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BBEJIEHUE
AKTYyaJIbHOCTh

AnukanbHas MEpUCTEMa KOPHS, HaXOSIIAsACS Ha €ro KOHYHMKE, COACPIKHUT
CTBOJIOBbIC KJICTKM M O0O0ECIEYMBaeT JJIMTCIBHBIA POCT KOpHA. B cuiy
reOMETPUYECKHU MMPABUIILHOM M POCTOM CTPYKTYPBI, MEPUCTEMA KOPHS MOJICIBHOTO
pactenus Arabidopsis thaliana L. ctama ynoOHBIM OOBEKTOM B HCCJICIOBAHUAX
MEXaHU3MOB ()OPMHUPOBAHUS U MOJIJICPKAHUS HUIIA CTBOJIOBBIX KJIIETOK PaCTCHUH.
HecMOTpst Ha MHOKECTBO SKCIIEPUMEHTAIBHBIX UCCICIOBAHMIMA, BCE €IIE OCTAIOTCS
BOIPOCHI O TOM, KaK MIPOUCXOTUT KOOPIUHAIIHS BHY TPUKICTOYHBIX, MEKKJICTOUHBIX
U TKaHEBBIX IPOIIECCOB B MEPHCTEME B YCIIOBHSIX MHTCHCHBHOTO POCTA M JCICHHUS
KJIeTOK. MccienoBanue 3THX BOMPOCOB TPeOyeT MPUBICUCHHUS MAaTeMaTHUYECKUX
MOJIeJICH JIJIsl aHAJIM3a MPOIIECCOB, MEHSIOLIUXCS BO BPDEMEHHU U B TPOCTPAHCTRBE.

B mepurcTemMe KOpHS MOYHO BBIACIUTH IBE TPYIIIBI KIETOK, KapAHMHAIBHO
OTJIMYAOIIHECS 110 CBOEMY NOBEICHHIO. [TOKOSAIIMIACSA IICHTP U OKPYKAIOIIHE €ro
WUHHIIAAIH SBJISIOTCS CTBOJIOBBIMHU KJIETKAMH — OHH OY€Hb PEJIKO U aCCUMETPHUYUHO
JCIIATCS, IPOU3BO/IS TPAH3UTHO-aMILTH(PHIUPYIOIIMECS KICTKH, KOTOPbIE AEIATCS
ropasno oeicTpee u cummerpuuno (Dolan et al., 1993). MexaHu3Mbl MoaaepKaHUS
myja CTBOJOBBIX KIETOK B MEPHCTEME KOPHS JOCTATOYHO XOPOIIO H3yUYEHBI
(Scheres, 2007), a BOT MexXaHW3MaM TOJUICPKAHUS Tyja TPaH3UTHO-
AMILUTU(UIMPYIONMIUXCSA  KJIETOK OBUIO  yIEJICHO MeEHbIe BHUMaHus. Jlms
HOJIEPIKaHUST Pa3MEPOB MEPUCTEMBI CKOPOCTh IU(P(EPEHIIUPOBKHA TPAH3MTHO-
AMILTU(HUIMPYIOMIUXCSA KICTOK JIOJDKHA COOTBETCTBOBATH CKOPOCTH IOSIBICHUS
HOBBIX. Kak nmocturaercs 3ToT OanaHc? ITO OJUH U3 IEHTPAIbHBIX BOIPOCOB B
OMOJIOTMU Pa3BUTHSI PACTEHUH.

W3BecTHO, YTO ayKCHH M IIATOKUHHH — KJTFOUEBbIE CUTHAJILHBIC MOJICKYJIBI,
KOHTPOJHUPYIOIIUE MPoardeparuio KJICTOK B MepHCcTeMax. DTH Ba (UTOrOPMOHA
SBJISIIOTCSI A@HTarOHUCTaMH B YCTAHOBJICHHHM pa3MEPOB MEPUCTEMBI KOPHS Y
Arabidopsis thaliana L. (Dello loio et al., 2007, 2008). O6paboTka 3K30Tr¢HHBIM
AyKCHHOM MPHMBOAMJIA K YBEIMUYCHHIO ITyJla TPAH3UTHO-aMIUTH(UIUPYIOIINXCS

KJICTOK, a 06pa60T1<a 9K30I'CHHBIM IUTOKWHWHOM, HAITIPOTHUB, YMCHbIIIAJIa UX YUCJIO.
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M3BeCTHO, YTO W ayKCHH, M IIMUTOKWHWH OKa3bIBaIOT KOMIUIEKCHOE ICHCTBHE HA
KJICTOYHBIA IUKJ pacTeHHs, BiMss Ha peryasropel G1/S u G2/M mepexomos.
OnHako HEMOHATHO, KakKWe WMEHHO TYTH OOECICUMBAIOT BBIXOM KIETKH U3
KJIETOYHOTO ITMKJIa Ha TPaHUIIC MEPHUCTEMbI. BBIsICHEHHE POiu (PUTOrOPMOHOB B
perymsiiun ponudeparuu U AUGGEPESHITUPOBKA KIETOK MEPUCTEMBI SBIISICTCS

aKTyaJbHOM 3a/7a4eil OMOJIOTHH Pa3BUTHS PACTECHUM.

Lenu u 3aga4n padoThI
[enbto HacTosimiel padOThHl SBJISETCS BBIBICHHE POIU (UTOTOPMOHOB
ayKCHHA M INTOKMHUHA B PETYJALMU OalaHca MEXIy TpolieccaMu mpoudepariu
U i PepeHIupOBKH KIETOK auKaIbHOW MEPUCTEMbI KOPHSI.
B cooTBeTcTBHU C 1IETBIO TOCTABIIEHBI CAEYIOIIME 3a/1a4H.
1) Pa3paboTka MaTeMaTHUeCKUX Mojelield (GOpMUPOBAaHUS W  TOAICPKAHUS
CTPYKTYpBI allMKaJIbHON MepucTeMbl KOpHS A. thaliana:
e Pazpabotka Mozenu (1) MUHUMANIBHOTO PETYISITOPHOIO KOHTYpa,
JIeKAIIET0 B OCHOBE MEXaHH3Ma KOHTPOJISI KIIETOYHOTO IMKJIa ayKCHHOM
Y [IUTOKWUHUHOM
e Pa3paboTka mMareMaTHYeCKHX Mojesiell (GOpMUPOBAHUS pacIpeeIeHUs
KOHIIEHTpALMi aykcuHa (2) 1 UUTOKWHUHA (3) B allMKaJIbHON MepUCTEME
KOpHS
e OOwemuunenne w™oxaener (1;2;3) mIg  uWcciaeAOBaHUS MEXaHU3MOB
dbopMupoOBaHUS W TMONJACPKAHUS CTPYKTYPHI AMHUKAIbHON MEPHUCTEMBI
KOPHSI BJI0JIb LIECHTPAJIbHOU OCH.
2) IlnaHupoBaHUE U IKCIIEPTHOE COMPOBOXKIICHHE IKCIICPUMEHTAILHON MPOBEPKH
npeackasaHuii Mojiesiu Ha A. thaliana.
3) KoMmbroTepHbIii aHAIHM3 3KCIECPUMEHTAIBHBIX JIAHHBIX O paclpeesiCHUN

coObIThil MuTO3a U perunkanuu JJHK B kopue A. thaliana.



Hay4yHast HoBU3HA

BnepBble  mpennokeH = MHHUMAJIbHBIA — PETYJISTOPHBIA  KOHTYD,
00eCreunBaOIUNA KOHTPOJIb KIETOYHOTO IMKIa (UTOTOPMOHAMU AYKCHUHOM U
IIUTOKHHUHOM B Mepucteme kopHs A. thaliana. Ananu3 skcrepuMEHTATbHBIX
JTAaHHBIX TTO3BOJINJI BBISIBUTH, 4TO niepexona G1/S B MepucTeme pa3pelieH npy HU3KUX
KOHIIEHTpAIUsAX ayKCHHA, a TPU BRICOKUX KOHLIEHTPAIUIX HHTUOUPYETCS; EPEX0/l
G2/M paspellieH Npu HU3KUX KOHILIEHTPAIMSAX IUTOKMHWHA, a TMPU BBICOKHX
KOHIIEHTpAIUsX HHrHOupyercs. HempoTHMBOPEUYMBOCTHP M JOCTATOYHOCTH ATOTO
PEryJISATOPHOIO KOHTypa sl KOHTposist (OpPMUPOBAHMS Myjda TpPaH3UTHO-
aMIUIMPUUUPYIOIIUXCA ~ KJIETOK B MEPUCTEME KOpHS  HcclefoBaHa B
MaTeMaTUYECKOU MOJIEIIN.

BrnepBbie co3mana rubpuaHas MareMaTHuecKas MOJEb, OOBEAMHSIOIMIAs
MexaHnu3Mbl (1) pacnpenenenus aykcusa; (2) pacnpeaesieHusi UTOKMHUHA; (3)
peryisiiMi KJIETOYHOro IuKjIa (uroropmMoHamMu. Mozenb HCHOJIb30BaHa IS
UCCJICIOBAHUSI MEXaHW3MOB (OPMHUPOBAHUS M TMOJJICPKAHUS B aNUKaIbHOU
mepucteme KopHs A. thaliana nByx 30H ¢ pasnuuHOW TpoIUdEpaTMOHHON
aKTUBHOCTBIO (IIPOJM(EPALMOHHOTO U TPAH3UTHOIO JOMEHOB). B wmogenu
HaOmonanock  (OPMUPOBAHME M COXpaHEHUE IMyjla JCJSIIUXCS  KJIETOK
(mponudepallMiOHHbIA JTOMEH) MEXAY MAaKCUMYMOM KOHLIEHTpAlMu ayKCHUHa C
OJIHOM CTOPOHBI U MAKCUMYMOM KOHLIEHTPALMX HUTOKUHUHA C IPYTOH.

B pesynbrare YMCIEHHBIX PACUETOB MOJEIW MPEJCKa3aHbl PA3IUUUS B
nponudepamoHHON aKTUBHOCTU KIIETOK Pa3HBIX TKaHEW KOpHA. J[ms mpoBepku
TUIO0TE3 CIJITAHUPOBAHBI HOBBIE SKCIIEPUMEHTHI U MMPOBEAEH KOMITbIOTEPHBINA aHAIH3
UX pe3ylnbTaroB. B pe3ynapTaTe BHOEpBBIE TOJYYEHBl TPEXMEPHBIE KapThl
pacrpeaeaeHus coObITHI MUTO3a M coObITHH permukanuu JIHK B koHunKe KopHen
B gukoMm ture A. thaliana m MyTaHTHBIX pacTeHHSAX MO CHUHTE3Y IIUTOKMHHHA
(ipt3ipt5ipt7) u mo mepenadve curHaia UTOKMHUHA (arrl2-1).

CratucTryeckuili aHainu3 TPEXMEPHBIX KapT pacHpeiesieHus] KIIFOUEBBIX

COOBITHH KJIETOYHOTO IUKJIa B MCPUCTEMC ITO3BOJIUJI IIOJTYYHUTHb HOBLIC 3HAHHA O
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CTPYKTYype MepuCTEeMbI KOpHs. BriepBble npeioxkeH YI00HbINH METOT ONIPEACIICHHUS

I'paHHUI] HpOJII/I(bepaHI/IOHHOI‘O " TPAH3UTHOI'O IOMCHOB MCPUCTCMEI.

IToJ10:keHNs1, BBIHOCUMbIE HA 3aLUTY

1) ®uToropMOHBl  AQyKCHMH W IUTOKHHUH  PETYJUPYIOT  pa3Mepbl
nposinepallioOHHOTO0 JIOMEHa aluKalbHOM MEpUCTeMbl KOpHS dYepe3
KOHIIEHTPALMOHHO-3aBUCUMBIN KOHTPOJIb BBIX0/1a 13 MUTOTHYECKOTO IHKIIA:
G1/S nepexox HHTHOUPYETCS BRICOKMMH KOHIICHTpAIUsIMK aykcuHa, a G2/M
nepexo/ — BBICOKMMH KOHIICHTPALUSMHU [IUTOKMHUHA.

2) Knerkm pasHbix TKaHel MepucteMbl kopHs A. thaliana mpekpamaror
JICIATHCSA HA Pa3HOM PACCTOSHUU OT TMOKOSIIETOCS IIEHTpPa, OYEePEAHOCTH
nepexo/1a K Crenrani3aliry pa3HbIX TKaHel cTporo cobmoaaercs. [lepBeivu
3aKaHUMBAIOT JCIIUTHCSA KJIETKH MPOTO(GIOIMBI, a TOCICTHUMHU KIETKH

poKamousi.

Teopernyeckasi 1 NPAKTHYECKAs HEHHOCTH PA0OTHI

AYKCHH M IUTOKMHUH — OCHOBHBIE€ PETYISATOPHI Npoiaudepanuu KIEToK,
KOTOpBIE IIMPOKO HCIIOJIB3YIOTCS HA NPAKTUKE B KyJIbTypax TKaHEH pPacTEHUM.
[TonOop mpaBUIIBHBIX KOHIEHTPALMI U BPEMEHHOTO MHTEpBajia 00pabOTKHA ITUMHU
(buTOrOopMOHaMM — HEOOXOJUMBII ATalm NEpeBOJla PACTEHUH B KIETOYHBIE
KynbTypbl. Kak mpaBmiio, 3TOT 3Tanm MPOUCXOAUT METOJIOM Iepebopa pas3HbIX
YCIIOBUM, TaK KaK MEXaHW3MbI, JIeKAIME B OCHOBE KOHTPOJIA MpoHdepalnH,
HEJIOCTaTOYHO M3Yy4eHbl. B maHHOW paboTe MBI Ha OCHOBE pEIICHHS OOpaTHOU
3alayd  OPEJIOKWIM  KOHLIEHTPAMOHHO-3aBUCHMBIA  MEXaHU3M  PEryJIsLnN
KJIETOYHOT'O ILIMKJIa AyKCUHOM U HUTOKUHUHOM. [IoMHMO HECOMHEHHOI 3HAUNMOCTH
Ui (pyHAAMEHTaIbHOW HAyKH, 3TW 3HAHUS MOTYT OBITh MOJIE3HBI U HA MPAKTUKE,
JUIs. TIOJ00pa YCIIOBHM TepeBojJila pacTeHUil B KyJIbTyphl TkaHed. Co3gaHHas
MaTeMaTU4yecKass MOJENIb MOXXET ObIThb MCIOJIb30BaHa Jajee JUisl UCCIEHOBaHUS

MOBCACHWA HHUIIIN CTBOJIOBBIX KJICTOK PACTCHUA B PA3JIMYHBLIX YCIIOBHAX.



Anpobanusi padoThl

Marepuainbl HacTosIEeH pabOThl BOILIM B OTYETHI IO rpaHTaM Poccuiickoro
HayyHoro ¢onga u Poccuiickoro ¢oHna QyHaaMeHTaIbHBIX HMCCIIECIOBAHUA.
OcHOBHBIE Pe3yJIbTAaThl pa0OTHI OBUTH MTPEICTABICHBI HA HAYYHBIX KOH(EpEeHUIUIX U
IIKOJAX MOJIOJIBIX YYEHBIX B BHJE YCTHBIX U CTEHJOBBIX JOKJIAJOB:
MexnayHapoHble KoHpepeHnu no OuomH(opMaTUKE, CTPYKTYpe U PEryJIsiiuu
reioma (BGRS\SB'2014, BGRS\SB'2016, r. Hosocubupck, Poccus),
MextyHapoaHass MOCKOBCKasi KOH(EpPEHIUs M0 KOMIBIOTEPHON MOJEKYJISIPHON
ouonorun (MCCMB'15, Mocksa, Poccus), MexayHaponnas xoHbEpeHIUsS 0
cuctemuoi omosnoruu (ICSB'16, bapcenona, Mcnanus), V MexayHapoIHas MIKOJIA
JUIST MOJIOJIBIX YYEHBIX «OMOpPHOJIOTHS, TeHeTuka u OuorexHonorus» (2016, r.
Cankrt-IletepOypr, Poccus), XXV mexnayHaponHas koHdepeHnuuss Maremarnka

Kommnerotep O6pazoBanne (MKO’18, /Iyona, Poccus).

Bueapenue

Marepuainbl, HU3J0KEHHBIE B JIUCCEPTALUM, HWCIOJB3YIOTCS B Yy4eOHOU
paboTe B Kypce JIeKIui «MaTeMaTuuecKue OCHOBBI CHCTEMHOM OHOJIOTHH:
MOJICTUPOBAHUE MOJICKYJISIPHO-TEHETUYECKUX CUCTEM» B paMKax yuyeOHOro IjiaHa
kadenpel UHPOPMAIMOHHOM Oumosiorun  (pakynbTeTa €CTECTBEHHBIX HayK

HoBocubupckoro rocy1apCTBEHHOTO YHUBEPCHUTETA.

IIy0ukanuu mo TemMe JUCCEPTALMHA

1. JlaBpexa B.B., Omenbsnuyk H.A., MuponoBa B.B. Marematuueckast MoJieb
perynsiuuu GuToropMoHamMu GOpMHUPOBAHUS MEPUCTEMATUYECKON 30HBI KOPHS
// BaBusioBCKHi )KypHaI reHeTUKU U cesekimu, 2014, Tom 18, Ned/2, ¢. 963 -
972.

2. Lavrekha V.V., Pasternak T., Ivanov V.B., Palme K., Mironova V.V. 3D
analysis of mitosis distribution defines the longitudinal zonation and bilateral
symmetry of the Arabidopsis thaliana root meristem // The Plant Journal,
2017, V. 92(5), P. 834-845.
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Takoke ormy0IMKOBaHO / T€3UCOB B COOPHUKAX KOH(MEPEHIIHUM.

Crpykrypa padoThl

PaboTa coctouT u3 BBeleHUs, 0030pa JIUTEPATYPHI, IBYX IJaB PE3yJIbTATOB
paboThl, 3aKJII0UEHNs, BEIBOJIOB, CITMCKA TUTepaTyphl (127 HauMeHOBaHUil), a TaKxKe
CIIMCKa MCIOJIB3yeMBbIX B paboTe cokpaleHuid. Marepuan wusnoxeH Ha 137

CTpaHHIIax, CoAepKUT 51 pucyHok u 9 Tadmuil.

baaromapuocTu

BrIpakato CBOIO HCKPEHHIOIO 0J1arogapHOCTh HAyYHOMY PYKOBOAMTEIIO
aucceprai - K.0.H.  Bukropun BnagumupoBHe MupoHoBoil.  Bripaxato
onarogapHocTh K.0.H. HukomaeBy Cepreto BacuibeBuuy u akajaemuky, 1.0.H.
Huxkonaro AnexcanapoBuuy KomyaHOBY 3a pyKOBOJACTBO MOMMHM HCCJIEAOBAHUSI MU
B acniupanrtype. Mckpenne 6narogapio H.A. Omenssinuyk u 1.6.H. MiBanoBa B.b.,
KOTOpBIE TMOAJIEPKUBATIM MOIO paboOTy, JIENSCh CBOMMH IIyOOKMMH 3HAaHUSIMU B
¢bu3MoNoruM M TEHETHMKEe pacTeHuil. BpIpaxar cBow OmarogapHocTh Tapacy
[TacTepHaky 3a IpPEAOCTaBICHHBIE SKCIEPUMEHTAIBHBIE JaHHbIE. biarogapro
kosuter u3 Cekropa cucteMHOM Ouosnoruu U mopdorenesa pacrenunit ULul" CO
PAH, a taxxe k.0.H. K.B. I'ynouna, x.6.H. A.B. Jlopouikosa, 1.6.H. B.A. JIuxomBas
u k.0.H. C.A. JlammHa 3a KOHCYJIbTAllUU U IUIOAOTBOPHBIE HAayUHbIE JUCKYCCHU.
OcoOyro OmaromapHOCTh BbIpaxkaro cBoeMy Myxy JlaBpexa Brnaaumupy

BrnagumMupoBuuy 3a NoAIEpKKy U IOHUMaHHUE.
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CIIMCOK ITPUHATHIX COKPAIIEHUI

AMK — anukanbHas MepucTemMa KOpHSI.

AT — KJeTKu aTpuxo01acThl dMUAEpPMHUCA.

JTHK — ne3oxcupuOOHyKIEHHOBAs KUCIIOTA.,

3P — 30Ha pacTsKeHUS.

NYK — unnonnn-3-ykcycHas kuciota (indol-3-acetic acid, IAA), Haubosee
pacmnpocTpaHeHHasi aKTHUBHas popMa ayKCHHa.

K — xopTekc.

KcII — npoTOKCHIIEMHBIN HOJIIOC.

M — mutO3.

M3 — MepucreMaTu4eckast 30Ha.

MKC — ME€TaKCHJIEMa.

HII — HEMOIIOCHBIE PSAZIBI KIETOK.

HCK — Hu1l1a cTBOJIOBBIX KIIETOK.

HYK- a-nadranunykcycnas kuciaora (NAA) ucKycCTBEHHbBIN aHAIOT
ayKCHUHa.

I1 — nepunuk.

[1/1 — nponndepaliOHHBIN TOMEH.

IIKC — IPOTOKCUJIEMA.

nd — npotodosma.

[11] — mokoAImmMucs UeHTp.

PHK — pubonykiienHoBast KMCIOTA.

C — cocynucras TKaHb.

T — kaeTku TpUX00IacThl SMUAEPMHUCA.

T/ — TpaH3UTHBIN TOMEH.

@I — mpoTodhT03IMHBII MTOJFOC.

OH — 3HI0JIEpPMHUC.

20 — 3NUaepMHUC.
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ARF — Auxin response factors, TpaHCKpUIIIHOHHBIE (PAKTOPBI IEPBUUHOTO
OTBETa Ha AYKCHH.

Aux/1AA — Auxin/indole-3-acetic acid, reHbI IEPBUYHOTO OTBETA Ha
aykcuH. Dkcnpeccust AUX/IAA Ha ypoBHe TpaHCKpuIiuu peryaupyercs ARF
dakTopamu.

GUS — Gera-TimokypoHuaa3a, QIroopeciupyronmi 0enokK.

EdU — 5-3tunmi-2'-1¢OKCUpUIUH, XUMHUYECKOE COSTUHCHHIE, KOTOPOE
BcTpauBaercs B JIHK npu permkanuu u okpammsaeT sapo, mporienaiiee S-hasy.

DAPI — 4', 6-nuamunHo-2-GeHUINHIO0I, BEIIECTBO UCIIOIL30BAaHHOE JIJIS
OKpAIUBaHUS AP KICTOK.

DRS — uckyccTBeHHast IPOMOTOPHAs KOHCTPYKIIMS 1JI1 MHIUKALIMH
KJIETOYHOT'O OTBETA Ha ayKCHH, COCTOSIIIAS U3 HECKOJIbKUX TTOBTOPSIOIMINXCS
MOTHBOB ¢ nociienoBaresibHOCTREI0O TGTCTC.

GFP — duroopectiupyroniuii 6e10K 3eJI1EHOTO IBETA.

IPT — nu3onentenuntpancdepasbl, CEMEMCTBO F'€HOB CUHTE3a IIMTOKWHUHA.

LOG4 — LONELY GUY4 — ren, xonupyromuii pepMeHT OMOCHHTE3a
[IUTOKWHWHA.

PIN1 — Pin-Formed1, 6eok-TpaHcmopTep ayKCcHHa, 00eCIIeunBatOINI
aKTUBHBIA TPAHCTIOPT ayKCHHA U3 KIICTKH.

TAA — tpunrodan-amuHoTpancdepasza, GepMeHT YJaCTBYIOIIUN B CUHTE3E
ayKCUHa U3 TpunTodaHa.

VENUS — ¢dmroopeciupyroiiuii 6e10K KeaToro MBeTa.

ntdTomato — nucleus tandem Tomato — simepHslit Qaroopecuupyronmii
O€JIOK KpacHOTO IIBETa.

WOX5 — TpaHcKkpunIMOHHBIN (aKTOP CTBOJIOBOCTH B KOPHE.

YUCCA — ¢pnaBuH-3aBUCMMasi MOHOOKCHI€Ha3a, PEPMEHT y4aCTBYIOIIMIA

B CMHTC3C ayKCHHAa U3 TpI/IHTOCbaHa.
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I'JTABA 1. OB30P JIUTEPATYPBI.
1.1. CTBoJs10BBIE KJIeTKH. HUIIM CTBOJOBBIX KJIETOK Y PACTCHUH

CrtBoNOBBIE  KJIETKM — 93T0  HenupdepeHIMpoBaHHBIE  KIETKU
MHOTOKJIETOYHBIX OPraHU3MOB, KOTOpbIE B pe3ysIbTaTe AEJIEHUH MOTYT /1aBaTh
HAYaJuo TpeIIecTBeHHUKaM pa3Hbix TkaHed. [lotren u Jladmep B 1997, naBas
OIpe/ieNIeHuEe OOILEeMy TEPMHMHY «CTBOJIOBBIE KIIETKW», OTMETUIN CIEAYIOLIUE
XapakTepHble Npu3Haku: 1) HeaudpdepeHUMPOBAHHOE COCTOSIHHE, B KOTOPOM
KJICTKH JIMIIEHBI TKAaHEBBIX MapKepoB; 2) CMOCOOHOCTh K mposmdepamnnm; 3)
CIOCOOHOCTh K CAMOBOCIIPOU3BEACHHUIO U, 3@ CYET ATOrO, K MOAJEPKAHUIO CBOETO
nyna; 4) crnocoOHOCTh JaBaTh Hayajgo OOJBIIOMY YHCIY ITOTOMKOB,
UG pepeHInpyronmMXcs NoCIeA0BaTeNIbHO U (POPMUPYIOIIUX TKAHU OpraHu3ma; S5)
CIOCOOHOCTh BOCCTAHABJIMBATh TKaHb IOCIIE MOBPEKIEHUS; 6) CITOCOOHOCTh TMOKO
UCITI0JIB30BaTh 3T cBoicTBa (Potten, Loeffler, 1997).

DBOJIOIUS MHOTOKJIETOYHOCTH, IPOUCXOIUBIIAS apauIeIbHO Y PACTEHUMN
U KUBOTHBIX, MpHUBEIA K CO3JaHUI0 B ATHX LAPCTBAX CXOJHBIX MEXAHU3MOB,
perynupyromux  OamaHc  Mexnay —npoaudepanude — (neiaeHueM  KJIETOK),
nuddepenimpoBkoi U mopunoreHTHOCThI0 (Heidstra, Sabatini, 2014; Pavlovic,
Radoti¢, 2017; Somorjai et al., 2012; Grafi et al., 2011). Haubosbimee cXoacTBo co
CTBOJIOBBIMHU KJIETKAMH >KMBOTHBIX JJEMOHCTPHUPYIOT CTBOJIOBBIE KIETKH PACTCHUH,
pacrojoXeHHble B anmuKajibHOW Mepucteme KopHs. Hampumep, B 3THX mynax
CTBOJIOBBIX KJIETOK (DYHKITMOHUPYIOT OUEHB MTOX0KHE MEXaHU3MBbI, OTIPECIIAIOININE,
OCTaHETCSl JIM TMOTOMOK CTBOJOBOM KIJIETKM B IYyJ€ CTBOJIOBBIX KIJIETOK WIIU
npuctynut K auddepennmporke (Heidstra, Sabatini, 2014; Pavlovi¢, Radotic,
2017). B ocHOBe H3THUX MexaHU3MOB JexuT pabota reHa RBR
(RETINOBLASTOMA RELATED) y pacrenuii (ApaOuaoncuca) 1 ero romoJiora
cynpeccopa omyxosiel RB y skuBOTHBIX. 1 y )KHUBOTHBIX, U Y paCTCHUHN aKTUBAIUs
TUX T€HOB B CTBOJIOBBIX KJIETKaxX MPHUBOIUT K MPEKPAIICHUIO UX JEJICHHUM, a
NOJIaBJICHHE — K yBEJIMUYCHHIO Imyna cTBOsoBbIX kietok (Burkhart, Sage, 2008;
Wildwater et al., 2005). CTBOJIOBBIC KJIETKH M PACTEHHI, U KUBOTHBIX MUMECIOT

OTKpPBITOE COCTOSTHUE XpOMaTHHA ¢ OJWHAKOBBIMH Moaubukarusmu JHK u
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THCTOHOB M TIOXOKHE M3MEHEHUs npu quddepernupoke. OIHAM U3 MEXaHHU3MOB
CaMOTIO/IJICP)KaHUsl  TUTFOPUTIOTEHTHOCTH ~ SIBIISIETCS  TOCTTPAaHCKPUIIITHOHHOE
NIOJIaBJICHUE dKCIIpeccuu reHoB auddepenmupoBku ¢ nomomsio MuPHK (Pavlovic,
Radoti¢, 2017). N3  BBIIENEPEUYHUCIEHHOTO BHUJIHO, UYTO MEXAHU3MBI
(GYHKIIMOHUPOBAHUS CTBOJIOBBIX KJIETOK J>KMBOTHBIX M pacTeHUil (0COOEHHO
CTBOJIOBBIX KJIETOK MEPHCTEMbI KOPHS) BO MHOTOM TTOXOXKH.

Eme omHMM MpUMEpOM CXOJACTBA CIYXKHUT CIIydald, KOTZla TOBPEKICHHAS
CTBOJIOBasl KJIETKAa KOPHS 3aMEMIaeTCs MOTOMKOM OT CHMMETPHYHOTO JEICHUS
COCEJIHEeW CTBOJIOBOM KJIETKU, HO MPHU 3TOM STOT MOTOMOK JIa€T Hayajao KJIETKaM,
mudpepeHIUpYyIOMMMCS  TI0  TUITy  TOBPEXACHHOW  KIETKH, T.€. IyTh
i GepeHIUPOBKA  OCYIIECTBISETCS COTJACHO IMO3WIMOHHON HMH(OpPMAIIUH.
AHanoruyHasi CUTyallusi OMHUCHIBACTCS M IS MHOTHMX HHII CTBOJIOBBIX KIIETOK
*uBOTHBIX (Heidstra, Sabatini, 2014). Taxxe B kopue mnentuny CLE40 wu3
mudpepeHIUPOBAHHBIX KJIETOK KOPHEBOTO YEXJIMKAa KOHTPOJHUPYET aKTUBHOCTH
oenka WOX5, B cBOI0 oyepellb KOHTPOJHUPYIOMIETO MYyJ CTBOJOBBIX KIIETOK,
JaKoNMX Hadyajo KieTkaMm KopHeBoro dexsmka (Stahl, Simon, 2009; Stahl et al.,
2013). Perynsuust COCTOAHMSI TMyJia CTBOJIOBBIX KJIETOK CHUTHAJIaMU  OT
mudGepeHIUPYIOMTMXCS TOTOMKOB TaK)Ke XapaKTepHa JJIsi HAII CTBOJIOBBIX KIIETOK
*uBoTHBIX (HSU, Fuchs, 2012).

