThero MUHUMYMOB PACIIpe/Ie/IeH s KJIeTOUHBIX JeJIeHIi (IIPIMEePHO
OJINH KJIETOYHBIN 1UKJI) CTPOUJIA THCTOTPAMMBI PACIPEIETIeHIH H300CMOTIIe-
CKOIl, pesIaKCUPOBAHHON U peabHOM JIMH KJIETOK B MOMEHTAX BPEMEHH «INin-
1» (mepBbIit MUHUMYM pacIpeie/ienns ), «increasing» (cepeuna MezK Ly MOMEH-
TaMu «min-1» u «max»), «max» (MakCUMyM paclpejieienns), «decreasings
(cepeHa MeKJIy MOMEHTAME «IaX» U «min-2» ), «min-2» (BTOpoil MUHIMYM
pacIpe/ie/IeHus ).

Ha puc.4.10 npuBejeHsl pacipejiesieHns B BBIOpAHHBIX TOYKAX TPAEKTO-
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Puc. 4.10. I'mcTorpamMmmbl pacipeaeseHuit 1300CMOTUIECKOH 1 peabHO J/TNH B
HOIYJIATIAN CBOOOTHO PACTYIINX KJIETOK. ['MCcTorpaMMbl TTOCTPOEHBI B MOMEHTHI
BpeMeHI: «min-1», «increasing», «max», «decreasings, «min-2». («period») —
cpefHee paclpejie/ieHue JIJIMH 3a WHTepBaJl, PaBHBI OIHOMY KJIETOYHOMY

UK.

119



pun pocra. Kak u cjiejioBajio oxKujiaTh UCXOJd U3 TOTO, YTO IPU BBIOPAHHBIX
nmapamMeTrpax MOJICJN POCT PEJaKCUPOBAHHON JJINHBL JIJIS OAHONW KJIETKU OJIU-
HAKOBO XOPOIIO OTCJIEXKIUBACT POCT W300CMOTHYECKON JIJIMHBI TIPU JIFOOOM ee
HaYaJIbHOM 3HAYCHUU, paclpeaecHns STUX AJUH B ¢CBOOOIHO pacTyImeil momy-

JIAIIMN IIPaKTUYICCKHN COBIIQJalOT.

Bimganne cmMIniacTHOTO POCTa KJIETOK Ha pacIiipeJeJieHue nx Ha0JI10-

JaeMbIX pa3MepoB

3 100 Kj1eToK, BLIOPAHHBIX U3 CTAPTOBOI MOMYJISIUN JIJIsT MOJIETUPOBa-
HUS CBOOOJIHOTO POCTA, ITyTeM CJIYyJailHbIX MepecTaHoBOK moayduan 10 daiiion
OJINHAKOBOI cyMMapHO#l juymmHBI 110 100 KJIeTOK B KaxKjaoM. VX pacmoJioxKuin
napaJsiieIbHO JIPYT JPYTY, UTOOBI MOJTYUMJICH TPAMOYTOJIBHUK — MOJIEIb JIN-
CTOBOIl TJIACTUHKM. PocT JIMCTOBOI TJIACTUHKN CUNUTAJIN IO aJITOPUTMY, OIIN-
CAHHOMY B pa3zJieJie BbIIlle, OCHOBAHHOMY Ha MOJIeJIU CUMILIACTHOIO POCTa KJle-
ToK (paszjen 4.2.3). Jlyist cpaBHEHUsT COCTOSTHUST TIOMYJIAIIN KJI€TOK B TKAHU BCE
1oKaszaTe/i CTPOUIMCh B MOMEHTbHI BpeEMEeHU POCcTa TKaH! aHAJIOTnYHbIE MOMEH-
TaM BPEMEHH JJIsI ToKa3aTeseil CBOGOTHOTO POCTA TOMYJIAIIN KJIeTOK («min-1»,
«increasing», «max», «decreasingy, «min-2»). Puc. 4.11 nmemoHcTpupyer juHa-
MUKY pacipejie/leHns KJIeTOK M0 KJIeTOUYHOMY UKy B 00pas3lax TKaHW B BbI-
OpaHnble MOMEHTBI BpEMEHN.

st Gostee J1eTabHOTO OTOOPAYKEHUS COCTOAHWS KJIETOK B TKAHW HA
puc. 4.12 npuBejieHbl JJuarpaMMbl paccessHusl TOUYeK, IPEeJCTaBISIONINX KJIeTKN
B KOODJIMHATHBIX 0CAX (<«M300CMOTHYECKas JINHAY / «peasbHast JTnHay ). Pac-
cesiHUEe TOYEK B MOMEHTBI BpeMeHHU «min-1», «increasing», «max» IOKa3bIBaET,
YTO [IPpOCTas MOJIe/Ib YIIpaBJIEHUs POCTOM peJIaKCUPOBAHHO JIVIMHBI KJIETKHU IIPU
CUMILJIACTHOM POCTe IPUBOJIUT K OTKJOHEHUIO PeaibHOIl U peslaKCupPOBAHHOMN
JUTAH OT M300CMOTHYIECKON, B TO BpeMsI KaK paccesdHne TOYeK s CBOOOIHOIO
pocta dpopmupyer duccekTpucy yria. Huxke OucceKTpuchbl pacioiozKeHbl KJIeT-

KHI, CXKaThle 110 CPABHEHUIO C MX pPeasibHOI JIIMHONI 1IPpU CBOOOJIHOM POCTE, a
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Puc. 4.11. Pacnpejenenne KJeTOK 1O ¢a3e KJIeTOYHOro MUK B 00pasiax
Y9IaCTKOB JIMCTOBOMW IIJIACTHHKH B pa3Hble MOMEHTBHI pocTa. OTTeHKaM Ceporo
COOTBETCTBYET M300CMOTHYECKAs JIIMHA: CBETJIbIE KJIETKU — TOJILKO TOJIeTNB-
muecsi, depuble — 0KoJio 10 MKM («B daze genenus» ). OOpasmbl B3SIThl B MO-

MEHThI BpeMeHI «min-1», «increasing», «max», «decreasings, «min-2».

max decreasing min—2
Ireal Ireal Ireal
1 11 1

10 10

A L N 9 o O

A~ N 9 o O

liso liso liso
4 5 6 7 8 9 10 11 4 5 6 7 8 9 10 11 4 5 6 7 8 9 10 11

Puc. 4.12. Paccegnune To4uek, IpeICTaBISIONINX KJICTKI B KOOPANHATHBIX OCIX
(«m300CMOTHYIECKAs JTUHAY / «peasibHast JIJIHHA ), B MOMEHTBI BPEMEHH <«IMin-
2», «increasing», «max». Cepble TOUKU IPEJICTABIIAIOT KJIETKU, PACTYIIIE CHM-

ILJIACTHO, YepHBIE — CBOOOJIHO PaCTYIINe
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Puc. 4.13. I'padukn mioTHOCTH pacipejie/ennii HabroiaeMbixX (peasbHbIX )
JUIMH B TIOIYJISIIMSIX CBOOOIHO U CHUMILIACTHO PACTYIIMX KJIETOK 38 MHTEPBAaJI

BPEMEHU, PABHbBI OJJHOMY KJIETOYHOMY IHUKJLY

BbIIIe OMCCEKTPUCHI — PacTaHyThIe. [Ipn cBOOOIHOM POCTe KJIETKH ¢ HOPMaJlb-
HBIM TYPrOPOM, €€ JJIMHbI, KOTOPbIE SBJISIOTCS IIePEMEHHBIMU COCTOSHUSA KJIET-
KM B MOJICJIN, PAHKUPOBAHBI B «CCTECTBEHHOM» IOPAJIKE: peJaKCupoBaHHad <
peanbHas < m3oocMmoTuveckas. Ilpu aTom aBrKyIIeil cuiioilt pocTa KJIeTKU sIB-
JIIETCST POCT €€ N300CMOTHIECKOIT JI/TMHBI, KakK (DYHKI[NHI BpeMeHN! (aBTOHOMHBIH
MEXaHI3M POCTa CyXOif OHOMACCHI B ONTUMAJIBHBIX YCJIOBUSIX). PeryasaropHblii
MEeXaHU3M POCTa KJIETOUHON CTEHKH (POCT PeaKCUPOBAHHOI JIJIMHBI) BMECTE C
apaMeTpaMu IHJIPOIPOBOIUMOCTH KJIETOTHON I'PAHUIBI (B MOJEIN — MOCTO-
SIHHBIE) 00ECTIeINBAIOT PErYJISIINI0 POCTa PeaTbHON JITHHBL KieTku. [Ipu srom
BXOJIHBIM CUTHAJIOM JIJIsl PETYIAIINN CKOPOCTU POCTa PEJIAKCUPOBAHHON JIJIMHBI
siBJIsIeTCs JlepbopMalins KJAeTouHoi creHkn. M Jijist cBOOOIHOIO pocTa TaKas pe-
ryssmus paboraet. OHaKO, P CHMILIACTHOM POCTE peasibHasl JIJINHA, KJIETKH
1 e¢ JUHAMUKA OTJIMYAIOTCSA OT TAKOBBIX JJIsI CBOOOJHON KJIETKU U3-3a MeXa-
HUYECKOI'O BJIUSIHUSI CKJICEHHBIX C Hell KJIETOK M3 JAPYruxX (ailjioB, W BXOIHOI
CUTHAJI JIJId MeXaHU3Ma PeryJsdiini MoayvYaeT «HelpaBuibHOey 3HaUYeHue, YTO U
IPUBOJINT K HeaJieKBaTHOI peryisiun. [losToMmy pacrpeieseHust Hab IO 1aeMbIX
JIUTIH KJIETOK IIPH CUMILIACTHOM B CBOOOTHBIM POCTE 3HAYUTEIHHO PA3INIAIOTCA

(cm. puc. 4.13).
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Puc. 4.14. Kycouno-jnneiinast (byHKIMsT POCTa M300CMOTHUIECKOMN JIJTUHBI KJIET-

ki, DZ — 3ona pocra nenenuem, EZ — 30Ha pocTa pacTsizKEeHHEM.

4.3.4. MogeaupoBaHue poCTa MUAEPMUCA JIUCTA TIITEHUITbI

Bajiaveil JAHHOIO dTalla MOJIEJINPOBaHNUSA ObLIO IIOKA3aTh BO3MOXKHOCTD
AN POKCUMAIINN KCIIEPUMEHTAJIbHBIX JIAHHBIX 110 POCTY JINCTA MIIIEHUITHI B paM-
KaX MOJEJIN CHUMILIACTHOI'O POCTa, IIpe/cTaBleHHol B pasaesne 4.2.3. s mo-
JIeJINPOBaHUsl POCTa JINCTA, IIIEHUIbI ObLIO yYTEHO, YTO B OCHOBaHUU JIHCTA
KJIETKH PpacTyT U AEJIATCs, HO Ha HEKOTOPOM PaCCTOAHNUN OT OCHOBAHUS KJIETKH
[EPECTAIOT JEJINTHCA U HAUMHAIOT PACTU B JUIMHY ¢ 00Jiee BBICOKOI CKOPOCTHIO,
yeM B 30He JiesieHust. [1jist IpoBepKu BO3MOYKHOCTH TAKOM alllpOKCUMaIIK Oblia,
BbIOpaHa KyCOUYHO-JIMHeitHas (PYHKIUS POCTa N300CMOTUYECKON JIJIMHbBI KJIeT-

ki (puc. 4.14), T.e B KaxKJ10if 30HE BBIOPAHBI Pa3HbIE 3HAYEHIST CKOPDOCTH POCTA!

lZ(t) = [0+ az-(t — to), 1= {1, 2} . (426)

Takum 06pa3oM, MO FKCIEPUMEHTAIBHBIM JaHHBIM U3 paboThl [23], mpej-
CTaBJIEHHBIM B paszjene 4.1.2, Hy»KHO ObLIO 110/100paTh KOIMMUIUEHTHI 4 U G2
(1151 30HBI pOCTA JIeJIEHHEM U JIJIst 30HBI POCTA PACTSIZKEHNEM ). Y dUThIBast, ITO B
MOJIEJIN TIPEJII0JIaraeTcs, YTO KJAETKa JCJTUTCS UIN EPEXOUT U3 30HbI JeJTCHUST
B 30HY pacTs?KeHUsi, Korjia eé HadabHOe 3HAYEHUE Y/IBauBaCTCs, HEOOXOMMO
ObLIIO T10/1I00pATh JIBa MapaMeTpa: HadaJlbHOe 3HaUYeHne B 30He POCTa, Jie/IeHueM
1 KOHeYHOe 3HavueHne B 30He pocTa pacTskenueM. [lepBoe mpubimkenne 3Ha-

YeHUI mapaMeTpoB MoAOUPaJIN 110 MOJIEJIM POCTa OJIHOM KJIETKM. 3aTeM Haii1eH-
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Puc. 4.15. Pacnipenenenne cpeanx pa3MepoB KJIETOK BJOJIb JIUCTaA MITEHUIHI.
Touku cOOTBETCTBYIOT CpeHEMY pa3Mepy KJIeTOK Ha OTpe3Kax JIMCTa, 0003Ha-
YEHHBIX CEPbIMHI BePTUKAJIbHBIME JMHIAMU. Cepble TOUYKN — 9KCIIEPUMEHTAIb-
Hble JJaHHbIe, YEPHDbIE — PE3YJILTAThl PacdéTa ¢ ONTUMAaJbLHBIMU ITapaMeTPaMU.
Kpacnas n uépraasi KpuBble — aIlllTPOKCUMAITNN SKCIIEPUMEHTAILHBIX U MOJIE/Th-

HbIX JAaHHBIX DyHKIWsMu Pugapsca [120].

HBI{l 3HAYEHUsT YTOUHSIIN, UCIOJb3Ys CJIEIYIONINIl aJropuTM: HavaIbHOEe 3Ha-
JeHue MoJdupasii 10 CeTKe, JJid IOMCKa KOHEYHOI'O 3HAUYEHUS HCIIOJIb30BAJICS
METOJI 30JI0TOT0 cevueHns (mpu (GUKCUPOBAHHOM HAYAIbHOM 3HAYEHUN ).

B pesymnbrare, mst smHeitHoi (yHKIWN pocta KiaeTok (puc. 4.14) Gbuin
0/I06pAHBl KHHETHIECKIE TTAPAMETPDI (a1 U @), IPU KOTOPBIX MOJIEb BOCIIPO-
M3BOJINT KCIIepUMeHTa/IbHbIe Janubie (puc. 4.15) u3 paborst [23] o pacmpe/ie-
JIEHUU CPEeJHUX PAa3MEPOB KJIETOK BJIOJIb JINCTA IIMEHUIIBI IPU 3HAUEHUSIX MeXar-
HUYECKUX IIapaMeTpOB I KBa3UPaBHOBECHOIO pexknuMa pocta. OJHAKO ObLIO
OTMEYEeHO, UTO TPU CHMILIACTHOM POCTe paBHOBecue Hapytiaercs (puc. 4.16).

AHasu3 mpocTPaHCTBEHHOTO pacipejiesienns nasiennii #a jucre (4.17 b-
B) mokaszast, aTo HanboJIbInne Bapuaun JaBJIeHn il Mpyu NCIOIb30BAHHBIX TTapa-
MeTpax MOJEJIN COCPEJOTOYEHbl B II€PEX0/IHOI 30He, 0003HAUEHHON 3€/IEHBIMU
KJaeTkaMn Ha puc. 4.17 A.

Taxum 00pa3oM, B BBIUUC/IUTEIbHOM KCIIEPUMEHTE ObLJIO IIOKA3aHO, 9TO

IIPU CHUMILJIACTHOM pOCTE PaCTUTENbHONI TKAHW AaBTOHOMHAA Iposudepalins
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Puc. 4.16. Tnnamuka typropuoro (A) u ocmorndeckoro (B) marennii B kier-
KaX «MOJICJIBHOTO JINCTa» TIPH CHMILIACTHOM pocre. B — nunammnka ocmoTnde-
CKOT'O JIABJICHUS B OT/EJBHDBIX KIeTKaxX. 16pHas mpsMas yKa3blBaeT XOJI JaBJie-

HUI IIPU POCTE OJIHON KJIETKMH.

m DZ (meaneHHbil pocT + feneHue)

m DZ-EZ (megneHHbIi pocT, HET aeneHus)
B EZ (6bICTpbIf pOCT, HET feneHuns)

——

Puc. 4.17. JlnuarpaMmbl KJIETOK «MOJEJIBLHOTO JINCTA», CTEHEPUPOBAHHOIO B BbI-
YUCJUTEILHOM dKcrnepuMenTe. D7 — 3oHa pocta jenennem, EZ — 3oHa pocta
pactsikenneM. A Tunwr kiaerok, b Pacupegenenne ocMOTHYECKIX JTaBICHIIT
B KJleTKax JiicTa. B Paclipenesienne TypropHbIxX jgaBjieHUil B KJeTKaxX JIACTA.

CTpe.HKI/I Ha IIKaJie YKa3bIBalOT SHAYCHUMA ,ZLaBHeHI/IfI B O,ZLI/IHO‘{HOﬁ KJICTKE.
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KJIETOK IPUBOJIUT K BapuadeJIbHOCTU MEXaHMYECKUX HaIPszKEeHUNH U OCMOTH-
YecKUX JlaBJIEHUIl B KJIETKAX U CYIIECTBEHHOMY OTJIMYUIO XapaKTepa UX JU-
HAMUKHU 110 CPaBHEHUIO CO CBOOOJIHO pacTyHIMMK KJjeTkamu. I3 sToro ciemy-
€T, B YACTHOCTH, UTO OOIICHPUHATAS IPOIEIypa OIEHKH CKOPOCTU POCTa, KJIe-
TOK B TKAHH JINCTA 110 BUJIMMBIM pa3MepaM KJIETOK MOKeT ObITh HEKOPPEKTHA,
IIOCKOJIbKY He YYUTBIBAETCS, UTO KJIETKH B TKAHU HaAXOJATCHd B HAIPsI?KEHHO-
JnedopmupoBaHHOM coctostHun. Ha puc. 4.2 npuBeéH npumep Takoil CUTyalnn
JIJIs1 JIBYX «CKJIEEHHBIX» KJIETOK, KOTOpPble MMEIOT OJIMHAKOBBII BUAUMBII pas3-

Mep, HaXo/IsICh IIPH 9TOM B Pa3HbIX (hazax pocra.

4.4. UWcciaemoBaHue YyBCTBUTEJIbHOCTU BUANMOI JIJIMHBI KJIETOK K

IIapamMeTpaM MoJdeJin

4.4.1. MeToabpl TeopuMW CONPSIXKEHHBIX YPaBHEHUI AJd HCCJIeI0OBa-

HUA 9yBCTBUTEJIBHOCTHA

UccnenoBanne 9yBCTBUTENHLHOCTU TTO3BOJIET CY/IUTh O BAUSHUU Bapua-
il mapaMeTpoB MOJIeJIN Ha BEKTOP MEPEMEHHBIX COCTOAHUSA, & TaKzKe O pPO-
JIM Pa3JInIHbIX (haKTOPOB MPK (POPMUPOBAHIK MOJIEIMPYyeMbIX TporieccoB. Ca-
MBIM IIPOCTBIM CIIOCOOOM HCCJIEOBAaHNUSA 1yBCTBUTEJILHOCTH $IBJISIETCSI CpaBHE-
Hue pelieHnii ypaBHeHW MOJIe/ T /Il pa3InIHbIX HA00POB apaMeTpoB. Takoit
MIO/IXO/1, HA3BIBAETCd MPAMBIM HCCIEI0OBaAHIEM YyBCTBUTEIbHOCTH. Kro mocto-
MHCTBOM $IBJII€TCS TO, YTO JJIsl €ro peaju3allii JIOCTATOYHO YMeTb pellaTh
npsiMyto 3ajady. HejtoctaTkoM 1ojxoja siBIsSIeTCS TO, 9TO JIJI CUCTEM C 0O0JIb-
UM YHUCJIOM U3YYaeMbIX ITapaMeTPOB IPUXOUTCI MHOTO pa3 peliaTh MpsaMble
3aJ0a491 OTJIEJILHO JIJIsI Bapuallny KayKJIoro rmapamMerpa. B ¢BA3u ¢ 9TuM Ipyroii
c110cob MCCIeOBAHNS 1yBCTBUTEIHHOCTH, OCHOBAHHBIN Ha METOJ1aX TEOPUU CO-
MPSYKEHHBIX ypaBHeHuil [4], mis Mofeseit ¢ GOJBIIIM YUCIOM TapAMEeTPOB I
IEPEMEHHBIX COCTOSIHUA ABJIIeTCs 0O0Jiee SKOHOMUIHBIM, TaK KaK peIieHue co-
NIPSIZKEHHOI 3a/1a4l He 3aBUCAT OT KOHKPETHBIX BO3MYIIIEHUI mapaMeTpoB U UX

COYeTaHUN.
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B namnom paszjernie mpejacTaBIeHbl pe3yabTaThl MCCAeI0OBaHNA TYBCTBU-
TEeJILbHOCTU B MOJIEJIN CUMILJIACTHOI'O POCTa KJIETOK JIMHEIHOTO JINCTA IIPU POCTE
TKAHU PaCTAZKEHUEM (6e3 JeJIeHN KHGTOK) B TeYeHUEe KOPOTKOI'0 BPEMEHHOI'O
nnTeppaJia. Ha mmepBoMm sTalie mpoBejieHa OleHKa IyBCTBUTEIHLHOCTH BHIUMON
JUJIMHBI OJIMHOYHOI KJIeTKU (OCHOBHOﬁ HaOJII0IaeMOiT HepeMeHHoﬁ) K MeXaHU-
YecKUM IapaMeTpaM Mojen. Ha Bropom sTare Mbl UCCIeI0BaI MOJIE/Ib CHM-
ILIACTHOT'O POCTa «JUCTa», KOTOPBIM cocTONT 13 10 IPpOJ0IbHBIX PSJIOB, B KarK-
JIOM 13 KOTOPBLIX TaKxke 110 10 KJIETOK 1 OIeHUBAJIA 1yBCTBUTEIHLHOCTD BUIUMOIT
JUIUHBI O-11 KJIETKM B 5-M PsJIy K BapuallusgM JIJIMH JIPYTUX KJIETOK MaccuBa U

nx (pparMeHToB.

4.4.2. HWccaemoBanme 9yBCTBUTEJIbHOCTH BUIUMOM JIJINHBI CBOOOHO

paCTy'H_[eﬁ KJIETKN K MEXaHNn4YeCKM IIapaMeTpaM

B mozmenn ommHOYHO# KJIETKH MCCIEIyeM UYYyBCTBUTEIbHOCTD BUIMMOI
JUIMHBI K ITapaMeTpaM, OIpeJIe/IAoNM OnoMexaHuky eé pocra. B srom ciydae

cucTteMa OOBIKHOBEHHBIX Ju(DepeHInalbHbIX YPaBHEHNNH UMEET CJICTYIOINLYIO

OOIILYIO CTPYKTYPY:

Ir| (t) = F((t),lr(t),li(t),Y), (4.27)

1(0) = Iy, 1i(0) = lig, Ir(0) = Ir, (4.28)

rie Y = (y1,...,Yn,) — BEKTOD HapaMeTpOB CHCTEMBI, a BeKTOp-byHKIua F

OIIPEJIe/ISIETCS CJIEIYIONINM 00pa30M:

fll,r,13,Y)
F(L I, Y) = | fr(l,1r1i,Y)
fi(l,Ir,13,Y)
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st uccsieryeMoit Mojiesin 3aliiiiieM CUCTeMYy YpaBHEHUI B BapUalllsX:

/

ol
Slr| (1) = F(L(t) + 61(t), lr(t) + 8lr(t), li(t) + li(t),Y +6Y)—
oli

—F((t),Ir(t),li(t),Y),

Ecu npeinooKnTh, 9To TpaBas 4acThb ypaBHEHN B BApUAITUAX AlllTPOK-

cUMHupyeTcs e€ JuHeapu3alueil, To ypaBHEHE MOXKHO YIIPOCTUTDH TaK:

F(L+ 8L Ir + 8lr li+ 0li, Y + 0Y) — F(l,1r,1i,Y) = (4.29)
o
- . |alr

= Vi (LI 1Y) sl (4.30)
_5-)7_

rJie orepaTop I'paJIMeHTa ONPee/IAeTCs COOTHOIIEHEM

ofl O fl Oufl Oyfl
v{hlr,li,Y}F(l? lT, ll, Y/) - alfT 817«]"7" 8[2']67“ 8}7]67“ (l, lT, lZ, Y/)
ofi Opfi Oufi Oyfi
B stoMm ciydae BepHa ciefytomias Jlemma.
Jlemma. Ilycrs 3amans dyuaxiwm [(t), 1i(t), Ir(t). Torga mis muneapu-

30BaHHOI'O YpaBHEHNA B BapUalllAX:

/

ol ol
i | (8) = Vg FU). (1), 10, Y) |str | (1), (431)
ol ol

5[2(0) = 5li0, 5[7“(0) = 5[7”0, 5[(0) = (51(), (432)
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BEpPHO COOTHOIIEHNE, CJIe/IyIollee U3 ToXJecTBa Jlarpanzxka,
Ny
SUT) = 6ligli*(0) + 8lrolr™(0) + 6lol*(0) + > dyi.Jy,.
k=1

Oyukuun gyBcrBuTesIbHOCTH {Jy), } K IapaMeTpaM MOJIE/IN OILPe e IAI0TCSI

KaK

Jyo = [ L (), Ir(t), li(t), Y)I*(t)dt+
0

+ fryk (l(t)v l?“(t), li(t), )ZT* (t)dt—}—

Fiy (1), Ir(t), 1i(t), Y)li" (t)dt,
0
riae yuknun *(t), {r*(t), [i*(t) yIoBIeTBOPSIOT CONPSZKEHHON IO OTHO-

mennio K (4.31) cucreme ypaBHeHuii:

/

I l*
— | r* (t) - [v{l,lr,li}F(l(t)a l?”(t), li(t)a Y)} ) Ire (t) ? (433)
li* i

l*(T) = 0, Ir*(T) = 0, I*(T) = 1. (4.34)

MOKHO OTMETUTB, UTO PeIIeHNe COIPSIKEHHOMN 3a/1a9i He 3aBUCUT OT KOH-
KPETHBIX BO3MYIIEHUI TApAMETPOB U UX coueTaHuil (pu (buKCHpOBAHHON Tpa-
extopun li(t), I(t), Ir(t)).

Pesyibrarhl YnC/I€HHBIX IKCIEPUMEHTOB 110 UCC/IeJ0BAHUIO 1yBCTBUTE b
HOCTHU JIJINHBI KJIETKU 4epe3 24 4Jaca MOJEJIBHOI'O BPEMEHHU K BapHUAIMSM IIa-
paMeTpOB, OIpEIEISoNnuX onoMexannky pocta (a, E, n, L, thresh), npuse-
JeHbl Ha puc. 4.18 — 4.22. Ha ka:kJioM pucyHKe cjieBa IPUBOIUTCS (DYHKIINA
qyBCTBUTEILHOCTH, & CIIpaBa — IIPOBEPKa ¢ IIOMOIIBLIO IIPSIMOI0 UCC/IEJOBAHMSI
qyBCTBUTEIbHOCTH. ['paduku JaHbl B JJorapudMUIecKOM MaciiTade.

Ananusupyst rpaduKn, MOXKHO CJI€/1aTh BHIBOJIbI O UYBCTBUTEIHLHOCTH MO-
JleJId B TeX WJIM MHBIX Jualla30Hax 3HadYeHUil mapaMerpoB. UyBCTBUTEIHLHOCTD

KO BCEM PACCMOTPEHHBIM IapameTpaM yObIBaeT Ipu ux yBeandenun. llpu ma-
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@ sesitivity function
Log1o(Ja) a sesitivity check
. . . ! * + Logy(a)

Logy,(a) —— Logyy(Jy-ba)

_4r/ -
[ ] -2t

=— Logyp(8I(T))

Puc. 4.18. HyBcTBUTEILHOCTD JUIMHBI KJIETKH K BapHallisaM mapaMeTrpa « (Io-
JIPOOHOCTH B TEKCTE).

Ej sesitivity function
Log4g(=Jgj) Ej sesitivity check

Logy(E]) R S———— 1 Logq(E))

-40t - Logm(-JEj'GEj)

= Logqg(-6I(T))

Puc. 4.19. YyBcTBuTeIbHOCTD JI/TMHBI KJIETKN K BapuarusiM mapaMerpa F (1mo-

JTPOOHOCTH B TEKCTE).

JIBIX 3HAYEHUsIX mapamMerpoB (mpu crpemyierun K () 3HadeHust (DYHKIUN TyB-
CTBUTEHLHOCTH He MeHsiioTcs. [lo mapameTrpy a nab/ojiaercst yBeindenne qyB-
CTBUTEJILHOCTU B CPeJHUX 3HadeHusx. B Ttadbmune 4.4 nana cBojHas nndopma-
IUsT O IYBCTBUTEIBHOCTH MOJIEJI K IapamMeTpamM. AHaM3upys 5Ty nHbopmMa-
IIII0, MOYKHO CJIeJIaTh BBIBOJI, UTO IPU JAHHOM Habope ImapaMeTpoB BUINMAast
JUTNHA KJIETKHM HarboJiee IyBCTBUTEIbHA K U3MEHEHHIO ITapaMeTpa 1), a HamMe-

Hee — K U3MEHEHHIO HavaJIbHOI JJINHDBI.

4.4.3. UWccaenoBanue 4yBCTBUTEJIbHOCTU BUAMMOI AJMHBI KJIETKH

IIp1 CUMIIJIACTHOM POCTE€ B COCTaB€ TKaHU

BouiBoa dopmysbl i pyHKITMA 9yBCTBUTEJABHOCTU. PaccMoTpum cu-

Tyalio, Korla KJICTKHN pacCTyT CUMILJIaCTHO B COCTaBE JIMHEHOI'O JINCTa U HUC-
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1 sesitivity function 1} sesitivity check
Log1o(Jy) L

. —s—  Logyg(Jy-6n)

s—  Logyg(6I(T))

I

Al
08 00000a0g,

Puc. 4.20. HyBcTBUTEIBHOCTD JIJIMHBI KJIETKUA K BApHAIUsIM apamMeTpa 1 (1o-

JPOOHOCTH B TEKCTE).