CTBOJIOBBIE KJIETKH PACTEHHM U KUBOTHBIX CIIOCOOHBI K aCCUMETPUUYHOMY
JIETICHUIO0, KOTIa OJTHA TOYEPHSS KJIETKa OCTAETCS CTBOJIOBOM, @ BTOpAasi CTAHOBUTCS
TpaH3uTHO-amIumuuupyrometics (Heidstra, Sabatini, 2014; Pavlovi¢, Radotic,
2017). TpaH3uTHO-aMIUTH(PHUIMPYIOIIHECS KICTKA HECKOJBKO pa3  ACNATCs
CUMMETPUYHO W 3aTeM TPUCTYHarT K auddepeHupoBke. Y y XKUBOTHBIX, H Y
pacTeHUi CTBOJIOBBIE BMECTE C TPAH3UTHO-AMIUTU(PHUITUPYIOMUMHUCS KIETKAMH
COXpaHSIOTCI B TaK Ha3plBaeéMbIX HHImAX CcTBOJOBBIX KiIeTok (HCK),
MOJICPKUBAIOIINX ~ CHEIU(UUECKOe MHUKPOOKPY)KEHHE, HE00XOauMoe s
COXpaHEHUS TUTFOPUTIOTCHTHBIX KJIETOK.

Tem He MeHee, CYIICCTBYIOT W pa3IMuds, KOTOPBIC JCIAIOT CTBOJIOBBIC

KJIETKM pacTeHuil Ooyiee NPUBIEKATEIbHBIM U YIOOHBIM OOBEKTOM st
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UCCIIEOBAaHUM. Y  JKMBOTHBIX  CTBOJIOBbIE  KJIETKM  SIBIISIFOTCA ~ OCOOOM
CaMOIIO/I/ICP/KUBAOILEHCS TOMYJIALMEN KIETOK, BO3HMKIIEH B 3IMOpHOreHese.
PacteHnst mponu3BOAST HOBBIE HUILM CTBOJIOBBIX KJIETOK B TEUEHHUU BCEW KU3HU, B
pe3ysibTaTe CO3JaHMusl ATHX HHUII Pa3BUBAIOTCS, HANpUMeEp, OOKOBbIE CTEOIH,
OOKOBBIE U TPUIATOYHBIE KOPHHU.

B ornuume OT CTBOJIOBBIX KJIIETOK JXHMBOTHBIX, BCE CTBOJIOBBIE KIIETKU
pacTenust MOryT U depeHIMPOBATHCS B KIIETKH A0COJIFOTHO JIFOOBIX TUIIOB, TO €CTh
00J1a1a10T CBOMCTBOM TOTHUIIOTEHTHOCTH. Boliee TOoro, 3TuM CBOMCTBOM 00JIamaroT
IPAKTUYECKU BCE KUBbIE AUPPEPEHINPOBABILNECS KIETKH, 0OpeTaolne CBONCTBa
CTBOJIOBBIX KJIETOK B mpouecce nAeaudPpepeHurpoBKH TMpU  BO3ACHCTBUU
KOMOMHanuu ropMoHoB aykcuHa W nurokuHuHa (Ikeuchi et al., 2013). Takas
CHOCOOHOCTB KJIETOK JIEXKHUT B OCHOBE pEreHepallui, COMaTHUECKOro S MOpHoreHes3a
U BereratuBHoro pasMuoxenus (domyea u ap., 2016). B uactHocTH, mnpu
oOpa3oBaHMM OOKOBBIX KOPHEH, IOCIIE yJalIeHHsI CTBOJIOBBIX KJIETOK B KOpHE (XU et
al., 2006) umu mobere (Reinhardt et al., 2003) mpoucxoaut pecneruduramnms
U pepeHInPOBAHHBIX KIETOK B CTBOJIOBBIE.

XOTSl MEXy CTBOJIOBBIMHM KJIETKAMHU PACTEHUN M CTBOJOBBIMHU KIJIETKAMMU
YKUBOTHBIX ecTh Ooubiue pasmuuus (HMsanos, 2003; Barlow, 1997), nns pactenuii
MOKHO aIaliTUPOBATh KOHUENUI0 HUIM cTBOoBbIX KieTok (HCK). Mepucremy
pactrenuii MoxkHo Ha3Bath HCK pacrtenms (Stahl, Simon, 2005). B mepucremax
cnenupuyeckoe MHUKPOOKPYKEHHE CO3[AaeTCsl HE TOJBKO CAaMHUMH CTBOJIOBBIMU
KJIETKAMH W CUTHAJIaMU, PACIIPOCTPAHSAIOIIMXCS OT HUX, HO U IPYTUMH aKTUBHBIMU
BEIIECTBAMHU M (paKTOpamMH, KOTOpPbIE CHUHTE3UPYIOTCS B IUPPEPEHIUPYIOIIUXCS
TKaHsax. B cBoeil pabore mbl u3ydaem HCK kopHs — anukanbHy10 MEpUCTEMY KOPHS

mojenbHoro pactenus Arabidopsis thaliana L.
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3apoabliw MpopocTok B3pocnoe PacteHue

AnuKasnbHasa
mepucmema
_— fobeza _ 7>

AnukaneHaa ~~  —————
mepucmema KOpHA

Pucynok 1.1. AnnkaibHbIe MEPUCTEMBI KOpHS 1 ioOera pactenus Arabidopsis
thaliana B pa3BuTHu (pucyHOK B3sT 13 MupoHnosa, 2010).

1.2. CtpykTypa anukaabHoii MepucTeMbl kopHs Arabidopsis thaliana
3aKIragKa MepUCTeMbl KOPHS PACTCHUS HAaYMHACTCS ele B SMOpHOTeHe3e: B
OazanbHOM vacTu 3apojbima (gopmupyercs I u okpyxaromnue ero MHUITUATIN
(Scheres, Berleth, 1998). IlocTamMOproOHaNBHBIM POCT TJIABHOTO KOPHS, Kak
MOKa3aHO Ha MpHMepe MOJIEIBHOTO ABya0JabHOr0 pacteHus Arabidopsis thaliana,
MIPOUCXOIUT Yepe3 MEePUKINHAIBHBIC U aHTUKIMHAIBHBIC JICJICHUS B MEPHUCTEME
KOpHS W Yepe3 yIMHeHue noctmutoTrueckux kietok (Novak et al., 2016). Bee
THUIIBI KJIETOK KOPHS MPOUCXOAAT CTPOTO M3 CTBOJIOBBIX KJICTOK, OKpy»arorux [11]
(Weigel, Jurgens, 2002). B mepucteme kopust Arabidopsis thaliana L. x cTBooBsIM
kietkam oTHocaT 4derbipe kierku [ (Dolan et al., 1993). Bce npusnaku
CTBOJIOBBIX KJIETOK (ITIOPUIIOTEHTHOCTD, PEAKUE, ACCHMETPUYHBIC JICIICHHUS ) TAKKE
UMCIOT MHHUIIMAIN Pa3JInYHbIX THUIOB KJIETOK, okpyxaromue ITLI (Simon, Stahl,
2005). Maummany KoJryMeJuTbl SIBJISIFOTCS MPEANICCTBEHHUKAMU KIICTOK KOJTYMEJLIB;
WHUITMAIA KOPHEBOTO YEXJIMKAa JAaf0T HadaJlo KJIeTKaM OOKOBOTO KOPHEBOTO
YeXJIMKa M STHICPMICA; U3 UHUITHAICH KOPTEKca 00pa3yroTCs KICTKH KOPTeKca U

SHAOJACPMHUCA, MHUIIMATIA NICPUIHMKIIA U COC}’JIPICTOfI TKaHH, paCIIOJIOKCHHBIC Ha/l
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1L, maroT Havajgo TKaHSAM cocyaucroro ImmmHapa (puc 1.2) (od30p B Benfey,

Scheres, 2000).

Snuaepmuc: T n AT

KopTekc/3Haoaepmuc

[
[ I

lepyLyKn

On
I:l COCy,qI/ICTaﬂ TKaHb
O

MpoTokcunema/npoTochnosma
Current Biology

|:|I'ILJ, |:| BokoBoli kopHEBOI YeXnUK [:I WHuyuanu konymennbl .V]HVILWIanVI KopTekca

Pucynok 1.2. IIpocTpaHCTBEHHOE PACTIOIOKEHNE HHUIUATIEH B KOHUMKE KOPHSI
Arabidopsis thaliana. A. TpexmepHas cxema KoH4YHKa KOpHs. b. Huma cTBooBBIX
kieTok. CTpeiakaMu MoKa3aHbl HAIIPaBJIEHUS JISJICHUS M pOCTa Pa3JIMUHBIM TUIIOB
tkaHel (A u b amantuposansl u3z Benfey, Scheres, 2000). B. ITonepeunsrii cpe3
KOHUYMKA KOPHS ¢ 0003HaUYE€HHEM TUIIOB KJIeTOK. [lokazaHo nuameTpanbHO
MPOTUBOIOJIOKHOE HaX0KICHUE TTOJTFOCOB MPOTOKCUIIEMbI U TPOTO(IIOIMBL.

T — kietku TpuxoOnacTel, AT — KIETKH aTpUx00JIaCcThI.

AHaToMUYeCKH KOPEHb Ha MPOJIOJIbHOM cedeHuu (puc 1.2A) npeacrasieH
OTJICJILHBIMH KJIETOUHBIMU psiiaMu ((aiiiaMu KJIETOK), B KOTOPBIX B HAIIPABJICHHUH
cHu3y BBepx oT [l naer nauimane, 3aTeM ee JoYepHue KIETKU. JlouepHue KIETKA
SBJISIOTCS  TPAH3UTHO-aMIUTU(DUIIMPYIONIUMUCS W JICNATCS TOpas3lio ObICTpee
WHUILMAJIEH. ITocne psna AHTUKJIMHAJIbHBIX JICJICHUH, TPaH3UTHO-
aMILTAQUITUPYIONTUECs KIETKH MNPUCTYMAalOT K YJIJIWHEHUI0O M OKOHYATEIbHOU
nudepeHnupoBke. 3a cueT 3TOro KOHYUK KOPHSI TPOJI0JIBHO CHU3Y BBEPX Pa3/eiicH
Ha TPU 30HBI. MEPUCTEMATHUYECKYIO, 30HY pacTsuKeHUs U TuddepeHurpoBku (VON
Sachs, 1882).

['pannny mepucteMbl TPAJIUIIMOHHO OIPEAEIISIIOT M0 NEPBOM YINIMHEHHOU
KJIETKE KOPTeKca — MECTO TIJic OHA BJBOE yBeJnunBaeT cBoi pasmep (Casamitjana-
Martinez et al., 2003; Dello loio et al., 2007; Moubayidin et al., 2010). Ognako

TpaH?)I/ITHO-aMHHI/I(bI/IIII/IPYI-OHH/IGCH KJIICTKH B Pa3HLBIX CJIOAX 3aKaHYMBAIOT ACJICHHA
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HCCHMHXPOHHO, IMO3TOMY 3Ta I'paHulla ABJIACTCA CHUIBbHO pazmmroﬁ. HpO6J'I€MBI C

OIIPCACIICHUCM I'PAHUIIBI MCPHUCTCMbBI BBI3BAJIU HGOI'[pGI[CHéHHOCTB B TCPMHUHOJIOTUH

(puc. 1.3).

1 2 3 4 5 6 7 8 9 10 11
I Mepurctema mam AMK I 30HA 3AOHrALLMM

I ﬂpOKCVIMCI/\bHCIFI MepUcTEMA I ANCTAABHAS 30HQ DAOHTALLMM

TPAH3MTHAS 30HO 3oHa AMdodhepeHLMPOBKM

I BA30ABHAS MEPUCTEMA X 30HA 3AOHrAUMM-AMAOPEREHLMPOOB

Pucynoxk 1.3. PaznuuHbie BapraHTbl 30HUPOBAHUSI KOHUUKA KOPHSA (PUCYHOK
amantupoBan u3 lvanov, Dubrovsky (2013)).

Tak, B MOMOJHEHHWE K TPEM OCHOBHBIM 30HaM KOHYUKA KOPHS, OBLIO
NPEUIOKEHO BBIJICIUTH «IIEPEXOTHYIO 30HY», B KOTOPOU KIIETKH YK€ MPEKPATHIH
JeNieHus, Ho He Havanmu Obictporo ymmmHeHus (Baluska et al., 2010). Takxe
HEKOTOPBIC aBTOPBI MPEUIOKUIM TEPMUH «Da3abHas MEPUCTEMay», KaK 30HY, B
KOTOPOii POUCXOTUT OCIIMJLISIIIHS KOHIICHTPAIUH ayKCHHa,
npeaeTePMUHUPYIONIAs HMHULMALKI0 OOKOBBIX KopHew (de Smet et al., 2007).

HCCMOTp?I Ha TO, YTO «IICPCXOAHAsA 30HaA» H «0Oa3anpHas MCpUCTEMA» ABJIAIOTCA
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BaXKHBIMH 00BEKTaMH B McclieoBanusax ¢usnonoruu pacrenuii (Dello loio et al.,
2007; Dello loio et al., 2008; Moubayidin et al., 2010), ux rpaHuIbl TaK U He ObLTH
gyeTko onpenenensl (Ivanov, Dubrovsky, 2013). Toiabko B 0JJHOM HCCIICIOBAaHUH Ha
KYKYpY3€ HUXKHSIA TpaHulla «IIEPEeXOAHON 30HbI» OblIa ONpeiesieHa KaK TOYKa, TJie
KJICTKM HAYMHAIOT TaK Ha3bIBaeMbIi «u3oanameTpudeckuil poct» (Baluska et al.,
1990). Ilpennaraembie KpUTEpUHU MO3AHEE HE UCTIOIB30BAIUCH ISl YCTAHOBJICHUS
HIDKHEH IpaHullbl mepexoaHoit 3oubl (Baluska et al., 2010).

JUis pemieHuss mpoOJieMbl HEYETKOM TrpaHUIbl MepucTteMbl MBaHOB U
JyOpoBckuii IPETTOKUIIN BBIJICIIUTH JiBa JIOMEeHa MEPHUCTEMBI:
nponudepaluoHHbld W TpaH3UTHBIA. [lponudepanroHHbli AOMEH 00pa3oBaH
WHUTIAATISIMA u TPaH3UTHO-aMIUTH(PHUITAPYIOTITUMHUCS KJIETKaMH, OH
XapaKTepU3yeTcss TMOCIEOBATEIbHBIMA KJICTOUYHBIMHU JICJICHUSIMU W HEOOJBIIION
CKOPOCTBIO pOCTa KJIETOK. YacTh MEpUCTEMBI, B KOTOPOW HEKOTOPHIEC KIETKU yiKe
MpEeKpaTWIM JICJICHUs, a HEKOTOphIE €Ille JENATCSA, TMPEUI0KEHO Ha3bIBATh
«TpaH3uTHeIM AoMeHoM» (Ivanov, Dubrovsky, 2013). B cBoeii pabote mMbl Oyaem
NPUAECPKUBATHCS 3TON TepMHUHOJIOTUH (puc. 1.4).

[TponudepaliioHHBIE W TPAH3UTHBIA JOMEH COCTAaBIISIOT aIllUKaJIbHYIO
MepHUCTEMY KOpHS — HanboJiee yI0OHbIN 00BEKT JIsl U3YYCHUS PETYISIUU JeICHUN
U 1 PepeHITupPOBKI CTBOIOBBIX KJIETOK, T.K. TOTOMKH Ka)KJI0i CTBOJIOBOM KIIETKU
MIPOCIICKUBAIOTCSI CTPOTO MO BEPTUKAIBHOM JIMHUU U CTENeHb TU(PEpeHIIMPOBKH
JIOYEPHUX KJIETOK YBEITUUHMBACTCS MO MEpE yIajeHHs] OT MaTePHUHCKOW CTBOJIOBOU

KJIETKH B CTOPOHY To0era.

MOKOALLMACH MpoANGOEPALMOHHBIN TP AH3MUTHbIN 3oHa
LeHtp (ML) AOMEH AOMEH PacCTHKeHNS

AMUKAAbHAS MEPUCTEMA KOPHS

Pucynok 1.4. 3onupoBanue koHunka kopHs Arabidopsis thaliana L.
(n300pakenue npenocrasiacHo Tapacom [lactepHakom).
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1.3. KiieTouHbIi IUKJ pacTeHUs

OpHuM U3 BONMPOCOB OMOJNOTHM Pa3BUTHs PACTEHUM SBISETCS TO, KaK B
pacTeHusIX KOHTPOIUPYIOTCS TEMIIBI POCTa OPTaHOB, KAK CKOPOCTh POCTA MEHSETCS
Ha Pa3HBIX CTAIUAX Pa3BUTHUS U B OTBET Ha BHemHue (aktopsl. CKOpoOCTh pocTa
KOpHS OCHOBaHa Ha JABYX IPOCTPAaHCTBEHHO-PA3/EJCHHBIX IMpPOIECCax —
nposrepalnuy KIETOK B MEPUCTEME M YBEIMYEHHUU pPa3MepOB KJIETOK B 30HE
pactspkenus (puc. 1.4). OddexTuBHOCTH mponudepanu KIETOK B MEPUCTEME
YCTaHABIMBAETCA 3a CYET KOJMYECTBA JESAIIMXCA KIETOK U  CKOPOCTH

MMPOXOKACHUA MHUTOTHYCCKOI'O IHMKJIA HHI[HBHI[yaHBHOﬁ KIJIICTKH, IIPHUYCM HepBBIfI

©

(dakTop Takke 3aBHCHUT OT BTOPOTO.

Pucynok 1.5. Cxema KJI€TOYHOTO IIUKJIa C 0003HAYEHUEM OCHOBHBIX (a3 1
EePEXO0B.

B 1953 romy Anema T'oBapny u CruBen Ilenk omnucaiu KIETOYHYIO
npoiudepanuio B kopasx 6o6os (Howard, Pelk, 1953; Dubrovsky, lvanov, 2003).
B vacTHOCTH, OHM NPEIJIOKUIN KOHLENIHIO, KIETOYHOrO LHKIA, KOTOpas CTajla
KJIACCUYECKOM, W BBIJACIMIN YEThIpE OCHOBHBIE (ha3bl LUKIA: a3y peruiuKaluuu
JTHK (S—pa3za), muto3 (M) u naxopsmmecs mexny Humu G1 u G2 dassi (puc.1.5).
[To3aHee ¢ MOMOIIbIO METOJOB I€HETUKH M MOJIEKYJISIPHON OMOJIOrMM KOHUEMIUS
KJIETOYHOTO I[MKJa ObUla JONOJHEHa HWH(OpManmued O KOHTPOJBHBIX TOYKAX
kierounoro 1wkia (Nurse, 1990). KitoueBbIMH KOHTPOJBHBIMH TOYKAMU

kieroyHoro 1uka seisitoress G1/S u G2/M nepexonpl. CuuTaercs, 4To KIeTKa He
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BCTYnUT B ¢a3y perummkanuu JTHK wiu ¢da3zy murosa, ecim y Hee HEIOCTATOYHO
PECYPCOB WJIM €CITM BHEIITHUE YCIIOBUS SBIISIOTCS HeOmaronpusTHeIMA. OCHOBHBIMH
perynstopamu, obecnieunBatonmmu G1/S u G2/M nepexopl y pacTeHUM, SBISIFOTCS
ukianH-3aBucumbie npoterHkuHasbl (CDK—Cyclin-Dependent Kinase), koTopsie
AKTUBHPYIOTCS B PE3YJIBTATE CBA3BIBAHMS C PETYISTOPHBIMU O€IKaMK — IUKIXHAMU
(CYC — Cyclin) (puc. 1.6). Kunasst CDKA perymupyior kak G1/S, tak u G2/M
nepexoanl (Vandepoele et al., 2002), a kuna3zst CDKB yuactByIoT B perynsuun
nepexoga G2/M (Inze, de Veylder, 2006). Iuxmmaer rpymmer A (CYCA)
B3aumoieiicTByroT ¢ CDKA mipu peryisinuu S dasel 1 G2/M niepexona, a IUKITHHBI
CYCB B3aumoericteyror ¢ CDKB npu perymsmun G2/M nepexona (Boruc et al.,
2010). CYCD perymupyer G1/S nepexon, cszbiBasick ¢ CDKA u CDKB (Inze, de
Veylder, 2006; Boruc et al., 2010).

LIUTOKMHUH

2/M nepexoA

CYCB
CDKB

PucyHnok 1.6. OcHOBHBIE PETyJISATOPBI KIETOYHOTO IIMKJIA U U3BECTHBIE
BO3/ICHCTBUSI TOPMOHOB Ha HUX. 3€JICHBIMU CTPEJIKaMH MOKa3aHa peryJssiius
ayKCUHOM, r0JIyObIMH — IUTOKMHUHOM (anantupoBaHo u3 Hosukosa u ap., 2013).
Ctpenku ¢ ocTpbIM KOHIIOM 0003HAYAIOT aKTUBALIMIO, CTPEJIKU C TYIbIM KOHIIOM
0003HaYalOT UHTMOUPOBAHHUE.

[Ipu nmepexone KIETKH K PACTSKEHUIO PE3KO YCKOPSIETCS €€ METadO0JIM3M,
4YTO 00ecreynBaeT ObICTPhIE U3MEHEHHS B pa3Mepax CaMOM KIIETKH U €€ OpraHesul.

Tak, mensiercs ¢opma u mosiokenue supa kierku (Sliwinska et al., 2012). Ha
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apabuioncuce mokazaHo ypenuuenwe konumdectBo JIHK 3a cuer mepexoma ot
MOJHOTO (MHUTOTHYECKOTO) IHMKJIA K SHIOUMKIY TIOCIAC OKOHYAHHS JICJICHHA
(Hayashi et al., 2013). DHg01MKI — 3TO YKOpOYEHHAsT BEPCHUS KIECTOYHOTO ITUKJIA,
rne nocie perurkanuu JJHK He mpoucxoaut neneHus KIETKH, HO YBEIHMYUBACTCS
IJIOUTHOCTEh KJIETKHU. [lepexo/l OT MHTOTHYECKOTO IMKJIA K SHIOPCTYTUTHKAITUN
COIIPOBOX/IA€TCS MHAKTUBAIIMECH MUTOTHYCCKHX [TUKITNH-3aBUCUMBIX KHHA3 TPYTIITHI
B u axtuBanmeit kuHa3 rpynmbsl A (Adachi et al., 2011). Dunopenymiukanus

BBI3bIBACT 3HAUUTEILHOE YBEJIMUEHUE U UBMEHECHUE YIIBTPACTPYKTYPHI A/IpA.

1.3.1. Peryjasiuus KJI1eTOYHOr0 HUKJIA GUTOrOPMOHAMH

PacnionokeHHble pSAOM KJIETKHM MOTYT OTJIMYaThCAd MO CKOPOCTH
IIPOXOKJICHUS KJIETOYHOIO IMKJIA, HAPUMEpP, WHHULHAIb JEIUTCS MEJICHHO, €€
JIOYEpHUE KIIETKU B IIpeiesiax MEPUCTEMATUYECKON 30HBI JENSTCS ObICTpEe, HO MPU
BBIXOJIE M3 Hee IpeKpamaroT AeneHus. CylniecTByeT MHOKECTBO BHYTPEHHHUX U
BHEITHUX (DAKTOPOB, OKA3bIBAIOIIMUX BIIUSHUE HA PETYJSIUIO KIETOYHOTO IUKIIA.
OaHuMU U3 TJaBHBIX PEryJIsSTOpOB ABIAIOTCA (urtoropmonsl. K mpumepy,
(GUTOTOPMOHBI ~ ayKCWH, TuOOepeuiuH U  OpacCHMHOCTEPOUIBI  SBIISIOTCS
HE3aBUCUMBIMHU PETYJISATOPAMUA MPOXOXKIACHUS KJIETOYHOTO IMKIIA, OKAa3bIBas
BJIMSIHME HA B3aUMOCICTBUE LIMKIMHOB rpynmbl D ¢ kuHazamu B S-¢ase, KOMILIEKC
crumysaiuu - aHadasel - (anaphase-promoting  complex/cyclosome, APC/C),
JTUHAMUKY MHUKPOTPYOOUEK M PaCTSIKUMOCTh KJIETOUHOM cTeHku (Sablowski,
Dornelas, 2013). AOciu3oBasi KHCIOTa IOJABISET KJICTOYHBIC JIEICHUS TPH
MOBBIIIICHHBIX KOHIICHTPALMSAX B KadecTBE TOpPMOHAa cTpecca, 3amperias G1/S
nepexoa (Wang et al., 1998). DTunen crmocoOeH HHIHOUPOBATH ICJACHHS KICTOK U
yMeHbI1aTh pasmep mepucteMsl (Ruzicka et al., 2007).

HecMoTpst Ha TO, YTO KIJIETOUYHBIN HUKII pErYJIUPYETCS MHOTUMHU (haKTOpaMH,
ayKCHH M UUTOKUHHUH CPeIu 3TUX (aKTOPOB 3aHMMAIOT OJHO U3 MepBbIX MecT. Ha
puc. 1.6 o00600meHo neiicTBue (HUTOTOPMOHOB ayKCHMHA W IIUTOKMHUHA Ha
KJIETOYHBIN I[UKJI COTIacHO JaHHBIM U3 padoTsl (HoBukoBa u ap., 2013). Aykcun

aktuupyeT 3kcnpeccuto ukanHoB CYCD, CYCA u kunaz CDKB2, tem campim
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CI0CO0CTBYs MPOX0KAcHHIO Kak repexoaa G1/S, rak u G2/M (de Smet et al., 2007).
Y npopoctkoB ArabidopsiS HUTOKUHUH CIIOCOOCH IMOBBIIIATH YKCIPECCHIO T'CHOB
krHa3el CDKA u nuknunoB CYCD, koTopbie GyHKIIMOHUPYIOT MPU aKTUBALIUU S-
(a3pl, TAKUM 00pa30M IUTOKUHUH HEOOXOIMM IS MPOXOXKICHHUS KOHTPOJIBHON
touku G1/S (Cho et al., 2010). Kunazer G2/M nepexona, QyHKIIMOHATHHO AKTUBHEI
B OTCYTCTBUM ITUTOKMHUHA, HantpuMep, CDKB1;1 (Pasternak et al., 2007). Oxnako
G2/M  mepexox  3aBHCUT OT  aKTHBAallUM  IUTOKMHUHOM  (ocdaras
nedochopmmpyromux CDC kunassr (Orchard et al., 2005).

B TpaH3uTHOM J0OMEHE UMTOKMHUH aKTHBHPYET TPAHCKPUIIIMOHHBIN
dakTop uMTOKMHUHOBOTO OTBeTa ARR2 W mnomaBisier ayKCHMHOBBIM CHUTHAI
uaayknuerd SHY2/IAA3 (Takahashi et al., 2013). ARR2 unxynupyer 3KCpeccuio
CCS52A1 (CELL CYCLE SWITCH PROTEIN 52 Al) — akruBatopa E3
youkBuTHH Jura3zel APC/C, koTopas, B CBOIO o4epeib, 00SCIIeUnBaeT Aerpaialinio
PETYJISITOPOB MUTO32, B PE3YJIBTATE YETO KICTKU MEPECTAIOT ACTUTHCS U MEPEXOIST

K DHIOIUKITY.

1.3.2. DkcnepuMeHTAJbHbIE METOAMKH H3yUeHHs KJIETOYHOT0 IIUKJIA B

KOpHe

Mepuctema KOpHS SBISETCS yAOOHBIM OOBEKTOM JIJISI MCCIEAOBaHUS
peryJisiluM  KJETOYHOrO0  MuKiIa.  MOXHO  BBIACIUTh  JIBE  TPYIIIHLI
OKCIEPUMEHTAJIbHBIX ~ METOJIOB,  MMEIOIIMX  OTHOIICHHE K  H3YUYCHHIO
npoudeparioHHON  aKTUBHOCTH B Mepucteme: (1) wu3ydeHHEe CTPYKTYpBI
MEpPHUCTEMBI KaK pe3ysibTaTa KJICTOUYHON TUHAMUKH U (2) U3ydeHue pacrpeeicHus
KJIETOK B Pa3W4HbIX (pazax KJIETOYHOTO IUKIIA.

KocBeHHBIM METOJIOM OIIGHKH TpoJru(eparimoHHON aKTHBHOCTH B
Mepucrteme KopHs sBisieTcss pazmep AMK. Kmaccuueckumu napamerpamu Inpu
nu3yuyeHnu cTpykTypbl AMK cranu n1vMHa MEpUCTEMBI U KOJIMYECTBO KJIETOK BAOJb
OCH KOpHS, OTHOCAIIMXCS K Hel. [ToacyeT KiIeToKk MepucTeMbl KOpHS BEIETCS IO
CJIOI0 KOpTEeKca, T.K. OH XOpOIIo pa3nuuuM Ha Mukpodororpadusax. [locineaneit

KJIETKOMU MCPHUCTCMbI CHUTAIOT TY, KOTOpPAsA B JIBa pa3da MCHBIIIC B JJIMHY CJ'IGI[YIOH_IGI\/’I
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3a Hell B psany kieTok koprekca (Casamitjana-Martinez et al., 2003). Dtotr MeTon
aKTUBHO UCIIOJIb3YETCs MPU U3YUYECHUU BIUSHUSA TOPMOHOB Ha KJIETOYHBIM IIUKII.

DKCIEpUMEHTAIIBHOE OIPEACIICHUE PACIPENCICHHUS] KIETOK B TKaHU B
Pa3IMYHBIX CTAIUAX KJIETOYHOTO IUKIIA SIBJISIETCS OJHUM U3 CIIOCOOOB M3yUEHHUS
KJIeTO4HOro mukia. C 1930-x rooB B LIUTOJOTHH NMPUMEHSETCS KOJXHUIUH IS
«HAKOTUICHUS» MHUTO30B B PACTUTEIBHBIX TKAHSIX, MOCKOJIbKY CTaJus MHUTO3a
HamOoJiee CKOpPOTEYHa M0 CPABHEHHUIO C OCTalbHbIMU (hazamu mukia. Komxuimx
(C22H25NOg) — anmkanoua TPOIOJIOHOBOIO psijia, OJIOKHPYET JEJICHHE KJICTOK Ha
cranun metadasel (Blakeslee, Avery, 1937). IlockonbKy ACHCTBHE KOJXHIIMHA
CBSI3aHO C WHAKTUBAIMEH BepeTEeHA JNENAIIMXCA KJIETOK, OH BJIMSET TOJIbKO Ha
KJIETKH, HaXOIAIIUECS B IPOILECCE IETICHUS.