L sesitivity function
Loggp(fy) L sesitivity check
N T . . \ ) + Logu(l)

—s— Logqg(J -6L)

Logyg(L)
= Logqp(0I(T))

Puc. 4.21. YyBcTBUTEILHOCTD JIJIMHBL KJIETKH K BapualusiM mapamerpa L (1o-

JTPOOHOCTH B TEKCTE).

cJe/lyeM 9yBCTBUTEJIBLHOCTH BUJINMON JIIMHBI OJHON M3 HUX. B aToM ciydae

cucrteMa OOBIKHOBEHHDLIX JuddepennnaabHblX YpaBHEHNI NMeEEeT CJIe TyIONTyI0

OOIILYIO CTPYKTYDPY:
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thresh sesitivity function
Lo@1g(=Jtnresh)

p thresh —1.3p

thresh sesitivity function

thresh
] 10 12

—.— Lo 1p{~Jinresn - Gthresh)

. Logp{-0(T))

e

Puc. 4.22. HyBcTBUTEIBHOCTH JJIMHBI KJIETKHM K BapualugM rnapamerpa thresh

(motpobHOCTH B TEKCTE).

rie Jyist Kpatkoct X(t)

Lo(t) = Hei(t),
x =25,
)\Z(O) — )\Ou

lic(0) = lige, lre(0) = lroc,

= [l.(t),lr.(t),li.(t)], Hy; = 1 eciu pparment i Bxo-

anT B K1eTky un H.; = 0 unade. PaccmoTpuM cructeMy ypaBHEHUIT B Bapualnsx.

l_Ipe,HHOJIO}KI/IM7 4dTO KJIETOYHasd CTPYKTYpPa MOJECJIbHOI'O JIMCTa, a 3HaYUT U IIPU-

HaJdJICZKHOCTD CbpaI‘MeHTOB KJIeTKaM H€ MCHACTCA B T€CYCHHNE paCcCMaTpUBaeMO-

I'o IIPOMEXKYTKa BPEMEHU. TOF,IL& CUCTEMa ypaBHeHI/Iﬁ B BapHalluAgdX IIPUHUMAET
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BUJI;

OLe(t) = fFUXo(t) 4+ 0Xo(),Y +0Y) — FU(X.(t),Y), (4.35)
Slrl (t) = fr(Xe(t) + 06X, (t),Y +6Y) — fr(X.(t),Y),
6lil (t) = fi(X.(t) + 0X.(1),Y +6Y) — fi(X.(),Y),
o1, (t) H_i0\i(t),
(1) = 200y + A0 ) 4 2050,
o (0) = dX;,
= HudL(t)

5[@0(0) = 5”007 5[7“0(0) = 5[7"06.

Anmporcumupyst (4.35) o axasoruu ¢ (4.29), oIydnM cieyoree yTBepK ie-
HUE.

Jlemma. Ilycrs [.(t),lr.(t),li.(t) — 3amanabie dhyuknunn. Torma, ecin

0Le(t)

OLfUX(E), Y )Ole(t) + O FI(Xc(2), )5lrc( )+
O FUX(t),Y)0lic(t) + Oy fUX(E), Y)OY
olre(t) = Oufr(Xe(t), Y)ole(t) + O fr(Xc(t), )55%( )+
O fr(Xe(t), Y )olic(t) + Oy fr(Xe(t), V)oY
Olig(t) = OLfi(Xe(t),Y)ole(t) + Oy fi(Xe(t), Y )olre(t )
+ O fi(Xe(t), Y)0lic(t) + Oy fi(Xc(t), Y)OY,

= Hudi(t)

SA(t)
N

_|_

_|_

SN(t) = A;\(ft) Sx(t) + 22 ),

SAi(0) = 6o,
= HudL(t)

51.(0) = 8lige, O1ro(0) = dlrge.
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TO BEPHO COOTHOIIEHUE (CJIeyeT U3 ToxkaecTBa Jlarpanika):

PRGN Z 1 (8)lie(t)

t=T

—Z)\;‘(t)éki() er (t)lre(t)

t=0

t=0 t=0

N+ T
=Y v, (Z /0 (O, FUX (), V)LL) + D Fr(Xot), Vs (t) + Dy Fi( X <>,Yf>u:<t>)dt),
=1 c

riae dyaxmun U5 (t), lri(t), 15 (), Af(t) yIoBIeTBOPSIOT CHCTEME COTPSKEHHBIX

YPaBHEHUIA:

)L
! (8) = Dy FUX(E), V() + O Fr(Xo(), V) (1) + O fi( X (1), V)G (E),
Ui () = D fUX(D), )()+(9uf7“(X (1), V) () + i X (1), V)i (1),

Z HNi(t),
t)+ > HuLi(t)

A (T) = Xois

AL(E) = AN ),

li*(T) = 0, Ir*(T) = 0.

Li(t) = OufU(Xe(t), Y)IE(E) + Oufr(Xe(t), Y)Ire(t) + O fi(Xe(t), Y)li(F),
); );
);

—X?"(t) =

?

Ecnu Teneps 1719 HEKOTOPOIT KJIETKN ¢ HOMEPOM ¢ MPUHATH YCJIOBUE
*
)‘Oi — Hci7
TO IIOJIYIHM cJiieayromee COOTHOIIIEHNE 9yYBCTBUTC/ILHOCTU !

= > X)) +er )8lre(t) —|—le (t)0lic(t)

t=0 t=0

t=0
Ny T

+3°6Y; (Z /0 (05, FUX (1), VIE(E) + O fr(Xe(t), VIIE(E) + By Fi(Xe(1), V)L (1)) dt) ,
=1 c

KOTOPOE CBSI3bIBACT BAPUAIMIO BUJIUMOI JIMHBLL KJIETKU ¢ C BapUaliaMU Ia-
paMeTpoB MOJIEJIN U HAYAJIbHBIX 3HAYEHUIl [IepEeMeHHBIX COCTOSHUST MOJIe/ I (B
OKPECTHOCTH TpaekTopuii ;, l., Ir.).

Qyecmeumenvhocms k apuayuam oaun @dpaemernmos. CHagasa pac-

CMOTPUM, KaK JIJINHBbI (DPArMEHTOB BJIMAIOT Ha BUIAUMYIO JUIMHY BbIOPAHHOI
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KJICTKH. [[JIs1 9TOro paccMOTPUM COIPSIZKEHHbIC JUIHHBL (bparMeHToB Af(t). Vx
rpaduK npusejcH Ha puc. 4.23. OH oKa3bIBaeT, KaK MeXaHHIeCKas Bapuallns
JJIH (bparMeHToB, BAUAET Ha JJINHY BLIOpaHHoil KieTku. [Ipexk e Bcero, cpas-
HUBasl YpaBHEHU, OMUCLIBAIONINE POCT (PParMeHTOB MPAMOIl 1 COMPAXKEHHO
3a/1a91, MOXKHO 3aKJIIOYUTH, 9TO 00€ CUCTEeMbl yPaBHEHUIT BKJIOYAIOT METJIIO
MOJIOYKUTETHHOI 0OpaTHON CBA3M, BEJIUYNHA KOTOPOI OlpejendeTca Kodddu-
rmenToM A; (). OfHAKO ypaBHEHWE JIJIst CONPSI?KEHHOM JIMHBI TAKZKE COICPAKUT
ucTouHuK Y, Ho; LY (1), KOTOPDIit 3aBUCHT OT COCTOSIHUSI BCEX KJIETOK, COJIEPKa-
mux JanHbiii pparment. Ha puc. 4.23 BujgHO, 4T0 DYHKIUN IYBCTBUTEIHLHOCTH
Ha TpPaHUIAX KJIETKHN yOLIBAIOT MPAaKTUIECKN MapasjiebHO, 9TO 00bLICHIET-
cs PA3JIMIHBIMI HAYATBHBIMI YCJIOBUSAMUI W CXOJIHBIMU CJIaTaeMbIMUA «UCTOYHNU-
KoB». Hanmmune oTpunare/ibHbIX 3HaYeHU BHE (DPArMEHTOB KJIETKU TOBOPUT O
TOM, UTO yBeJIMUYEeHNe JIJTMH COCETHNX KJIETOK MOXKET TPUBOINTH K YMEHbBITIEHUIO

JJINHDBI paCCManHBaeMOﬁ KJIETKU.

A a— t=0.001 —— BHE [rpanuua)
1.0
—_  t=0.0009 i EHyTEH [UeHTR)
0.8
- =0. ot - EHyTEM [rparuya)
08|
0.8
0.4} 08F
4
ozl 0.4F
0.z
1 I il | el 1 1 1 mp‘arr“eHT
20 A0 c0 20 P S S SIS S I SRR N |
ozl 0.0002 0.0004 0.0008 0.0008 ~0010
- -02F
-0.4}F —0.44

Puc. 4.23. ®yHKIMs 4yBCTBUTEILHOCT BUAUMOM JJIMHBI KJIETKH K BO3MYIIE-
HUSIM JITHH pparMeHToB (cieBa). V3meHenne Bo BpeMeHU (byHKIHN TyBCTBH-

TEJIbHOCTU AJIMHBI KJIETKN K BOSMYIICHUAM IJINH (bpaFMeHTOB (cnpaBa).

YyscmeumesvHocms K 8GPUAUUAM UOOCMOMUNMECKUL OAUH OPY2UX Kae-
mox naacma. IIpum uncciaenoBaHUM MOJENN OJHONW KJIETKH Mbl IIOKa3aJIn
(cm. Tab. 4.4), 9T0 U3 BCEX TMEPEMEHHBIX BUINMAas JTMHA KJIETKH MMEeT Hal-
OOJIBITYIO YyBCTBUTEJIHHOCTh K HAYAJIHLHOMY COCTOSAHUIO (9, TIOSTOMY PACCMOT-

pUM, KaK BJIMSET U3MeHeHue [i APYyTruX KJIETOK IJIacTa Ha JIJINHY BBHIOPAHHOI
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kjaeTku. Ha puc. 4.23 npejicraBiena (pyHKIMA 9yBCTBUTEIBHOCTU OTOOPAXKEH-
Hasl Ha KJETOYHOM ILIacTe. BayKHOCTH 3TOro mapameTpa OIpeJesIsieTcs TeM,
4TO JUHAMUKA [¢ HE 3aBUCUT OT JPYTUX IepeMeHHBIX Mogean. OUeBUIHO, 9TO
MaKCHMAaJIbHOe BJIMsIHIE Ha BUJIUMOIO JIJIMHY KJIEeTKI OKa3bIBaeT €€ cOOCTBEHHAas!
M300CMOTHYECKUs JITHHA. AHa3upysi rpacduk (puc. 4.24), MOXKHO OTMETUTh,
YTO IOJIO?KUTEJIbHOE BJIMSIHIE OKA3bIBAIOT TaK:Ke KJIETKU U3 JAPyrux ¢ailios,
cojiepzkaliie Te e dpparmMeHThl. [Iprndaém 3HaYeHnss (QyHKINKN 1yBCTBUTE/IbHO-
CTU B KJIETKaX, PACIIOJIOKEHHBIX BBIIIIE I HIZKe PACCMaTPUBAEMOIl KJIETKI B TOM
JKe KJIETOTHOM Dsijy, OKa3bIBAIOTCsI OTPULIATEIbHBI. 3HaUYeHne (DYHKINE B ITHX
KJIeTKaX 110 MOJIYJIIO Ha IOPAJIOK MeHbIIe YeM B paccMaTpuBaeMoil KieTke. Mbl
IPEeJIIIoIaraeM, UTO BJIMSHIE OCYIIECTBJISIETCS KaK pa3 depe3 OTPUllaTe/IbHYI0
00paTHYIO CBSA3b BO (pparMeHTax BHE KJIETKH, HO HAXOISIIIXCSI Ha €€ I'PaHNIax.

t=0. t=0.0005 t=0.001 I

0.05
0.04
0.03
| 10.02
0.01

Puc. 4.24. YyBcTBUTE IHHOCT BUJINMOI JIJTUHBI BRIOpAHHON KjieTKH (0603HaYeHA

SGHéHbIM) K BapualyudaM M300CMOTHUYCCKUX JAJIMH APYIrux KJIECTOK IlJIaCTa.

4.5. 3akJjodeHue K riiase 4

[Ipemyioxkena MaremMaTudeckasi MOJIe/b U ee MpOorpaMMHas peaIu3aliisd
JIJIs1 IPOBEIEHU ST BBIYUC/IMTEIbHBIX SKCIIEPUMEHTOB 110 OJTHOMEPHOMY CUMILIACT-
HOMY POCTY TKaHell, 1 IpUBEJeHbl PE3YJIbTaThl MOJEJIUPOBAHUS POCTa JIMHET-
HOT'O JINCTa B CPABHEHUH C POCTOM IOIYJISIIIIE CBOOOIHO PACTYIINX PACTUTEIb-
HBIX KJeToK. ITokazano, 9To B paMKax pacCMOTPEHHON MOJEIN CHMILIACTHDLIN

poCT IIPpHUBOAUT K CYyHIECTBEHHOMY OTKJIOHEHUIO peaﬂbHOﬁ JOJIMHBI KJIETKHU OT
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ee M300CMOTHUYIECKO! JJIMHBI 110 CPABHEHUIO CO CBOOOJIHBIM POCTOM KJIETOK, U
KJICTKI B TKQHU HCIBITHIBAIOT HECTAIIMOHAPHBIN U 3HAUUTE/IbHbBINA TUIIO- U I'H-
[IEPOCMOTHYECKUI CTPecC. DTO 03HAUAET, UTO CUMILIACTHBIN POCT IIPEbsIBIISET
COBEPIIEHHO JIpyrue TPeOOBaHMUS K PErY/IsINI POCTa PACTUTEILHON KJIETKHU 110
CpaBHEHUIO CO CBODOJHBLIM POCTOM. B ¢BOIO odepejib, 3TO CTaBUT BOIPOCHI 00
9KCIIEPUMEHTAJILHOI ITPOBEPKE PEAJbHOCTH PACCMOTPEHHON CXEMbI PeryJIsiinm
pocTa KJIEeTKH, U JiejaeT aKTyaJbHbIM U3yUYeHUe JPYIUX BO3MOYKHBIX MEXaHN3-
MOB PEryJsiiii B BBIYUCIUTEIbHBIX SKCIEPUMEHTAX.

OCHOBHBIM 3KCIEPUMEHTAJIBHO HAOJIIOIAEMbIM ITapaMeTPOM MOJIEJIHN SIB-
JIIeTcsd BUJIMMAs JIJIMHA KJIETKH B HEKOTOPBIT MOMEHT BPEMEHHU, IIO3TOMY MbI
BBIOpaJ/I UMEHHO 9Ty IIEPEMEHHYI0 COCTOSIHHsI B Ka4decTBE I1eJIeBOro (DyHKIIN-
OHAJIa JIJIsI U3YUEeHHs] YYBCTBUTEJIBHOCTU K Iapamerpam Mojean. s mojenn
OJIMHOYHON KJIETKH OBLIO ITOKA3aHO, YTO IIPU MAJIBIX 3HAYEHUSIX MEXaHMIECKIX
[apaMeTpoB UyBCTBUTEJIbHOCTb CTPEMUTCsS K IIOCTOSIHHOMY 3HAUEHHIO, a IIpU
UX yBeJIMYeHnn — IajiaeT. B xoje aHa/m3a MHOTOKJIETOUHO MO ObLIO BbI-
sICHEHO, YTO Ha JUIMHY KJIETKH IIOJIOXKUTEJIbHOE BJIMSIHAE OKA3bIBAIOT BapUallin
JUTIH (pparMeHTOB, COJAEPKAIIIXCS B KJIETKe, IIpUYeM Ha IPAHUIAX 9TO BINsSIHIE
MaKCUMAaJILHO a BHYTPH KJeTKu ocjabeaer. OrpuiareibHoe BIUSTHIE HAOJIIO-
JIaeTCsl CO CTOPOHBI JJINH (DparMeHTOB, PACIOJIOKEHHBIX OJIM3KO K I'paHuIlaM
KJIETKI, HO He BXOJSIUX B Hee. TakyKe HaOJIIONAETCA OTPULATEIbHOE BJINA-
HIIe CO CTOPOHBI M300CMOTUYECKUX JIJINH KJIETOK, HAXOIAIINXCA B IIPOJIOJIEHOM

KJIETOYHOM DAY BDLIIIE N HUZKE I[&HHOP'I.
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Tabauna 4.4. [Tapamerpbl Mojie/in U 3HaUEHUsT PYHKIIMU IYBCTBUTEILHOCTH

[TapameTp Suadenn YypcTB.-Tb  Olncanme, €J1.13M.
1(0) 14.7378 -8.55e-13 HavdaTbHAs JJIUHA KJIETKI, MKM
1i(0) 20.1575 0.731144 HAYAJBHAS  M300CMOTHICCKAST

JUTHHA KJIETKH, MKM
[r(0) 14.2154  1.97e-10 HavyaJibHas — peJIaKCHPOBaHHASI

JJINHa KJIETKN, MKM

r 4 MIMPUHA KJIETKH, MKM

Se 4.0 [oIepedHoe CevdeHne KJIETKH,
MKM?