Jlist Toro, 4toObl BBIIBUTH «HAKOIUICHHBIC» B TKAHU MHUTO3bI paHee
WCIIOJIBb30BAJICSI METOJ BBISBIICHUs yriieBogHOro komnonenrta /JHK mo dénsreny
nmu «Peaknusa @énprena» (Capkucos, [letpos, 1996). Meton dénbrena npoct u
HAJISKEH, TIO3BOJISIET OMPENCIIUTh pa3ianudHbie (a3sl MuTo3a (mpodasa, metadasa,
anadasza, tenmodaza), Ho (1) mocratroyHo TpyaOoeMKHUH, (2) HET BO3MOXKHOCTH
MPOCJIEINTh JUHAMUKY MPOUCXOISAIINX MPOLECCOB, T.K. Mpenapar aHaIU3UpyeTCs
yKe B 3a()MKCUPOBAHHOM BHJIE.

B Hacrosiee Bpemsi MMPOKO UCIONb3yeTcsa Meron okpammBanusa JIHK ¢
nomotisio DAPI (4', 6-guamuanno-2-penmnungon, puc. 1.7, Kapuscinski, 1995)
Oylarogapsi JIETKOCTU TPUMEHEHHsI M BbICOkoW TouHocTH. DAPI mpencrasnser
co00i (PIIyOpeclleHTHBIN KpacHUTeNb, KOTOPBIM MPOYHO CBs3biBaeTcsa ¢ A-T
oorateiMu  peruoHamu B JIHK u mosToMy mIHMpOKO HCMONB3yeTCs B
bayopectieHTHOIU MuUKpockonuu. DAP| MokeT nNpoXoauTh Yepe3 HEMOBPEKACHHYIO
KJIETOYHYI0O MeMOpaHy, BCIEACTBHE YEr0 HCIOJB3YeTCS ISl OKpAITUBAaHUS Kak
KUBBIX, TaK U QukcupoBaHHbIX KieTok. OxpammBanue JHK ¢ momouisio DAPI
MO3BOJISIET YBUETH 0T (IyOPECIICHTHBIM MUKPOCKOIIOM si/Ipa KJIETOK B TKaHU, a

TaK)Xe OTCJICUTH SApa B MUTO3€, TAK KaK OHU MMEIOT XapaKTepHyto ¢hopmy (puc.

1.7).
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Pucynoxk 1.7. OxpammBanue siaep kietok MmerogoM DAPI. Ha pucynke nokasan
pOAOJILHBIN cpe3 KoHunka kopHs Arabidopsis thaliana ¢ kordokansHOTO
MHKpPOCKOTIa, KJIETKU B (pase MUTO3a collepkar sijipa ¢ 0oliee IipKoi OKpacKoi u
MEHBIINM Pa3MEPOM IO CPABHEHHUIO C COCCAHUMHU (BBIICICHBI OCITBIMU KPyTaMH)
(n300paxenue npenocraieHo Tapacom [lactepHakom).

Cy1miecTByeT HECKOJBKO METOJ0B H3YyUYCHHSI paclpeeseHus COObITUI
perumakammu JIHK (S-¢dase) B Tkanu. [lepBeIM mpeaioskeHHBIM METOAOM OBLIO
MEUeHHE C MOMOIIBI0 paguoakTuBHOro [SH]rumumuna. Curnan [*H]tumuauna
cial, a MoJy4YeHUE U UCIIOJIb30BAHUE ITOr0 Ipernapara TpedyeT OOJIbIIMX 3aTpaT
BpeMeHu. [To3Hee ObLI0 PEIT0KEHO UCTIONH30BAHNE HEPATTUOAKTUBHOTO 5-0poM-
2'-neokcuypunud  (BrdU), korTopwlii ompenensics C TOMOIIBI aHTHUTEI,
cnenuuyHbix kK BrdU. Ognako antuteno k BrdU BecbMa 00beMHOE, TO3TOMY OHO
He Bceraa MoxeT AU OyHIUpoBaTh Yepe3 TKaHb K MHTEPECYIOMUM HAC KJIETKaM, B
CBSI3U C YE€M TaJaeT TOYHOCTh MeTojia. CoBCceM HEeTaBHO ObUT MPEAJIONKEH HOBBIN
YIY4IIEHHBIA MeTOa ucclenoBanus coObiTuii permmukanuu JIHK B Tkanum, ¢
UCTOb30BaHueM S5-3TuHmI-2'-neokcupuana (EdU), B xoTopoM TepMHHAIbHAS
AJIKMHOBAsI TPYIINA 3aMEHsIET METHIIOBYIO Tpymity B 5-i mo3urmu (Salic, Mitchison,
2008). EdU nerko BctpauBaetcs B kietounyro JIHK Bo Bpems JIHK perunkariuu u
dbayopecuupyeT B NPUCYTCTBUHU OJTHOBAJICHTHOW Meau. DiryopecieHTHBIN CUrHal

bukcupyercs MeTonamMu QuryopeclieHTHON Mukpockonuu (puc. 1.8).
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Pucynok 1.8. OxpammBanue IHK B mpomecce perukanun Mmeroaqom EAU
(m300paxxenue mpenocrasieHo Tapacom I[lacteprakom).

B kauectBe mapkepa mnepexojga G2/M y pacTeHUl HUCHOIB3YIOT IIUKIUH
CYCBL1;1, xoTopslii sKkcnipeccupyeTcst TobKo B mo3ane G2 u M ¢azax, T.e. 310
Mapkep KJIETOK, CIeayronux B MuTo3. ['eHernmueckas koHcTpykiusa CYCB::GUS
Obuta BcTpoeHa B TeHoM Arabidopsis (puc. 1.9) s HaOmromeHus 3a
pacnpeaenenreM kiaetok, Haxoasmumucsa B G2/M craguu (Colon-Carmona et al.,
1999). DToT Mapkep MHMPOKO HCIONB3YETCS JiS aHajlin3a HW3MEHEHUs] 30H
npoudepalioOHHON aKTHBHOCTH B KOPHE Ha KAYECTBEHHOM YPOBHE, HAIpuMep, B

padote Dello loio et al. (2007).

©)

Pucynok 1.9. AktuBHocTs penoptepHoit koHcTpykiuu CYCB1::GUS B
koHunke kopHs (Colon-Carmona et al., 1999)

o 1990x mutoTmyeckas akTuBHOCTH B AMK Obl1a XOpolo u3ydeHa y
MHOTHX BHUIOB pacteHuil (Ivanov, Dubrovsky, 2013). Hecmorpss Ha TO, 4TO
apaOUIOICHUC SBIISIETCS MOJICTIbHBIM OOBEKTOM B I'€HETHKE PACTCHUH, JAeTalbHbIN

aHanu3 npoiudepanuoHHol akTUBHOCTH B ero AMK panee He mpoBoauics. IT0
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CBSI3aHO C TOsIBJICHHEM pernopTepHbix KoHCTpyKiui CYCB1::GUS, ucciegoranue
KOTOPBIX, XOTh W TMPOIIE, OJHAKO JAeT JMIIb KAad4eCTBEHHYI HWH(MOpPMAIIHIO.
CunTanochb, 4To MepucTeMa apaOUAOINCHUCa MMEET OYEHb MPOCTOE CTPOCHUE H
KJIETKU Pa3HBIX TKAaHEeH 3aKaHYUBAIOT JICTICHUS CIyJailHBIM 00pa3oMm.

B GonpmuHCcTBE paboT KirO4YeBble (a3bl KICTOYHOTO IUKIIA W3YYaJUCh C
UCTIONIb30BaHUEM JIBYMEPHBIX H300pakeHudd. Takoil moaxom OBIT OCHOBHBIM
NPEMSATCTBUEM JIJISl U3YUCHHS TPEXMEPHOH CTPYKTYpPBI KOpHS pacTenus. [losBienne
HOBBIX TEXHUK JUIsI TPEXMEPHOTO aHaJIN3a MO3BOJIET O-HOBOMY B3TJISTHYTh Ha 3Ty
temy. HenaBHo Obuia paspaborana mporpamma iROCS Toolbox (Schmidt et al.,
2014) nnst TpeXMEPHOr0 aHHOTHUPOBAHUS OpraHU3alMi KOHYMKA KOpHs. Bmecte ¢
yIY4IIEHHBIM J3KCIEPUMEHTATIbHBIM MPOTOKOJIOM JJisi OOHApY>KEHUST MHUTO30B B
tkansax (Pasternak et al., 2015), mporpamma IROCS Toolbox mo3Bossier u3ydaThb
npoiuQepalmoHHyI0 aKTUBHOCTh BO BCEM KOpPHE B TPEXMEPHOM MPOCTPAHCTBE, a

HC TOJIBKO B IBYMCPHBIX IIPOCKIHAX.

1.3.3. Posib ayKkcHHA M INTOKMHUHA B PAa3BUTHU KOPHS pacTeHUsl

@OUTOrOPMOH ayKCHH Y4acCTBYET B PErYJISILIUHN PA3IUYHbIX OMOJIOTrMYECKUX
MPOIIECCOB pacTEHUI, HAIPUMED, B 3aBUCUMOCTH OT KOHIIEHTPAIIMU ayKCHUHA KJIETKA
MoxeT auddepeHIrpoBaTLCS WK TIOJICPKUBATh CTBOJIOBOE coctosiHue (Schaller
et al., 2015). KpomMe 3T0ro, ayKCMH B KOPHE BBIMOJHIET MHOXECTBO (DYHKIIHI:
obecnieunBaer ¢dopmupoBanue AMK B smOpuorenese (Friml et al., 2003);
peryupyer nepruoInIHOCTh M MECTO 3aKIagku 00KOBbIX KopHel (Dubrovsky et al.,
2011); oOecneunBaer mNoOAAEpKaHUE CTPYKTYpbl HHILIKA CTBOJIOBBIX KJIETOK;
perynupyeT TPaBUTPONHU3M pACTCHHS M aKTUBHPYET VYJIMHEHUE KOPHEBBIX
BosockoB (Vanneste, Friml, 2009). M3BecTHa KOHIIEHTPAIMOHHAS 3aBHCHMOCTD
2¢deKToB aykcuHa, HAPUMEP, OH TI0-Pa3HOMY JIEHCTBYET Ha CKOPOCTh JEJICHUS U
YIJIUHEHUs] KJIeTOK. TUMMYHOM A KJIETOYHBIX OTBETOB HA ayKCHUH SIBJIIETCA
KpHUBasi 1030BO# 3aBUCUMOCTH B opme Kosokoisa (Campanoni, Nick, 2005). ITpu
HU3KHUX KOHIIEHTPALMSAX ayKCHH O0ECTIeUnBaeT y/JIMHEHHE KJICTKH IO TPAIUEHTY

ero pacnpenenenus (Gray et al., 1998).
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[MTOKMHUHBI TOJYYWSIM CBOE Ha3BaHHE 3a CBOK CIOCOOHOCTD
aKTUBHPOBATH ITUTOKWUHE3 — JICJICHUE DYKAPUOTUYECKON KIETKU IOCJE JeICHUS
anpa. Muep ¢ koyieram B 1955 romy BbIAEIHIT NEPBBIM HUTOKMHUH U Ha3Ball
kunetunom (Miller et al., 1955), 3a atum mocienoBana uaeHTU(UKALMS TPAHC-
searuna (Miller, 1961). Panaue paboThI O IMTOKWHHWHAX ITOKA3ajld, YTO OHHU
YCKOPSIIOT POCT CTeOJIsl, MHTUOMPYIOT POCT KOPHS, CTUMYJIHUPYIOT KIIETOYHOE
JICJICHUE U BBI3BIBAIOT (hopMHpoBaHue MepucTeMbl nodera u3 kawtycos (Miller et
al., 1956). B nocienyromieM ObUIO MTOKA3aHO, YTO ITUTOKMHWHBI BaKHBI BO MHOTHX
npoleccax pa3BUTHUSA PpacTeHUM, BKIOYass (OpPMUPOBAHME OPraHOB, CTapeHUE
JUCTHEB, JTOMUHUPOBAHHE BEPXYLIKM U BcxoxecTb ceMsH (Mok, Mok, 2001).
[uToknHUH WHTHOHpYeT (OopMUPOBaHUE OOKOBBIX KOPHEH, OJIOKHpYS MepBbIE
JICTICHUs] KJIETOK TepHUIMKIa Ha kcuiemMHoM moitoce (Laplaze et al., 2007).
[{UTOKMHUH TaK)Xe€ Y4aCTBYET B OTBETE Ha OMOTHYECKUI U aOMOTHUYECKHI CTPECChI
(Werner, Schmulling, 2009).

B3aumopeiicTBue nytei nepeiayu CUrHajaOB ayKCUHA U IUTOKUHUHA UTPAeT
OOJBIIYIO POJIb B Pa3BUTHUM PACTEHUs] HAYMHAs C SMOpHOreHe3a, B YaCTHOCTH,
3aKJIaJJka MEpPUCTEMbl KOPHS B AMOpHOreHe3e 3aBUCUT OT cOajJaHCUPOBaHHOM
akTUBHOCTU 00oux ropMoHOB (Muller, Sheen, 2008). AyKCHUH aKTHUBHpYET
AKCIPECCUIO0 perpeccopoB curHaiapbHoro mytu uutokuHuHa ARR7 u ARR15. C
JIpYroi CTOPOHBI, OTCYTCTBHE HHTHOMPOBAHUS AyKCHHOM CHUTHaJla IIMTOKWHHHA
BBI3bIBACT AKTHBAIIMIO OTBETa HA ILUTOKWHUH, BCJIEJICTBHE YETO BO3HHUKAIOT
cepbe3Hble MPOOJEMBbl B 3aKiaJlke MEPUCTEMbl KOpHA B 3MOpuoreHese. Taxum
o0pa3oM, B3aUMOJICHCTBUE MyTeH Mnepejau CUrHaia ayKCMHa U MUTOKMHUHA Yepe3
redisl ARR7 u ARR15 HemocpenacTBeHHO CBsi3aHO € (OPMUPOBAHMEM HHUILU
CTBOJIOBBIX KjieTOK KopHs (Muller, Sheen, 2008).

AyKCUH ¥  [UTOKWHUH  SBISAIOTCS  KJIIOYEBBIMH  PETYIATOPAMH,
o0ecneunBalIUMUA  OalaHC MEXIY CKOPOCThIO JENIeHUS KJIETOK U HX
nuddepenrmponkoii (Schaller et al., 2015). O6paboTka KOpHEH Kak ayKCHHOM, TaK
¥ IIUTOKWHUHOM TIPUBOJMT K M3MEHEHUIO pa3mepa Mmepuctemsl (Beemster, Baskin,

2000) (puc. 1.10).
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Pucynox 1.10. BiinsiHne aykcrHa 1 HIUTOKWHWHA HA JUIMHY MEPUCTEMATUYECKON
3onbI KopHs (Dello loio et al., 2007; Dello loio et al., 2008). A. Konunk KopHs
mukoro tuma Arabidopsis thaliana. b. [nuna mepucteMs mocie 24 4acoB
00paboTku nHIoMMI-3-ykcycHol kucnoTor (MYK — mpupoansiii aykcrH) B
koHueHTpauuu 0,1HM. B. Jlnuna mepuctemsl nociie 24 4acoB oOpabOTKHU TpaHC-
3eaTUHOM (ITPUPOIHBIN TUTOKUHUH) B KoHIleHTparuu 0,1 uM. Kpachas ctpenka
obo3nauvaert [1L], uepHast cTpenka - TpaHUILy MEPUCTEMBI, OTIPEIEIIIEMYIO TIO
KJIETKaM KOpTeKca B MECTe Hauajla UuxX YUIMHEHUS— IBYKPATHOTO YBEIUYEHUS HX
IPOAOIBLHOTO pa3Mepa.

AYKCHH YCKOpSIE€T POCT KJIETOK KOpHS B JUIMHY M COKpamiaeT 30HY
pacTsDKeHUS KOPHS, M, TAKUM 00pa3oM, YMEHBIIACT UTUTEILHOCTh ATOTO MpoIiecca
B nenoMm (Rahmann et al., 2007). O6paboTka ayKCHHOM YBEIHYMBACT [JIHMHY
MEPHCTEMbl ¥ aKTUBHUPYET JEJICHHUS KJICTOK HAa TPAHWIIE MEPHUCTEMBbI C 30HOU
pactsokenust (Blilou et al., 2005). Onnako, nHbopMaIys O BIUSHUM ayKCHHA Ha
nposimepanno HeoJaHo3HauHa: B pabore Beemster, Baskin (2000) rosoputcs o
COKpAIIICHUH YHCTIa KIETOK B MEpUCTEME 1ociie 00paboTKN ayKCHHOM, a B pabote

Dello loio et al. (2008) noka3an oOpaTHbIi 3P PEKT Ha YHUCIIO KICTOK B MEPHUCTEME.
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Takue pa3nuuusi B JaHHBIX MOTYT OBITH CBS3aHbl C PA3HOW J030U WJIM THUIIOM
ayKCHHa, TPUMEHEHHBIM JuIsi 00paboTku pacrenuit. Hampumep, o6Gpaborka
cuntetnyeckuM aykcunoM HYK (madTunykcycHast KucinoTa) BeI3bIBA€T YIUIMHEHNE
KJIETOK B KOHIEHTpAIUSIX, MPU KOTOPBIX HE MPOUCXOJUT aKTHBAIUS UX JEICHUIM
(Campanoni, Nick, 2005). HanporuB, o00paboTka JIpyrMM CHHTETHYECKUM
aykcuHoM 2,4-J1 (2,4-luxnopdheHoKcuyKCcyCcHas KUCI0Ta) B MaJIbIX KOHIIEHTPAIUAX
HE OKa3bIBACT BIIMAHMS HA JIEJICHUS KIETOK, HO CTHUMYJUPYET UX PaCTKEHHUE
(Beemster, Baskin 2000). AykcWH BBI3bIBAa€T 33/ICPKKY KJIETOK B MEPHCTEME, UTO
IPUBOJUT K 3aMEJUICHUIO HX MEPEeX0/a K PacTSHKEHUIO0 U COKPAILEHHUIO Mepuojia
pactspkenus (Burstrom, 1971).

JInvHa MEPUCTEMBI KOPHS OMpEeesieTcsl KOJIMYECTBOM KIETOK CIIOCOOHBIX
K JeneHuto. Ponb aykcuHa B perynsanuu rnpoiiddepanuu KIETOK Oblia Mmoka3aHa
MHOTMMH aBTOpamu (cM. BbIe). Jlo cux mop He ObUIO TMOHSATHO, BIUSIET JU
(UTOrOPMOH LIMTOKUHUH Ha COXPAHEHHE CIIOCOOHOCTU KIIETOK K JEJEHUIO WU
perynmupyer mpouecc auddepenuposku. B padore Dello loio et al. (2007)
MoKa3aHo, 4YTo 00paboTKa NMTOKMHWHOM YMEHBIIACT JUIMHY MEPHUCTEMBI U
CIOCOOCTBYET Tepexoay KiIeTok kK auddepermuporke. Oqnako B padbore dunmHa,
NBanosa (2017), HanpoTuB, OBUIO MOKa3aHO, YTO 3aMeEJJICHUE CKOPOCTH pOCTa
KOpPHS TIpU BO3JCHCTBHHM TpaHC-3€aTWHA MPOUCXOIUT W3-32 WHTHOWPOBAHUSA
nposinepaluy 1 nepexoja KieTok kK pactsokenuto (Ivanov, Filin, 2017).

Pasmep mepucTremMaTHueCKON 30HBI OMpPEETSIeTCS KOJTMYECTBOM KIETOK C
BO3MOXHOCTBIO JneneHusi. Kak BUAHO W3 OnMyOJWKOBAHHBIX JAHHBIX AyKCUH H
IIUTOKHHUH OKa3bIBAIOT KPUTHUYECKOE BIMSHUE HA pa3Mep MEPHUCTEMBI, a 3HAYUT U
Ha CIOCOOHOCTh KIIETOK K aeieHuto (puc. 1.11). Peakuusa kieTok pacTeHus Ha
ayKCUH W 1UTOKWHUH 3aBUCUT OT KOHIIEHTpAIlMM JTHX BEIIECTB B KIETKE
(Mensenes, 2013), moatomy pacnpeneieHne (UTOTOPMOHOB B TKaHM MOJKET
peryivpoBaTth pa3Mepbl U pacrnojoXeHue mpoirdepanoHHoro aomMeHa. B
paznenax 1.4 u 1.5 paccMoTpuM, Kak pacrpeeseHbl TOPMOHbBI ayKCUH U IUTOKUHUH

B KOPHE.
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Pucynox 1.11. O630p pe3yapTaTOB IKCIIEPUMEHTOB O BIUSIHUH AyKCHHA U
IUTOKWHUHA Ha pa3Mep MepucteMbl KopHs A. thaliana mpu o6pabotke pa3HbIMU
J03aMH 3K30reHHBIX TopMoHOB. [1] — Beemster, Baskin, 2000; [2] Blilou et al.,
2005; [3] — Dello loio et al., 2007; [4] — Dello loio et al., 2008; [5] — Campanoni,
Nick, 2005; [6] — Ivanov, Filin, 2017; [7] — Burstrom, 1971.

1.4. Pacnpenesienne ayKCMHA B KOPHE pacTeHH i

AYKCHH SIBJISIETCSI HU3KOMOJIEKYJISIpHBIM BetecTBoM (puc. 1.12I7), mostomy
NpSAMBIE METOJBI HM3MEPEHUsS €ro KOHIEHTPAMK HE TO3BOJISIIOT IMOJTYYUTh
KOJIMYECTBEHHBIC JJAHHBIE O €r0 pacrlpee’eHuN B TKaHAX pacTeHus. s oneHku
KOHIIGHTPAIlMU KCIOJB3YIOTCS TPAHCTCHHBbIE PACTEHUSI C  PENOPTEPHBIMU
KOHCTPYKITUSIMU, YYBCTBUTEIHHBIMA K KOHIICHTpanusM aykcwHa. EcTh aBa BHIa
KOHCTPYKIIMH, MPUHIMIHAIBLHO OTIMYAMOIIMECS MO MeXaHW3MaM JaeucTBus: 1)
aKTUBAIUsA dKCIpeccuu 0enkoB o nmpomotopoMm DRS B kietkax (Ulmasov et al.,
1999) mm sape (Liao et al., 2015); 2) nerpamanus ¢aroopeciupyroniero oeinka
VENUS, BcraBinenHoro B TepMuHaNIbHBIN 1oMeH Aux/[AA (Brunoud et al., 2012).

AYKCUH HEpaBHOMEPHO paclipe/ieieH B TKaHW KOPHS, U DKCIIEPUMEHTATBHO
MOKa3aHO HaJUYHE CICTYIONINX MAKCUMYMOB KOHIIEHTpAIlMU ayKcuHa B KopHe: (1)

B CTBOJIOBBIX KJIETKax MepHcTeMbl KopHs, (2) koaymerre (puc. 1.12A-B), (3) B
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KJIeTkax mpoTokcwiembl (puc. 1.12]1), (4) kieTrkax TEpPUIMKIA 30HBI
nuddepeHIPOBKU KOpHS, (5) B TOUKaxX MHHIMALUK 0OKOBBIX KopHE# (puc. 1.12E).

B pa3BuTMM MakCHMyM KOHIICHTpAallUM ayKCHHA TOJIACPKUBACTCS B
KOPHEBBIX MEpHUCTEMaxX TIJaBHBIX, OOKOBBIX M TMPUIATOYHBIX KOpHEH, TIe
PETYIUPYET TOJIOKEHHUE U KOJTMISCTBO CTBOJIOBBIX KJIETOK KOPHS. Y apabuaoricuca
MaKCUMyM KOHIIeHTpaIiu Haxoautcs B I11] u B nHUIMAIAX KOpHEBOTO Yexymka (5-
6 KJeTKa OT KOHYMKA KOpHS), C TUIABHBIM IMAJICHUEM TpaJleHTa KOHIICHTPALUU
ayKCMHA K TIEPBOM KJIETKE KOPHEBOTO YEXJIMKA, C TPATUCHTOM KOHIICHTPAIHH
aykcuna B AMK (Liao et al., 2015; Sabatini et al., 1999). MecropacnosoxeHue
MakcumMyMa aykcuHa, a BMecte ¢ HuM IIL, ctpykrypa AMK B neinom ocrarorcs
HEM3MECHHBIMH B Pa3BUTHH, HECMOTPS Ha MTOCTOSTHHBIC ISTICHUS KJIECTOK B 3TOU 30HE,
B TOM 4ucCJe AeneHus kiertok 111

dopMUpoOBaHHE MAKCHMYyMOB KOHIICHTPAIIMM ayKCHHA TPOUCXOIUT HE
TOJIBKO 32 CYET JIOKAJTLHOTO CHHTE3a ayKCHHA, HO TakXKe 0yiaroaps nepeMenieHuto
ayKCHMHA B TKaHM 3a cueT MudPy3uu M aKTUBHOIO TPAHCIOPTA, PETYIUPYEMOTO

OenkaMu-niepeHocurkamMu. PazoepeM 3Tu mpoiiecchl moipooHee.
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Pucynok 1.12. MakcuMyMbl KOHIIEHTpAIIMU ayKCHUHA B KOpHE. A. AKTUBHOCTh
ayKcuH-4yBcTBUTENbHOTO penoprepa DRS::GFP nox kondokanbHbIM
MUKpockoroM. Makcumym aktuBHocTu GFP sipko-3enénsiii Ha hoTorpaduu. s
HarnsaHocty curnain GFP kontpactupoBan curnanom DAPI (6ensbriit nBeT). b.
AxrtuHocTh penoptepa DR5v2 (Liao et al., 2015). MakcumyM akKTHBHOCTH
cBeueHUs1 0003HaUEH KpacHbIM, MUHUMYM — (prioneToBsiM. B. Pacnipenenenue
OTBETa Ha AyKCHH, BBIBJIEHHOE ¢ ToMolIbi0 KoHCcTpykiuu DII-VENUS.
MakcuMyM KOHILIEHTpaluu 0003HaueH OesbIM, MUHUMYM — yepHbIM (Brunoud et
al., 2012). I'. Xumuueckas popMyna npupoiHOro aykcuna — MHmonmi-3-ykcycHas
kuciora. JI. Makcumym daroopecueniuu penoprepa DR5-VENUS na6nronaercs

B 1] u B mporokcuiieme. E. AktuBHocTh penoprepa DR5::GUS npu o6pazoBanuu
6okoBoro kophs (Goh et al, 2012).Ctpenku 6€710r0 U YEPHOTO IBETOB YKa3bIBAIOT
Ha I1LI.
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1.4.1. BuocuHTe3 ayKCHHA

B xopHe pactenuii OMOCHHTE3 ayKCHHA CBSI3aH C TpUNTO(haHOM (OTHOW U3
aMUHOKHCIOT, (hopmupyromux 6enku). [Ipuponusiii aykcun — UYK (uagomnmn-3-
YKCYCHas KHCIIOTa) CHHTE3UPYETCsl U3 TpUNTOo(haHa dyepe3 JBE MOCIe0BaTeIbHbIC
peakiuu C TPOMEXKYTOUYHBIM MPOAYKTOM — HMHIOJWI-3-TUPOBUHOTPATHOM
kucinotor (UIIK) (puc. 1.13, Ljung, 2013). DTu peakiiuy KOHTPOIUPYIOTCS IBYMS
dbepMeHTamu: TpunTodhaH-aMuHOTpaHChHepa3oit (TAA) u ¢raBuH-3aBHCHMOK

monookcurenaszoi (YUCCA).

TAALI YUCCA
NIIK » UYK

\ J

Tpunrodan

Pucynok 1.13. TpuntodaHoBbIi MyTh CHHTE3a ayKCHHA.

B knetkax pacrenmii 6omibinas yacte MYK Haxonurcst B BUie KOHBIOTATOB,
HEAKTUBHBIX COCIAVMHEHHN C aAMHUHOKHCJIOTAMH M caxapaMu, Uil MOAJAEpKaHUA
ropMoHaipHOro romeocraza (Ljung, 2013). Kpome toro, konbtoratei MYK
VCIOJIB3YIOTCS JJIsl TPAHCIIOPTa ayKCHUHA. Jlerpamanus aykCMHa MPOUCXOIUT IPU
nomorn  MYK-okcunazel aub0 monudeHoNoKCHaa3bl, B Pe3yjibTaTe dYero

06paSYIOTC${ HCO6paTI/IMI:Ie KOHBIOT'aTbl, U AYKCHH IIOJJHOCTBIO HMHAKTHBHPYCTCA

(Ljung, 2013).

1.4.2. AKTUBHBI TPAHCTIOPT AYKCHHA

JIisi ayKkCHMHa TIOKa3aHa €ro CJOoXHas cucTeMa TpaHCIopTa B PacTeHUH,
COCTOSAIIAsl M3 MACCHBHOTO TPAHCIOPTa MO cocynaM (JIOAMBI U M3 aKTUBHOTO
MOJIIPHOTO  MEXKKJIETOYHOTOo TpaHcmopta. [lokazaHo, dYTo QopMupoBaHUE
KOHIICHTPAITMOHHBIX MAaKCUMyMOB ayKCHMHa B TKaHU PACTEHHUS B OCHOBHOM
oOecrieunBaeTCs MEXaHM3MaMH aKTUBHOTO TEPepaclpesieiCHUs] ayKCUHA MEXITY

kiaetkamu (Mironova et al.,, 2010; 2012; Zazimalova et al., 2010). UVYK
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pacrnpezensercs B TKaHAX Yepe3 MEKKIETOYHOE MPOCTPAHCTBO 3a CUET aKTUBHOTO
TPAHCIOPTA, KOTOPBIA OCYIIECTBIISICTCS IByMsI cemeiicTBamu OeikoB (Zazimalova
et al., 2010). CemeiictBo OenkoB AUX/LAX (AUXIN-INSENSITIVEL/LIKE
AUX1) obecrieunBaroT NMPUTOK aykcwHa B KieTKy. benku cemeiictBa PIN (PIN-
FORMED) ocyiecTBISIOT OTTOK ayKCMHA W3 KJIETKH. B mMepucreme KOpHs
pacrpejiesieHrue ayKCHHa peryiupyercs B Oosblieit crenenu 6enkamu PIN, koTopsie
GbopMHpYIOT TMOTOKM B pa3HBIX HaMpaBIEHUAX, OJlaroapsi HaxXOXIEHUIO Ha
MeMOpaHe Ha pa3HbIx cTopoHax KieTku (KoBpuxkHbix u np., 2014). Hanbonpmmit
BKJIaJl B TIOCTYIUICHUHM ayKCHMHA K KOHYMKY KOpHs ocymiecTBiseTcs 3a cuer PIN1
Oesika, KOTOPBIA JIOKAJIM3yeTCs Ha MEMOpaHax KJIETOK COCYOUCTOM TKaHW,

nepunukia u sanoaepmrca (Omelyanchuk et al., 2016).

1.4.3. IlyTu nepeaayu CUIHAJIA AyKCHHA

Jlonroe Bpemsi poib ocHoBHoro peunentopa |AA otmaBanu 6enky ABP1
(AUXIN-BINDING PROTEIN 1), a 8 2005 roay 06b110 IoKa3aHoO, 4TO pELEHTOPaAMHU
aykcuHa Takke sBisiorcs F-6oxc Oenxku TIR1 (TRANSPORT INHIBITOR
RESPONSE 1), xotopeie ¢GOpMHPYIOT YOMKBUTHH-JIUTA3HBIA  KOMILIEKC
(Dharmasiri et al., 2005). Aux/IAA (AUXIN/INDOLE-3-ACETIC ACID) — renst
NEPBUYHOTO OTBETa Ha aykcwH. Dkcrpeccus AUX/IAA Ha ypoBHE TpacKpUIIIHH
perynupyetrcss ARF TpanckpunimonHsiMuA (akTopaMu TEPBUYHOTO OTBETA HA
aykcuH. B oTcyrcTBMM  aykcuMHa — TpaHCKpuniuoHHble  ¢aktopsl  ARF,
o0ecrieurBaoIIMe OTBET HAa AyKCHH, OOpa3ylOT HEaKTHBHBIE TI'eTEPOJUMEpPHI C
kopenpeccopamu  Aux/IAA. KomnuectBo Aux/IAA B KJIeTKE peryiaupyercs
yOUMKBUTHUH-TUTa3HbIM KoMIUiekcoM ¢ TIR1 B 3aBUCMMOCTH OT KOHIEHTpalUU
ayKCHUHa.

[TockonbKy ayKCHH HU3KOMOJEKYISIPHOE BEIIECTBO U B aKTHBHOU (hopme
npeObIBaeT €ro Majaoe KOJUYECTBO, JJI MCCIEIOBAHMS €ro TUHAMHUKU B KJIETKE
UCIIOJIB3YIOTCS CIIeMaIbHbIE MAPKEPHI, CBSI3aHHBIE C CUTHAJILHBIM IIyTEM OTBETa Ha
aykcuH (puc. 1.12). DRS — wuckyccTBeHHass MPOMOTOPHAas KOHCTPYKIUS ISt

HHAWKAONHU KJICTOYHOI'O OTBETA Ha AYKCHUH, COCTOAINAasd W3 HCCKOJBKHUX
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MOBTOPSIONMIMXCS MOTHUBOB ¢ mnocienoBarenbHocTbio TGTCTC, kotopas ummeer
abdunocte k TpanckpunimoHHbIM (aktopam ARF (Ulmasov et al., 1999).
VYcosepuienctBoBanHas Bepcust DRS — DR5V2, cogepxxutr B moBTOpsrommxcs
MoTuBax mocienoBarenbHOCTE TGTCGG m ummeer Oonbiryio adh@uHOCT K
TpaHckpunuoHHbIM (aktopam ARF, wem DR5 (Liao et al., 2015). ¥V obeux
KOHCTPYKIIUH  HMHTEHCHUBHOCTb CBEUEHHS  BCTABJICHHOTO TOJ  MPOMOTOP
penoptepHoro Oenka (GFP/GUS), koppenupyeT ¢ KOHIEHTpalMell aykcuHa B
KiIeTke. Jlpyro MeXaHu3M JEWCTBUS HMMEET HWCKYCCTBEHHAas IIPOMOTOPHAas
koHcTpykiusi DII-VENUS, y koTopoii B 0TBET Ha ayKCHUH MIPOUCXOIUT Jerpaiaius
dbmoopecuupyromero 6enka VENUS, BcTaBlIeHHOT0O B TEpPMHHAIBHBINA JOMEH
Aux/IAA (Brunoud et al., 2012), T.e. yeM OoJIbIlic ayKCHHA B KJICTKE, TEM MCHBIIIC

CBEUeHue OeKa.

1.5. Pacnipenesienne HUTOKMHUHA B KOPHE PacTeHU i

[IUTOKMHUH TakXe SBISIETCS HU3KOMOJIEKYJISIPHBIM BEIIECTBOM (pHC.
1.14A.b), npon3BoHbIM aJieHrHA. HepaBHOMEPHOCTH pacipeaeieHus HUTOKUHUHA
B KOpHE TOKazaHa B pabote (Ziircher et al., 2013), Ha OocHOBaHHUU JAHHBIX 00

aKTUBHOCTH IMTOKMHUH-YYBCTBUTENHHOTO penoptepa TCSN::GFP (puc. 1.14B-]1).
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Pucynok 1.14. Xumuueckue GopMyJibl paCTUTEIbHBIX IUTOKUHUHOB U
aKTUBHOCTb IUTOKUHUH-YYBCTBUTEILHOTO penopTepa TCSn::GFP B kopHe
Arabidopsis thaliana. A — tpanc-3eatus (13). b — M3onentennn aaenun (ull). B.
Mepucrema ri1aBHOro KOpHs pacTeHUs BO3pacToM SaHeu. ['. I 1aBHbIN KOpEHB €
Bostockamu. J[. O6pazoBanue 6okoBoro kopHs. [lIkana 20mkm. Pucynku B-]]
B3sThI U3 (Ziircher et al., 2013).

1.5.1. BuocHHTEe3 HUTOKUHUHA

CuHTE3 IUTOKMHKMHA Yy apabujoricuca KouTpoiaupyercs renamu ATP/ADP
u3onentenunTpancdepassl (IPT), koTopsie KOMUPYIOT HEPMEHTHI TUMUTHPYIOIIEH
ctaqud B OuwocuHTe3e n1uTokMHMHA (puc. 1.15). Ha mnepBom 1are

nuMmetnnauioBeiid nudochar (DMAPP) BetymaeT B peakiuio ¢ MoHOhochaTom
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anenosuna (AMP) nns hopmupoBanus 5' Mmonodocdara iP-pudosuga (IPRMP) ¢
noMoIIbpio reHoB cemeiicTBa IPT B kadecTBe kaTanmmzaropa. Ha crienyromewm mare,
muToxpoM P450 monookcurenasa (CYP735A) neperoaut iIPRMP B 5' MoHOdOChaT
tz-pubosuna (1zZRMP) B tz-nykneotun. B 3aBepiieHHM I1IenOYKA (PEpPMEHTHI,
Koaupyembie cemeirictBoM reHoB LOG, mepeBoaar tZRMP B aktuBHyio (opmy
nuToknauHa tZ (Takei et al., 2004).

Cewmb IPT renos (AtIPT1 u AtIPT3 go AtIPT8), naiineunsie B Arabidopsis,
KOIUPYIOT (DEPMEHTHI, KOTOPBIC CHHTE3UPYIOT MPEANICCTBEHHUKOA IIMTOKWHIHA —
u3onenrenunaaeHu (Kakimoto, 2001). s kaxa0ro U3 3TUX TE€HOB XapakTepeH
CBOM maTTepH 3Kkcnpeccuu. B padore (Miyawaki et al., 2004) uccnenoBaHbl ypoBHU
MPHK u marTepHsbI 9kcripeccuu rena 6eta-rinokyponuaassl (GUS), 00beTMHEHHOTO
C PEryJsSTOPHOM IMOCIeN0BaTeNbHOCThI0 Kaxaoro u3 AtIPT renoB. BrwisBieHs
clIemyrone mpeodaaaroniiue maTTepHbl dKenpeccuu B kopHsax: AtIPT1::GUS —
KJIETKH TPOTOKCWiIeMbl B KoHuuke KopHs; AtIPT3::GUS — tkanu ¢raosmer;
AtIPT5::GUS — kneTku KoayMeJuibl, 3a4aTKax KOpHEH, B KJIeTKaxX MEpUIIMKIIa, T1Ie
BO3MOXKHO OymyT oOpa3oBaHbel OokoBble kopHu; AtIPT7::GUS - kietku

OHAO0ACPMHUCA 30HBI DJIOHI'alluH KOPHA.

IPT CYP735A LOG

[~ iPRMP » tzRMP >tz

DMAPP
+AMP

Pucynoxk 1.15. [1yts OMOCHMHTE3a IUTOKMHUHA U KJIFOYEBbIE (PEPMEHTOB
KATAIN3UPYIOLIKE 3TU PEAKIUU.

Oxkucnenue IIUTOKMHUHA MIPOUCXOIUT npu y4acTUu
UTOKUHUHJETUAPOTUTa3, KOTOPbIe KaTaTU3UPYIOT OTIICIUICHHUE Y OOKOBOM IIenu
N6 anennHa. CKOpOCTh OKMCJICHHS IIUTOKMHMHA 3aBUCHUT OT aKTMBHOCTH I'€HOB
CKX (CYTOKININ OXIDASE/DEHYDROGENASE) (Werner, Schmulling,
2009).
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1.5.2. TpaHCHIOPT UUTOKMHMHA

DKCIepUMEHTBl ¢ pacTeHusMu Myrtantamu Iptl;3;5;7 u IuKkuM THIIOM
MOKa3JId KaKOW TPAHCIIOPT SBJISICTCS MPEAMOYTHTEIBHBIM JIJIi Pa3HBIX THUIIOB
UTOKMHUHOB: TPaHC-3€aTUHBI TPAHCIOPTUPYIOTCS B HAIpaBICHUU OT KOPHS K
no0ery, TorJa Kak H30MeHTUIIaIeHUHBI IBUTAIOTCS OT odera K kopHio (Matsumoto-
Kitano et al., 2008). ITaccuBHBII TpaHCIOPT HUTOKMHUHA Ha JaIbHUE PACCTOSHUS
no ¢uoame OblT mokaszan B padore (Bishopp et al., 2011): aBropsl HabOIIOIAIH
MEepPEeMEIICHINEe B KOHYMK KOPHS IIMTOKWHWHA, IMOMEYEHHOTO PaTuOaKTHBHBIM
M30TOTNOM, KOTOpbIM oOpabartbiBanu cemsifoiu. [Iporiecc akTUBHOrO TpaHCHOpTa
IIUTOKMHWHA Majo0 W3Y4YeH W €r0 TPAHCIOPTEpPhl HA NaJbHUE PACCTOSHUS TIOKa
HEW3BECTHBI, XOTS €CTh MPETEHICHTHI Ha 3Ty poJib. Ha ceromHsmHuii eHb
MpeanojaraeMbIMd  TPAHCIIOPTEpAMU  IIMTOKMHUHA MOXKET OBITb CEMEHCTBO
MEePEHOCYUKOB B3BelIeHHbIX-HYKIe03u ] (ENT) u ceMeiicTBO myprHHOBBIX Mepmeas
(PUP) (Muraro et al., 2011). Tem He MeHee, (pYHKIHOHAIbHAS BaKHOCTh ITHX
MPEANnojaraéMbplX TPAHCIIOPTEPOB IUTOKMHUHA JUISI pOCTa M Pa3BUTHUSL PACTCHHI

elé He MoKa3aHa.

1.5.3. [IyTh nepeaayn CUrHAJIa IUTOKHHUHA

I[Iyte mepegaum curHajia UUWTOKMHUHA MAET Ye€pe3 CEHCOPHYIO
TUCTUIWHKUHA3Y, TOABKHBIA HU3KOMOJCKYISPHBIN Oenok-hochoTpaHCMUTTED
(AHP) u ornenbubiii perynstop oreta RR (Miiller, 2011). DneMeHTb CUTHATIBHOTO
MyTH MUTOKMHUHA Apabuioncuca KOaupyroTcsi HEOOIbIIMMHU CEMENHCTBAMU T€HOB,
YbH WICHBI 00OBIYHO BBITIONHSAIOT cxokue pyukuuu (Pils, Heyl, 2009). Apabunorncuc
uMeeT Tpu IUTOKMHHHOBBIX penentopa (AHK2, AHK3 u CRE1/WOL/AHKA4),
KOTOpPBIE COJIEp)KAaT KOHCEPBATHBHBIN IIUTOKMHUH-CBs3bIBaromuii jomeH CHASE,
JOMEH TMCTHIWH-KMHA3bl, 1 JoMeH cBs3biBanus (Inoue et al., 2001). Peumentopsr
AHK wurparoT mnosoXHTeNbHbIE, YaCTHYHO H30BITOYHBIE, POJIM B OTBETAX Ha
mutokuaud (Inoue et al.,, 2001). AHP sBasiOTCS HUKECTOSIIMMH MHIICHIMHU
petientopoB nutoknHMHa AHK W BBICTYMarOT B KadeCTBE MPOMEKYTOUHBIX

POAYKTOB IIpH Tiepenade curHaina K peryistopam orsera (RR) (Hutchison et al.,
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2006). CymectByeT msaTh ¢pyHKIMOHAIBHBIX Tpynn AHP y apa6unoncuca (AHP1-
AHPS), Bce kpome AHP4 gBISII0TCS TTOJIOKUTEIBHBIMA M YaCTHYHO U30BITOUYHBIMU
’JIEMEHTAaMHU B Tepefaun curHana nurokmHa (Hutchison et al., 2006), a AHP6
MOJABIsICT YYBCTBUTEIbHOCTh K 1uTokmHuHy (Mahonen et al., 2006).
Huxecrosmme mumenn AHP, RR, nenarcs Ha gBa ocHOBHBIX Kjacca: RR tumn-A u
tun-B. CyliecTByeT HECKOJBKO PETYISTOPOB Tuia-B, KoTopbie AEHCTBYIOT Kak
YaCTUYHO U30BITOYHBIE, TOJIOKUTEIBHO PErYIUPYIONINE TPAHCKPUIIIIMOHHBIN OTBET
Ha 1rokuHuH (Mason et al., 2004). Perynstoper ARR Tum-A ywacTtByroT B
OTPHIIATEIILHOM 00paTHOM CBs3M B 0TBeTe Ha IuToKkuHuH (TO et al., 2004).

Kak m aykcwH, IUTOKMHHH 3TO HU3KOMOJICKYJIIPHOE COCAMHEHUE U €T0
KOHIICHTPAITMIO KOCBEHHO OMPEIEISIIOT 10 €ro akTUBHOCTH. VICKyccTBeHHas
penoprepras konctpykiuss TCS (Two Component signaling Sensor) cocrout u3
3enmeHoro Qumroopectupyromero O6enka GFP mom koHTponeM MHUHHMAIBHOTO
IpOMOTOpa €  TOBTOPaMH  KOHCEpPBAaTMBHOM  TMoOcCleqoBaTelbHOCTH — 5'-
(A/G)GAT(C/T)-3' miis cBsA3bIBaHMS PETYIATOPOB OTBETa HA ITUTOKMHUH RR Trmn-B
(Miiller, Sheen, 2008). Ilo3mHee ObUT co3mMaH 0o0Jiee YYBCTBUTCIBHBIA U
cbanancupoBanusiii penoprep TCSn::GFP, B kKoTopoM o1 MPOMOTOPOM ObLTH HE
OJIMHAKOBBIC MOCJIEAOBATEIILHOCTH HYKJICOTHIOB Kak B TCS, a ux Bapuanuu s
orBeTa Ha pasznuuHble RR Tun-B Oenku (Zircher et al.,, 2013). ABrtopsl
uccinenoBanus Zircher et al. (2013) cooOriaroT, 4TO AaHHBIC MO PaCIPEACICHUIO
aKTUBHOCTH pEIopTepa HE MOTYT OBITh TOJHBIMH TIOKa B PEHOPTEPHYIO
KOHCTPYKIIMIO HE OyAyT BKJIIOYEHBI BCE TPAHCKPUIIIMOHHBIE (PAKTOPHI,

BOBJICYHCHHBLIC B ITYTh IICPCAa4Yn CUIrHaJla TUTOKWHWHA.

1.6. B3aumoneiicrBue (puTOropMOHOB NPH NOAAEPKAHUM CTPYKTYPbl AMK
PaccMoTpuM Kak MMEHHO TOPMOHBI AYKCHH U IUTOKWHHMH JIEMCTBYIOT B

anuKanpHON MepucTeme KopHs. Ha pucynke 1.16 ykazaHbl pa3iudHbIE JIEMEHTHI

OnocuHTe3a, METabOoIM3Ma U CUTHAIBHBIX MyTeH ayKCUHA U IUTOKMHUHA, a TAKXKe

BO3MOX>XHBIE TOYKH BSaHMOﬂeﬁCTBHH 9TUX ABYX (1)I/ITOF0pMOHOB. AHannu3 Touek
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B3aI/IMOI[CI‘/’ICTBI/I$I MOXKCET IIPOACHUTDL 110 KAKUM I'CHHBIM ITYTAM IIPOXOJUT PEryJIAIHA

cTpykTypbl AMK ayKCMHOM M IUTOKMHUHOM.

AYKCHH LMTOKMHMH
6HMOCHHTE3 Aerpaadlmsa 6uocuHTE3 Aerpaadumua
ATP/ADP

Trp . IPT
\ OKMCAEHHbIM OKMCAEHHbIM
TAA MyK CYP?SM LMTOKMHWMH

@/ o\ /@
o ““e

1 TpaHcnopT
@ | Auxi/Lax | Broasreny [ PUP|ENT |2
] 1

. PIN Beixoa ms kaetkm | ABCG14 |2

v v
. Mepeaaua curHaaa .
v A J
SCF AHK

+ AUX/IAA < AHP—

AHPé.
ARF ARR
ARR B-tmm
l A-THM
OTBET = OTE;E‘I
KAeTOuHbIA LUKA
G1/S nepexoa G2/M nepexoA .
@ cieos| @ @ cc
CDKB
CDKBI1 .
CDKAT CDKB] .
. CDKA
CYCA

Pucynok 1.16. KimtoueBbie 21€eMEHTHI ITyTeH ayKCHHA U IUTOKUHUHA. DJIEMEHTHI
nyTel ayKCHMHA U HUTOKMHHUHA, yYacTBYIOIIHNE B OMOCHHTE3E, AeTpaalu,
TpPaHCIOPTE U Mepe/laye CUTHAJIOB, a TAKKE YYAaCTBYIOLIUE B PETYIISIIUU
KJIETOYHOTO MKJIA. TOUKM akTUBaLMHK (+) WM MOJaBIEHUs (—) TOPMOHAMU IS
COOTBETCTBYIOIIMX MyTe 0003HAYEHBI 3€JIEHBIM (AYKCUH) U CHHUM (LIUTOKUHUH )
Kpyramu. A — aykcuH, 1] — IMTOKMHUH. AanTUpoBaHo U gonojHeHo u3 Schaller
(2015).
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VY4uThiBas 3HaYMMOCTh MEPUCTEMBI JIJIsl POCTa KOPHSI, HE YAUBUTENBHO, YTO
ObLTM OOHApPY)KEHbl MHOTHE TOYKHM B3aUMOJICUCTBHUS IMyTEH Mepefadyd CHUTHala
ayKCUHA U LIMTOKHMHUHA, KOHTpoJupyromue pasmep AMK. Ananns myrantoB ARR
TUI-B moKa3bIBaeT, YTO yMEHbBIICHUE pa3Mepa MEPUCTEMBI B OTBET Ha 00pabOTKY
IIUTOKWHUHOM HaXOJUTCSI TIOJT KOHTPOJIEM B OOJIBIIIEH CTENEHU TPAHCKPHUTIITMOHHBIX
dbaxkTopoB ARR1, ARR10 u ARR12 u mensmeii crenienn ARR2 u ARR11 (Dello
loio et al.,, 2008; Moubayidin et al., 2010). Bemox SHY2 (SHY-SHORT
HYPOCOTYL2) naxoauTcsi B IIEHTPE B3aUMOJACHCTBUS MyTEH Mepeaadn CUTHaIA
aykcMHa M ITUTOKMHUHA. B padore Miyawaki et al. (2004) aBTopsl moka3aiu, 4To
rersl OnocuHTe3a nurokuanaa AtIPT1, AtIPT3, AtIPTS, AtIPT7 ymensImaioT cBoto
aKTUBHOCTH B KOPHSIX B OTBET HAa 00pa0OTKY IIMTOKWHUHOM B TEUCHHE 4-X YacOB B
KOpHe, B Toxke Bpemsi reHbl AtIPTS u AtIPT/7 yBennumBaroT CBOIO SKCHPECCHUIO B
KOpHSIX B OTBET Ha 0OpabOTKy ayKCHMHOM B TedeHue 4-x 4dacoB. JlanbHeilmine
WCCJIeIOBaHMsI TOKa3aju, YTO yBelnueHue skcrpeccuu reHa AtIPTS B orBer Ha
aykcuH perynupyercs yepe3 SHY/IAA3 curnansnsiii myTs (Dello Ioio et al., 2008).
Te ke aBTOpbI MPOAEMOHCTPUPOBAIIH, YTO IIUTOKMHUH TOIABISET aKTUBHOCTH PIN
I'CHOB TPAHCIIOPTEPOB ayKcWHa 4depe3 cuHTe3 Oenka SHY2, KoTopblli HEraTHBHO
BIIUSICT HA CHHTE3 IUTOKWHKMHA. [T0o31HEE CBS3b MK Ty TMTOKMHUHOM 1 SHY?2 OblTa
JIOTIOJTHEHA BKJTFOUEHHEeM MO3uTHBHOM perysiiuu SHY2 renom ARR12 (Moubayidin
et al., 2010). B cBoro ouepeb IUTOKUHUH PETYIUPYET METa00IM3M ayKCHHA Yepes3
skcrpeccuro AXR3/IAAL7 (Jones et al., 2010).

CnoxxHast ceTh B3aUMOCBS3EH MeXAy (QUTOrOpMOHAMU AYKCHHOM H
IIUTOKWUHUHOM, a TaKKEe WX OTIOCPEIOBAaHHBIM BIUSHUEM Ha (DOPMHUPOBAHHE KOPHS
yepe3 KJICTOYHBINH IUKI, TOOYXKTaeT HcCclefoBareneii oOpamarscs K TaKoMy
WHCTPYMEHTY KaKk  MaTeMaTH4YeCKoe  MOJeNupoBaHuEe. Maremarudeckoe
MOJICIMPOBAHUE TIO3BOJIACT HW3y4aTh IWHAMUKY IIPOIIECCOB B TPOCTPAHCTBE H
BpeMeHu. OTHUM U3 MPUMEPOB TAKOTO POJIa UCCIEIOBAHUS MOKHO CUUTATh padoOTy
Muraro et al. (2014). B3aumopeiicTBusl TyTell nepeqayd CUrHajla ayKCUHA H
IIUTOKWHWHA, ONTUCAHHBIC BBIIIE, OBLIN BKIIFOYCHBI B MATEMATHIYECCKYIO MOJICITb JIJIS

IPOBEPKM TOTO, JOCTATOYHO JHM HX g (OPMUPOBAHUS U TMOAJEPKAHUA
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pacnpenenenns TOpMOHOB B KOPHEBOM MEpPHUCTEME Ha IMONEPEYHOM cpese (pucC.
1.17A). Opnako craOuibHas KapTHHA HaAOMIOAANach TOJBKO MPU HayaldbHO
3aJ1aBa€MOM YCJIOBHHM ACUMMETPHH B paclpeAesIeHUuH TpaHcnopTepoB aykcuHa PIN
OenkoB.  JlanmpHeilline — MCClENOBaHUS C  TOMOIIBIO  MaTeMAaTUYECKOTO
MOJICTIMPOBAaHUS TOKa3ald, 4To acuMMmeTpus B pacmpenenenun PIN Genkos

HEIIOCPEICTBEHHO ompeaeiseTcs pacnpeacienneM aykcuna (de Rybel et al., 2014).

A Muraro et al., 2014 b de Rybelet al., 2014
fAHPé)‘—. A\ f —, ) Sovs
o >

\ - «—ﬁi. ‘
& PII\:IJ / & PllNl J

x x
Pucynok 1.17. Moaenupyemblie peryisaTopHble ceTd (POPMUPOBAHUS COCYAUCTON
TKaHu B paboTax (A) — Muraro et al., 2014; (b) — de Rybel et al., 2014.

A — aykcuH, Il — unToOkMHUH. [IlyHKTUPHBIE CTPEIKU MOKA3bIBAIOT YMEHBIIIEHUE
KOHIICHTPAIIMU ayKCHHA B KJIETKE 32 CUET BbIBOJIa AayKCUHA U3 KJIETKH C Y4aCTUEM
PIN 6enkxoB. CrutoniHbie CTPEIKH JEMOHCTPUPYIOT MOACTHUPYEMOE
B3aMMOJICHCTBHE CUTHAJLHBIX MyTeH ayKCHHA U IUTOKUHKUHA. ['01yObIMU

CTPCJIIKaMHU IIOKAa3aHO, KAaKHUC IIPOUCCChI ITOAPA3yMCBAJIMCH 1101 aKTHBaHHeﬁ
AYKCHMHOM UTOKHWHHWHA.

1.7. IlpuMeHeHNe METOI0B MaTeMATHYECKOT0 MO/IeJIUPOBAHMS TIPH
HCC/IEOBAHMH Perysiiuy KJIeTOYHBIX IPOLECCOB Yy PaCTeHU

B nacrosiiiee Bpemsi u3ydyeHue BIUSHUS (PUTOrOPMOHOB Ha MOpQoreHes
pacTeHus B LIEJIOM U OTJEIbHBIX €0 OPraHOB B YHACTHOCTH TPeOyeT UCClIeJOBaHUS
JUHAMHMKHA JTHX INPOLECCOB BO BPEMEHH M IPOCTPAHCTBE, U MATEMAaTHYECKOE

MOJIEIMPOBAHUE MPEAOCTABIISET INPOKUE BOZMOXKHOCTH AJis1 3Toro. Ha puc. 1.18
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MMPEACTABJICHBI JIMIIb HCKOTOPBLIC MOJCIN pOCTAa U ACIICHHA KICTOK B MEPHUCTEMAX

pacTCHUA.

Jonsson H. et al, 2006
LlIBeLms

Moaeab PracnpeAsAeHWA AYKCHMHO B
PACTYLLLEM CIHCCOMDAE KAETOK
MEPUCTEMDI noGera

Hukoaaes C.B., 2010
Mumlr CO PAH

MoaeAb pEryAILMKM PU3IMEROB
BO30OHOBMTEABHOM 30HbI B
QMNMKTABHOW Mepucteme
nobera

3ybauposa y.C., 2014
miul CO PAH

MOoAEAb CUMMNACCTHOTO PoOCTd
KASTOK AMCTO

De RybelB., 2014
[OAAQHAMS

Moagab RORMHPCBTHMS
CTRYKTYPbl COCYAMCTOM TKCHM

Grieneisen V. et al. 2007
[OAAQHAMS
BarrioR. et al. 2013 Mekcuka

MoasAW KASTOYHOTO LMKAQ MPKM
PCPMHUPOBAHMM TPOAMEHTA CYKCHMHA

Muraro D. etal 2012
AHIAMS

MoagAb ASAEHKUA KAETOK HO
30ACHHOM CTRYKTYRE
MEPMUCTEMBI

Mironova V.V., 2010
mMumrr COPAH

MoagAb COOPMUPOBAHWSI M NOAAEPKOHMS
MPOUAMEHTA QYKCUHA B ANMUKOABHOM
MEPUCTEME KORHS € KASTOYHBIM LIMIKACM

Pucynok 1.18. HexoTtopbsie MaTeMaTH4eCKue MOJEINA MEPUCTEM PACTEHUI
(amantupoBan u ponoaHed u3 Werner, Schmulling, 2009).

Ha pucyHke MOXHO BBIICNUTH CJeAyOmue rpynnbl wmoaenedn (1)
omHOMepHbIe, (2) naBymepHbie U (3) JABYMEpHBIE C «MEXaHUYSCKHUM)»
B3aUMOJEUCTBUEM KJIIETOK. K mepBoil rpynme OTHOCSITCA OJHOMEPHBIE MOJEIH
poCTa U ACJIEHUS KJIETOK B 32aBUCUMOCTH OT PACHPEICIICHNUS] CUTHAIIbHBIX BEIIECTB
B Mepuctemax mnobera (Huxomae u ap., 2010) u xopus (Mironova et al., 2010;
Muraro et al.,, 2012). Bo Bcex Tpex MoOJEIsSX H3MEHEHHUS KOHIICHTPALIMH
CUTHAJIbHBIX ~ BEIIECTB B  KJIETKaX ONUCHIBAIOTCS  auddepeHnnanTbHbIMU
YpaBHEHUSIMHU, a JJIsl ONHUCAHUS KJIECTOYHOM IWHAMUKH HMCIOJIb30BAJIMCh Pa3HbIC
dbopmanu3mel, paccMoTpeHHbIEC HIKE. B pabote Hukonaesa u np. (2010) kineTounas
JMHAMUKa Oblla peaju30BaHa C MOMOIIbI0 GopManuizma auddepeHunanbHbix L-

cucrem (Prusinkiewicz et al., 1993). CyTh gaHHOrO METOJa COCTOHUT B TOM, YTO
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CHCTEMa, COCTOSIINAsI U3 Pa3IMYHBIX MOJICUCTEM, MTPEICTABISACTCS B BUJC LIETTOYKH
CUMBOJIOB. Pa3BUTHE CHCTEMBI 3aKIIOYaeTCS B JTUCKPETHOM H3MEHCHHH €€
CTPYKTYPBI: JINOO U3MEHSICTCS THIT ITOJCUCTEMBI, JINOO BMECTO OJTHOM TOJCUCTEMBI
BO3HUKAET HECKOJIBKO; YTO MOACIUPYETCS TIEPENUChHIBAHUEM CTPOKHA CHUMBOJIOB 10
npaBuiaMm, omnpeneneHHbIM B L-cucreme. B paGore HukomaeBa u ap. (2010)
MIOJICUCTEMON SIBIIICTCS KJIETKa MEpPUCTEMBI Mo0era, a CHCTEMOW OIHOMEPHBIN
MaCCHB KJICTOK BJIOJIb IICHTPAJIBHON OCH MepucTeMbl modera. B padote Mironova et
al. (2010) nmns MomenupoBaHWsS KICTOYHOM JIWHAMHKH OblIa HCIOJIb30BaHA
CTOXacCTHYEeCKas TapaMeTpU30BaHHAs TIpaMMaTHKa, peali30BaHHAsS B TIAKETE
Plenum mist cuctemsr Mathematica (moapo6Hee o Monmenu cMm. B pasaene 1.7.2).
ABTopbI pabotel Muraro et al. (2012) pa3aenuiu MoeupyeMyro 00J1acTh Ha 30HBI
C 3aJaHHBIMU XapaKTEPUCTUKAMHK, a KJICTOUYHBIA IMKJI 3aMCHHIIN BEPOSTHOCTHIO
TIOJICJIUTHCS CITyYalHOW KJIETKU W3 30HBI JICJICHHS TIOCIIE ONPECIICHHOTO BPEMECHU
pocra.