Sw 0.8 [OIIEpEeYHOe CeYeHHEe KJIeTOY-

HOIl CTEHKU, MKM?

L 40 0.00146894 ko3 dunmreHT ruapoIPOBOIHO-
CTH, MKM 9 6ap !
Q 10 5.36703 KOI(PUIMEHT OCMOTHIECKOTO

JlaBJIeHUs, Oap

E 1000 -0.00028689 wmomyap FOura marepuasia Kiie-
TOYHOI CTEHKH, Oap

n 0.15 53.9229 KO3 PUIUEHT pocTa  KJIeTOU-
HOIl CTeHKU

thresh 2 -14.5014 [IOPOT  TYPropHOTO JIaBJIEHUSI,
bap
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5. KommbroTepHoe MmoaeanpoBanne (oOPMUPOBAHMS
IIPOCTPAHCTBEHHOI'O MAaTTEPHA KJIETOK-TPUXOM HA JIMUCTE

IIMMIeHn1 bl

["naBa mocpsinena n3y4eHnio MeTolaMi KOMITLIOTEPHOTO MO/JIe/IMPOBAHUS
MexaHu3Ma (hOPMUPOBAHUS TPOCTPAHCTBEHHOTO TATTEPHA TPUXOM Ha PACTy-

IIIeM JIMCTE IIIIEeHUIIBI.

5.1. DBwuoJjsiorndeckue nNpeaioChblJIKA MO/IEJIN

5.1.1. IIpocTpaHCTBEHHbIII TaTTePH KJIETOK-TPUXOM HAa JIUCTE MIIIe-

HUIIbI

DUUJIEPMIC BBICIINX PACTEHUI OTHOCUTCS K CAOXKHBIM TKaHsM. [Tommmo
OCHOBHBIX KJIETOK B 3IHIJIepMUCEe, KaK IPaBUJIO, €CTh PsIJI BBICOKOCIIEIUA N3N~
POBAHHBIX KJIETOK, KOTOPbIE CUJIBHO OTJINYAIOTCS OT OCHOBHBIX SMNUJIePMaJIbHbIX
KJIETOK KaK I10 CTPOEHMIO, TaK M 110 BBIIOJIHAEMbIM (hyHKIMsM. K TakuMm Kjet-
KaM, IIpexK/Jie BCero, OTHOCAT YCTbUIla U TPUXOMbI — BBIPOCTHI 3111jIepMaJibHbIX
KJIETOK JINCTa Pa3MepPoOM OT HECKOJIbKIX MUKPOMETPOB 10 MIJLIUMeTPoB. CoBo-
KYIIHOCTb BCEX TPUXOM Ha IMOBEPXHOCTU OPraHa PACTEHUsl, UX paclipe/ieieHue
1 pas3sHooOpas3me MPUHATO HA3bIBATH OIYIICHHIEM.

MexaHu3Mbl pa3BUTHs STUJIEPMaJIbHBIX 00pa30BaHUil pacTeHUil ITpejI-
CTABJIAIOT WHTepec Kak ¢ (byHIAMEHTAJIBHON, TaK U C MPaKTUIecKoil (asar-
TUBHBI{i, XO3AHCTBEHHO IEHHBII MPU3HAK) TOYeK 3peHust. TPUXOMBI sIBJISIOTCSI
yI00HBIM 00BEKTOM JIJIsI UCCJICAOBAHUS KJICTOUHBIX MEXaHU3MOB MOp(oreHesa.
C 0HOIT CTOPOHBI, 3TO CBSI3aHO C UX IOBEPXHOCTHBIM PACIIOJIOXKEHUEM U Y100~
CTBOM IPIKU3HEHHOIO HAOJIIOAEHUs, ¢ JIPYTOil CTOPOHBLI ¢ T€M, YTO B OTJIMYNE

OT yCTbMIl 1 KOPHEBBLIX BOJIOCKOB, MYTaHTbI, UMEIOIINE PYANMCHTapPHbIE, NCKa-
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JKEHHBbIE TPUXOMBI UJIM HE 00pasyIolle TPUXOM, B YCJIOBUSIX HCKYCCTBEHHOIO
BbIpAIUBaHUsl, KaK IIPABUJIO, »KU3HECIIOCOOHBI. Kpome TOoro, TpuxoMbl pacTe-
HUI BBITOJIHSIOT BayKHYIO QJIAITHBHYIO (DYHKINIO ((DOPMUPYIOT MUKPOKJINMAT
BOJIM3U TOBEPXHOCTH JIMCTA, 3alUIIAIOT OT BpeJUTeIell 1 T.01). DTu (DYHKIUI
TPUXOM IIPEJICTABJISIIOT JJIsI U3YUeHnsT OOJIbINOI MHTEpeC, T.K. OT HUX 3aBUCHUT

YCTOﬁqHBOCTb pacTenud K 3aCyXe U IIOBPE2KACHUIO IIaTOI'€HaMMU.

BN IV ERETINRL |.
" | Capatosckan 29 (e U sl
3 2 Al
o U1t Ll
" L J ﬁ.
; k
{

am ik m&'l' '-.'l"

NuHus 102/00° 'J'.lwe ’

T —

Puc. 5.1. Twurer omnyieHust JTUCTHEB PA3HBIX COPTOB MIEHUIbI (CHHUIT I[BET —
KJIETOUHBIE CTEHKHU, KPACHBII 1IBeT — sijipa, m300paxkenus noJiydennsl A.B. Jlo-

POIITKOBBIM, 1 06paboTaHbl aBTOPOM jncceprain B cucreme Mathematica).

st psaa ABYJI0/IBHBIX PACTEHUil OIyIIIeHHe JOCTATOYHO XOPOIIO M3yUe-
HO: U3BECTHBLI MOJIEKYJ/ISIPHBIE MEXaHI3MbI, 00eCIIeUnBaloIne KOHTPOJIb (hopMu-
poBaHUsI TPUXOM. B cylllecTBeHHO MeHbINell cTeleHn U3ydYeHbl MOJIEKY/IsipHbIE
MexaHU3Mbl (DOPMUPOBAHIE TPUXOM y OJIHOMOJNBLHBIX. [ljIsT mcciaemoBanms re-
HETHYECKIX MeXaHN3MOB (DOPMUPOBAHUSI OIYIIEHHSI Y OJHOIOJbHBIX PACTEHUIT
MHTEPECHBIM OO0BEKTOM SIBJIETCs TIIEHUIA OJs1aroiapsa O0JIbIIIOMY pa3Hoobpa-
3UIO TIPOSIBJIEHII 9TOrO IPU3HAKa y pasHbiX copToB (puc. 5.1). B nanuoii pabore
MeXaHI3M (POPMUPOBAHNUST IIPOCTPAHCTBEHHOI'O ITATTEPHA TPUXOM Ha PACTYIIEM

JINCTE IIIIICHUIIbI OBLI HN3y4€H METOJaMi KOMIIBIOTEPHOI'O MOJC/JIMPOBaHMA.

5.1.2. CrpyKTypa 30HBI POCTa 1 3aKJAJIKA TPUXOM

JIncT mmenuntsl nMeeT uHeiinyio ctpykTypy. [logpobnoe onncanue n nzy-
YeHne TeOMeTPUN PoCTa JIMHEWHOTO JincTa IpuBejieHo B raBax 1 n 4. Tak kak

KJICTKHU paCTeHHﬁ HE CABUT'alOTCA OTHOCUTEJILHO APYT APyTa, TO IIOJIO2KEHNE KJIE-

140



TOYHOIl CTEHKHU IPU JICJICHUU UI'PAeT BaXKHYIO PoJib B (DOPMUPOBAHUN KJIETOY-
HOTO TIaTTepHa. Pacroiokenne KIeTOK-TPUXOM Ha TTOBEPXHOCTHU JINCTOBOI TL1a-
CTUHKHN 3aKJIaJIbIBA€TCd B IIPOIECCE POCTa JIUCTAa B MEPUCTEMATUYECKON 30HeE.
OTa 30Ha JIeJCHIS KJIETOK UMeeT CJICIYIONLYI0 CTPYKTYPY: OJInzKe K OCHOBAHHIO
JINCTa PACIOJIO?KEHA 30HA CUMMETPUYHBIX JIeJICHUI, jlajiee 30Ha aCUMMeTPUY-
HbIX jeenuil (puc. 5.2 A). B pe3sy/ibrare CHMMETPUIHBIX JleJIeHnii 06pas3yoTest
JIOYepHUE KJIETKU MPUMEPHO OJIHOT'O pa3Mepa U OJIHOTO THUIla, [IPU aCUMMETPUY-
HOM JIeJIHUHM — KJIETKH Pa3HbIX pa3MepoB u pasubix tuinos [133|. M3Becrho,
4T0 POPMUPOBAHNE CIENNAIN3NPOBAHHBIX SIHACPMAIbHBIX KJIETOK, TPUXOM U
YCTBUIL, MPOUCXOJUT B pe3yJibTaTe acCUMMETPUYHBIX JeJIeHUll, OJIHAKO He BCE

JIETAJIN 9TOrO MeXaHn3Ma Xoporro nzydensr [109].

b - g T

“:
£:
!.
§i
‘,
g

30Ha 3pesnbix KneTok (MZ)

g o e o
S Ll

30Ha pocTa pacTaxeHuem (EZ)

3oHa AcMMMeETpUYHbIE

pocta Aenenus (ADZ)
nucra 30Ha pocTa

penennem (DZ) | CvmmeTpuyHble
nenenus (SDZ)

Puc. 5.2. A. CrpykTypa 30HBI POCTa, JINCTA IIIEHUIIbI, CTPEJIKA I0Ka3bIBaeT Ha-
npapJjeHue pocra jucra. b. Mukpodororpadust pparmenTa snmgepMuca 0CHO-
BAHUsT MOJIOJIOTO JINCTA IIIEHUIIbI, Ha KOTOPOM BHJIHBI 3a9aTKI TPUXOM (1300-
paxkenne noJsydeno A.B. JlopomkoBbiM, 1 00pab0oTaHO aBTOPOM JIICCEPTAINN B

cucreme Mathematica).

TpuxoMbl GOPMHIPYIOTCS B OTAEIBHBIX IPOJIOJBHBIX PsIJaX B pe3yJibTare
JIeJICHUSI MATEPUHCKON KJIETKHM B 30HE aCUMMETPUYHBIX Aejienuii. [Ipu srom ma-

JIEHbKasl KJIETKa-TPUXOMa, KaK IpaBujio, o0pa3yercsi Ha JUCTAJIbHOM KOHIIE, B
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TO BpeMsl KaK MPOKCHMAaJbHAsT KJIeTKa OCTaéTest HennddepeHnpoBanHoii [22]
U MOXKET TIOJIEJIUTHLCS ellé pa3. B To ke BpeMsd, B 30HE aCUMMETPUIHBIX Jie-
JIEHUT TTPOUCXOJIAT U OOBIYHBIE (CHMMETPUYHBbIE) jeieHus. KieTka-TpuxoMa B
JlaJIbHelIeM He JIeJINTCSI M HAUUHAeT pacTU B HAIPABJIEHUU IePIeHTUKYJIsp-
HOM TIJIOCKOCTHU JINCTOBOU TJIACTUHKHU. FCam mpesosoKnTh, 4TO Ha Hadajlb-
HOM 3Talle pOoCcTa JIINHA KJIETKU-TPUXOMBI IIPSIMO IIPOIIOPIIMOHAJIbHA €€ BO3PaCc-
Ty (BpeMeHu, KOTOPOe TPOIILIO OT MOMEHTA JIeJIeHNs ), TO HaOJTt0[aeMble JIJTHHbI
KJIETOK-TPUXOM, PACIIOJIOKEHHDBIX B OJIHOM ITPOJIOJIHLHOM PsALY, OVIYyT yYKa3bIBATH
Ha OYEpENHOCTH UX TOSBJIEHUS B pe3yabTaTe acUMMeTPUYHOro jeienus. Ha
puc. 5.2 B nokaszan dbparment snujgepMuca JucTa mmenuis (uaun 102/007),
Ha KOTOPOM M300parKeHbl KJIETKH 30HbI POCTa U XOPOIO BUJIHO, YTO B OJIHOM
psLLy JITMHBI KJIETOK-TPUXOM YBEJIMIUBAIOTCS HEMOHOTOHHO (MEKJLy «JIJINHHbI-
MI» BCTPEYAIOTCST «KOPOTKUE» ). B MOJIe/IN MBI MOTBITAJIICEH YIeCTh 9Ty 0COOeH-
HOCTb, TIPEJIIIOJIOKNB B KAUECTBE BO3MOXKHOIO MeXaHn3Ma (DOPMUPOBAHUS T1aT-
TepHa OINYIIEHNA JIICTa MEXaHU3M JIATePAJTHLHONO WHTMONPOBAHUS CUTHAJIOM,

KOTOprfI CHUHTESUPYIOT KJIETKU-TPUXOMDI.

5.1.3. ®opmupoBaHUWEe IIPOCTPAHCTBEHHOTO MAaTTepHa  KJIETOK-

TPUXOM Ha OCHOBE MeXaHHN3Ma JlaTepaJIbHOI'O PIHI‘PI6PIpOB&HPI$I

Mexanusm jarepajibHOTO NHTMONPOBAHUS TPUMEHSETCS /I 00 bsACHEeHs
bopMupoBaHust MHOTHX OGHOJIOTHYecKNX nartepHoB [113], B KOTOpBIX moj1ep-
JKUBAETCsl OTHOCUTEBHO MTOCTOSTHHOE MUHUMAJIbHOE PACCTOSTHUE MEZKJTY COCe]l-
HAMH 3jIeMeHTaM#, B 9aCTHOCTH, TAKNX KaK MaTTepPH IMETUHOK B SIUJIepMUce
HacekoMbIX [94, 18], narTepH a30ThUKCUPYIONINX KJIETOK-IeTePOIICT B HUTSIX
cune-3eseHoit Bojopocsn Anabaena [195], narTepr TpuxoM Ha JIHCTE U KOPHe-
BBIX BOJIOCKOB Ha KOpHe apabujorcuca [164, 105].

zyuenne pacrpegeaeHust KJIeTOK-TPUXOM B MOJIOJIOM JINCTE apaduI0TICH-
ca 110Ka3aJ10, 4YTO OJIHa TPUXOMa 3aKJ/1aJIbIBAETCS PSJIOM C JIPYTOl ropas3jio pexe,

YeM MOYKHO ObLJIO ObI OyKMJIaTh 110 CJAyJaiiHbIM HpuanHaM. Takum o0pa3oM, 3Tu
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PE3YIBTATHI COIVIACYIOTCS C POJIBIO JIATEPAJILHOIO MHIMOMPOBAHUSI B KOHTPOJIE
passuTust Tpuxom [105].