Ko BTOpOIi rpymme oTHOCATCS AByMepHbIe Mojienu (1) pocta u 30HUpOBaHHS
mepuctembl kopHsi (Grieneisen et al., 2007) u (2) dbopmupoBaHHs CTPYKTYphI
COCYIMCTON CHCTeMbI KOpHS Ha momepedHoMm cpese (de Rybel et al., 2014). B
monenn Grieneisen et al. (2007) wucnonb3oBaincs dopmanmsm «Cellular Potts
Model», cormacHo KOTOpOMY THHAMHUKA KJICTKH YIIPABIISICTCS Yepe3 MUHUMHU3AIINIO
CBOOOTHOM dHEPryur KOH(PUTYpAIUHU KIETKH (TI0IpOOHOE ONMKMCaHNue MOJIEIN JaHO B
paszaene 1.7.1). B padote de Rybel et al. (2014) B3aumoneiicTBre myTeil niepenadyn
CUTHAJIOB TOPMOHOB, ONKCaHHOE MU (HEepPCHIIMATFHBIMA YPaBHEHUSIMHU, HAIOKCHO
Ha TPOCTPAHCTBO PACTYIIMX KJIETOK mpu momoniu nporpammser VirtualLeaf (Merks
etal., 2011).

K tpeTheii rpyrimne OTHOCAT MOJIEITH, B KOTOPBIX YAUTHIBACTCSI MEXaHUICCKOE
B3auMoJIelicTBUE Mexay kiaeTkamu (Jonsson et al., 2006; 3y6aupoBa u ap., 2014;
Barrio et al., 2013). B mozaenu pocta MepucTeMbl To0era, IpeyIoKeHHOH JONSson
et al. (2006), kmetka mnpeacTaBiasieTcs B BHae mnoaychepbl. MexaHHUYECKOE
MEKKJIETOYHOE B3aMMO/ICHCTBUE COCEAHUX KIETOK MOCIUPYETCS C TIPUBJICUCHHEM

Teopur ynpyroctu. LIeHTpbl Macc KIETOK CUMTAKOTCA COCIWHEHHBIMHU CHKATOMU
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NPYXKUHON, PACTSHKEHHE KOTOPOH HMMHTHUPYET OTHOCHTEIHLHOE PaCIOJIOKEHHUE
KIETOK BO BpeMs ux pocta. CKOpOCTh pocTa KIETOK OIMpEAeIseTcs
XapaKTEePUCTHUKAMH TPYXHHBI. KIETKH pacTyT © MpeKpamarT poCcT IpH
JOCTHKCHUH OMPENEICHHOTO pa3Mmepa. JlenmsaTcss TONbKO KIIETKH, JTOCTHUTIINE
OIIPENICIICHHOTO pa3Mepa, B CIIy4alHOM HANpaBJICHUH MW CO CIIy4alHBIM
pasneneHneM 1Mo oObemy. Takoe e TpaBWIO JEJCHHS KICTOK B 3alaHHOM
HaIpaBJICHUH UCITOJIE30BAHO B MOJIEITH CUMITJIACTHOTO POCTA JINCTOBOM TUTACTUHBI B
pabore 3ybampoBoit u ap. (2014), peasmzoBaHHOW B (opMaim3Me CKICCHHBIX
OJHOMEpHBIX AuddepeHnmanbHbix L-cucreM. Bo Bcex Monensix H3MEHEHHE
KOHIICHTPAllMii  BEMIECTB W pa3MEpOB KIETOK ONKHCAaHBI B  TEPMHUHAX
muddepeHmanbHbIX ypaBHeHud. ABropsl Barrio et al. (2013) 3akmounu, 4o Ha
PaHHUX CTaIMsIX PAa3BUTHUS KOPHS BKIIIOYAIOTCS B OCHOBHOM TPH CBSI3aHHBIC
JTMHAMUKHA: JICJICHUE KJIETOK, MOIU(MUKAIUS «YNPYroro TMOJs» M paclpeeieHue
KOHIIEHTpaIuu TopMoHa (noapobnee B pazuene 1.7.3)

CBs3p MeXIy pacrpenesieHueM (UTOTOPMOHOB B KOHYHMKE KOPHS M UX
pOJIbIO B PETyJSIMM POCTa W JACJCHHS KIETOK HMHTEpecoBalia HCCIeIoBaTesei
JABHO, OJTHAKO MPHUOJIM3UTHCS K U3YUYEHUIO STUX BOIPOCOB yIAJIOCH JIMIITH COBCEM
HEJIaBHO, C Pa3BUTHUEM METOJIOB MAaTEeMaTUYECKOrO MozenupoBanus. Jlanee Oomee
NI0JJpOOHO OMKCAHBI IO OJHOW MOJICITH U3 KaXJI0H IPYIIIbI, B KOTOPBIX C TOMOIIBIO
METOZOB MAaTEeMAaTUYECKOTO MOJICIMPOBAHUS aHATU3UPOBAINCH MEXaHU3MBI

TOPMOHAJIBHOW PETYJIALMHU KJIETOYHOW TUHAMUKHU B KOPHE.

1.7.1. OcHoBHOIi peryJsiTop pocta u aejenust aykcul (Grieneisen et

al., 2007)

B pa6ore Grieneisen et al. (2007) 0OCHOBHBIM PETyJIATOPOM POCTa U JACTCHHUS
KJICTOK sIBIIIETCS ayKcuH. B Momenu mcmonb3oBaincs gopmanusm «Cellular Potts
Model». CoriacHo 3TOMYy TOAXOY MOJEIUPOBAHHS JUHAMUKU KJIETOK, KaXKIOMH
KJIETKE MPHUITUCHIBACTCSI HEKOTOPOE 3HAYCHUE MHJIEKCA J, KOTOPOE 33aeTCsl KaXKI0M
TOYKE HA TpaHHIle KICTKH. Bech BHEKJICTOUHBIH MaTpHUKC uMeeT 0=0, KJIeTKam

npunucbiBatoTcs 3HaueHust oT 1 10 Neey. JMHamMuka KIeTKM yHpaBisieTcsi yepes
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MUHHMU3AIUI0 CBOOOAHOM sHEpruu KoHdurypamuu kietku (dbopma u pasmep),

ONMCAHHOW TaMHUJIbTOHUAHOM:

‘MCE:H.‘.%'

2

H — Z jmj.a:,j, + Z )\(AU _ Ata'r'gct(o-))
<nn> o=1

I'ne mepBbIli YIIEH ONMMUCHIBAET JIOKAJIBHBIE B3aUMOJACHCTBUSIMU MEKIY
COCEJIHUMHU KJIETKaMH, a J — KOHCTaHTa SHEPTUH, ONpe/iesieHHAs: B 3aBUCUMOCTH OT
3HaYeHU dJjj. BTOpoil uneH raMuibTOHHMAHA YYHUTHIBA€T pa3Mepbl KIETKH, B
KOTOPBIX 3aTpaThl HSHEPrUM KIETKA 3aBUCAT OT OTKJIOHEHHUS IUIONIAAN €€
HNOBEPXHOCTU Aarget OT HEKOTOPOrO cpenHero 3HaueHuss As 3HaueHHE Ararget
M3MEHSETCS B IPOLIECCE pacyeTa MO B 3aBUCUMOCTH OT KOHLEHTPAIMU ayKCUHA
B KJIeTKe. B Mojienbs BBOJSATCS orpaHuyueHus Ha pa3mep kieTku: (1) pasmep KieTku
JIOJKEH OBITH 00JIbIlIE MUHUMAJIBHOTO pa3dMmepa (mapameTp Amin) U (2) KJIETKa HE
pacreT OoJbIIIe ONpeaesieHHOTO pa3mepa (mapaMeTp Amax): Amin <Atarget <Amax -

N3MeHnenne KoHUTypaluu KJIETKH ONKHCAaHO Yepe3 BEpPOSTHOCTH

bonenmana:

{= 1 eciu AH < —Y
N Y AH+Y .
plo; = owr) =e kT ecimAH = -Y

B Monenu keTouHbIN UK COCTOUT U3 ABYX (ha3: (ha3bl MEJICHHOTO pOCTa
T1l=const u ¢a3ser ObicTporo pocra 72(C) (puc. 1.19). Bpems, mociae KoToporo
KJIETKAa MOXKET IOACTUThCS SBISCTCS MUHHMAaIbHBIM (T1), eciii BBITOIHUTCS
yCIIOBUE JUIsl JIETICHUSI — BBICOKAsl KOHIICHTpalMs ayKchHa B KieTtke. B ¢aze T2
KJIETKa pacTeT ObicTpee, yeM B (aze T1, u BpeMs HaxoxkJeHus KJIEeTKU B ¢aze T2

MPOTOPIIMOHAJIBHO JIorapu(My OTHOIIEHHS KOHIICHTPAIIMM ayKCHHA B KIIETKE K

IIOPOTOBOMY 3HAYCHUIO.

T2(C) = max(a * In ¢

- ,0), tme Cpin — TIOPOrOBOC  3HAYCHHE
min

KOHIIEHTPAIIUU ayKCHHA.
[Tocme Bpemenu Tl + T2(C) kaeTka MOKET MOICIUTHCS CHOBA. Takum

oOpa3oM, KjeTKa MNojJenauTcsi ObicTpee, mpoiuas Toibko T1 ¢asy, eciu Oyner
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COXpaHATb YPOBEHb ayKCHHA Bbllle noporosoro. Creayer OTMETHUTh, YTO
ONMCAHHBIA MEXAHW3M PEryJIilIMM KIETOYHOI'O IMKJIA HE PACIPOCTPAHSETCS Ha
KJIIETKM KOJYMEJUIbI W IOKOSAIIUKWCS LEHTP. YCTOMYMBBIA TPAJUEHT ayKCHHA,
CBSI3aHHBIM C MAKCHMYMOM, B COYETAHUM C PA3HBIMU POJIIMU ayKCHHA B KJIIETOYHOM
JICJICHUU U POCTE, CIOCOOHBI OOBSICHUTH (POPMHUPOBAHUE, MTOAJIEPKaHNE U POCT 30H
MEPHUCTEMBI U PACTSKEHUS. B pe3ynbraTe MOAeInpOBaHuUs IT0Ka3aHO, YTO aKTUBHBIN
TpaHCNOpT U AUPPY3UsT MOTYT HOJHOCTBIO ONPEIEIATh CTAOMIBHBI MAaKCUMYyM
ayKCUHa M ero rpagueHThl. CTOUT TakKe yTOYHUTH, YTO B MOJIETH JKECTKO 3aJaHa
CTPYKTypa IEpepacuperesieHuss ayKCHHA, 4YTO HE IO03BOJAET MOJIEIUPOBAThH

Mop@oreHes cam 1o cede.

& AeAeHue

Pucynok 1.19. Mozens ayKCHH 3aBUCUMOM PETYJISINUA KIETOYHOTO UK
(amantupoBano u3 Grieneisen et al. (2007)).

1.7.2. AykcuH u ®aKTop JejieHUus1 — PeryJsiropbl KJIeTOYHOr0 UKJIA

(Mironova et al., 2010)

B pa6ote Mironova et al. (2010) paccmaTtpuBaeTcst 0THOMEPHAS MOJICITb, TJ1C
aHCaMOJIb KJIETOK PACIOJIOKEH BIOJIb IIEHTPAIbHON ocu KopHs. Camast qucTaibHas
KJI€TKa, HAXOJAIIAsACS Ha KOHYMKE KOpHs, mMeeT Homep 1. B cooTBercTBHH C
anaromueii kopHs A.thaliana (Dolan et al., 1993), Tako#i psi KJI€TOK HAaYWHACTCS C
3-5 KIETOK KOpPHEBOrO 4YeXJMKa (CIYIIMBAIOIIMECS KICTKU HE YUUTHIBAIOTCS).

CJ'ICILYIOHIa}I CTBOJIOBasd KJICTKAa KOPHEBOI'O YCXJIMKaA, 3aTCM ]._H_[, CTBOJIOBasA KJICTKaA
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COCYIUCTOM TKaHH, €€ JOYEpHHE KIETKM M, HaKoHel AuddepeHIupyomuecs
KJIeTKH cocyauctoit Tkanu (puc. 1.20A). [TocnenHss kieTka B aHcamOIie (KIeTKa ¢
HoMepoM N) HaxoauTcs B MEPEXOIHON 30HE OT KOpHsS K mobery. B moxpenu
paccMaTpuBaeTCs akpoIneTalbHbINA MOTOK ayKCUHA U3 KJIeTKU N 1Mo HampaBiIeHHIO K

kietke 1, kotopeiil perynupyerca PIN1 6emnkom.

— MoTok aykcuHa — AKTUBHbIE <= Auddysus

ns nobera TpaHcnoptT —» [erpagauyus
KopHeBok Yexnmk (K4 ) MH1Umarns! cocygmcTon TKaHn
MHWUmran K4 MepMcTemMaTM4ecKan 30Ha
MOKOALWMIACA LEHTP ZoHa andhhepeHUMpPOBKK

QAYKCHH

BbICOKMM
YPOBEHb

HM3KUMA
YPOBEHb

PIN1 PIN1 PIN1
r|6H DeAokK OeAoK

Pucynok 1.20. A. Ctpykrypa konurka kopss A.thaliana Bross
LEHTPAJILHON OCH KOPHS U €r0 MPEACTaBICHUE B OJTHOMEPHONW MOJEIIH.
CrpenkaMu yka3aHbl HCIIOIb3YEMBIE B MOJIEIN IPOLECCHI, BIUSIOIINE HA
pacnpezenenue aykcuna. b. BnusiHue aykcuHa Ha CMHTE3 U JeTpajaluio 0enka
PIN1 (amantupoBano u3 Mironova et al. (2010)).

[TocTosiHHBIN MTOTOK ayKCHHA U3 Mo0era onucaH JuHeiHo a1 N-o# kieTkw,
MEXKJIETOUYHbIE TPOMEKYTKHA B MOJIENI HTHOPUPYIOTCS. KOHLIEHTpanus aykcHHa B
Kaka0oi u3 N KIETOK pacCUMTHIBACTCSI B COOTBETCTBUU CO CIEAYIOLIUMU
nporieccamu: (1) ayKCHUH TIepeMeInaeTcst MexX Iy KieTkamu nuddy3ueit (macCHBHBIHN
tpaucnopt); (ii) Cunrres PIN1 akTuBHpyeTCS TP HU3KUX KOHIIEHTPAIIUAX ayKCHHA,
a nerpajanus Oenka npu Bbicokux (puc. 1.20b). OgHoHanpaBlieHHbIA aKTUBHBIN

TPAHCIOPT ayKCHHA JIMHEHHO 3aBUCHT OT KoHIleHTparmu PIN1 6enka B kietke. (iii)

Oco0oe rpaHMYHOE YCIOBUE OMPEEIICHO ISl IEPBOM KJIETKU: ayKCUH BBIXOAMT U3



50

KJICTKH TOJIBKO AU dy3ueii U TOIBKO BO BTOPYIO KieTKy. (1V) HeoOpaTuMblii BEIBO
ayKCHHA M3 CUCTEMbI ONTUCHIBACTCS TUHEHHON TUCCUTIAIMEH, KOTOpas 0ObeIUHICT
MIPOIIECCHl KOHBIOTAINH, OKUCIICHUS U TPAHCTIOPTa MEPICHANKYJISIPHO TIPOI0IEHOMN
ocu KOpHs. V3MeHeHne KOHIICHTpaIlMN ayKCHHA B KJIETKaX OMUCAHO CIEAYIOIICH

cucremor ypaBHenui (1.1):

d(ll
dt

IPIN 1 %
‘ ’]=I\'1[1] 1+
dt

= [7)((12 _(l|)+ I\'ollzpl[\‘rl - I\'dlll

h,

h, 2
Q|| =k,PIN, [ 14] 2L
q q3

d(l,‘

1 =l)(dl+l +”i—l _Z‘Ii)+K(7(‘li+ll)1Ni+l _(lil)l[\r,')_l\’d(ll'
at
IPIN ; _\ . ¥ ' =
— =K, L. | i = —k,PIN;| 1+ =
dt q1 q» q3
lan
% = -+ [,)(llN_I — (l!\v) _I\-ddA\' — I\-o ”Nv 1)1‘\7 N
at
IPIN h, h, 1 h,
NN T 1
SN _p | N 1+ &N —k,PIN | 1+] =D
dt q1 q2 a3

rae N - kieTka, Oymkaiimas kK mooery (KOJMYecTBO KIETOK B aHcaMOute paBHO N). a;

u PIN; — konnentpanuu aykcuaa u PIN1 B kiieTke i. o MOTOK aykcHHa U3 mooera,
omucad st N-oii knetku; Ky u D kospduuuentsl auccunauuu u nuddysumu,
COOTBETCTBEHHO. Ko KOHCTaHTa CKOPOCTH aKTUBHOTO TPAHCIIOPTA, PETYIUPYEMOTO
PIN1 6enkamu. AxTtuBaius u nojnasieHue sxcnpeccun PIN1 aykcuHOoM omucaHa
byakusavu Xuiuta ¢ koddduimentaMu cuHTe3a W jaerpagaiuu Ki u Kz, ¢ Qi
MOPOTOM aKTHBAIMK CHUHTE3a (1, MOpOrom HACHIICHUS aKTUBAIMKA CUHTE3a (2 U
noporom aktuBanuu nerpaganvu PIN1 Oenka 3, a h; m hy xoaddunmenTs
HEJIMHEMHOCTH MEXaHW3MOB aKTUBalMuM cuHTe3a U gerpagamuu  PINI,
COOTBETCTBEHHO.

B pabote Mironova et al. (2010) perymsius KJI€TOYHOTO IIUKJIa FOPMOHAMHU

uccieoBana 0oJree o IpoOHO B cpaBHEHUH ¢ padortoit Grineisen et al. (2007), ais
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ATOTO HAPSAY C ayKCHHOM PAacCMOTPEHO BIMSIHHE TOTIOJHUTEILHOTO MOp(dorena —
daktopa pgenenus (Division Factor). Kiertounsiii 1muki OblT MpencTaBiIcH
MocJIeIOBaTeIbHBIMA  (ha3aMu  pOCTa W OXHUIAHUS Tepen neleHueM. Bpewms
NPOXOXACHU (a3 — 3TO CiydaiHble BEIMYUHBI C (YHKIUSMHU ITUIOTHOCTH
BEPOSTHOCTH, 3aBUCAIIMMU OT GyHKIMH fep m fip. ®DyHkmus fep 3aBHCHT OT
JMHEWHOTO pa3Mepa KIeTKH (I) ¥ pacTeT BO BPEMEHHU:
1
1+€Xp(—102(7ﬂ—?’min)) (1 2)

fep(r) =

B to Bpems kak dynkius fip mpencrariena ¢pyHknuendn Xuia ¥ 3aBUCUT OT

KOHIICHTpaIuu (akTopa IeICHUs:

h v

DivF div, 1

k.

fip(DivF) = A=At
. div,2
DiwF
1+
kdn!,Q (1 3)

ABTOpBI TPEIIONIOKUIN, YTO CKOPOCTh JEIEHUS KIETKH HEJIMHEHHO
3aBHCUT OT KOHULEHTpauuu ¢akrtopa AeNeHUs B HE: CKOpOCTb HU3Kas (WM
HYJIEBasl) OSIBJSIETCS IPU HEJIOCTATKE WIIM M30BITKE (DaKTOpa JEJeHUs, a BhICOKas
— IpU CpPEeIHUX 3HAYEHUAX KOHIEHTpauuu (axtopa aeneHus. Dakrtop neieHus,
CUHTE3UPYACH C MMOCTOSSHHOW CKOPOCThIO B KileTkax 1L, u, nerpanupys B Kaxxaoun
KJIETKE B 3aBUCUMOCTH OT KOHLEHTpAalMU ayKCHHA, PACIPOCTPAHSETCS MO TKaHU
muddy3ueit co CKOpOCThIO, MPEBBIIAOIICH CKOpOCTh MudPy3uu aykcuHa (puc.
1.21). HecMoTps Ha TO, YTO aBTOpaM YAAJIOCh MPOMOJEIUPOBAT MUTOTUYECKYIO
aKTUBHOCTb B KOHUMKE KOPHS, TaHHAsi MOJIeb TpeOyeT pa3BUTHS ISl IPUOIKEHUS

K p€aJIbHbIM I'OPMOHAaM pPaCTCHUS.
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A =)
A A
0.4 0.3
0.3 chakTo
p chakTop
0.2
0.2 AENeHnA AyKeun AeneHns
AeneHne
0.1 KNeTKKH 0.1
cu cu
2 4 3] 8 > 2 4 6 8 >

Pucynok 1.21. A. ®yHKIMSA, ¢ KOTOPO Y peryiupyer CKOpOCTh JIeIEHUS KICTKH.
b. Cxopocth aerpanaruu dhakTopa JAeIeHUS B 3aBUCUMOCTH OT KOHIICHTPAITUU
aykcuHa (amantupoano u3z Mironova et al. (2010)).

1.7.3. IIMKJIUHBI OCHOBHBIE PEryJasiTOPbI KJIeTOYHOro mukJa (Barrio et

al., 2013)

B pa6Gore Barrio et al. (2013) onpeaenstomumMu peryasaTopaMu KJIETOYHOTO
MKJIa B MEpPUCTEME KOpHs mpeacTaBiieHbl nukiauHbl rpynn D, B u A (CYCD,
CYCA u CYCB), xoneGaHusi KOHLIEHTPAUUW KOTOPBIX ONPENEISIOT MEePEXOIbl
Mexy dhazamu kinetounoro mukia: G1/S u G2/M. YhpoIreHHbIN KIeTOYHBIN ITUKIT
cocrout u3 4-x ¢a3z: Gl, S, G2, M. Konmenrpauueidi aykcuHa B KIETKE
OmpeeIIeTCs BpeMs MPOXO0KICHUS BCETO KJIETOUYHOTO IUKJIA A0 JeJeHUs. ABTOPbI
BbIOpanu mMojenb Jlorku—Bonbrepps! ams onucanus ociwnsiiuii B kietke CYCD
(u) m CYCB (V) B 3aBHCHMOCTH OT KOHIICHTpaluH aykcuHa (puc. 1.22, cucrema

ypaBHeHu#t (1.4)). CYCB B aTo0if Mojaenu mpeacTaBiseT co0oil oObeauHeHue

bynkuuit CYCA u CYCB.
ou
5= u(l —v)
ov
3. = prv(u—1), (1.4)

Ota cucTemMa peanu3yeT KosebaTelbHOe IMOBEICHHE, eclii 3 HaXOquTcs
BHYTPH ONPEEIEHHOr0 auana3ona, nepuo (T) u hopma BOJTHBI 3aBUCAT TOJIBKO OT

B v rpannuHBIX ycrmoBuid. HeTpyaHo mokaszats, uto neproa 1 paBeH:

21T

T:\/E’

(15)
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KOTOpPbI 00paTHO MPONOPLUOHATEH KBAaJIPaTHOMY KOPHIO M3 JMHEHHOro TemIa

pocta «KepTBbD» (U) 10 YPOBHS CMEPTHOCTH «XHUIITHUKA» (V).
2.5

2
15
1
0.5
0

-1.5
Pucynok 1.22. VI3MeHeHust KOHIICHTPAIMil IBYX THUIIOB IIUKJIMHOBBIX TPYIII U

TUIMYHBIE OCHMILIAIMK U3 Moaenu JIotku—Bonbreppsl. OTHOCHTENBHBIE JaHHBIC
AKCIPECCUU UKINHOB Tpyniibl D (huonetoBbiit 1BET) u rpynibl B (3eneHsbiii
nBeT). ['onmybas v KpacHast JMHUN COOTBETCTBYIOT HHTHOMTOPY U aKTUBATOPY B
mojenu Jlotku—Bonbrepps! (pucyHok B3sT u3 Barrio et al. (2013)).

ABTOpPBI TIPEANIOIO0KHIN, YTO KOHIICHTPAIMS ayKCHHA JTUHEHHO CBS3aHA C
CIIMHCTBCHHBIM TapaMEeTPOM 3TOW JUHAMHYECKOW cucteMbl: B=v-c(i), rae c(i) —
KOHIICHTpaIus aykcuHa B | kietke. CienoBaTeabHO, KaX/aas KJICTKa UMEET CBOM
OTAEIbHBIE Yachl, KOTOPbIE 3aIyCKAIOTCs OBICTpEE MIM MEIJICHHEE B 3aBUCHMOCTH
OT KOHIICHTPAIIMK ayKCHHA B paccMaTpuBaeMoii moaenu. Kiretka aenurcs, koraa t=
0 -(nAt-Ti[7]), rne dyHkmus J paBHa 1, korma 4uciio uTepanuii paBHO hAt,
UCTIOIb3YEMBIX B MHTEPUPOBAaHUK Diijiepa, mpepbiiiaet nepuoia. CraenoBareibHo,
¥ — Apyras KOHCTaHTa, KOTOpasi CBS3BIBACT BPEMEHHYIO LKAy BOCIPOU3BEICHHUS
(7) ¢ BpeMEHHBIM II1arOM, KOTOPBIH UCTIONIB3YETCS ISl TMHAMUKH PeIaKCallHH.

Takum 00pa3oM, aBTOPBI MPEAMOIOKUIH, YTO TIEPUOJ] KJICTOYHOTO IMKIIA
00paTHO MPOIMOPIIMOHATIEH KOHIIEHTPAIlMM ayKCHHA B KJIETKE, T.C. YE€M BBIIIE
KOHIICHTPAILIUS, TEM PeXke KIeTKa OyaeT IenuThes. Y B 4nCIeHHOM MOJICTUPOBAHHH
I0Ka3alld, YTO UX MOJENb aJeKBATHO OMUCHIBAET MPOIU(PEPAIHOHHYI0 AKTHBHOCTD

B MepucTeme Kophs A. thaliana.
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1.8. 3akJj10ueHue Mo 00630py JUTEPATYPhI

Mepuctema KOpHSI SIBIs€TCA YIOOHBIM OOBEKTOM [IJISi HCCIEIOBAHMS
MEXaHU3MOB  (PYHKIIMOHMPOBAHMWSI  HUIIKA  CTBOJIOBBIX  KJIETOK.  BBumy
r€OMETPUYECKH MTPOCTO YCTPOEHHOM HUIIIE CTBOJIOBBIX KIIETOK, B KIETOUHBIX PsAIax
MEPHUCTEMBI JIETKO TMPOCIICKUBAOTCSA BCe CTaauM AUGOEPEHIIMPOBKUA KIETKA OT
IUTIOPUIIOTEHTHOW 10 CIIEHMAIM3UPOBAaHHOW. Bompoc 0 MexaHu3Me noaaep:kaHust
IUTIOPUIIOTEHTHBIX KIIeTOK [11] MeprcTeMbI KOpHS YCIIEIIHO U JABHO UCCIETYETCS B
LEJIOM psiie pabOT POCCUHUCKUX U 3apyOeKHBIX YUEHBIX. MeHbllle BHUMAaHUSA OBLIO
YAEJIEHO HCCIIETIOBAHUIO NOJIepKaHUS KOJINYECTBA TPaH3UTHO-
aMILTA(QUITUPYIONTUXCS KJIETOK, KOTOPhIE COCTABJISIOT OOJIBIIYIO YACTh MEPUCTEMBI.
OcraeTrcd HEMOHATHBIM, YTO OTPAHUYMBACT KOJIMYECTBO JICJICHUM 3THX KJIETOK? B
3aBUCHUMOCTH OT KaKOro CUTHAJIa M3 JBYX JOYEPHUX KIETOK, OJHA MPOJIOJKAET
JEeTUThCsI, a BTOpas npuctynaer k auddepenuupoBke? Kak B mepucreme
MPOUCXOJUT TIOJIEp)KaHue OallaHca MEXKAYy KOJMYECTBOM JIETSIIUXCS U
CHEUHAA3UPYIOIIUXCS KIIETOK?

BrisiBieHne MexaHW3MOB, JIeKAllUX B OCHOBE MOP(HOreHETHYECKUX
MPOIIECCOB — ATO «OOpaTHBIC 3a/1aun» OUOJIOTUH pa3BUTHA. B oTiuune oT «mpsmon
3a/1a4un», UCCIEI0BATEIO U3BECTHBI M HAYAJIbHOE U KOHEYHOE COCTOSIHUSI CUCTEMBI,
HO HEOOXOJMMO ONPENCIUTh COBOKYIMHOCTh MpPaBWJI M YCJIOBUH, KOTOpHIE
MO3BOJIMJIM €M TPUWTH K3 OJHOIO COCTOAHUSA B npyroe. s wucciaenoBaHus
pEeryJialiMu KJIETOYHOTO IMKJIAa B MEPUCTEME KOpPHS TakXKe CIeIyeT peliaTh
«O0paTHYIO 3aJady»: U3 MHOTO00pa3usi pazHOPOAHBIX JAHHBIX 00 AKTHBHOCTH
pa3HOOOpa3HBIX PETYJSATOPOB B KOpHE, BHIOpaTh HanOoJiee BaKHBIC M BBISICHUTH
BHYTPEHHHE MPUUYUHHO-CIICJICTBEHHBIE CBSA3U MEXKy dTUMHU JaHHBIMU U TIpouIeM
npoiudeparmoHHON aKTUBHOCTH B MEPUCTEME.

Baxxnyto posib B peryisiuu NpoCTPpaHCTBEHHO-PACIPEACICHHBIX MPOIIECCOB
UTPalOT MOP(OTreHbI, KOTOPhIE HEPABHOMEPHO pACIPEICICHHl B TKAaHU U B
3aBUCUMOCTH OT KOHIICHTPAIMU MO-PAa3HOMY BJIMSIOT HA KJIETOUYHYIO JUHAMUKY. Y
pacTeHuil KJIIF0YEBBIMUA MOP(OreHamMu, PEryIupyrOIMMHA HUIILY CTBOJIOBBIX KJIETOK

B KOpHE, fABJIAETCA (PUTOTOPMOHBI AayKCMH WU IUTOKUHUH. M3BecTHO, uTOo 00a
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TOPMOHA YYacTBYIOT B PETYJSIIMA OCHOBHBIX KOHTPOJBHBIX TOYEK KJIETOYHOTO
nukia (G1/S u G2/M), HO ecTh JaHHBIE KaK O MO3UTUBHOM PETYJISIIIUM TOPMOHAMHU
ATUX TEPEXO0JI0B, TaK M 00 BO3MOKHOCTH WHTHOMPOBAHUS MEPeXoqoB K S u M
dazam. CorocTtaBieHUe OSKCHEPUMEHTAIBHBIX JAaHHBIX O paclpeeieHUH
(UTOTOPMOHOB, O UX POJIH B PEryJsIUA Mpoiudepanuy u o mpoiudeparnoHHON
AKTUBHOCTH B KOHYHMKE KOPHS MOXET ITOMOYb BBISIBUTH KIFOUEBBIC PETYIATOPHEIC
MEXaHHU3MbI, 00CCIIEUYNBAIONINE MPOXOXKIACHUE KICTOYHOTO IMKJIA B JCTSIIMXCS
KJIETKaX W BBIXOJ] M3 IIUKJIA TI0 Mepe UX audhepeHITMPOBKH.

MareMatuyeckoe MOJETUPOBAHUE TMPEIOCTABISIET BO3MOKHOCTU  JIJIsI
pEIICHHMS ATOH 3a/1auH, ITyTEM BBISIBJICHUS MUHUMATBHBIX PETYISATOPHBIX KOHTYPOB,
IIPU KOTOPBIX TOJIHOCTBIO BOCITPOM3BOSATCS OCHOBHBIC XapAKTEPUCTUKH CHCTEMBI
u ee quHamMuku. OHAKO CYHIECTBYIOIIME MOJIENIH MO0 HEIOCTATOYHO KOPPEKTHO
OMUCHIBAJIU KOHTPOJIb KieTouHoro nukia (Grieneisen et al., 2007; Barrio et al.,
2013), 1100 y4uTHIBAIOT TUNIOTETUYECKUE perynstopsl (Mironova et al., 2010). B
CBSI3U C 9TUM aKTyaJIbHOMU SIBJIICTCA 3a/1aya pa3BUTHSI MATEMAaTUYECKON MOJIEITH JIJIst
WCCJICIOBAHMUSI KOHTPOJISA KJIETOYHOTO IIMKJIAa (PUTOTOPMOHAMHU AayKCHHOM U
MUTOKMHUHOM. [lenpto nmaHHOM paboThl OBUIO HE TOJIBKO (opManu3aIus
DKCIIEPUMEHTAILHBIX JaHHBIX B MAaTEMaTHYECKMX MOJENAX, HO W TeHeparus

TECTUPYCMBIX B OKCIICPUMCHTAX I'MIIOTE3 U UX IMOCICAYIOIIas ITPOBCPKaA.
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['JTABA 2. MATEMATHUYECKOE MOJIEJINPOBAHUE ®OPMWPOBAHUA 1
[HOAAEPXAHUA CTPYKTYPbI AMK

[IpeanocbuikaMu sl CO3JaHUsl HACTOSIIIEN MOJEIN ObLIM AKCIIEPUMEHTHI
Jlenma Moo mnokasaBmme, 4to Tocie oOpaGOTKM HHM3KAMH KOHIICHTPALMSMH
sk3oreHHoro aykcuHa (0,1eM  WMVYK, 244) pasmep MepuctemMbl KOpHS
YBEJIMYMBACTCS, a MOcjie 0OpabOTKM BBICOKMUMH KOHIICHTPALUSIMHU ITUTOKUHUHA
(0,1uM Tpanc-3eatunna, 244) ymenbinaercs (Dello loio et al., 2007; Dello loio et al.,
2008) (puc. 1.10). U3BecTHO, YTO B KOHYMKE KOpHS 00a (PUTOrOpMOHA HUMEIOT
HepaBHOMEpHOe pacrpenenenue (cm pasaenst 1.4, 1.5, puc. 1.12, 1.14). AykcuH u
IUTOKHHUH OKa3bIBAIOT CYIIECTBEHHOE BIMSHHE Ha MPOXOXKICHHWE BCEX ITAIOB
KJIETOYHOTO IWKiIa B pactenuu (puc. 1.6, puc. 1.16). Opnako, ocraercs
HEU3BECTHBIM, KAaKH€ U3 3TUX PETYJIATOPHBIX BO3AEHCTBUI SBISIOTCS KIFOUEBBIMU
B MEpUCTEME KOpHS, M KaK OHH pealu3yloTCs B TPAJAMCHTaX paclpeaciieHus
ayKCMHAa U LUTOKMHUHA B KOHYMKE KOpHs. B JaHHON TIiaBe Mbl MONBITaeMCs
OTBETUTh HAa O3TU BONPOCHl C HCIOJB30BAHMEM METOJIOB MaTEeMAaTHYECKOTO

MOJIETTUPOBAHUSI.

2.1. Pemmienue oOpaTHOi 3a1a4M: NOMCK MUHMMAJIBHOIO PEryJIsiTOPHOIO
KOHTYypa

MBI BBIIBUHYJIM TUIOTE3Y, YTO TI'PAHUIBI MEPUCTEMBI, PETYJIUPYIOTCSA B
COOTBETCTBHE C PACIPEACICHUEM KOHLIIEHTPALM ayKCUHA U IUTOKMHWHA B TKAaHU U
UX KOHLEHTPALMOHHO-3aBUCHMBIM BIIMSHUEM Ha KJIETOYHBIM LUKI. [ mpoBepku
ATOM TUIMOTE3bl MBI CPOPMYIHMPOBATIU «OOpaTHYIO 3aJady», MOCTPOMJIM Ha €€
OCHOBE JIOTUYECKYIO MOJIENb U IIPOBEJIM €€ aHAIIN3.

DopMyJTHPOBKA «O0OPATHOM 32124,

Heobxoanmo nmogo0paTh MUHUMANBHBINA PETYJIATOPHBIM KOHTYP KOHTPOJIS
KJIETOYHOTO IMKJIAa pacTeHUs (PUTOrOPMOHAMH ayKCHHOM WU LIUTOKWUHUHOM, NpPHU
KOTOPOM MOKET (DOPMHPOBATHCS U MOAJIEPKUBATHCSA MPOIUPEPalMOHHBINA JOMEH

MCPHUCTEMBI KOpHS B I'paAMCHTAX KOHOCHTPAIWH 3THUX q)HTOFOpMOHOB.
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Jlnst pemienust «oOpaTHOM 3aauym» HEOOXOAUMMO ObUIO Ha MEPBOM ATare
CHUBUTH CIIO)KHOCTh HUCCIEAYEMON CHUCTEMBI, YOpaB U3 pacCMOTPEHUS] HEKOTOPHIE

JIeTalid UCCIEyeMOTO MPOIIECCa U MIPUHSAB Psif IOMYIICHUH.

JNonymenue 1. KoHleHTpauuu ayKCMHa U IMTOKHHUHA yCPeTHEHbI 1Sl
TPeX 30H B KOHYUKe KOPHSI.

Pacnipenenenusi KOHIIEHTpAlMM ayKCUH U UUTOKMHMHA B KOHYHUKE KOPHS
UMEIOT CJOXHBIE MPO(UIN, CYIIECTBYIOT TKaHecneunu@uyHble OCOOECHHOCTH
CHHTE3a, TPAHCIIOpTa W Tepenadyn curHana 3tux ¢uroropmonos (Schaller et al.,
2015). Uudopmanuu 00 SHIOTEHHBIX KOHIICHTPAIUSIX (UTOTOPMOHOB B KJIETKaX
MEpPHUCTEMBI KOPHSI HET, €CTh TOJIbKO OTHOCUTEIbHBIE AaHHbIE (puc. 1.12, 1.14),
MO3TOMY MBI OyJIeM HCIIOJIb30BaTh OMHAPHYIO KJIACCU(DUKAIINIO: HU3KUE U BHICOKHE
KOHIICHTpaIuu. B aToM ciiydae, B KOHYUKE KOPHS MOXHO BBIJICITUTH TPU 30HBI, JIJIS
KOTOPBIX XapakTEepHbl B CPEAHEM HHU3KHE WJIM BBICOKHE KOHIIEHTpAIlUU JBYX
¢buroropmonoB (puc. 2.1A). B xomymemie u Il (o6nacte «1»), KOHLIEHTpaIuu
000OMX TOPMOHOB OTHOCHTEIHHO BBICOKHE. B mpommdepannoHHOM I0OMEHe
MEPHUCTEMBI (00J1aCTh «2)), KOHIIEHTpAlU1 000MX TOPMOHOB HU3KKE. B TpaH3uTHOM
JIOMEHE MepHUCTeMbI (00J1acTh «3)»), KOHIICHTpAIUsl ayKCUHA OCTaeTCsl HU3KOM, a

KOHOCHTPAaOWs HUTOKWHHWHA ITOBLINICHA.

Jonymenune 2. Huzkue M BbICOKME KOHUECHTPAUMH AyKCHHA H
HMTOKMHMHA UMEIOT POTHBOMOJIO0KHOE JIeficTBHE.

N3BecTHO, YTO M ayKCUH, U LIUTOKMHUH HEOOXOAMMBI UISl MPOXOMKIACHHUS
KJIETOYHOTO IIMKJIA, OJJHAKO MX BBICOKHE KOHIIEHTPALUU MPENATCTBYIOT JEJIECHUIO
kietkn (Campanoni, Nick, 2005; Dello Ioio et al. 2007). Ha mepBom 3Tamne Mbl
OyZieM CUUTaTh, YTO pa3Hble KOHIIEHTPALMU UMEIOT MPOTUBONOIOXKHBINA 3(hPEeKT Ha
TOT WJIM MHOW 3Tal KJIETOYHOTo LMKiIa. Hampumep, 4To HU3Kas KOHLIEHTpaUus
aKTUBUPYET MPOXOKJIEHUE (Pa3bl KIIETOUHOTO 1IMKJIA, @ BHICOKAsi HHTUOUPYET €ro, u

Hao0opoT. Jlasiee OyAyT pacCMOTPEHBI 00JIee CIIOKHBIE BAPUAHTHI PETYIISIUU.
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Jonmymenne 3. Paccmorpena peryasuusi T1oabko0 G1/S m G2/M
Nepexoa0B.

MpI paccMOTpeNH YIPOIIEHHYIO0 CXEMY KIETOYHOTO IIUKJIA, COCTOSAIErO U3
nByx ga3 G1 u G2 u n1Byx KoHTpoabHBIX Touek G1/S u G2/M (puc. 2.1B). Knetka,
HauaB perumkanuio JIHK, nim MuTo3, He ocTaHaBIMBAETCs HA MOJITYTH, TIO3TOMY
MbI HE paccMaTpUBaeM B JAHHOM paboTe peryaluio 3TUX NpoleccoB. Perymsius
OCTaJIbHBIX YEKITOMHTOB KJIETOYHOTrO IMKJA cuuTaercs BkiodeHHou B G1/S wmm
G2/M mnepexonpl. U3BeCcTHO, UTO ayKCMH M LUTOKMHUH OKa3bIBAIOT BIMSHUE Ha
npoxoxnenue G1/S u G2/M mepexonos (puc. 1.6). Kpome Toro, umeHHo Ha
nepexone G1/S y pactenuil HaOMIOgAETCA BBIXOJ U3 MUTOTUYECKOTO KJIETOYHOIO

IMKJIa B SHJIOIMKIJ B TPAH3UTHOM JOMEHE, T.€. AeseHus npekpaiarorcs (Adachi et

al., 2011).

Jonymenune 4. YnpomeHHble npopwin mnpoudepanuoHHOM
AKTHBHOCTH

KneTtku pasHbIx TKaHEW NENSATCA C pa3MYHOW WHTEHCHBHOCTBIO, OJIHAKO,
KaKk M B Ciy4yae C pacnpeneineHueM ¢GuToropmoHoB (puc. 2.1A), MBI MOxeM
npeHeOpeyb HEKOTOPBIMU JIETANISIMU NPU PACCMOTPEHUH OJTHOMEpHOU Monenu. Ho
HY)XHO YYWUTBIBaTh, YTO KJIETKH KOJYMEIUIbl (00JacTh «1») MpeuMyIecTBEHHO
Haxonsarcas B Gl daze. Knerku mnponudepanmonHoro aomena (001acTh «2»)
aKTUBHO JENATCS, MO3TOMY MOryT HaxoauTbes kak B Gl, tak m G2 daze. B
TPaH3UTHOM JIOMEHEe KJIeTKU (00macTh «3») Bce eme cnocoOHsl mepeitu G1/S

KOHTPOJIbHYIO TOUKY, HO HE CITOCOOHBI K Jenenuto 1 Haxonarca B G2 ¢aze (Hayashi

et al., 2013).

2.1.1. Jloruveckasi MojieJib MUHMMAJIBHOTO PEryJsITOPHOI0 KOHTYpPa

KJIETOYHOT0 IUKJIA O] KOHTPOJIeM ayKCHHA U IUTOKNHUHA.

C yuerom npuHATHIX nonymieHui (1)-(4), HaYaabHBIMH JAHHBIMH JJIS
peleHust «0OpaTHOM 3aauny ObUIM YIIPOIIEHHBIE pAacTIpe/IeIeHUs] KOHIISHTPaUM

ayKCHHA W IIUTOKUHHWHA BJOJIb KOHYMKA KOpHs (puc. 2.1A). Koneunsie naHHble —
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3TO HKCIIEPUMEHTAIbHO-HAOMI01aeMble MPOGUIN MHUTOTUYECKOM aKTUBHOCTHU
kietok (puc. 2.1A). Mbl paccMoTpeny BapHaHTbl PErysuu (PUTOrOpMOHAMU
KITFOUEBBIX TIEPEXOI0B B KJeTouHOM Itukie (puc. 2.1B), Tak 4To0BI B rpagneHTax
pacrpeeneHus KOHIIEHTpaIuu (bUTOrOPMOHOB chopMHUpPOBATTUCH

IKCIIEPUMEHTAIbHO-HA0II01aeMbIe TPO(YUIN MUTOTUYECKONW aKTUBHOCTH KJIETOK.

Ay KCIHH
GYKCMH- ‘ ‘ peliSinde gy G2 "
2 2
UHNTOKHMHIMH
o e oo e ncod] 7 G
GQ/M‘ ‘ ‘ ‘ CAYKCKH LNTOKMHKH

Pucynok 2.1. Jlorndeckas MOJI€Nb ISl TOMCKA MUHUMAJIBHOTO PETYJISITOPHOTO
KOHTYpa KOHTPOJISI KJIETOYHOTO IIUKJIa B MepucTeMe KopHs. A. HauanbHbie u
KOHEYHBIE JIaHHBIE JJIs1 pelIeHUs 0OpaTHOU 3a1auu. HavanbHble TaHHbIE:
pacrpeiesieHrs KOHIIEHTpaIlui ayKCUHA U ITUTOKUHUHA (MHTEHCUBHOCTH 1BETa
COOTBETCTBYET MOHMKEHHOW WJIM TOBBIIIEHHON KOHIIEHTpalun). BbxoqHbie
naHHble: npodunu pacnpeaenenus coosrtuii perutnkanuu JJHK (G1/S) u muto30B
(G2/M), cornacHO SKCHEPUMEHTAIbHBIM JaHHBIM. O0JacTh «1» —KoIyMmea;
00J1acTh «2» —TpoaudepalioHHbIN JOMEH; 00J1acTh «3» — TPaH3UTHBIN JOMEH
Mepuctembl. b. Bo3moskubie BapuanTsl (7) perynsiuun nepexono G1/S u G2/M
(bUTOropMOHAMHU ayKCUHOM U IIUTOKUHUHOM

Htoro ¢ yuerom momymienuid (1)-(4) mMbl mosyuunn 8 KOMOMHATOPHBIX
BAPUAHTOB PETYJSIIIUU  KIETOYHOTO IHMKJIa (UTOTOPMOHAMH ayKCHHOM U
UUTOKMHUHOM (puc. 2.2A). Hanpumep, BO BTOpOM BapuaHTe I MPOXOKIACHUS
KJIETKOU KOHTpOJIbHOU Touku G1/S nmumutupyronmm (hakTopoM SIBISIETCS HUZKUE
KOHLIEHTpalluu ayKCHUHA, a JJs npoxoxkiaeHus nepexoaa G2/M HykHa BbICOKas
KOHLIEHTpalusi UWTOKWHUHA. Jlormueckue mpaBwia [  ajJbTEPHATHUBHBIX

BAapHUaHTOB OIIMCAHBI HUXKE.

1) {ecm/Ia € H 1o Gl - G2
eciic € Hto G2 — G1

( ){eCJII/IaEH,ToGl—>GZ
ecqu ¢ € B,To G2 — G1
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ecqima € B,To G1 — G2
ecsu ¢ € B,To G2 —» G1

{ecm/l a €B,toG1l - G2
ecsii ¢ € Hyto G2 —» G1

ecsiic € Hto G1 —» G2
eczima € Hyto G2 —» G1

{
{ecm/I ceEHToGl —» G2
{

(3)

(4

-/

(5)
(6) ecsiia € B,to G2 - G1

ecsiuc € B,to G1 - G2
ecsina € B,to G2 - G1

ecsvic € B,to G1 - G2
ecsima € Hyto G2 —» G1

(7)
®) {

I'me a — xKOHUEHTpauMs ayKCUMHA, C — KOHIUEHTpauus LUTOKMHUMHA, H —
OTHOCUTEIBHO HHU3KHE KOHLIEHTPAllMd TOPMOHOB, & B — OTHOCUTENBHO BBICOKHE
KOHLIEHTPAIMi TOPMOHOB.

OObenuHsIsl JaHHBIE O pacnpeneneHu (GuroropMoHoB (puc. 2.2b) wu
BapuaHThl 00 ux peryisiiuu nepexofaoB G1/S u G2/M, Mbl BbIBEIH JOTUYECKH B
KaKuX 30HaX KOHYMKa KOpHs (coriacHo puc. 2.1A) kiaeTku OyayT OeauThCs, a B
Kakux HeT (puc. 2.2B). B pe3ynbrate, 2 U3 8 BapuaHTOB MO3BOJIMIIN JIOKAJIU30BATh
30HY C JEJAIMMUCS KJIETKaMU PaBUIIbHO: BApUaHThI 1 U 5 Ha pucyHke 2.2B, B 30He
«2», cOOTBETCTBYIONIEH mposndepanionHoMy noMmeHy. [lpu peanuszanuu apyrux
BAPUAHTOB PETYJIATOPHOTO KOHTYypa JAENE€HUs KIETOK OyIyT NpPOUCXOJUTH B

001acTAX, HE COOTBETCTBYIOIINX MPOIH(PEPATUOHHOMY JOMEHY.
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PucyHnok 2.2. AHanu3 JOrM4ecKOi MOAEIH MOUCKA MUHUMAJIbHOIO
PEryJIATOPHOIO KOHTYpa KOHTPOJIS KJIIETOYHOTO IMKiIa. A. BapuaHThl perysiuuu
(UTOrOpMOHAMU KITFOUEBBIX MEPEXO0I0B B KJIETOYHOM Iukiie. H — Hu3kas
KOHIIEHTpaIusi TopMOHa, B — BbICOKasi KOHIIEHTpaIys TOPMOHa, 3€JICHbIN I[BET
3QJIMBKU STYENMKHU — AyKCUH, CHHUM 1IBET 3AJIMBKU STYECUKHA — HIUTOKUHUH. b.
Pacnipenenenne KoHIeHTpanuii GUTOrOPMOHOB ayKCHHA (3€ICHBIN) M IIMTOKMHUHA
(cuHuii) B KOHYMKE KOpHsI (OUHapHas Kiaccudukaius, cxematuuHo). B. Pemenus
noruyeckor moaenu (puc. 2.1.) ¢ ydeToM pa3HbIX BApHAHTOB PETYISATOPHOTO
KoHTypa (puc. 2.2A). Ha cxemax KOHUMKOB KOpHEW 30HBI, rje Bo3MOoxkHbI G1/S u
G2/M nepexobl, 3aKpaiieHbl KOPUYHEBOH IITPUXOBKOH U JKENTHIM IIBETOM
coO0TBEeTCTBEeHHO. KpacHbIM Kpyrom 0003Hau€HbI 30HBI KOPHS, B KOTOPBIX KJIETKH
OyIyT MeauThCS.

W3 1ByX MOIXOISIINX BAPUAHTOB PETYISIIMH MbI TAKXKE OTOPOCHIIH BAPUAHT
Ne5, Tak kaK OH MPOTUBOPEUHT JAHHBIM 00 SHAOPEIYIUTMKAIIMN MTOCIIE OKOHYAHHUS
nenenuit B nponudepannonnom aomene (Hayashi et al., 2013). Ilpu peanuzanuun
3TOTO PEryJISITOPHOTO KOHTYpa KIIETKH TPAH3UTHOTO JOMEHA He OyIyT CIOCOOHBI
ocymecTBiATh mepexox GL1/S (Puc. 2.2B). Takum o00pa3oM, H3 BOCHMH

KOMOMHATOPHBIX BapUAHTOB PETYJSLUU KOHTPOJIbHBIX TOYEK KJIETOYHOTO LHMKJIA
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TOJIBKO BapHUaHT «1» YAOBJICTBOPACT IMOKA3aHHBIM PAHCC OKCIICPUMCHTAJIbHBIM

daxrtam (puc. 2.3).

A

G2

ObICTPbIM
POCT

G1/S G2/M

eAANEHHbBIN
POCT

Gl
AYKCHH LIMTOKMHWH

K , MpoArdoepaUMOHHbIM | TPAH3MTHBIM
I AOMEH I AOMEH
00 .ID o0 00 O o 0 .I o

I |"._.\_:| |'f._.\;| |/_\| |'f. \;|| \_:l [} \_:l |/-\| I |'f._.\_:| |'f._.\_:| |'f._.\_:| |/_\|
L . . b o N R

g 25 KAETKM
®Kretkae Gl goasze (O Kaetka s G2 chaze

Pucynok 2.3. Pemenue o6patHO# 3a71a41 B JIOTHUECKOM MOJIENH PETYIISIIAN
KJIETOYHOTO UK putoropmoHamMu. A. MUHUMAaNIbHBIN PETYIISITOPHBIN KOHTYP
KJIETOYHOTO 1IUKJIA, yIOBIETBOPSIONIUI BCEM YCIOBUAM JIOTUUECKOU MOAeNHU (pHC.
2.1), BapuanT «1» u3 puc. 2.2A. b. CxeMatnuHoOe pacrpeaeieHre KIeToK 1o
(dhazaM KJIETOYHOTO IHKJIA.

2.1.2. IlepeOop 0oJ1€€ CIA0KHBIX BADUAHTOB PEryJsiITOPHOTO KOHTYpa

ITocne aHanmM3a MNPOCTHIX BAPUAHTOB PETYJSIIUU KJIETOYHOrO IMKJIA
TOPMOHAMHM MBI paccMoTpenu Oosee cioxuble (puc. 2.4). Tak, Mbl BbIACTHIN
clly4au, KOrJa OJHU U3 MEPEX0J0B PErYIUPYETCs HYJIEBON KOHIEHTpAIMEel OHOTO
ux (QuroropmonoB (“0”), Korma mepexoa HE PETyIUPYeTCs HHUKAKUM W3
¢utoropmoHoB  (-), H, KOIJa TMPUCYTCTBYET PEryisnus cpasy JAByMs
(UTOTOPMOHAMH OJTHOTO HJIU JABYX MEPEXOIOB.

IIpoBens s BceX BO3MOXKHBIX BapUAHTOB PETYJSLIMMU KJIETOYHOTO LUK
TaKOM K€ JIOTHYECKHUM aHaIu3, Kak ¥ B IPEABIIYIIEM pa3jielie, Mbl 3aKII0UNIIH, YTO

TOJIBKO OIMH BapHaHT H3 64 YAOBJICTBOPSCT BCEM ISKCIICPUMCHTAJIbHBIM JaHHBIM
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(oOBeneH KpacHBIM OBaJioM Ha puc. 2.4). DTo BapuaHT, B kotopoMm mnepexon G1/S
paspelieH Mpu HU3KUX KOHIIEHTpAIUsAX TOJIbKO aykcuHa, a G2/M paspelieH npu
HU3KUX KOHIIEHTPANMSIX OO0OMX TOPMOHOB. DTOT BapUaHT SIBIISAETCS YAaCTHBIM
CIIy4aeM IpeabIAyIero pemenus ooparHoi 3anauu (puc. 2.3). OH nmoapa3zymeBaer,
YTO AyKCHH MOJKET OKa3bIBaTh KOHTPOJIh OOOUX IMEPEXOJI0B B 3aBUCHMOCTH OT

KOHIOCHTPAaIWH.

G1/S | G2/M G1/S | G2/M G1/s | G2/M G1/s | G2/m

PucyHnok 2.4. PaznuuHble BapuaHThl PETYISALUN KOHTPOJIBHBIX TOUEK KIETOYHOTO
[MKJIa TOPMOHAMH ayKCUHOM Y LIMTOKMHUHOM. H — HU3Kas KOHIIEHTpanus
ropmMoHa, B — BeICOKasi KOHIIEHTpAIMsI TOPMOHA, 3€JI€HBIN LBET 3aJIMBKU SIYCHKHU —
ayKCHUH, CHHUH 1[BET 3aJIUBKHU SYEUKHU — IUTOKUHUH. KpacHbIM oBajoM 0003HaYeH
BapHUaHT YJOBJICTBOPSIONIUN BCEM IKCIIEPUMEHTAIBHBIM JIAHHBIM, [IPY PEIICHUN
JIOTUYECKON MOJAEIM KOHTPOJIA KIETOUHOTO 1ukKia (puc. 2.1).

[Ipu pemrenun oOpaTHOW 3ajauu B psJlie CIydyacB HEBO3MOXKHO M30exkaTb
MHO>KECTBEHHOCTH  BapMaHTOB  OTBETOB.  3ajaya  HcCleaoBaTels  MpuU
MOJICJIMPOBAHUHM  BBIICTUTh MPOCTPAHCTBO TEX THUIOTE3, KOTOpble OyIyT
npoBepeHbl. O0a HalJIeHHBIX BapuaHTa pEIICHUsT OOpaTHOW 3aJauyM C Y4ETOM
CIeJIaHHbIX AomylieHui paspemaroT G1/S mepexon nmpu HU3KON KOHIIEHTpaIUU
aykcuHa. B o0oux cinydasx G2/M mepexon paspelieH TOJbKO MpU HHU3KUX

KOHIICHTpAIUSAX [IMTOKHHUHA, HO B 00JIee CII0KHOM BapHaHTE HEOOXOIMMO TaKKe
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NOJJIEP>KaHUE HU3KMX KOHLEHTpauui aykcuHa. II0CKOJIBKY IpU MOUCKE peleHus
Mbl HCKQJIM MHUHUMAJIbHBIM PEryJISITOPHBIA KOHTYp, TO Mbl BBIOpaIM IEPBBIN
BapuaHT (puc. 2.3A), Koraa Kaxablid U3 MEePeXoI0B PErYIUPYETCS TOJIBKO OJHUM
¢uToropmoHoM. [l HPOBEPKU AOCTATOYHOCTH U HENMPOTHUBOPEUYMBOCTH ATOU
TUIIOTE3bl MBI HCHOJIB30BAJIM  METOABl MAaTEMaTUYECKOTO MOJEINPOBAHUS,

paccMOTpeHHbIC B pazjenax 2.2-2.4.

2.2. Moaenu ¢popMupOBaHUS pacnpe/iesieHUs] KOHIEHTPaIUii ayKCUHA U
HMTOKHUHHUHA.

CornacHo pelieHuro «o0paTHOM 3aaun» B JOoTHUecKoi moaenu (puc. 2.3)
cnenu(pUYecKoro pacrpeesieHus pacTUTEIbHBIX TOPMOHOB B MEPHUCTEME KOPHS
JOJDKHO OBITH JIOCTATOYHO JUisi (OPMHPOBAHUSA TPEX 30H C MPUHIMITHAIBHO
OTJIMYAIOUICHCA KJIETOYHOM JWHAMHUKOM. JIIsi TIpOBEPKH OSTOM T'MIIOTE3BI
HE0OX0oMMMO  OBLJI0O  CHayajga HCCIeoBaTh  MEXaHM3Mbl  (POpMUpOBaHUS
pacmpenenienus pUTOropMoHOB (puc. 2.5) U UX TOJJEPKAHUS B TUHAMUKE.

Panee B HWIul' CO PAH, mnoam pykoBoactBoM 1.0.H. Butanus
AnekcannpoBuya JluxomBass Oblla co3gaHa MOJETb  CaMOOpTraHU3alUU
pacnpeneneHuss ayKCMHa BJOJb NPOJOJIBHOW OCH KOpPHS IO MEXaHU3MY
oTpaxkeHHOW BoJHBI (puc. 1.19, Mironova et al., 2010), B koTOpoii MakcUMyM
KOHIIGHTpAIlMu  ayKcuHa (QOpMHUpOBAICS U  TOMJIEPXKHBAICI B  KIETKE,
cootBeTcTBytomen I (moapoOHo omucana B pazaene 1.7.2). Dta moaens Oblia
B35ITa 32 OCHOBY JJAHHOU pa0OTHI ¥ 3HAYUTEIHHO JOpaboTaHa.

B Hacrosmieil Momenu paccMarTpuBaeTcs aHcaMOb  KJIETOK  BJIOJb
LHEHTPaAJIbHON OCH KOPHS (puUC. 2.5), CUTHANIbHBIE BEIIECTBA ayKCUH U IIUTOKUHUH,
oenok-Tpancnoprep aykcuHa PIN1 pacmpenenenbl HepaBHOMEPHO BAOJb KIETOK
(puc. 2.5 b-T'). KonuyectBo kieTok B aHcamOie N MOXET MEHSThCS B TEUEHUE
YUCJIEHHOTO pacdeTa. B Mojenu camas aucTanbHas KIETKa, HAXOASAMIAsACs Ha
KOHYHMKE KOPHS, UMeeT HoMep 1, oceHss KJIeTKa B aHcambJie (KJIeTKa ¢ HOMEPOM

N) HaxoauTCs B TpaH3UTHOM JoMeHe. KiieTka ¢ HoMepoMm | uMeeT aunHy 21, Tae I
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— paguyc KIETKH, KOOpJAWMHATHI WEHTpa X, (a3zy kieroyHoro uukia G;,

KOHIICHTpAIIMU aKTUBHBIX BemiecTs ai, PIN1;u C;.