Tpuxombl apadbuIoIcuca IPeJCTaBIsSIIOT cO00M OTHOKIETOUHBIE BHIPOCThI
KJICTOK SIHJIEPMICaA U SBJISIOTCS O0J1ee N3y YeHHBIME 110 CPABHEHHIO C TPUXOMAa-
MU IIIEHUIIBI, TaK KaK CIy?KaT MOJEIbIO JJIst n3ydenns auddepeHnanmum Kie-
ToK pacrenuil. Panee nokasano [55], 410 MexaHu3M JiaTepaibHOrO HHIUOUPOBa-
HISI XOPOIIO 00bsICHSIET (POPMUPOBAHIE IIPOCTPAHCTBEHHOI'O IIATTEPHA TPUXOM

Ha JINCTOBOM ILJIACTHHKE JIBYJIOJBHOTO pacreHust apadbujorncuca (puc. 5.3).

Puc. 5.3. Mogenb dopMupoBanns narrepHa TPUXOM B SIHJAEPMUCE JIH-
cra  apabujoncnuca Ha OCHOBE MeXaHU3Ma  «JIaTepaJbHOrO HMHIHOUPOBa-
Hust» w3 paborel  [55].  A. Mukpodororpadus smncra apabuorncuca.
B. Cxema peryisiiuu TeHOB, KOHTPOJHUPYIONMX 3aKIaJKy TPUXOM. AK-
tuBaTtopbl (kommieke GL3+TTG1 (GLABRAS, TRANSPARENT TESTA
GLABRA1)) u GL1 (GLABRA1)) obo3Had€HbI 3€JIEHBIM, HHIIOUTOPBI (6esIKiI
TRY (TRIPTYCHON) u CPC (CAPRICE)) — KpacCHDBIM, KEITHIM 1[BETOM
obo3HaYeHa I'PYIITa PeHOB, PEryJINpPYIONUX Pa3BUTHE TPUXOMbI (B MOJEJN TO
onut red GL2) B. Pesynbrar BeIYUCINTETHLHOINO 9KCIIEPUMEHTa (pactipe/eie-

aue KourenTparun GL2 B KieTkax jmcTa).

Ciiestyer OTMETHUTB, 9TO JINCT apadujoncuca pacrer jauddy3HO, TO €CTh
TaK, 4TO ODJIACTH POCTa PACIpEJIeJICHBI 110 BCeil JTMCTOBOM IiacTuHKe. B oT-

JIn4re OT apabHI0IICHca, Y MIIEHNIIbl COBEPIIEHHO JIpyTras (PeHOMEHOJIOTHS 3a-
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KJIQJIK TPUXOM — JIUCT PACTET 3a CUET JleJIeHNdA KJICTOK B OCHOBAHUU JINCTA U
TPUXOMBI (POPMUPYIOTCA B OTJEILHBIX MPOAOJIHHBIX Psjlax.

B nuccepranun mpejcTaBiiena MoJe b MeXaHm3Ma (pOpMUPOBAHUs TPU-
XOM Ha JINCTE IIIEeHUIIbI, OCHOBAHHAA Ha T'MIIOTE3€ O CYIIECTBOBAHUU JIaTepaJib-
HOT'O MHTHOMPOBAHUS CUTHAJIOM, UCXOJSIIIM W3 KJIETOK-TPUXOM, W YUUTHIBA-
I0I[asl TEOMETPHUIO U KMHETUKY pocTa JincTa. [Ipn mocTpoennn Mojen Mbl 1c-
[IOJIB30BAJIA JAHHBIE O JUIMHE TPUXOM U X PACIOJOKEHUN B IIPOJIOJIBHBIX PAJAX

B 30HE POCTa JIKCTa TeHutipl (puc. 5.2 B).

5.2. Maremarn4ieckoe onmcaHue MOOeJIN

5.2.1. Mogenb ¢GopmMupoBaHUdA IIPOCTPAHCTBEHHOTO TMaTTEpPHA

KJIETOK-TPAUXOM B OJHOM IIPOAOJIBHOM PAIY

st mzyvennst Mexanusma (popMUPOBAHNE IPOCTPAHCTBEHHOIO IIaTTepHA
TPUXOM B IPOJOJILHOM psJIy KJIETOK Ha JIMCTE IIIEHUIbl ObLIA pealn30BaHa
KOMIIbIoTepHast Mozeab B makere «MPT'».

B 5T0il MOmeM KIeTo4yHasd CTPYKTYpa HMPeJICTABICHA OJHOMEPHBIM Mac-
cuBoM KJjieTok (puc. 5.4). B Hauaje MaccuBa pacioyioyKeHbl KJIETKH 30HbI CHM-
MeTpUUHBIX jenennii (SDZ), 3areM KJIETKH 30HBI ACUMMETPUIHBIX JIeJICHUIT
(ADZ) u nasee kierku 30Hb1 pactsizkenns (EZ). B kaxioit Kiierke cojiep:karcs
BEIIeCTBA-MOPQOreHbl, OIPEIeNIAIONINe e€ TUIl: Z1 U Zy — MOP(OreHbI-MapKephl
30H CUMMETPHYHBLIX M aCUMMETPUYHBIX Jesienuii kjaetox, 1Tr — mopdoren-
MapKep TPUXOM. Z1 1 Zo CUHTE3UPYETCA B IIEPBOil KJIETKE 1 PACIIPOCTPAHAIOTCA
110 KJIETOYHOMY MAacCCUBY, 17 HapabaThIBACTCA B KJICTKAX-TPUXOMAX 1 ABJISICTCSI
MHIUOUTOPOM 0Opa30BaHKUsd TPUXOM B COCEIHUX KJeTKax. B pesyiabrare pocra
TKAHU PACCTOSIHUE OT KJIETKU, OTMEYeHHOi 3HaKoM * (Ha puc. 5.4), 10 6/u-
JKaffieil TPUXOMbI YBEJIMYIIOChH U, CJICJ0BATEILHO CJIOKUINCDL YCJIOBUS JIJIsI
ACHMMETPUYHOIO JIeJICHUS ¢ 00pa30BaHueM HOBOI TPUXOMBI, T.K. BJIUSHIE MOD-
orena T'r yMeHBIMIOCH (KOHIIEHTPAIINST MEHBIIE [OPOTa,).

Kommbiorepuast mMojiesib npejcrasiera B Buje dL-cucrembr (puc. 5.5).
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1
£l Tr
Zlmin :
szl‘n - &
Y
SDz ADZ EZ

Puc. 5.4. Cxema KJI€TOIHON CTPYKTYPhI 30HBI POCTA U PACIIPEIE/IeHNsT KOHIICH-
Tpaiuii Mopdorenos (21, Zs u T'r) B MOJETH. Z1 min, Z9 min —TOPOTU KOHIIEH-
Tpanuit Mopcdoreros. KpacHbie KJIeTKI — 30HA CHMMETPUIHBIX jiesternit (SDZ),
3eJIéHble — 30Ha acUMMeTpHUHbIX Jejennii (ADZ), curne — 30Ha pacTsizKeHsl
(EZ), opanrkeBble — KJIETKU-TPUXOMBI. B KJI€TKe, OTMEIEHHON 3HAKOM *, Pea-

JIM3YIOTCA YCJIOBUA OJIAd aCUMMETPUYIHOI'O JdCJeHUA U O6paSOBaHI/IH TPUXOMBI.

ANNOABUT: NMPABUNA:
. KneTKa 30Hbl CUMMETPUYHBIX AeneHuii (SDZ) CvummeTpuuHble aeneHus (I>1,.,):
208
2—am

Op1eHTUPOBaHHOE aCUMMETPUYHOE
aenenwne (>, v Tr<Tr,;.):

CR
lkssaaalie Mepexop u3 SDZ B ADZ (Z21<Z1,;,):
KoHueHTpaunm mopdporeHos: . .

—_—

Z1 — mopdodoreH 30HbI SDZ
MNepexop us DZ B EZ (Z2<22 , ):

. KneTKa 30Hbl aCUMMETPUYHBIX AdeneHnii (ADZ)

. KneTka 30HbIl pacTaxeHus (EZ)

. KneTKa-Tpuxoma

MNAPAMETPbI KneTok-moaynei:
I — AnvHa KNeTKkn

Z2 — mopodoreH 30HbI ADZ

Tr — mopdoreH-MHrMbuTOP
bOpMUPOBaAHUA TPMXOM . — = .

Puc. 5.5. Andasut, napamerpsl n npasuia L-cucrembl, ¢popMagn3yoneii Mo-
Jiesib (hOPMUPOBAHUS TPOCTPAHCTBEHHOT'O MATTEPHA KJIETOK-TPUXOM B OJHOM

IIPOJOJIbHOM DAY KJIETOK
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Andasur V = {S, A, E, T} cocTaBisioT 9eTbipe CUMBOJIA, COOTBETCTBYIOIINE
KJIETKAM 30HbI CUMMETPUYHBIX U ACUMMETPUYHBIX JIeJICHUl, 30HBI PacTsiKe-
HusI 1 KJeTKaM-TpuxomMam. CocTosinne KazKI0i KJIeTKH OIUCHIBACTCS IMSIThIO
napamerpamu {1, a, 21, 22, tr} — JyINHA U BO3PACT KJIETKU U KOHIIEHTPAIMN 3-X
MOPQOreHOB.

[IpaBuia BbipakaloT gejenue n aud@epeHImpoBKY KJIETOK B 3aBUCHMO-
CTU OT 3HAYCHUIl ITapaMeTpPOB.

Eciu jyimHa KJIeTKu 30HbI JIeJIEHUs] JJOCTUTIaeT MaKCUMaJ/IbHOI'O 3HAUEHUSI,

TO KJIETKA JCJIUTCS:
e B3oue SDZ: S(1,a, 21, 29,tr) — S(d-1,a, z1, 22, tr)S((1 =d)l, a, 21, 22, tr),
e B3one ADZ: A(l, a, z1, 29, tr) — A(d-l, a, 21, 20, tr)A((1—d)l, a, 21, 22, tr),

rje koadduimenT d — ciaydaiiHas HOpMaJbHO Paclpee/ICHHasl BeJINIHa CO
cpeauum 0.5 u cpegnekBaaparndabiM oTKI0oHeHHeM (.1. ITpu sToMm, ecim KoH-
HeHTpalingd MopdoreHa-uHruonTopa popMupoBaHust TPUXoM 1'r B KJIeTKax 30-
Hbl ACHMMETPHUYHBLIX JIeJIEHNII MEHBIIe [IOpOra, TO PeaJu3yercsl YCJIOBHUE JIJIst
ACUMMETPUIHOIO OPUEHTUPOBAHHOIO JIeJIeHUsI KJIeTKKN ¢ 00pa30BaHUeM TPUXO-
Mbl. B sToM ciyuae koddduimenT d pacupejiesiéH 10 HOPMaJbHOMY 3aKOHY
co cpegauM 0.7 1 cpegHekBaIpaTuIHbIM oTKJoHenneM (.1, T.e. MaTepuHCKasd
KJIeTKa, JIeJINTCsI B COOTHOIIEHUH 7:3 M MEHbIasl JOYePHsisl KJIeTKa o0pasyer
TPUXOMY.

Ecnn xonmenTpalins MopgoreHa, orpe/e/sonero CTpyKTypy 30HbI Jgejie-

HUSI, MEHBIIE [IOPOTa, TO KJIETKA IEPEXOIUT B CJIEAYIONIYIO 30HY:
e B 30He SDZ: put 21 < 21 min S — A,
e B 30ne ADZ: iput 20 < 29 jpin A — E.

JlnnamMuka mepeMeHHbIX COCTOSHUS OIpeJienseTcs cucreMoit auddepen-
[IIAJbHBIX YPABHEHUHN, B YACTHOCTH, JIJIsi KOHIICHTPAIUil MOP(OTeHOB HCII0JIb-

30BaJINCh ypaBHeHus Buja 2.1.
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5.2.2. Mogeabr dopMupoBaHNSd IIPOCTPAHCTBEHHOTIO IIATTEPHA

KJIETOK-TPUXOM Ha JINCTE C y‘{éTOM OMoMexXaHUKN POCTa

Mogens dhopmupoBanus TPOCTPAHCTBEHHOIO IMaTTEPHA KJIETOK-TPUXOM
Ha JINCTE SIBJISETCS pa3BUTHEM MOJIENN CUMILIACTHOTO OJTHOHAIIPABIEHHOTO PO-
cTa JUHEHHOTOo JINCTa, paccMOTpenHoil B ryiaBe 4. Tak Kak Hac He MHTepecyeT
dopma KoHunKa JNUCTa U, YIUThIBasS OCOOEHHOCTH MAaTeMaTHIeCKOro ammmapaTa
(«ckieennbiey dL-cucTeMbl), Mbl MOJIETUPYEM <«IIPSMOYTOJIbHBIIN JIICTS, COCTO-
AU U3 TapaJsiie/IbHbIX MTPOJIOJIBHBIX PSAJIOB KIeToK. Ha mepBom sTare mpo-
UCXonT (hopMUpOBaHNE WHUITUAJIBLHOTO CJIOS KJIETOK: BO3ZHUKHOBEHUE TOYKU
UHUIIAIINA POCTa BBEPX, KOTOPas 3aTeM Pa3pacTaeTCs U OMOsIChIBACT CTEOEh.
Ha BTopom sTare jimct pacTéT BBEPX: KJIETKN NHAIINAJILHOTO CJIOS PAacTyT BBEPX
1 JeJISITCsI, TAKUM 00pa30M, U3 KayKJI0M KJIETKU MOJIydaeTcsi CBOI MPOI0JIbHbII
KJIETOUHBII psiJl. buomexanuka pocTa JIMHEITHOTO JINCTa MOJIETUPOBAIACH TOTHO
TaK 7K€, KaK B MOJIeJIN CUMILJIACTHOT'O POCTa IMUJICPMICa JIMHEIHON JIMCTOBOI
IJIACTUHKY, KOTOpas IIpejcTaBiieHa B ryase 4. Kierounas cTpykTypa B MOJien
IPEJICTAB/IeHA [IBYMEDHBIM MacCUBOM KJeTOK (puc. 5.6 A).

B kaxk 1011 KJIeTKe JINCTa COJIePyKATCsA BEIECTBa-MOPMOTEHBI, OIPE/IeIIA0-
e eé TUI: 41 U Zs — MOpPQOTreHbI-MapKepbl KJIeTOK 30HbI SDZ 1 KJIETOK 30HbI
ADZ, — xoTopble CHHTE3UPYETCsl B MEPBOIl KJIETKe KarKJI0ro MPOIOJILHOTO Psi-
ja. OHaKko B OTJIMYHE OT OJHOMEPHOI MOJe/H, MexXaHnu3M JuddepeHImpoBKI
KJIETOK-TPUXOM Ha «IPsIMOYT'OJILHOM JIUCTE» YIIPaBJIAETCs JIByMsi MOpQOreHa-
M. OJIUH U3 HUIX HA PAHHUX CTAJIMAX PA3BUTHS JIUCTA ONPEJICSIET MMOJ0KEHIe
OyIyIUX psiJIOB KJIETOK-TPUXOM, JIPYTOil OlpeJiensgeT PacioiozKenne KJIeTOK-
TpuxoM B psjgax (puc. 5.6). Mopdoren-mapkep tpuxom Ty pasmedaer B psiiy
UHUIUIAJIBHBIX KJIETOK Te KJIETKH, U3 KOTOPLIX OYyIyT (POpPMUPOBATHCT PsJIbI
KJIETOK ¢ TpuxoMamu. Ty CUHTe3UPyeTcs TOJHLKO B KJIETKAX, OTMEYEHHBIX CHU-
HuM. Mopdoren-mapkep Tpuxom T'r pazmedaeT KJICTKI-TPUXOMbI B PsijIaX, «OT-
MeUueHHbIX» MapkepoM Ty. T'r cuaTe3npyeTcss TOJIHKO B KJIeTKaxX, OTMEUEeHHbIX

KpacHbIM. CxeMa pacrioiozKeHns 30H Ha JINCTOBOI IIJIACTUHKE U I'Pad IepeKJIo-
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EZ

ADZ -<

Te<Trin

Psg, 06bI4HbIX KNETOK

PAf, 06bI4HbIX KNETOK
Psfi, 06bI4HbIX KNETOK

sDz

mopcpozeH Z2
MopeozeH Z1

Puc. 5.6. Moaenb dhopMmupoBaHus IIPOCTPAHCTBEHHOIO IIATTEPHA KJIETOK-
TPUXOM Ha JINCTe ¢ yuéroMm OmomMexaHuku pocta. A. Kierodnas cTpykrypa
«MOJIEJILHOTO JINCTay. B KJeTke, OTMEUeHHON 3HAKOM *, PEAJU3YIOTCA YCI0BUA
It obpasoBanust TpuxoMbl. B. CxeMa npaBuI epek/irodeHns TUIIOB KJIETOK B

3aBUCUMOCTH OT KOHIIEHTPAaIii MOp(OreHoB.

YeHUs TUIIOB KJIETOK IIpejicTaB/IeHbl Ha puc. 5.0.

Mogens opMupoBaHusi TPOCTPAHCTBEHHOT'O THATTEPHA KJICTOK-TPUXOM
Ha JINCTe € YYETOM OHMOMEXaHUKN pocTa W MOpP(OreHEeTHIecKO perysis-
U npejictaBieHa B opmanu3Mme «ckjaeeHHbIX» dL-cucrem. Andasur V =

{S, A, E,T,S;, Ay, Ey, t, } cocraBisiior 8 CMBOJIOB:
S — «00bIYHbIe» KJIETKU 30HbI SDZ,
A — «obbranblies Kjetkn 3o0Hbl ADZ,
E — «oObrunbie» KeTKH 30HBI 7
T — KJIeTKU-TPUXOMBI (KpacHble Ha puc. 5.6),
Sy — xjaetku 3086l SDZ B psijty, 171 MOTYT (POPMUPOBATHCS TPUXOMBI,
Ay — xaerku 3oubl ADZ B psijty, rjie MOryT (DOPMUPOBATHCST TPUXOMBI,

E; — xnerku 3oubl EZ B psijy, 1j1e MOryT (pOPMHUPOBATHCS TPUXOMBI,
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l — WHUIUAJIbHBIE KJIETKH B Py, TJie MOI'YT (DOPMUPOBATHCSA TPUXOMBI

(curme na puc. 5.6).

Cocrosinne  KayKJoil — KJIETKH  OIHMChIBaeTcss  6-10  IapamMeTpamu
{l,a, 2, 29,tr,t0} — ymHA U BO3PACT KJIETKH U KOHIEHTPAIUU 4-X MOpP-
dorenon. IlpaBmiia BeIpaxKkaroT JjejneHue u Jud@EpPEHINPOBKY KJIETOK B
3aBUCUMOCTH OT 3HavYeHUil napamerpon. Ornpe/ie/IéHHbIE TTOPOTOBbIE 3HAYEHUS
KOHIIGHTpAIUil BeIecTB-MOP(OreHOB Y3HAIOTCsd KJCTKAMU W IHPUBOJAT K
ux juddepennuposke. [lo mepe pocrta smcTa KJIETKH U3MEHAIOT CBOW THUID
B CJeJYIONIeil I0Ce/0BATEIbHOCTH: 30HA CHUMMETPUYHBIX JIeJICHUi, 30Ha
ACHMMETPUYIHBIX JleJIeHnil, 30Ha ymHenust (puc. 5.6). B kaxkioit 30He KjeTku
XapaKTepU3YIOTCA Pa3HOM CKOPOCTHIO POCTA, CIIOCOOHOCTBIO K JICJICHUIO U
muddepeHnnpoBKe B KJIETKH-TpuXoMbl. B 30me pocrta jgenennem (SDZ-+ADZ)
KJIETKH MEJIJIEHHO PACTyT U JICJIATCS, B 30HE YJJIMHEHUA KJIETKN ObICTPO PacTyT
u He jensrcd. B 3ome ADZ MOryT NHpoUCXOJUTH KaK CUMMETPHUYHBIC, TaK U
aCUMMETpUYHbIE JleJIeHUs KJeTOK. B pesyibrare acMMMETPUYHBIX JIeJICeHHT
GOpPMUPYIOTCST KJIETKI-TPUXOMBI.

JlunaMuKa KOHIIEHTpaluit MOpdoreHos £, Zs, T'r u T B KiaeTkax pac-
CYUTBIBACTCS C IIOMOIIBIO cucTeMbl JnddepeHimaibibiX ypaBuenuii. Kazx toe

YPaBHEHNE UMEET CJIeAYIONNI BU/I:

+vp —dyp; — pz'v%;

(5.1)

dpz Z BlPSZJ Z BQPSW ) 1d‘/;

Jjee(i jeea (i)

rje p; — KOHIeHTpanus BeriectBa P B i-it KieTke (P MOXKeT MpuHUMAaTh 3Ha-
aenust Z1, Zo, Tr u T0), Blp u f2p — xosbdunmentsr auddysun jijist Bere-
cTBa P B rOpU30HTAILHOM 1 BEPTUKAJILHOM HAIIPABJICHUSX, Vp — MaKCUMAJIb-
Hasl CKOPOCTBb CHHTE3a, dp — KODDUIMEHT pactajia, €1(i) — OKPeCTHOCTH i-if
KJIETKHN (KJIETKH «CBEPXY-CHU3Y» OJIHOTO MPOJIOJIBHOTO Psijia KJIETOK), €9(1) —
OKPECTHOCTB i~ KJIETKH (KJIETKI «CIPaBa-CJIeBay U3 COCEIHIX MPOIOIHHBIX Psi-

JIOB KJIETOK, KOTOPbIe UMEIOT C i-ii KJIeTKOi obIine cerMenThl rpanuiipl). [pn
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Blp = ($2p, BemecTBo P pacipocTpansgercst m30TponHo, flp # [2p — aHuzo-
TPOITHO.

Barmcan JJIsT KazKJI0ro BEIECTBa B KayK 01 KieTke ypaBHerne tuia (5.1),
[I0JIyIaeM CHCTEMY YPaBHEHMNI, OMMCLIBAIOIIYIO NNHAMUKY KOHIIEHTPAINil Be-
IIIECTB BO BCEX KJIETKAX JIMCTA.

Hns nannoit monenn B nakere «MPT» Obuia paszpaborana nporpamma,

KOTOpPag MCIIOJIb30BaJlaCh IJIgl BBIYUCJ/INTEIIbHBIX SKCIICPUMEHTOB.

5.3. PGSYJIbTaTbI BbI'IMCJ/INTEJIBHbBIX 9KCIIEPHMMEHTOB

5.3.1. UccaenoBaHme 3aKOHOMeEpHOCTel (opMHUpPOBaHUsS MaTTEPHA

KJIETOK-TPUXOM B OJJTHOM ITPOJIOJIBHOM Py

[Ipn nadsoieHnn 3a pasBUTHEM JINCTA TIIEHUIIBI OJTHUM U3 MEPBBIX (¢e-
HOTUIUYCCKIX TPOSBIeHUN 1 PepeHInPOBKI KJIETOK SIHJIEPMUICA, KOTOPOEe
MOKHO YBHJIETb B 30HE POCTA, sABJIAETCSI (POPMUPOBAHNE Y HEKOTOPBIX KJIETOK
(KJIETOK-TPUXOM ) BBIPOCTOB MEPIEHINKYJ/ISPHBIX [JIOCKOCTU JILCTOBOI T/IACTUH-
K. Takwme KJIETKN MOABJSIOTCS HE XaOTUIHO, & PACIOJIOKEHBI B TPOJIOJILHBIX
psaiax. Kietkn, y KoTopbIx (hopMupyeTcs BLIPOCT, 00pa3yioT B IPOIOJILHOM Psi-
Jly PeryJisipHbI TPOCTPAHCTBEHHBIN TaTTepH. Hampumep, na puc. 5.2 b onn ge-
PEIYIOTCs ¢ OOBITHBIMU SMUIEPMAJILHBIMI KJIETKaMI depes o/iny. Takke BaxKHO
OTMETUTH, YTO JIJINHBI BHIPOCTOB HEOJWHAKOBBI 1, XOTs OUYEBHJIHA OOITas TeH-
JIEHNNA UX YBeJIndenns B 0a3aIbHO-allnKaIbHOM HAITPABJIECHUN JINCTA, JTOBOJIb-
HO YaCTO BCTPEUYAIOTCA MCKIIOUEHUS, KOrJla MaJleHbKas KJIeTKa pPacloJioyKeHa
MEYKy JIByMsl OO/IBINNME. K/l npeinoioKnTh, YTO Ha HEKOTOPOM UHTEpBaJie
BpEMeHMU JITMHA BBIPOCTA MTPOMOPITMOHAIbHA BO3PACTY KJIETKH, 1 yIECTh NeOMeT-
puiecKre 0COOeHHOCTH OJTHOHAIIPABIEHHOI'O POCTa JUHEITHOTO JINCTa, TO MOXKHO
CYNTaTh, 9YTO MTPOCTPAHCTBEHHOE PACIIPE/ie/IeHNe JIIMH BHIPOCTOB KJIETOK B O/I-
HOM ITPOJIOJTBHOM PsiJly XapaKTepu3yeT MOPSI0K cOObITHIT JnddepeHITmpoBKN
(camast JyIMHHAS MOABUJIACH paHbIe Beex ). HabmmonaeMblii mpocTpaHCTBeHHbITH

naTTepH (PACCTOSTHIE MEK Ty TPUXOMAMI) U TPOCTPAHCTBEHHOE PACIIPE/IEICHITe
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JUIMH BBIPOCTOB KJIETOK SIBJIAIOTCS KOJTMYIECCTBCHHBIMU XapaKTEPUCTUKAME OILY-
IIeHNsI, KOTOPbIe HCII0JIH30BAJIINCH B MOJIEJIN JIJIst IPOBEPKH IUIIOTE3bI O TOM, UTO
B OCHOBe (DOPMUPOBAHUS MATTEPHA PACIPEJICTICHIS TPUXOM JIEXKUT MEXaHU3M
JlaTepaJbHOrO0 NHIMONPOBAHUSI.

B BBIYHCIUTE/ILHOM SKCIEPUMEHTE OJHOMEpPHas MOJIe/Ib T'eHepUpyeT 3a-
KJIQJIKy TPUXOM B MPOJOJBHOM Pty KieTok (puc. 5.7). Paccrosinue mexity
TPUXOMAMHU DPEryJUpyeTcst B MOJEIN HapamMerpoMm [r,. (ckopocTb muddysun
mopdorera 1) u MOporoM KOHIEHTPAIUH 17y, KOTOPBIN OMpeJesisier yCio-
Bre JuddepeHnnpoBKI 00ObIYHOI KJIeTKN B TpuxoMmy. BapuabesbHOCTD BO3pac-
TOB (JJINH BBIPOCTOB KJIETOK-TPUXOM ) PETYJIUPYETCsT B MOJIEJIN PA3MEPOM 30HbI
ADZ, KoTopblii B ¢BOIO OUYepe/ib, 3aBUCAT OT IOJIOYKeHHsI eé rpannil. baszab-
Has I'PaHNIlA 1 allnKajbHas rpaHuia 306 ADZ B Mo/ peryaupyercst napa-
metpamu Sz, u [z, (ckopoctu muddysnu MopdoreHoB Z1 1 Zy) U MOPOraMu
KOHIEHTPAIUN 21 ymin U Z9 min, OLUPEIeNdouMI nepexoasl SDZ — ADZ n
ADZ — EZ. coOTBETCTBEHHO.

20
-@— mopdoreH Z1
15 MopdoreH Z2

MopdgooreH Tr
10

KoHueHTpauun mopdoreHos, ycn.ef.

PacctosHue oT OCHOBaHuUsg nucTa, ycrn.en.

Puc. 5.7. Pacupenenenne KoHmeHTpalun MOp@GOreHoB BIOJIb IIPOIOJIBHOIO Psi-
Ja Kierok. Biosb ocu Ox npuBejieHa COOTBETCTBYIOIIAs KJIECTOTHASI CTPYKTY-
pa. Kpachble KjeTKu — 30Ha cuMMeTpuvHbIX jeseruit (SDZ), 3esénbe Kier-
K11 — 30Ha aCUMMETPHYIHBIX Jeennii (ADZ), cunne KieTKn — 30Ha PACTSIYKEHsT

(EZ), opanzkeBble — KJIETKU-TPIUXOMBL.

Lenbio swuucaumenvrozo axcnepumenma Nl ObLIO B paMKax MOJIE/N
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CPaBHHUTDH JIBA T'HIIOTETHYECKNX MeXaHH3Ma 3aKJaJku TpuxoM B 3oHe ADZ:
(1) BBIOOP MeKJIy CUMMETPUUIHBIM 1 ACUMMETPUIHBIM JI€JIEHUEM OCYIIeCTBIIsI-
eTcst cJIydaiito, (2) — BBIOOD 3aBUCHT OT KOHIIEHTPAIINN B KJeTKe MopdoreHa
Tr (r.e. paboraer MexaHU3M JiaTepabHOrO UHrHOMpoBaHust). s 9Tux 1ByX
MEXaHU3MOB B BBIYHC/IUTEIbHBIX SKCIIEPUMEHTaX ObLIN PacCUUTaHbl PacCTOsI-
HUS MEXKJIY COCEJIHUMM TPUXOMaMU B PsAJly U HOCTPOEHBbI TEOPETUYECKUEe Pac-
npejenenus (puc. 5.8). Ilpu ciaydaiiHoM MexaHI3Me KOJTNIECTBO KJIETOK MEXKTY
COCEJIHUMU TPUXOMaMU B ALY HNOJUUHAETCS TEOPETUYECKU OKUJTAEMOMY IKC-
IIOHEHINAJILHOMY 3aKOHY paclipejiesieHns. B ciaydae JiarepajbHONO MHIHOMPO-
BaHUS PACCTOSTHUSA MEZK/IY COCEJHUMU KJIETKAMU-TPUXOMaMU B PsJLy TIPUMEPHO
OJINHAKOBBIE U UX paclpee/ieHne MOXKHO allllPOKCUMUPOBATh HOPMAaJIbHBIM 3a-

KOHOM.
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PaccTtosiHne wmexay cocefHMMM Tpuxomamu

Puc. 5.8. Pesynbrarsl BorancinTenbuoro sxcnepumenta Nel. IliorHocTn pac-
npeJie/IeHN PACCTOSHUN MEKIy COCETHUME KJIETKAMU-TPUXOMaMU B PLAJTY JI/Ist
CJIy4aiiHOro MexaHu3Ma, (CHHsIsl KpUBasi) U JJisi MEXaHU3Ma JIaTepajbHOrO MH-

rubnpoBanust (CUHssS KpUBasi).