A ANMUKAABHAS MEPMCTEMO KOPHS
1 1
1 i
[l i
e e e e e e e e I’I’I—
1 - 1
i [MpoAMdoEPALIMOHHbIA | TOQH3WTHBIM
' AOMeH " AOmeH
b $ KOHLLEeHTPOLMS | AYKCHH
[
. I
I [
I [
1 1 .
B 5 25 KASTKMU
‘KOHLLeHITpGLLVIFI ; PINT
I [
I [
I | |
I .
. 5 25 KASTKM
I I
I [
\I J/
A 5 25 KAETKMN
AAMHQ KIAeTOK :
|
[ |
[ |
1 | .
5 25 KAETKM

Pucynok 2.5. A. Knetounslii aHcam0Jib, pACCMOTPEHHBIN B MOJI€NIU (HAa PUCYHKE
cieBa Hanpaso): K (konymenna), nokosmuiica uentp (I1L1), nponudepanunonublii
JIOMEH, U TpaH3uTHbIN JoMeH. b. [Ipoduns pacnpenenenus aykcrHa B KOpHE,
PEKOHCTPYUPOBAHHBIN 10 aKTUBHOCTU ayKCUH-4YBCTBUTEIBHOTO pennoprepa DRS
(Sabatini et al., 1999). B. [1attepn sxcnpeccun PIN1 B10JIb IPOIOJIBHOM OCH
KkopHs B Mepucteme. ['. [Ipodunb pactipenenenns IMTOKUHUHA B KOPHE,
PEKOHCTPYHMPOBAHHBIN 110 aKTUBHOCTH LIUTOKMHUH-YyBCTBUTEIBHOTO PENOPTEPA
TCS (Ziircher et al., 2013). [I. Pacnpeneneuue pa3MepoB KIETOK BAOIb
LEHTPAJIbHOM OCH KOpHS. KOHUMK KOpHS clieBa.
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2.2.1. MoaeaupoBaHue pacnpeaejieHUsl ayKCUHA

Jlns onucaHus pacnpeiesieHus ayKCHHa uexoqHas Moesnb (Mironova et al.,
2010) Oputa M3MEHEHa B 9acTH (PYHKIIMU CHHTE3a ayKCHHA W MPABUJI IKCIIPECCUU
ero Oenka Ttpancnoptepa PIN1. Kak m B ucxomHoit Mopaenw, H3MEHEHHUE
KOHIICHTpAI[MM ayKCHMHAa Mbl ONHUCAM MPOIllECCaMU MAcCUBHOTO M AKTHUBHOIO
TpaHCIOpTa, CHUHTE3a U Jerpajanuu. AYKCUH MOCTyHmaeT u3 IMobera uepes
COCYIUCTYIO CHCTeMy KOpHS B KiIeTKy N ¢ MHTeHCHUBHOCTBIO a(t), KOTOpas pacTer
JIMHEWHO I10 BpeMEHHU L
a(t) = ay + kt. (2.1)

I'me oo — OazaibHBI YpOBEHh HWHTEHCHUBHOCTH TIIOTOKA AayKCHUHA,
noctynaromiero B N-fo kieTky, K — KOHCTaHTa MPUPOCTa MHTCHCUBHOCTH TIOTOKA
ayKCHUHA M0 BPEMEHHU.

[TaccuBHBIN TpaHCIOPT ayKCHMHA MEXAY KJIETKAMU MOJEIUPYETCS TIO0
3akoHy ®uka ¢ kodpdunmenrom D,. CxopocTh nerpananuu aykCMHa B KIIETKE
ormucaHa JuHEHO c kKodduimentom Kgya. KoHieHTpaius aykcuHa B KIIETKE

YMEHBIIIAETCS 3a CUET €€ YJIMHEHUS, YTO YUTCHO (DYHKIIMEH CKOPOCTH pa30aBiIeHUs
fd(l’i)i
!

fa(r) = r—ll (2.2)
[ne ri — pa3mep | KJIETKH, 1} — CKOPOCTH MPUPOCTA paauyca KJIeTKH 3a Bpems dt.
AYKCUH aKTHBHO MEPEHOCHUTCS M3 KIIETKH C HOMEPOM | B KJIETKY ¢ HOMepoM | -1 co
ckopocTbio fi(PIN1;), onpenensemoii konnentpanueit PIN1 Oeika B KiIeTKe i:
ft(PIN1;) = K4t o * PIN1,. (2.3)

B monenu Mironova et al. (2010) 0CHOBHBIM UCTOYHHKOM ayKCHHA B KOPHE
ObUT ero MpUTOK M3 Molera, MpU 3TOM C POCTOM KOJMYECTBA KIETOK KOPHS
MaKCHMYyM KOHIICHTPAIMH ayKCHHA Ucde3all. ITOT (DAaKT MO3BOJIHII IPEIMTOTIOKHTh,
YTO CYIIECTBYET KPUTHUECKHM pa3Mep KOPHsI, KOTOPBII MOKET pa3BHBATHCS TOJIBKO
3a cueT MCTOYHMKA ayKcuMHa M3 modera. [[ns nanbHeliiero pa3BUTHsS KOpPHSA B
MEpPUCTEME JIOJDKEH WHUIIMHPOBATHCS CHUHTE3 aykcuHa (e NOv0. DTOT BBIBOA

COOTBETCTBYET I3KCIepHUMeHTalbHbIM AaHHbIM Bhalerao et al. (2002): aykcun
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HAYMHAET CUHTE3UPOBATHCSA B KOPHE MPUMEPHO HA 3-Uid IEHb MOCIE MPOPACTAHUS.
[ToaTOMYy B HACTOSIIYI0 MOJIEIb BBEJACHO JAOMOIHEHUE — HEPETYIUPYEMbId CUHTE3
ayKCUHA B KaXJIOM KIJIETKE C MHTEHCUBHOCTBIO 0y. Cuctema auddepeHmaibHbIX
ypaBHEHUH, ONUCHIBAIOIIAS U3MEHEHHS KOHIICHTPALMU ayKCUHA B KJIETKaX MOJIEIH,

MpCaACTaBJICHA HUXKC:

d
% =—Dy(a; —az) + 0o — Kiqaq + fe(PIN1y)a, — fa(r)ay,

da;

fa(ra;, (2.4)

daN

— = a(t) + Dg(ay-1 — ay) + 0o = Kgaay — fe(PIN1y)ay — fa(ry)ay.
rae & u PIN; — koHnenTpanun aykcuHa u Oenka PIN1 B kitetke I, ocTalibHBIC
0003HauYeHUs JaHBI BHIIIIE.

Tpancnoprep aykcuna PIN1. Kak u B wmomenm Mironova et al. (2010)
koHieHTparusi Oenka PIN1 3aBUCHT OT KOHIIEHTpalMM ayKCUHA B KJETKE (puC.
1.19B). JInst yCKOpeHHUsi pacyeToB PEryJIAlUI0 CKOPOCTSH CHHTE3a M JIerpajalluu
oenka PIN1 onmcanu kycouHo-muHEWHbIME (QyHKIUsSME (puc. 2.6) BMecTo

byHkui Xuma:

0, ifa; < TSP
fopma(a) = {0 ¥ @ <Ta @5)
1, else
_ (9, ifa;>T™
() = 2.6
fd,pml( 1) {0.0l,else ( )

HToro, B | KJIeTKe paccunThIBaIM n3MeHeHusl B KoHIleHTparuu PIN1 kak:

= Ks,pinlfs,pinl (ai) - Kd,pinl (1 + fd,pinl (ai)) PIN1; (2-7)

rae Kspint 1 Kgpini — kodddunuentsl cunte3a u aerpanamuu PINL; fspini(ai) u

dPIN1;
dt

fapini(@) — KycouHo-nuHEHHBIE (QYHKIWU YHPABICHHUS CKOPOCTSMHU CHHTE3a H
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nerpanaruu PIN1, cooTBeTCTBEHHO, B 3aBUCMMOCTH OT KOHIIEHTPAIIMM ayKCHHA B

S d
KJIETKE, Tap,Tap — TIOpOTOBBIE€ 3HAYECHHUS KOHIEHTpAllMM ayKCHUHA JUIA

neperiodeHust PyHKIui fspin1(ai) 1 fqpin1(ai).

[PINT]

»

TSP 7% |a]

a a

Pucynok 2.6. I'padux 3aBucumoctu koHreHTpanuu PIN1 6enka oT KOHIIEHTpaIuu
ayKCHHA B KIIETKE.

2.2.2. MoaeaupoBaHue pacnpeaeaeHusi IUTOKUHUHA

CorynacHO JaHHBIM O UUTOKMHUH-UYYBCTBUTENbHOM penoprepe TCS
(Ziircher et al., 2013), noBblllIeHHAas: KOHIIEHTpAIMs TUTOKMHUHA HAOJIIOAaeTCs B
KOJyMeJJIe W TpaH3UTHOM JoMeHe Mepuctembl (puc. 2.5I). dopmupoBanue
rpaJii€HTa KOHIIEHTPAIlMX [IUTOKUHIUHA B KOPHE paHEE HUTJE HE UCCIEI0BATIOCh U
B JIaHHOW paboTe MBI BIIEPBHIE MOJECIMPOBAIN ATOT mpolecc. g atoro Obun
MPUHSATHI CIEAYIOIINE TOMYIICHUS:

1) JluvHaMHMKa KOHIICHTpAIMM IMTOKMHWHA B KJIETKaX 3aBHCHUT OT
mpoiieccoB cuHTe3a, auddy3sun W aerpaganuu. AKTUBHBIA TpPaHCIOPT HE
paccMaTpuUBaeTCs, TaK KaK COIJIaCHO SKCIEPUMEHTAJIbHBIM JaHHBIM, €CJIM OH U
CYILIECTBYET, TO HE BHOCHUT CEpPbE3HBbIN BKJIAJ B paclpeeseHue IUTOKMHUHA B
KOpPHE BJI0JIb IPOA0bHOM ocu (Ziircher, Miiller, 2016).

2) Kietku ¢ BeICOKHM ypoBHEM 3kcrpeccuu pernoprepa TCS (Ziircher et
al., 2013) ABIAIOTCS TaK)Ke KJICTKaMU C TIOBBIINICHHOW KOHIICHTPAIMEW ayKCHHA
(puc. 2.5B), 1, K TOMY ke MOKa3aHo, 4To red cuHTe3a |IPTD, sxcnpeccupyromuiics B
konymesie (Miyawaki et al., 2004), moBsIllIaeT CBOIO SKCIPECCHIO B OTBET Ha
aykcuH (Dello Ioio et al., 2008). TloaToMy MOXXHO MPEAINOJIOXUTh, YTO BBICOKHE
KOHIICHTpAIIMU ayKCHHA BBI3BIBAIOT CHHTE3 IIMTOKWHHWHA. B Mojenu Mbl onucamn

ayKCUH-YYBCTBUTEJIbHBI CUHTE3 LIUTOKUHHUHA (pHC. 2.7A).
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3) JpyruM UCTOYHMKOM ULMTOKMHHHA B MOJEIH SIBISIETCS IOTOK
IIUTOKMHUHA U3 1o0era, KOTOPbIi HIEeT B HANPaBICHUU KOHYHKA KOPHS 10 (Giodme
(Bishopp et al., 2011).

B cooTBeTcTBHE C KCIIEPUMEHTAIBHBIMU JAHHBIMH, B MOJIEIIA PACCMOTPEHO
JIBa HCTOYHUKA [IUTOKWHUHA. BO-TIepBBIX, €ro MOTOK B KJIETKY N C HHTEHCHBHOCTBIO
B(1), xoTopast pacTeT JIMHEHHO 1Mo BpeMeHH t:

B(t) = Bo + 1t, (2.8)
r1e fo— 0a3anbHbBIN ypOBEHb MHTEHCUBHOCTH MOTOKA IIUTOKWHUHA, TIOCTYIAIOIIETO
B N-fo kI1eTky, | — KoHCcTaHTa MPUPOCTa MHTEHCUBHOCTH TIOTOKA IIMTOKHMHUHA.

Bo-BTOpBIX, perymupyeMblii CHHTE3 LHUTOKMHWHA OMNHCAaH KyCOYHO-
muaerHOW QyHkuumeit fsc(a) (puc. 2.7). Ilpum KOHIEHTpamMu aykKCHHA HHUXKE
noporoBoit (T;€) paccMmatpuBaercsi 0Oa3ayibHasi (HEBBICOKAsl) CKOPOCTh CHHTE3a
IIUTOKMHWHA, TPH KOHIICHTPAIlMH ayKCHHA BhIIEC T,¢ YBEIMYUBACTCS CKOPOCThH

CHUHTC3a HUTOKHMHHHA Ha ITOPAIOK:

_ 1, lf a; > ngc
fse(a) = {0.01, else (2.9)
A QYKCUH b ‘
. fs,c(ai) :
BbICOKMM ‘
YPOBEHb E
LMTOKMHMH TSC [a]

PucyHnok 2.7. A. BiiusiHre aykcHHa Ha CHHTE3 LIMTOKMHUHA B Mozienu. b.
KycouHo-nuneiHas GyHKIMS CUHTE3a IUTOKMHUHA B 3aBUCUMOCTH OT
KOHLIEHTpAIMU ayKCUHA B KIIETKE.

[TaccuBHBIN TpaHCMOPT LUTOKMHUHA MEXIY KIETKAaMU MOJIEIUPYETCS MO
3akony duka ¢ kodpdurmenTom D.. CkopocTh aerpaiainuy MUTOKMHUHA B KJIETKE

onucaHa JuHedHHOW dyHKued ¢ kodbduimentom Kge.  YMeHbleHue
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KOHIICHTPAIMU I[IMTOKMHHUHA B KJIETKE 3a CYeT e€ YUIMHCHHUS YYTEHO C
UCIOJIb30BaHueM (YHKIMH cKopocTu pa3odasienus fq(ri) (cm. 2.2.1).
HToro, u3sMeHeHnEe KOHIIEHTPAIMH IIMTOKWHUHA B KIICTOYHOM aHcaMOJ1e

OIKCAHO CUCTEMON TU(PepeHIUANLHBIX YPABHEHUIA:
dCl
dt

= —=D.(c; — ¢3)+Kscfsc(a1) — KgcC1 — fa (r)cq
dCi

E = Dc(ci+1 + Ci—1 — Zci)'l'Ks,cfs,c(ai) - Kd,cci - fd(ri)ci (2-10)

dc
d—év = B(t) + Dc(cn—1 — cn) K fsc(an) — Kgcon — fa(rn)en

rae aj, Ci— KOHOCHTpAalMM ayKCHHA U IUTOKMHHUHA B KJIICTKE |, Il — pa3Mmep i KIJICTKH,

OCTAJIbHBIC IMapaMCTPhI OITMCAHBI BBILIC.

2.3. MoaenupoBaHue pocTa M JIeJIeHUs KJIETOK

B ucxonnoit mogenu (Mironova et al., 2010) ckopocTb JiefieHUsl KIETOK
3aBHCENa OT THIOTeTHYeckoro (akropa nenenus (DivisionFactor). B nanHoi
paboTe BMECTO THMOTETHYECKOTO (paKTOpa MBI pACCMOTPENH BIUSHUE TOPMOHOB
ayKCMHA W IUTOKWHWHA Ha CKOPOCTh JEJICHHS, C YYETOM BBISBICHHOTO IIPH
pelieHrr 00paTHOM 33jaul MUHMMAJIBHOTO PEryJISTOpHOro KoHTypa (puc. 2.3A).
Taxoke, UCXOMHAsT MOJENTb ObUTa pacUIupeHa IS OMMCAHHS ABYX KOHTPOIBHBIX
touek G1/S u G2/M, a He ogHOU. Mozenb OblIa MOCTPOEHA C YUETOM CIIETYIOIMINX
JIOYIIICHUM:

1) 3Has, 4yTO ISl MPOXOXKACHUS KOHTpoJibHOW Touku G1/S, paszmep
KJICTKH JIOJDKEH OBITh Oosbiie MuHHUMalbHOTO (Sablowski, Dornelas, 2014), mbl
n00aBWIIM B (PYHKITUIO BEPOSTHOCTH MPOXOXKIACHHUS KOHTPOJIbHOW Touku G1/S
pasmep kieTku I. Mcmonws3ys sKCnepuMEHTaNbHBIC JTaHHBIC, MPEI0CTaBICHHbBIC
Tapacom Ilacrepnakom (YuuBepcuter Dpaiibypra, ['epmanus), Mbl OIECHUIH
MUHHUMAJIbHBIN pa3Mep KJIETKHA B COCYIUCTON TKAaHH MEPUCTEMBI KOPHS CITIOCOOHOM

K JEJIEHUIO IMin = 6,2 MKM.
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2) M3BecTHO, 4TO MPH BBIXOJE M3 MPOIH(EPAIMOHHOTO JOMEHA KIICTKU
HAYMHAIOT pacTu Oosiee UHTEHCUBHO (puc. 2.5/1). UToOs!l yuecTth 3TOT 3G(DEKT B
MaTeMaTHYeCKON MOJENH, Mbl Oomucainu, 4To B (aze G2 CKOpOCTh pocTa KIETKU
YBEJIMYMBACTCS OTHOCUTENBHO CKOpocTH pocta kietku B ¢aze Gl. Bue
3aBHCUMOCTH OT (pa3pl KIETOYHOTO LHMKJA, CYHIECTBYEeT OTpaHUYEHHE Ha
npenenbHbiii  pazmep kietku (Sablowski, Dornelas, 2014), 4to yuTreHo B
MaTeMaTHYECKON MOJIEN, HAJIO)KEHWEM OTpaHWYCHHUsS Ha MaKCHUMAJbHBIA pa3mep
KJIeTKU. [{71st MeprcTeMbl KOPHSI MBI OLICHUIN MaKCUMAaJIbHBINA payC B COCYIUCTON
TKaHU, KOTOPOTO MOXKET JOCTUYb KJIETKA KaK Imax = 20 MKM.

B mMozxenu Bpems HaxoxaeHus kietku B ¢paze Gl u G2 — 1, onpenensercs B
COOTBETCTBHHM C (YHKIMSIMH pPAcIpeAeNeHUs] BEPOSTHOCTEH MPOXOXKICHHUS

KOHTPOJIBHBIX ToueK Pgys(t) 1 Peom(T):
PG1/5(T) = pgp(1;) * pgl/s(ai) * eXP(_PGP (1) * Cg1/s(ai) * T) (2.11)
Peo/m (1) = pgaym(€i) * P(Xq, x2|%) * exp(—pgz/m(ci) * P(xq, x2]x) x7)  (2.12)

Jlns uaauBuayanbHO# KieTku Pgys(T) 3aBUCHT OT ee pasmepa pgp(1;) =

(1+exp (— WTmm))‘l U TEKYyIIeH KOHIIEHTPAllUKi ayKCUHA

y={Lifa;< TS

a; 2.13
pgl/s( i O,else ( )
Ps2m(T), B CBOIO 0Yepeib, 3aBUCUT OT KOHIIEHTPALMH [IUTOKUHUHA

1— /TS if ¢ < TS
Pg2/m(Ci) = i/Te fa<Te , (2.14)

0.0001, else
rae Peus(t), Peam(t) — yHkimu pacnpeaencHus BeposTHOCTH npoxoxaeHus G1/S
u G2/M; a;j, Ci— KOHIIEHTpaIMK ayKCHHA, [INTOKUHUHA B KJIETKE 1; I — pa3Mep KJICTKH

I; Fmin — MUHEMAaJIBHBIH pa3Mep KJICTKH criocoOHoM K aeneHuio; T = 0,01 — mapamerp

T;;1/s

OLICHKH BKJIajla pa3Mepa KJIETKH B BEpOSITHOCTH repexoaa G1/S; — TIOPOTOBOE

TCGZ /M

3HAYCHHE KOHIIGHTpalMK aykcuHa g mepexoma G1/S; — TOPOTOBOE
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3HAQUCHHE KOHICHTpAIUU NUTOKMHUHA s mepexoma G2/M; P(xq, x,|x) —
(GYHKIMS BEPOSITHOCTH TOJOKEHHS IIEHTPOB JOYEPHUX KIETOK (X1 # Xp) mocie
JIeJIeHHs] KIIETKU C KOOPAMHATON LIEHTpa X.

Ckopoctu pocta knetok B ¢azax Gl u G2 oTnnyaroTcst KOHCTaHTaMU pPOCTa
Kg1 1 Kg2, cOOTBETCTBEHHO:

txKgy,if G1
r@) =477 {t « Ky if G20 Ti(®) < Tmax (2.15)
0, else

rae Kgo/Kg1 =3 — koHCTaHTa poCTa; max — MAKCHMAIBHBIN PaJRyC, KOTOPOTO MOXKET

JOCTHYb KJICTKA.

2.4. Peasm3anusi MoAeJIM U YUCJICHHbIC PacyeThl

Jlns MOJTBEPKACHUS JTOCTaTOYHOCTH u HEMPOTUBOPEYNBOCTHU
MHUHHMAaJIBLHOTO PETYISITOPHOTO KOHTYpa KOHTPOJIS KJIETOYHOro IukKia (puc. 2.3A)
HEOOXOJMMO OBbUIO BBIICHUTH BO3MOXXHOCTh CaMOOPTaHM3allUU TPEX JOMEHOB
KJIETOK C MPUHIUMNHUAIBLHO OTIMYAIONICHCA KJIETOYHOW JWHAMUKOW. A MMEHHO, B
KOJIyMeJUIe KJISTKH JOJKHBI HaXOJIuThbcs mpeumyinecTBeHHO B G1 ¢ase, T.e. He
POXOJUTh HU OJHOM KOHTPOJBHON Touku (puc. 2.3b). B mponudepanronnom
JIOMEHE KJIETKH MOTyT HaxoauTcs Kak B G1, Tak u B G2 dazax, T.e. IPOXOIUTH JIBE
KOHTPOJIbHBIE TOYKH. B TpaH3UTHOM JOMEHE MEPUCTEMBI KJIETKH JIOJDKHBI
HaxoauThes B G2 (ase, T.€. mpoxoauth Tosibko G1/S nepexos. JJoMeHbI JOTKHBI HE
TOJIBKO (POPMHPOBATHCS, HO U MOJICPKUBATHCSA, HECMOTPS Ha JEICHUS KICTOK W
YBEJIMYEHUE ITTUHBI MOJCIIUPYEMOT0 aHCaAMOJISI.

B mopenu wucnosb3oBaHa AWHAMUYECKas TIpaMMaTHKa, peajlu30BaHHas B
nakere Plenum st mporpammelr Mathematica (Yosiphon, Mjolsness, 2007). Poct u
nepeMeIleHre KJIEeTOK BAO0Jb OCH, aKTUBHBIN 1 MaCCUBHBIN TPAHCIIOPT CUTHAIBHBIX
BEILIECTB MEX/1y KJIETKAMHU, a TAKXKE JIeTpaJalus BEIECTB OMUCAHbI HENPEPhIBHBIMU
byHKIUAMH. A TepexoJbl MEXAY JAUCKPETHBIMH COOBITHSIMU  OMHUCAHBI
CTOXaCTUYECKUMU IpaBWiIaMu. bllok cxema mozenu npeacTaBiieHa Ha puc. 2.9. [Ipu

pemennn auddepeHINaNbHBIX YPaBHEHUNH MOJICIN HCIOJIb30BaJICS YHCICHHBIN
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meroa unrerpuposanus (Pynre-Kyrra 4-ro mopsiaka), BCTpOCHHBIA B MPOTpaMMy

Mathematica, NDSolve ¢ npeaycMOTpeHHBIMU 110 YMOTYaHUIO TapaMETPaAMH.

KoAmyecTtso _
@ LLUQTroB — I—I.I/IK/\ ] OT
1 A0 C

pacyetra C

AQ; HenpepsbiBHbIE NPOLLECCHI:

g AC; + Pocr

o Apin; * M3MEHEHME KOHLLEHTPALMM
Ar; BELLLECTB

ANCKPETHbIE MPOLLECCSI:

* M3meHeHre doasbl KAETOYHOT
LUMKAQ

* AEAEeHMeE KAETOK

O BbIBOA
DE3YALTATOB

Pucynok 2.9. ['mbpunas Mojenb pocta U JeseHus KieTok. biok cxema Moenu.

B pabore mpoBoauiics YMCICHHBIA pacyeT M aHajIu3 JBYX BapUaHTOB
pacupeneneHus KOHLUEHTPAUWh CHUTHAJIBHBIX BELIECTB: JUIl TOCTOSHHOTO U
YBEJIMYUBAIOLIETOCsl 4Yuciia KIeToK. IlepBbIM 1miaromM ObLIO TOJNyYe€HUE KApTHUH
pacupeneneHus KOHUECHTPAIMd CUTHAJIBHBIX BEIIECTB AayKCMHA W IIUTOKWHUHA,
COOTBETCTBYIOIIUX SKCIIEPUMEHTAIBHBIM JIaHHbIM (puc. 2.5b,1"). Ha BTOpom miare B
MOJieIb OBbLTM J00aBJIEHBI MpaBUjIa pocTa U JENEHUs KIETOK JJIsl MOJEITUPOBAHUS

«pacTymero» aHcaMOJIs KJIETOK.
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2.4.1. CtanmoHapHoe pacnpejaejieHle KOHUEHTPAUMM 1J1sl

NMOCTOSIHHOT0 YHCJIA KJIETOK

[Ipu peanu3zanny MOJIENIHU C TOCTOSIHHBIM unciaoM KiieTok (N=20), kneTku He
pOCIIH 1 HE JACNTUIINCh, MHTEHCUBHOCTHU MOTOKOB AyKCHHA U IMTOKWHKUHA OCTABAJINCH
MOCTOSTHHBIMU  (3Ha4YeHusI mapametpoB Moxenu K w | = 0). B mporpamme
Mathematica paccunThIBaNIMCh H3MEHEHHUS KOHIEHTpauuu aykcuHa (2.1)—(2.4),
oenka PIN1 (2.5)—(2.7) u muroxkununa (2.8)—(2.10) B xiuerounom ancamOie. B
KAueCTBE HAYAJIbHBIX JaHHBIX HCIIOJIb30BAJIUCh PABHOMEPHBIE pacHpeeiIeHUs
KOHIICHTpaIui aykcuHa, muTokuauHa u 6einka PIN1 B kinetkax: a=1.0, ¢=0.001 u
PIN1=0, i=1,...,N. PaBHOMepHbIC HayaJbHBIC JAHHbIC OBUIA WCIOIB30BAHBI IS
JOTIOJTHUTENBHOW MPOBEPKU CHCTEMbl YPAaBHEHMI HA MPEIMET caMOOpraHu3aluu
KapTUH paclpe/eieHus] KOHIICHTPAIM CUTHAJBHBIX BEIIECTB B 3a/laHHOM
aHcaMOJie KJIETOK. PasMep KJIETOK BBIUUCISIICS Kak JBa paauyca kKietku (I),
KOTOPBIM B HauaJbHBIH MOMEHT MOJICIIMPOBAHMS BBIOMPAJICS CIydalHBIM 00pa3oM
u3 wuHTEepBaja oT 2.5 g0 5.4 wmukpomerpa. Mcxoms w3 paamyca KIETKH,
pPacCUMTHIBAJIOCH MOJIOKEHUE €€ 1eHTpa (X)) Ha KOOPAMHATHON OocH X. UHCIECHHBIN
pacuer Bencs 10 MmoMmeHTa Bpemenu t=30000, B TeueHre KOTOPOTo pacrpeeaeHus
KOHLIEHTpauuil aykcuHa, uutokuHuHa U PIN1 QopmupoBanuch u3 HayaabHBIX
PAaBHOMEPHBIX U Jaliee OCTaBaJINCh MOCTOSHHBIMHU.

B kauectBe mnepBoHAauaIRLHOTO Ha0Opa MapaMeTpoB ObUI HCHOJIB30BaH
«KeCTKHiI» Habop mapameTpoB u3 Mozenu (Mironova et al., 2010), T.k. 3TOT HabOP
napameTpoB yKe ObLJI UCCIIE0OBAH paHee Ha yCTOMYMBOCTh. OcTaIbHbIEC TapaMeTphl
noAOUpaUCh TakuM oOO0pa3oM, 4YTOOBI B TMPOIECCE pacuera MPOUCXOusIa
caMOOpraHu3alisi MaKCUMyMa KOHIIEHTpAllUM ayKCUHA B 4-U KJIETKE OT KOHYMKA
KOPHSA U JIByX MAaKCUMYMOB KOHIEHTPALIUU [INTOKUHUHA — B OCHOBAHUU U KOHUHKE
KopHs (puc. 2.10). DTH MakKCUMyMbl COXPaHSIM CBOE MOJIOKEHHE CKOJIb YIOJHO
JIOJIT0O B TEUYEHWE pacyeTa, 4YTO IO3BOJSIET HaM TOBOPHUTH O (OPMHPOBAHUU
pacrpeeseHnii KOHIIEHTPAIUi B COOTBETCTBUH C SKCIIEPUMEHTAIIbHBIMU JJAHHBIMU

(puc. 2.5b-T"). UToroBble 3HaueHUs MapaMeTPOB MPEACTaBIEHBI B Ta0. 2.1.
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Taoauna 2.1. 3HaueHust napaMeTPOB MOJEIH, BIUSIONIMX Ha
pacripesiesieHie KOHIICHTpaluid aykcuHa, IuTokuanHa, PIN1 6enka u perymsaiuio
KJICTOYHOTO IIUKJIa. YKa3aHHbIE pa3MEPHOCTHU: CU — eAMHUIIa KOHIIEHTpaluu, tu —

€JIMHUIIA BPEMEHU.
[TapameTpsbl AJis OnNMCaHUsl TUHAMUKU BEIIECTB B MOJIENU

AykcuH [uToKnHMH PIN1 G6enok
0o 0.06 cultu |po 0.08 «cuftu |S, 0.001 1/tu
K 0.0001 cu/tu? |1 0.01 cuftu> |D, 0.001 1/tu

o 0.002 cu Kec 0.01 1/tu T°P 0.1 cu
Kaa 0.0055 1/tu Kisc 0.008 1/tu T 0.9 cu

Da 0.06 1l/tu D 0.08 1/tu
Kata 0.26  1litu T 4 tu

HapaMeTpLI AJIA OIIUCAHUA ITPOXOKIACHUA KOHTPOJBbHBIX TOYCK

TaGl/S 1.2 cu TCGZ/M 0.5 cu

Tomin 0.2 MKM

2.4.2. PacnipenesjieHue KOHUEHTPAIUil ((PUTOTOPMOHOB IS

NepeMEeHHOr0 YHUCJIa KIeTOK

IIpu peasn3anuu MOIEIN ¢ JUHAMUYECKUM YHCIIOM KJIETOK «BKIIFOUAJIUCHY
NPeUIOKCHHBIC MpaBWia Perysaiuu Kierounoro nukiaa (2.11)—(2.15), a taxke
OBLIM UCIIOJIB30BaHbI HeHYJIeBbIe K03 duumenTs! K u | st onrcanust Bo3pactanus
NOTOKOB ayKCHHA U LIUTOKKWHA BO BpeMeHH. Pacuer B 3ToM cityuae HaunHaics ¢ N =
15 kneToK ¢ HAYAIBHBIMU PACIPEACICHUSAMHA KOHLUEHTPAUUNM KaK [ BapUaHTa C
MOCTOSTHHBIM unciioM KiieTok B ancambie: a=1.0, ¢=0.001 u PIN1=0. B navanbubIiii
MOMEHT BPEMEHU BCE KIJIETKH HaXOAWIUCh B (paze G1 KIETOYHOTrO IUKJIA.