Lenbio swuucaumenvrozo axcnepumernma N2 ObLIO B paMKax MOJIe/N
CPaBHUTb BO3MOXKHBIE PaCIIPeJIeJIeHUsT BO3PACTOB KJAETOK-TPUXOM IIPU Pas3J/Iny-
HBIX pa3Mepax 30Hbl aCUMMETPUYHOTO JIeJIeHNs KJIeTOK. Tak KaK B MOJE/IN 3a-
KJIaJIKa TPUXOM PEryJIMPyeTcs 10 MeXaHU3MY JIaTePaIbHOI'0 HHINOMPOBAHMS, TO

yBeJIM4deHne 30Hbl aCUMMETPUYIHOT'O JCJICHUA KJIETOK, I'/IE IIDOUCXOAUT 3aKJIal-
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Ka KJICTOK-TPUXOM, ITPUBOAUT K YBEJIUUECHUIO BapHUAIMH BO3PACTOB COCEIHUX
KJICTOK-TPUXOM B PsiJTy. DTO MPOUCXOJUT MOTOMY, UTO €CJIN pa3sMep 30HbI aCHUM-
METPHUYHOTO JIeJICHUs KJIETOK OyJIeT JO0CTaTOYHO OOJIBINOIT, TO OYIYT BOZMOXKHBI
CUTYaAITH, KOT/Ia HOBas KJIETKA-TPUXOMa BO3ZHUKAET MEYKY JIBYMS YiKe CYIIle-
CTBYIOIIUMHU, U TOTJIA B MOJIEJIM MbI ITOJYYMM HEMOHOTOHHBII IATTEPH <«BO3-
PacTOB» KJIETOK-TPUXOM B OJTHOM IIPOJIOIBLHOM daiise. Takoit maTrepH MOXKHO
VBUJIETh B 30He pocTa Jmcta mieHntbl (puc. 5.2 B).

B 3one SDZ, Tpuxom Her, [I03TOMY B KJIeTKaX KOHIEHTPaIsa MOPQOreHa
T'r Masia 1 Kak TOJIbKO KJieTKa mepexout B 300y ADZ (u eé pasmep y10BIeTBO-
psieT YCJIOBUIO JieJieHtsi) OHa obpasyeT Tpuxomy. Takue TpuxoMbl HA30BEM TPH-
XOMaMI «IIePBOT'O IOKOJIeHusi». IIpn BbICOKOIT KoHIleHTpauun mopdorena 1'r
B 30oHe ADZ KjeTKn JIeaTCss CUMMETPUYIHO, YBEJINUNBasi TaKIM 00pa30M pac-
CTOSTHHE MEXK/Iy CYIIEeCTBYIONINME TpuxoMmamu. KonreHTpalus Mopdorena 1'r
OyeT MIUHUMaJIbHA B KJIETKE, KOTOpasd HaXOQUTCd Ha MaKCHUMAaJIbLHOM BO3MOK-
HOM PaACCTOSTHUU OT JIBYX CYIIECTBYIOIIIX TpuxoM. COOTBETCTBEHHO, 9Ta KJIETKA,
CMOYKET IOJIEJINThCA aCUMMETPUIHO 1 00pa3oBaTh TpuxoMy. Takue TpuxomMamn
HA30BEM TPUXOMaMU «BTOPOI'O ITOKOJIEHUS.

PesynbraThl MaTeMaTnueckoro MoJie/InpoBaHus Iporecca pOpMUPOBAHU
TPUXOM IIPU Pa3HBIX pasmepax 30Hbl ADZ mpencrasiiensl Ha puc. 5.9. 31ech, Ha
BEPTUKAJILHOM 0CcH 0TOOparkKeH BO3PACT TPUXOM, 110 TOPU30HTAJILHOM OCH HOMED
KJIETKH B psijly. BuaHO, 4TO 30Ha aCUMMETPUUIHOIO JIeJIeHUsI 1 30Ha POCTa PACTsi-
JKEHUEM OTJIMYAIOTCA XapaKTepoM 3aBUCUMOCTEll BOo3pacTa TPUXOM OT HOMEPA
kjaeTKu. HejmmueitHocTn B 30HE aCUMMETPUIHOIO JieJIeHIs 00YCJIOBJIEHbI JIe/IeHN-
eM KJIETOK U IOsIBJIEHIEM HOBBIX TPUXOM «BTOPOT'O IOKOJIEHUsi». B 30He pocTa
pacTsizKeHIUEM BO3PACT KJIETOK IPOMOPIMOHAJICH TOJIOXKEHUIO KJIETKH B Py
(eé momepy). IToaromy, B 9TOIl 30HE MOXKHO AIPOKCUMUPOBATH 3aBHCHMOCTH
JIMHeHOM (DyHKITMeH Bo3pacTa TPIUXOM OT HOMepa KjeTkKu. B KadecTBe cpaBHU-
TEJILHOI XapaKTEePUCTUKHU PACIPEIC/ICHIST TPUXOM B 3aBUCUMOCTH OT Pa3Mepa
3oHbl ADZ Ob1710 BEIOpAHO pacipe/jie/ieHne OTKJIOHEHUST BO3PACTa TPUXOM OT JIN-

Hun JinHeitHoi perpeccun (puc. 5.9). MoKHO TPeAooKuTh, 9TO ITH PACIIpe-
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BO3PACT KNETKW, ycr.ed.
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Puc. 5.9. Pesynbrarsl BoruncauTebHOro 3KcrepuMenTa Ne2. IIpocrpancTsen-
HbIe paCIIPe/Ie/IeHNsI BO3PACTOB TPUXOM IIPU Pa3/JINYIHBIX pasmepax 30Hb ADZ:

A. 25 knerok, B. 50 kierox, B. 100 kierok, I'. 200 kjeToxk.
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JICJICHNsT MOZKHO IIPEJICTABUTD B BUJIE CMECH JIBYX HOPMAJILHBLIX PACIpeIeIeHuit
(puc. 5.10): pacmpejiesieHne TPUXOM <«IIEPBOTO TTOKOJIEHUST» U DPACIIpe/IeIeHIe
TPUXOM <«BTOPOI'O MOKOJICHUSA», T.€. B BUJIE CTATUCTUYCCKON MOJIEIN, KOTOPas
OIUCHIBAETCsI D MapaMeTpaMi: CpejiHee 3HaUeHIe OTHOCUTEIBHOIO Bo3pacTa (i
U [lg) U CPEJHEKBAJIPATUIHOE OTKJIOHEHHE (07 U 09) JIJIT TPUXOM IEPBOrO U
BTOPOTO MOKOJIEHNsT, uX oTHOcuTebHast Joyist (A u (1 — A)). Kpurepuit cora-
cust Koamoroposa-CMupHOBa, 110Ka3aJI, 9TO TAKOE IIPEJICTABICHIE BO3MOMKHO.

(p-3HaUeHUsT U TApaAMeTPhI pacipejieeHuil mpejcraBiesr B Tad. 5.1).

1
1 2 3 -3 -2

Puc. 5.10. Pesynbrarsl Beraucantebuoro sxciepumenTa Ne2. Pacrnpenenenus

-1

TPUXOM <«IIEPBOI'O IIOKOJIEHUA» N «BTOPOI'O IIOKOJICHHUA» IIPHU PAa3JINYHbIX Pa3-

Mmepax 30H6I ADZ: A. 18 kierok, B. 38 kierok, B. 60 kierok.

Tabmuma 5.1. Pasmep 3onbr ADZ, mapameTrpnl pacipejiefieHnst 1 p-3HadeHne

kputepusi Kosmoroposa-CMupHoBa

Yuco kinmerok B ADZ A 1 —X 1y 01 2 09 p-3HAUEHUE

18 028 072 -14 038 0.54 0.53 0.89
38 0.56 044 -0.79 048 1.01 0.39 0.64
60 0.71 023 -0.58 045 1.43 0.29 0.08

MoKHO OTMETHUTH, 9TO ¢ yBeJIMUIEHNEM pa3Mepa 30HbI pACTET 101 TPU-
XOM «BTOPOIO IOKOJIEHUsI». DTO €CTECTBEHHOE CJIEJICTBUE AefICTBISI MEXaHI3MA,
JlaTepaJibHOI0 MHIMOMPOBAHMA, IIPUHATOr0 B Mojiesn. [1o aKcnepuMeHTa bHbIM
JIAHHBIM paclipejie/IeHusI pa3MepPOB TPUXOM B Psijly MOXKHO II0J00paTh IapamMeT-

PbI MOJIEJIN 1 OLIEHNTH pa3mep 30HbI ADZ.
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[TocTpoenHast Mojie/1b (POPMUPOBAHKSA TPUXOM Ha JINCTE TIICHUIIHI 103BO-
JIIET, UCIIOJIb3Ys pas3Hble PYHKINH POCTa, HACTPOUTH IapaMeTPhl MOJIEIH II0
SKCIEPUMEHTAJbHBIM JIAHHBIM TaK, YTO paclpe/esieHue JIIMH TPUXOM B IIPO-
JIOJIBHOM DPsIJIy KJIETOK B BBIUYMCJIUTEHHOM SKCIIEPUMEHTE COBIIQJIAET C JKCIIe-

pUMeHTAIBHBIM pactipe/ieserneM (puc. 5.11 B).

2| —— Habnogaemas
—— Pacyér no mogenun

[O/WHa TPMXOM, MKM
: N »

e — - ) /\

MopAAKOBbIA HOMED KAETKM-TPMXOMbI B MPOAOIbHOM PAAY OTK/NOHEHWE A/INHbI OT CPEAHErO 3HaUYeHUA, yC.ea.

Puc. 5.11. Pacnipenenenne 1jimH KJIETOK-TPUXOM B ITPOIOJIBHOM PsATY, MOy IeH-
Hoe A. B BBIUNC/INTEILHOM SKCIEpUMeHTe 1 B. 110 n3MepeHusiM JJINH KJIETOK-
TPUXOM 30HBI pocTa Ha Jimcte mienunsl (M. puc. 5.2 B). B. [Liornocrs pac-
peieIeHusT JJINH KJIETOK-TPUXOM B 9KCIIepUMeHTe (KpacHast KpuBasi) U PacIéT

110 Mogiesin (ChuHsisd KpuBas).

Mrak, MexaHU3M JlaTepabHOIO NHIMONPOBAHMSI, KOTOPBII, KaK HAM IIPe/I-
CTaBJISIETCsI, JICYKUT B OCHOBE (POPMUPOBAHMS [TATTEPHA TPUXOM B 30HE aCUMMET-
PUYHOTO JIeJIEHUS KJIETOK, MOYKET IIPOSBJISITHCA B 9KCIEPUMEHTAJIbHBIX JIAHHbBIX

HECKOJIbKUMU OCOOEHHOCTIMMU:

1. B 3oHe acuMMeTpUIHOTO JeIeHus 3aKJIaJIKa TPUXOM ITPOUCKXOIUT JIBYMS
nokosieHusIMu. «llepBoe rokosiennes Tpuxom (pOPMHUPYETCs IO, BO3JIeli-
crBueM (HOHOBOrO MopdoreHa-akTuBaTopa (Zs), pacipoCcTpPaHsIIONEerocs
U3 1IePBOil CTBOJIOBOII KJICTKU psJia Ha HAYAJbHOM YYACTKE aCUMMETPUY-

HOIl 30HBI JIeJICHU.

2. «BTopoe nokoJienne» TPUXOM MOABISACTCA MEXKJLY CYIIECTBYIOMUMI TPU-
XOMaMH, KOIJIa 3allpeT Ha IOsSIBJIEHHE TPUXOM OOYCJIOBJIEH JeificTBreM
MOP(OreHOB-UHINOUTOPOB OT y:Ke chopMUpoBaHHBIX TpuxoM. [To mepe

TOr0 KaK KJIETKH PACTYT IOsIBJISICTCS 30HA, IJie jeiicTBrue MOp(GOreHOB-
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MHIUOUTOPOB OCJIA0JISIETCS W TOSBJIAIOTCA YCJIOBUS JIjIst (DOPMUPOBAHUST

HOBBIX TPpHUXOM.

3. C yeesmaennem pasmepa 30HbI ADZ 110151 TPUXOM «BTOPOIO TOKOJIEHUST»
YBEJIMYINBACTCS, YTO $IBJISIETCS IPOABJICHHEM MEXaHM3Ma JIaTePaJibHOI'O

MHIIOUPOBAHMSI.

OTU 0COOEHHOCTH MeXaHH3Ma JiaTepaJbHOI0 MHIMOMPOBAHUS JTAl0T BO3-
MOYKHOCTH IIOCTPOUTH KPUTEPHil, KOTOPBIil O3BOJIMI Obl, IPU HAJUIUU COOT-
BETCTBYIOIINX SKCIIEPUMEHTAIbHBIX JIAHHBIX, OIIEHUTH JOCTOBEPHOCTD IIPEJIIIO-
JIOZKEHIIST O TOM, YTO B OCHOBE (DOPMUPOBAHUSI [TATTEPHA PACIIPeIeIeHIs] TPUXOM

JICZKUT MEXaHM3M JlaTepaJibHOI'O I/IHFI/I6I/IpOBaHI/IH.

5.3.2. MHccaemoBanme 3aKoOHOMepHOCTell (OpMHUPOBAHUA IIATTEPHA

KJIETOK-TPUXOM Ha JIUCTE

MogenmupoBanue popMupoBaHus MaTTepHa KJICTOK-TPUXOM Ha JINCTOBOI
IJIACTUHKE JTaéT BO3MOYKHOCTBH HCCIEI0BATH MPOCTPAHCTBEHHBIE OCOOEHHOCTH
MeXaHI3Ma.

Lenbio sviuucasumenvrozo skcnepumenma N3 owL10 nccaeoBanme Hop-
MUPOBaHUs I'PAHUI] 30H CUMMETPUIHOIO U aCUMMETPUIHOrO JIe/IeHUsT KJIETOK
IIPU U30TPOITHOMN M aHU30TPOITHON Auddy3un MopdOreHoB Z1 1 Zs, OLpEIeis-
IOIIUX 30HAJBHOCTE. B BBIUMC/INTENIbHBIX IKCIEPUMEHTaX OBLIO MOKA3aHO, UTO
IIPU U30TPOIHON M AaHM30TPOIHON Auddy3un MopdOreHoB 3aKOHOMEPHOCTH
dopMupoBaHns rpaHull 30HLI pazandaiorcs. Ha puc. 5.12 npupegeHbl pe3yiib-
TAThl MOJEJTMPOBAHUSI IIPH PA3HBIX PEXKIMAaX PACIPOCTPAHEHUSI MOPGOIeHOB /1
u Zs. Ha pucynkax A u B npejcrapiieHbl HaTTepHbI KJIETOYHOI CTPYKTYPbI JIK-
CTa, KOTOpbIe OBLIN IOJIYYeH B IIPEJIIOI0KEHUN aHU30TPOIIHO Juddy3un mnpe-
uMyIecTBerno nonepék (Blgy, > B2r, u flp, > 52p,) wim Buoas (Bly, < 627,
u flp, < f27,) aucTa, COOTBETCTBEHHO. 3aKOHOMEPHOCTH (hOPMUPOBAHUS I'Pa-
HUI[ CYIIECTBEHHO OTJINYaloTcs: B ciaydae B dhopmupoBanne 30H ocyIecTBisieT-

cd B KaxKJIOM Py HesaucuMo. B ciydae B peananszoBan BapuaHT N30TPOITHOMN

157



4+ \\\QJ\<H

Pl S I b
(RS R
[

1 T
a et “H‘J\¢_

Puc. 5.12. Pesynbrarhl BHIYNCIUTEILHOIO dKcrepuMmenTa Ne3. dparMeHT Kiie-
TOYHOIl CTPYKTYPbl <«MOJEJIBHOI'O JINCTa» IIPU WU30TPOITHONW U AHW30TPOII-
Hoit Juddys3un MopdOreHos, onpeaessionux 30Ha/1bHOCTh. CuHIe KJIeTKH —
it S, KpacHble KjaeTkn — Tun A, duoserosble KaeTkn — Tul [, 3ejéHbie n
JKEJIThbIe KJIETKN — TUIl 1, CBET/IO-CUHIE KJIeTKH — THUIl S; U t, PO30Bble KJIeT-
K — Tun A;, ceryio-uoserosble KiaeTkn — Tul Fy. A. Anmsorponnast gud-
dyzus npenmyiiecTBeHHO 1onepék jaucra. b. Mzorponnast muddysust. B. Ann-

30TporHas Juddy3us TPEUMYyIIECTBEHHO BJI0JIb JIICTA.

muddysun (Bly, = 625, u flp, = B27,), upu KOTOPoM (BOPMEUPOBAHEE 30H B
KayKJIOM IPOJIOJIBHOM Psijly KJIETOK SIBJISIETCSI B3aUMOCOIJIACOBAHHBIM.

Lesbio svuuciumenvrozo akenepumernma Nej ObLIO HCCIEOBAHIE TIPO-
CTPAHCTBEHHBIX IATTEPHOB TPUXOM B 3aBUCHUMOCTH OT CKOpPOCTH aucdy3un
mMopdorenos T'r u Tj, onpeessionux 3aK/Ia/JKy TPUXOM. B BbIYUCINTEIBHBIX
9KCIIEPUMEHTaX II0KA3aHO, UTO BapbupoBaHme ckopocteil nnuddy3uun Mopdo-
I'€HOB II03BOJIsIeT I0JIy4YaTh MPOCTPAHCTBEHHbIE HATTEPHBI TPUXOM CXOJHBIE C
9KCIIepUMEHTaIbHO HabmonaembiMut (puc. 5.1). [Ipu BapbupoBannm ckopocTn
nuddysun mopdorena Tj M3MEHAETCA PACCTOSHUE MEXKJY PsJIaMu, B KOTO-
PBIX MOTYT 00pPa30BBIBATHCS TPUXOMBI. [Ipu BapbupoBanuu cKopocTu Juddy-
3un Mopdorena 1T U3MeHsIeTCsl YacTOTa IOSABJIEHUsI TPUXOM B psiy. Pe3yiib-
TaThl MOJEIUPOBAHUSI IIPH PA3HBIX CKOPOCTIX Auddy3un MopdoreHon, orpe-
neadonux g QepeHupoBKy KJIETOK-TPUXOM B «TOPH30HTAILHOM» (IIpH PO-

CTe MHUIUAJBHOTO CJI0s1) U «BEPTUKAJIBHOM» (IIPH POCTE JINCTA) HAIIPABJICHUSIX
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Puc. 5.13. Pe3yibrarsl BhruncanTesabHoro skciuepumenta Ned. ITpocrpaHncTBeH-
HbIe [IATTEPHBI TPUXOM (KpPACHBIE KJIETKH) B 3aBUCHMOCTH OT CKOPOCTH i dy-
3un mopdorenos Ty u T'r. A. Blg, =1, B2, =1, B. flg, =10, 827, = 1, B.
Blp, =1, B21, = 10, I. Blg, = 10, 827, = 10.

IpeJicTaB/ienbl Ha puc. 5.13.

5.4. 3akJodeHue K rJjiase 5

Paspaborana maremaruyeckass MOAe/Ib (pOPMUPOBaHUS IIPOCTPAHCTBEH-
HOTI'O MaTTepHa KJIETOK-TPUXOM Ha PACTYyIIEeM JcTe mimeHunbl. [lokazano, 4To
(1) dbopmupoBamme MPOCTPAHCTBEHHOTO MATTEPHA KJICTOK-TPUXOM B MPOJIOJH-
HOM PsiJly KJETOK Ha JIMNCTE IIEeHUIbI MOYKET PEeryJInpOBATHCA MEXaHU3MOM
Ha OCHOBE JIATEPAJILHOINO MHIMOMPOBAHUST CUTHAJOM, UCXOJSIIIM U3 KJIETOK-
TpuxoM; (2) BapuabesIbHOCTh PA3MEPOB TPUXOM MOYKET 3aBHCETh OT Pa3MepOB
30HBI ACHMMETPUIHOTO JIeJeHNs KJIeTOK; (3) MpPH YCJOBUE W30TPOIHOM jind-
dysun MmopdorenoB popMupoBaHne MATTEPHOB KJIETOK B PA3HBIX IPOIOIbHBIX
psIJIax MOZKET OBITH COTTacoBaHo; (4) BapbupoBatue ckopocreii auddysnn Mmop-
¢ oreHoB 1MO3BOJISIET MOJIyYaTh IPOCTPAHCTBEHHBIE TATTEPHBI CXOHBIE C YKCIIe-

puMeHTaJIbHO Ha6JIIOﬂaeMbIMI/I.
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SaKJII0uYeHue

Poct 1 nejienne KJIeTOK B MEPUCTEME, 1 X PEryJIsilins siBJISTIOTCST BayKHbBIM
acCIleKTOM, OIPEJIEJIAIONIIM MOPMOIMHAMUKY PacTUTE/IbHOM TKanu. IIpomexo-
Jisilee IIpU 9TOM H3MEHEHHe I'eOMeTPUU TKAHU IIPUBOIUT, C OJHOI CTOPOHBI,
K M3MEHEHUIO PEryJ/Isiiiui MOJIEKYJIIPHBIMI CUTHAJIAMHI, PACIIPOCTPAHSIONINMI-
Cs TI0O TKAHEBOMY ITPOCTPAHCTBY, C JIDYTOil — K BO3HUKHOBEHUIO MEXaHIMIECKUX
HAIIPs2KEeHNT B TKaHU. Posib 9THX MeXaHWYeCKUX HaIPszKEeHNN KaK WHTErpPHU-
PYIOIINX CHUTHAJIOB JJIST PEryJISIu MOPMOJIMHAMUKHI sIBJISETCS B HACTOSIIEe
BpeMsI IIPEJIMETOM WHTEHCHUBHBIX HMCCJICOBAaHUI METOJaMU MOJICTUPOBaHUS U
BBIUNCIUTE/ILHBIX 9KCIIEPUMEHTOB.

B auccepranum m3joykeHa METOJMKA JIJIsi MOJICTUPOBaHUS MOPQOMHA~
MUKH PACTUTEIHLHONI TKAHM, OCHOBAHHAsI HA METOJEC MOJICTUPOBAHUS JTITHAM-
YECKUX CUCTEM C JUHAMUYECKON CTPYKTYPoii B (popMan3Me guddepeHimaib-
Hbix L-cucrem. /lannag meronnka JiexKuT B ocHoBe makeTa «MPT», KoTopbrit
peaJim30BaH B BHUJE IIporpaMMHBIX MojyJ/eil B cpege Mathematica u mosBoJis-
eT UMUTHPOBATDH OJIHOHAIIPABJICHHBIN CUMILIACTHBII POCT PACTUTE/ILHON TKAHN
¢ y4€ToM MOPQOreHeTHIEeCKOil pery/snun 1 OMoMexXaHUIeCKUX CBONCTB KJle-
TOK U BOCIIPOU3BOJIUTH SKCIIEPUMEHTAIbHO HAOJIOaeMble HATTEePHbI KJIETOU-
HOIT CTPYKTYpbI TKaHu. Pazpaboranb! u peajnzoBanbl B nakere « MPT'» mojienn
(a) peryisiyu cTpyKTYPbl HUIIN CTBOJIOBBIX KJIETOK allMKAJILHON MEpPHUCTEMbI
nobera apabHJIONCHca Ha pacTyIiell Tkanu, (6) pocra SMuaepMIca JUHEHHOTo
qcta, (B) OpMUPOBAHUST TPUXOM HA JINCTE TIIEHUIBL.

MetonrKa MOJIeIMPOBaHUS 1 MAKeT MPOrpaMM, IIPEeJCTaBIeHHbIE B JIHC-
cepTalnn, MOTYT OBITh UCIIOJIB30BAHBI B KAU€CTBE OCHOBBI JIJIsT IIOCTPOECHIST KOM-
IIbIOTEPHBIX MOJIeJIell OPraHOB pacTeHuil, JJisi KOTOPHIX XapaKTepPeH OJIHOHA-

IpaBJIeHHbBI pocT. PazpaboTaHuble MO MTO3BOJIAIOT aHAJM3UPOBATH COTJIa-



COBAHHOCTH KaueCTBEHHBIX IPEJICTaB/ICHII 0 MexaHn3Max pocTa 1 (popMoodpa-
30BaHUs PpaCTUTEJIbHbIX TKaHell U IJIAHUPOBATh SKCHEPUMEHTHI JJI U3YUYeHUs
MOJIEK YIS PHO-TEHETUIECKON CUCTEMBI PEryISInn 3TUX IporeccoB. Janbueiiniee
pa3BUTHE TUX MOAEJCH MO3BOJIUT pelaTh 3aJa9i 110 'eHO- U OMOMHKEHEPUN

pacTeHuil ¢ MeJIbl0 UX ONTUMU3AIIHI JJIsi OMOTEXHOJIOIMYECKUX IIeJIei.
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BriBoabl

1. Paspaboranbl merojiuka u makeT mporpamm «Mopdounamika pacTu-
tesibHOl TRaHm» («MPT») mist MmojeiupoBanust MOpHOINHAMUKE DACTH-
TesbHOM TKanu. Ilaker ocHoBanm Ha MeTOjie MOJIE/IUPOBAHNS JUHAMUYIE-
CKUX CHUCTEM C JUHAMUYECKON CTPYKTYpoil B (hopmasm3zme jiruddpepeHIu-
aJIbHBIX L-cucTeM, pea/in30BaH B BUJe TPOTPAMMHBIX MOJIYJIEl B cucTeMe
Mathematica m mo3BOIIET IMUTUPOBATH OJIHOHAIIPABIECHHBIN CHUMILIACT-
HBIIl POCT PACTUTEIbHON TKAHHI C YIETOM MOP(OreHEeTHIECKOM peryIsiinm
1 OMOMeXaHNuecKX CBOMCTB KJIETOK 1 BOCITPOU3BOIUTDH SKCIIEpUMEHTA T b-
HO HaOJTI0/]aeMble TTATTEPHBI KJIETOYHON CTPYKTYPhl TKanu. PazpadboTanb

n peann3oBaHbl B nakere «MPT» momenn

(a) pery/saIun CTpyKTYpPbl HUII CTBOJIOBBIX KJIETOK AlNKATLHON Mepu-

cTeMbl 11obera apadbuIoICcca Ha PACTyIIeil TKaH!,
(6) pocta stmEpMIICa JITHEHOTO JIHCTA,

(B) dpopMupoBaHUS TPUXOM Ha JIUCTE IMIIEHUIIDL.

2. Ha ocnoBe Mojie/1i peryJ/isiiini IpoCTPaHCTBEHHON CTPYKTYPhI HUIITH CTBO-
JIOBBIX KJIETOK B allMKAJBLHON MepucTeMe apabuIoNcuca ¢ yIéToM pocTa
1 JIeJIeHnsI KJIeTOK, yanuThiBaiomeil Bzanmoeiictsue reaos CLAVATAS n
WUSCHEL, nokazaHo, 9T0 BEPOSITHOCTD Pa3pyIIeHs IPOCTPAHCTBEHHOM
CTPYKTYPBI BO3PACTAET C yBEJINIEHNEM OTHOIIEHUS XapaKTEPHOI'O BpeMe-

HU paclpocTpaHeHnsi MOPQOIreHOB K CpejiHell JIJIMHE KJIETOYHOI'O IUKJIA.

3. Ha ocnose mojesin ojiHoHaInpaBaeHHOTO CUMILJIACTHOTO POCTa SIUIEPMUCA

JIMHENHON JIMCTOBOU ILJIACTUHKUA

(a) mojOOpaHbl KMHETHUIECKIE MapaMeTPhbl POCTa KJIETOK, TP KOTOPBIX



OHa BOCIIPOU3BOJUT SKCIIEPUMEHTAJbHBIE JJAHHBIE O PACIIPE/ICJICHUN CPeJl-

HHUX pa3MepoOB KJIETOK BJOJIb JIMCTa IIIIEHUIIBI,

(6) mokazaHo, YTO ABTOHOMHAs TIPOJIH(EpAIUst KJIETOK B YCJIOBUSIX CHM-
IJIACTHOI'O POCTa, MPUBOJIUT K OMOJIOTMYECKN 3HAYUMOI BapuabeTbHOCTH

MEXaHN4YCCKUX H&HpEDKeHI/Iﬁ 1 OCMOTHNYECKUX ZL&BJIGHI/HZ B KJIETKaX.

Ha ocnose mojiesin popMUpPOBaHMS TPOCTPAHCTBEHHOTO TTATTEPHA TPUXOM
Ha JIUCTE TIIEHUIIbI ¢ YIETOM MOAUMUIINPOBAHHOIO MEXaHI3MA JaTepaslb-

HOT'O MHTHOUPOBaHUS U T€OMETPUU POCTa JIUCTA MTOKA3aHO, UTO

(a) mpu BApHUPOBAHUN MAPAMETPOB B BBITHCIUTEIBHBIX IKCIIEPUMEHTAX
MOZKHO IIOJIYYUTh IIPOCTPAHCTBEHHbBIE ITATTEPHBI TPUXOM, CXOJIHbIE C IKC-
IEPUMEHTAJIbHO HaOJIIOaeMbIMUI, YTO IO3BOJISET UCIOJIb30BAaTh MOJIE/Ib
B CPaBHUTEIbHBIX 9KOJIOTO-PU3NOJOIMIECKUX UCCICIOBAHIAX OIYIIEeHN

JINCTa IIIIEeHUIIbI, 1

(6) B BBIYHCIUTEILHOM 9KCIIEPUMEHTE TIPH OIPEJIEJIEHHBIX PA3MePax 30HbI
ACUMMETPUIHOTO JeJIeHUs KJIETOK I10JIyYeHbl XapaKTepHbIe 3aKOHOMEPHO-
CTU TTPOCTPAHCTBEHHOT'O PACIIPEIeIEHNS JIJINH TPUXOM, HaOJII0/Ienne KO-
TOPBIX B dKCIEPUMEHTE OyJIeT CIAYKUTDH JOMOJTHUTETHHBIM 000CHOBAHIEM

MeXaHU3Ma JaTepaJlbHOI'O I/IHFI/I6I/IpOBaHI/IH.
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