PacueTsl mpoBOAMIMCH CO 3HAYEHUSIMU NTAPAMETPOB, YKa3aHHBIMU B Tal. 2.1.
Kpome Toro, Obui momoOpanbl 3HaueHus mapametpoB K u |. TlapameTpsr Obuim
noj00paHbl TakK, YTO paClpelesieHHe ayKCHMHA C JHUCTAIbHbIM MaKCUMYMOM
KOHIICHTPAIIUU U paclpeesieHne UTOKUHUHA C AUCTAIbHBIM U MPOKCUMAaJIbHBIM
MaKCUMaMM HE MEHSUINChb Ha KAadye€CTBEHHOM YPOBHE IPU POCTE KIETOYHOIO

ancamOs. B mpouecce pacuera MakCUMyM KOHLEHTPALUU ayKCHHA (POPMUPOBAJICS
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B 4-ii KJETKE M COXPAHSUICS HA MPOTSIKEHUM YHUCIEHHOTO SKCIEPUMEHTA, 4YTO
COOTBETCTBYET JKCIEPUMEHTAIbHBIM JaHHbIM (puc. 2.5B). PacnpeneneHue
KOHLEHTpPAlMd IUTOKMHWUHA, a MMEHHO, HaJIWyue JBYX MaKCUMYyMOB
KOHIICHTPAI[MM, KAa4eCTBEHHO COBNAJAET C pACIPENEICHUEM, NOJIYYEHHBIM IS
pacuéTta C TOCTOSHHBIM 4YHCIOM KJeTok aHcambna (puc. 2.10A, b) wu
DKCTIEpPUMEHTaIbHBIMU  JaHHBIMH  (puc. 2.5, 2.3B). Camoopranuzamusi u
NOAJCP)KAHUE PACHPEICIICHUS] IUTOKWMHMHA B KOPHE BO BPEMEHH C YYETOM
KJIETOYHOW JUHAMUKH [TOKA3aHbI BIEPBBIE.

IIpy monayyeHWHM TIOCTOSHHOTO PpAaCHpEleieHUs] KOHLEHTPALMA MBI
HaOoanu GopMHUpOBaHUE TPEX 00JACTEN, PA3IMUAIOIIUXCS 110 CTATYCy KJIETOK B
kieTouHoM nukie. Ha puc. 2.10B BUIHO, 4TO KIETKH, OTHOCAIIMECS K KOJTYMEIIE,
HaxoasTcs B paze G1, KIeTKu, OTHOCAIIMECS K TPAaH3UTHOMY JOMEHY, HaXOsATCS B
¢daze G2, KJIETKH, OTHOCALIUECS K IPOIUPEPALIOHHOMY JOMEHY, HAaXOATCS KaK B
daze G1, tak u B paze G2. Takoe pacrpenenieHre KIETOK MO TPUHIUITY (Ha30Boi
IPUHA/JIEKHOCTH XOPOILIO COOTHOCUTCSI C 3KCHEPUMEHTAIbHBIMU JaHHBIMU (pUC.
2.3b). OTu Tpu AOMEHa KOHYMKA KOPHSA COXPAHSJIMCh MPHU pacuere CKOJIb YTrOJHO
IPOJOJDKATEIBHOE BPEMS, YTO CBHJETEIBCTBYET O HENPOTUBOPEUYMBOCTH
MPEAI0KEHHOI0 HaMU MEXaHHW3Ma FOPMOHAIBHOM PEryJisiiiui KJIETOYHOrO IUKJIa
(puc. 2.3B) ans popmMupoBaHUsl YCTOMYMBBIX B Pa3BUTHHM JTOMEHOB alMKaJIbHOU

MEPHUCTEMBI KOPHSI.
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Pucynok 2.10. PezynbraTel MmonenupoBanus. A. Pacnipenenenue
KOHLIEHTpAlMii CUTHAJIbHBIX BEIIECTB B pACYETE MOJIEIIN C IOCTOSIHHBIM YHCIIOM
kierok N = 20. b. PacnipeienieHne KOHLIEHTpaluil CATHAJIbHBIX BEILIECTB B pacyeTe
MOJIeH ¢ AMHaMuueckuM yuciaom kietok oT N=15 1o N = 50. B. Pe3ynbrar
JUHAMUYECKOT0 pacipee’eHus KJIEToK Mo (pa3zaM U pazMepam.

2.5. UncieHHBI aHAJN3 MOIEJIU PH BAPLUPOBAHUHU MAPAMETPOB.

B mannHOW paboTe MBI HE HMCCICIOBAIM YCTOWYMBOCTH PEIICHHS MOJCITU
pacrlpeneNieHrsT ayKCMHa K HavalbHBIM JAHHBIM W €€ YyBCTBUTEIBHOCTH K
BapbUPOBAHUIO OOJBINEH YAaCTH MapaMeTpPOB, TaK Kak MOAPOOHBIA aHAIMU3 ObLI
npoBeJeH i npeAmectByomiei moaenu (Mironova et al., 2010). Msl npoBenu
aHaJIN3 YyBCTBUTEIILHOCTH MOJICIIA K BAPHHUPOBAHUIO MTAPAMETPOB, OTBETCTBEHHBIX
3a pacrpejeicHHe ITUTOKMHUHA W BBISIBHIIM, YTO XapakKTEpPHOE pacIpeiciiCHHUE
GbopMHpOBAIOCh B IIMPOKOM HHTEPBAJE BaphbHUPOBAHMS IMAPAMETPOB CKOPOCTEH
MIACCBHOTO TPAHCIOpTa, ACTpajallid, MOPOTOB W HWHTCHCHUBHOCTH CHHTE3a. B
JAHHOM TJjaBe MbI MOJAPOOHO MPOAHATU3UPOBAIM UYYyBCTBUTEIBLHOCTH MOJEITH K

BAPbUPOBAHUIO 11APaMCTPOB, CBA3AHHBIX C HWHTCHCHBHOCTBIO TMIOCTYINIICHUA



78

(UTOTOPMOHOB B CHCTEMY (MHTEHCHUBHOCTb IMOTOKA, BXojsiero B N-yio KIEeTKy,
CKOpocTh cuHTe3a). KpoMe Toro, Mbl mpoBesid HCCIIEIOBAHUE YYBCTBUTEIBHOCTH
MOJENIM K K3MEHEHHUIO IapaMeTpPOB, OTBEYAIOIIMX 33 PETYJSIUI0 KIETOYHOIO
[UKJIA.

MpI pOBeNId YMCIEHHOE MCCIIEOBAHUE MOJENH JJIsl IEPEMEHHOIO Yucia
KJIETOK TPHU BAapbUPOBAaHUHU JTHUX MapaMmeTpoB. B pacuerax Mbl aHAIMU3UPOBAIU
CJIEIYIONIUE XapAKTEPUCTUKH: TOJIOKEHHUE KIETKH C MAaKCUMYMOM KOHIEHTpPAINH
aykcuHa (cootrBeTcTBytomei kietke III[), komuuecTBO HensIUXCA KIETOK,
KOHIICHTPAIMIO AYKCHMHA B KJIETKaX, COOTBETCTBYIOIIMX B Mojenu kietkam 1 u
KJIIETKaM KOJyMEJIbl, a TaKX€ MaKCUMyM KOHILEHTpalluu LHUTOKMHUHA. [Ipu
UCCIIEIOBAHUM M3MEHSJIOCh 3HAUYEHHUE TOJIBKO OJHOr0 mapamerpa (KOHCTAHTHI),
pacuer Bencss 10 MomeHTa BpeMeHn t=30000. ITockonbKy MOIENb COOEPKUT
CTOXAaCTUYECKUE MpaBUiia NEPEX0I0B, MPU HUCCICTOBAHUM JJISI KAXKJOTO 3HAYCHUS

napamMeTtpa npoBoamioch ot 20 10 50 ucnbITaHUIA.

2.5.1. U3MeHeHUe NPUTOKA ayKCHUHA B KJIETOYHBIH aHCaMOJIb

[Iputok aykcuHa B KJIETOYHBIA aHCAMOJIb UMEET JBE KOMIIOHEHTHI. Yepes
HE3aBHCHUMBII CHHTE3 C KOHCTAHTOM Op, U Yepe3 MOTOK aykcuHa B N-yIo KJIETKy ¢
KOHCTaHTOM HA4YaJIbHOTO NTOTOKA (g 1 KOHCTAHTOM YBEJIMYEHUS IOTOKA BO BPEMEHHU

k (ypaBHenus 2.1, 2.4).

2.5.1.1. Bapvuposanue Koncmanmol HE3A6UCUMO20 CUHME3A Oy AYKCUHA
Pe3ynbTaThl pacueToB npy BapbUPOBAHUH KOHCTAHThI Go YKa3aHbl B Ta0. 2.2.
Buano, uro HaOop mapamerpoB (tad. 2.1), momoOpaHHBIN A1 MOJEIH, SIBIISICTCS
HaunboJiee ONTUMAITLHBIM IS ITOIICpKaHUs KOHIIeHTpanuy aykcuna B [11] (Tab. 2.2,
BBIJICJICHO KUPHBIM MPUGTOM). A UMEHHO, 1151 3HaUeHus 0p—0.002 mMbI HaOII01aeM
MaKCUMaJlbHble 3HAYEHUS! KOHIICHTPAllUM ayKCHHA B KJIETKAaX, COOTBETCTBYIOIIMX
[MI] n komymemne. Kpome TOro, MMEHHO NPU BHIOPAHHOM 3HAYCHHWH MapaMeTpa

00=0.002 dopmupoBaHre MakCUMyMma MPOUCXOTUT B 4-0i KJIETKE OT KOHYHMKA
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KOpHs, U 9TO IIOJOXCHHC IMOAACPKHUBACTCA HA IPOTAKCHHUKU BCETO pacycTa, 4TO

SIBIISIETCSI BaKHBIM CBOKMCTBOM 1 IOAACPIKAHNA CTBOJIOBBIX KIICTOK HH HpI/I

YMCHBIICHUHN Op MAKCUMYM IICPCXOIUT B 3-10 KIJICTKY, a4 IIPHU YBCIIMYCHUU B 6-10 OT

KOHYMKA KOPH:, B 000ux CiIy4dasd KOHLOCHTpAIKUA ayKCHHA B MAKCUMYMC CHUXKACTCA.

Taoauua 2.2. [ToBenenue MoaeH Mpu BapbUPOBAHUN KOHCTAHTBI
HE3aBUCHMOT'0 CUHTE3a ayKCUHA Op. B KOJIOHKE 2 MpeIcTaBIeHo MOJI0KEHNE
MaKCUMyMa KOHLIEHTpALMM ayKCHHA, HauboJiee yacTo BCTPeUaeMoe B
ucnbiTaHusx. B xomonkax 3-6 mpeacTaBieHbl cpeiHne 3HaueHus. Yucio

ucneiTagui ot 20 1o 50.

O [Tomoxe- Konuenr- | MakcumanwHas | Makcumym | KomnuecTBo
Hue [1L] pauus KOHIIEHTpAlUs | KOHLIEHTpa- | IEJISIIUXCS
(No kyleTKM) | ayKCHUHA B ayKCUHAa B 100505 KJIETOK
ITL{ (cu) KJIETKax LIUTOKUHHWHA
KOJTYMEJUTBI (cu)
(cu)
0.0005 3 1.69412 2.68255 3.16043 36.45
0.001 3 2.43506 3.82206 3.17913 35.25
0.002 4 2.87113 4.90825 3.20620 34.35
0.003 6 2.77394 4.80067 3.23873 33.47
0.004 6 1.60073 3.34286 3.38287 32.05
0.005 - - - - 0

IToBhIlIEGHHE KOHCTAHTHI

CHUHTC3a AayKCHMHa B MOJACIHW IIPUBOJUT K

YBCIMYCHUIO MAKCHUMyMa HOUTOKHMHHHA, YTO B CBOIO O4YCpCIb IIPUBOAUT K

COKpAILIEHUIO KOJMYECTBa ACJSIINXCS KIETOK (mocneaauit cronden 1ad. 2.2). Ilpu

yBenuueHnn op 10 0.005 B Mozenu npekpamarorcs AeJeHUs KIETOK. MOXHO

3aKJIIIOYUTh, UTO HCpCFYHpreMBIﬁ CHHTC3 ayKCHHA C HEBBICOKON MHTECHCUBHOCTBIO

MOXKCT ABJIATBCA ANAIITUBHBIM IMPCUMYIICCTBOM IJIsI  TMOAJCPKAHHA HUIIA

CTBOJIOBBIX KJICTOK B MCPUCTCMC KOPH:I.
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2.5.1.2. Bapvuposanue koncmanmol 6a3a16H020 NOMOKA AYKCUHA 0o

Panee Obu10 mokazano (Mironova et al., 2010), uro yMeHbIIIEHHE ITOTOKA
ayKCHHA IPUBOJUT K IOTEPE MAKCUMYyMa ayKCUHA K KJIETKE, cOoTBeTCTBYIomEeH 1111,
aHaJIOTUYHbIE PE3YJIbTaThl OBLIN MOJYUYEHBI IIPU UCCIEA0OBAHNUN MTapaMeTpa ap (Tao.
2.3). [Ipu yMeHbIIIEHHH KOHCTAHTHI HAYAJILHOTO MTOTOKA aykcuHa Ha 0.03 MakcumMyMm
KOHIICHTpAIlMU ayKCHMHa KieTKe, cooTBeTcTByromen IILl, ¢opmupyercs B 3-eit
KJIETKE OT KOHYMKa KOpH:. JlanbHellee NOHNKEHNE 3TOM KOHCTAHThI IPUBOJIUT K
MCUYE3HOBEHNIO MAaKCMMyMa ayKCHMHA B KOHUMKE KOpHA. TakkKe Npu NMOHWKEHUU
KOHCTAHTBhl OTMEYAJIOCh 3aKOHOMEPHOE CHUKEHHUE MAKCUMAaJIbHON KOHIEHTpalUU
ayKCHHA KaK B KJIETKaxX KOJIYMEJUIbI, TAK U B KJIE€TKaX, cooTBeTcTByromux [111, naxe
HECMOTpSL Ha IEpexXoJ MAKCHMMyMa B 3-10 KJIETKy OT KOH4YMKa KopHs. [lpm
YBEJIMYEHUU KOHCTAHThl HAuyaJlbHOIO IOTOKA aykcuHa 10 ap=0.18 maxcumym

CMeEIIaeTcs B 6-10 KIIETKY.

Tabamua 2.3. 3aBUCUMOCTb KOHIIEHTPAIMU ayKCHHA B MOJEIH OT
M3MEHEHHS] KOHCTAaHThI HAYaJIbHOTO TTOTOKA ayKCUHA 0. B KoJoHKe 2
MPE/ICTAaBIICHO 3HaUYeHUEe, HanbOoJIee YacTo BCTPeUYaeMoe B UCIIBITaHUSX. B
KOJIOHKaX 3-5 MpejcTaBieHbl cpeanne 3HaueHus. Yucno ucnerranuii ot 20 o 50.

oo [Tonoxenue | KonuenTpanus MakcuMmanbHas KomnuecTBo
TTI] aykcuHa B [11] KOHLIEHTpAaLUs KJ1eTok B G2 B
(Ne KIeTKH) (cu) ayKCWHA B KJIETKaX | TPaH3UTHOM
KOJIyMeJLThI (CU) JIOMEHE
0.02 - -
0.03 3 2.75077 4.85425 0
0.04 4 2.85582 4.79722 0
0.06 4 2.87113 4.90825 0
0.11 4 2.87257 493148 4
0.16 6 2.25289 3.769284 4
0.18 - -

[Ipu moBbIIIEHUU 3HAYEHUs TMapaMeTpa HavYaJlbHOTO MOTOKa 10 0=0.11

KJIETKH TIOCJIE€ OKOHYAHMS JieJIeHu i nepexoasaT B G2 ¢ha3y u MOTyT NPOUTH TIepexo/1
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G2/M, T.K. MOBBIIIACTCS MOTOK ayKCHHA, & COOTBETCTBEHHO M YPOBEHb ayKCHHA (B
toM yucie B 11 u komymesuie). 9To IPOUCXOIUT COTIACHO 3aJI05)KEHHOMY B MOJIEIIb
MEXaHU3MYy peryJsilMu KietoyHoro nukia. Ha puc. 2.11 npeacraieH cimydai
YBEJIMYCHUS TTapaMeTpa HadaJlbHOTO TIoToKa 70 0p=0.11. Ha rpaduke BumHO, 4TO B
OTJINYKE OT UCXOJIHBIX pAaCHpe/IeNICHH KOHIEHTpauuu aykcuna (pasnaen 2.4.2) co

CTOpPOHBI ITo0Oera (Ha pUCYHKE CIpaBa) MOSBISETCS BTOPOH MaKCUMYM ayKCHHA.

cu KAETKH
=~ 5
%4
@
T3
) G2
Q 2 —
g 1 ]
0
] 5 20 40 50

Pucynoxk 2.11. PacnipeiesieHust KOHIICHTPAllUd TOPMOHOB ayKCHUHA
(3eseHblif), MUTOKMHUHA (CUHUI) U (Da3 KIETOYHOTO IUKJIA (MAJIMHOBBIN) B
MOJICIIH TIPU 3HAYCHUH TTapaMeTpa HadaabHOTO MOTOKa 0p=0,11.

2.5.1.3. Bapvuposeanue Koncmanmul ygeiudeHus NOmoKa aykcuna 6o epemenu K

KoHcTaHTa yBEenMYeHUs! MOTOKAa ayKCHMHA BO BPEMEHHM OTBEYAET 3a POCT
KOHIIEHTpAIlMU ayKCHHA, BXOSIIEro B KiieTky ¢ HomepoM N. Kak BuaHO u3 Tab. 2.4
BKJIaJl KOHCTAHTBHl POCTa TIOTOKA AayKCHMHA TMPU BBIOPAHHBIX ONTUMAIbHBIX
napaMeTpax He3HauuTesneH. JInnp mpu MoBBIIEHNN 3HAYEHU KOHCTAHTHI B 50 pa3
MaKCUMYM KOHLEHTPALMM ayKCHUHA IEPEMENIAETC B 5-F0 KJIETKY OT KOHYHMKa
kopHsi. He mpoucxoaut nosisienus kietok B G2 (aze B TpaH3UTHOM JIOMEHE MpHU
U3MEHEHUM 3HAYEHUS KOHCTAaHThl, B TAaKUX MHTEpPBaJIaX, 4YTOOBI COXpaHSICA

MaKCHMYyM KOHIIEHTpAllMH ayKCUHA B 4-01 KJIETKE OT KOHYMKA KOPHSI.
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Tabumuna 2.4. 3aBUCUMOCTb KOHIIEHTPALMU AyKCHHA B MOJIETH OT
M3MCHEHUSI KOHCTAHThI YBEITMUCHHS MTOTOKA ayKCHHA BO BpeMeHH K. B koioHke 2
NpEeCTaBICHO 3HaUeHNe, HauboJiee YacTo BCTPEYaeMoe B UCTIBITAaHUAX. B
KOJIOHKax 3-5 Mpe/cTaBIeHbl cpeauue 3HaueHus. Yucno ucnsitanuii ot 20 mo 50.

K ITomosxenue Konmnent- MaxkcumansHas | KomamuectBo
TTIT panus KOHIIEHTpaIus | KieTok B G2 B
(Ne xknetku) | aykcuHa B I11] ayKCHHAa B TPaH3UTHOM
(cu) KJICTKaX JTIOMEHE
KOJIYMEJLIbI
(cu)
0.00001 - -
0.00005 4 2.88486 4.93997 0
0.0001 4 2.87113 4.90825 0
0.0002 4 2.88793 4.94505 0
0.0003 4 2.88994 4.94837 0
0.0005 4 2.84911 4.93664 0
0.001 4 2.88204 4.93674 0
0.005 5 2.67017 471618 0

2.5.1.4. 3axkntouenue no 6apoupo8anuI) NApamempos NOMoOKa ayKCuHa

Kak mnoka3ano wuccienoBaHue BapbUPOBAHUS [0 MapaMeTpaM, MOJEIb
YyBCTBUTEJIbHA K W3MEHEHHUIO KOHCTAHThl CHUHTE3a AayKCHUHA, KOHCTAHTBI
HAa4YaJIbHOIO MOTOKA M MEHEE YYyBCTBUTEIbHA K M3MEHEHHIO KOHCTaHTBI POCTa
NOTOKa ayKCHMHA NpPH BapbUPOBAHMM 3HAYEHUI B MpeAenax OJHOI0 MOpsaKa
YUCTOBBIX 3HaYeHUH. OTHUM U3 MIOKa3aTeael YyBCTBUTEIIBHOCTH MOJIENH SIBJISIETCS
nepeMenieHre JJOKaJbHOTO MaKCUMyMa KOHLIEHTpAluu ayKCuHa U3 4-il Kl1eTku B 3-
10 WM 6-10, YTO MPOUCXOAWIIO IIPH MOHMKEHUU U MOBBIIIEHUU KOHCTAHT CUHTE3a U
HAYaJIbHOTO TIOTOKA ayKCWHA. Takke ObUIO MOKa3aHO, YTO BHIOPAHHBIC 3HAYCHUS
KOHCTaHT U3MEHEHUsI KOHIIEHTPALMK ayKCUHA B MOJIEIIH SIBJISIIOTCSA ONTUMAJIbHBIMU.

[IoBbIlIEHHE KOHCTAHTBI HE3aBUCHMOIO CHHTE3a ayKCHHA MOXET
MOJENUPOBATh pocT KOpHS TPAHCTEHHBIX pacTeHuit yucl-D,

CBEPXIKCIIPECCUPYIOIINX I'eH epMenTa cunTe3a aykcuna YUCL (Zhao et al., 2001).



83

JIeuCTBUTENBbHO, Y TaKUX PACTEHUHM OTMEYAEeTCAd TOBBIIIEHHBIM YPOBEHBb
DHAOTEHHOTO ayKCHHAa M YKOPOYEHHBbIE KOpeHb M MepucreMa. Kpome Ttoro, y
pactenuii yucl-D yBennueHO KOJMYECTBO KJIETOK KOTyMeJUibl. Bee 3Th n3MeHeHus
y TPAHCT€HHOT'O PAacTEHMsI XOPOILIO COTJIACYIOTCA € MPEACKa3aHUSIMHU MOJETHU (CM.
Tab. 2.2).

[losiBieHne BTOPOro MaKCHMMyMa ayKCHHa CO CTOpPOHBI mo0era mnpu
YBEJIMYEHUH 0a3aJIbHOTO MOTOKA MPUBOJIUT K U3MEHEHUIO pacIpeieieH s KIETOK
no ¢azaM B 30HE, COOTBETCTBYIOIIEM TpPaH3UTHOMY JOMEHy. B cpaBHeHuu c
pucynkoM 2.10B BuznHO, yTO nocie rpymisl kietok B G2 ¢dase, nosisisiercs rpymnna
kieTok B G1 ¢aze. Takoe nmoBeaeHne MOIEN PECKA3bIBACT, YTO MPHU YBEIHUECHUN
NOTOKa ayKCHUHA, OyJeT cokpamaThcs noMeH pernkanuu JJHK. 9to npenckazanue
MOJKET OBITh MPOBEPEHO IKCIEPUMEHTAIBHO MPU JETATLHOM HCCIEA0BAHNN PA3HbIX
TKaHEl cOCyIMCTON CUCTEMBI (MMPOTO(IO3IMBI, TPOKAMOUS U MPOTOKCUIIEMBI), TaK
KAaK M3BECTHO, YTO B 3TH TKaHU BXOJAT PA3JIMYHBIE 110 MHTEHCHUBHOCTU ITOTOKH

aykcuHa (cm. pasnen 1.4). [TogTBepkeHue npeackasanusi CMOTpu B pazzene 3.3.1.

2.5.2. U3MeHeHMe MPUTOKA HMTOKMHUHA B KJIETOUYHbIH aHCaMO0JIb

W3meHeHus mpuToKa MUTOKMHUHA B KJIETOYHBINH aHCAMOJIb MOYKHO
OCYIIIECTBUTD 3a CYCT BAPLUPOBAHUS CIICAYIOIIMX KOHCTAHT (ypaBHeHus 2.8-2.10):

® HadYaJbHOTIO MOTOKAa U3 rmobera [y,

® pOCTa IMOTOKa M3 modera ¢ pocToM KopHs |,

e cuHTe3a nuTOKMHUHA K .

PaCCMOTpI/IM HU3MCHCHHUC Ka)K)IOﬁ N3 KOHCTAHT II0 OTACJIBHOCTH.

2.5.2.1. Bapvupoeanue KoHcmanmasl HA4AIbHO20 NOMOKA YWUMOKUHUHA [o
AHanu3 U3MEHEHUs1 KOHLEHTPAlMd HUTOKUHIUHA B MOJIETH OT KOHCTaHTHI

HAYaJIbHOTO TIOTOKA [y MOKAa3bIBAaeT, YTO YPOBEHb KOHIICHTPAIMHM ITUTOKWHUHA

MPOTMOPIIMOHANIEH HavyallbHOMY MOTOKY (Tad. 2.5). Ilpu yMeHbIIEHUN KOHCTaHTHI

HayanpHOro mnotoka Ha 0.01 MakcMMyM KOHIIEHTpAallMM ayKCHHAa KIIETKE,
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cootBeTcTBYtoMIeH [111, popmupyercs B 2-if KiileTKe OT KOHYHMKA KOPHSI, KOJIMYECTBO
JEJSIIMXCA KIIETOK yBeJIMUUBaeTcs (MOocieHss KojloHka Tab. 2.5). [loBbiieHue xe
3HAYEHHS] KOHCTAHThl MPUBOJHUT K COKPAILICHUIO YUCJIA KJIETOK, OTHOCSIIHUXCS K

HpOJII/I(bepaHI/IOHHOMy AOMCHY, HO HC BJIHACT Ha IIOJOXKXCHHC KIICTOK,

COOTBCTCTBYIOIIHX HH, da TaKXC HC3HAYUTCIbHO BJIMACT Ha KOHICHTPALIUIO
AYKCHHaA.

Taoauna 2.5. [ToBenenne MoielId B 3aBUCUMOCTH OT KOHCTAHTBI
Ha4yaJIbHOTO MOTOKA IUTOKUHUHA fy. B KoJIOHKE 2 TIpeIcTaBIeHO 3HAUYCHHE,
HanOoJIee YacTo BCTpeUaeMoe B UCIIbITaHUAX. B KonoHkax 3-6 mpejcTaBiieHbI
cpeanue 3HadeHud. Yucno ucnsitanuii ot 20 10 50.

Lo IHonoxe- Konuient- | MakcumanbHas | Makcumym | KonnuecTBo
Hue [11] panust KOHLIEHTpAIMs | KOHLEHTpA- | JEJSAIIAXCA
(Ne KJI€TKM) | ayKCHHA B ayKCHUHAa B 1005078 KJIETOK
ITLT (cu) KJIETKaX IUTOKWHUHA
KOJTYMEJLTBI (cu)
(cu)
0.07 2 1.89235 2.6089 2.86248 38
0.08 4 2.87113 4.90825 3.20620 34.35
0.10 4 2.87057 4.91699 3.90164 33.75
0.12 4 2.86757 4.91464 4.60812 32.35
0.16 4 2.8006 4.80933 6.01681 30.65
0.18 4 2.88658 4.94955 6.75152 30.6
0.20 4 2.8037 4.82169 7.46754 29.1

2.5.2.2. Bapvupoeanue Koncmanmol ygeaudeHuss NOMoKa yumoxkununa |

Kak BuaHO u3 Tab. 2.6 3HaueHHWE KOHCTAHTHI YBEIWMYEHUS IOTOKA
IUTOKMHUHA OKA3bIBAET CYIIECTBEHHOE BIUSHKUE HA KOHIICHTPALUIO IMTOKUHUHA B
JTUCTATHHOM MaKCUMYME M KaK CIIEJICTBUE Ha pa3Mep MpoiudeparimoHHOTo JOMEHA.
[Tpu 3HaueHusx koHcTaHThl 1=0.01 3HaUEHUSA MAKCUMYMOB KOHIICHTPAIIUN ayKCHHA

B CpCAHCM MCHBIIC, YCM IIPpU APYTI'UX 3HAYCHUAX KOHCTAHTHI l.
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Taoauna 2.6. 3aBUCUMOCTb KOHLIEHTPAlUU ayKCUHA U IMTOKWHUHA B
MOJICJIH OT M3MCHCHHSI KOHCTAHThI YBEJIMUCHHUS TIOTOKA IIATOKMHUHA BO BpeMeHH |.

B kosnoHke 2 npecTaBiieHO 3HaY€HHE, HAaM0O0JIee 4acTO BCTpEYaeMoe B
ucnbITaHusX. B kononkax 3-6 mpeacTaBieHbl cpeiHue 3HaueHus. Yncio
ucnsiTanni ot 20 mo 50.

| [Tomoxe- | Konnent | Makcumanenast | Makcumym | KonugectBo
Hue [11] -pauys | KOHLIEHTpAUUYs | KOHIEHTpa- | IENAIINUXCA
(Ne ayKCHHa ayKCUHa B 005071 KJIETOK
KJICTKH) B I11] KJIETKaxX [MUTOKWHUHA
(cu) KOJIYMEJLIBI (cu)
(cu)

0.001 4 2.89226 494714 2.74078 35.1
0.005 4 2.88497 4.93321 2.9417 35
0.01 4 2.87113 4,90825 3.20620 34.35
0.03 4 2.89414 4,95449 4.23824 34.3
0.05 4 2.88645 4.94763 5.4871 32
0.1 4 2.89113 4,95477 8.7689 30.1
0.5 - - 0

2.5.2.3. Bapvuposanue koncmanmul cunmesa yumoxkununa Ksc

B 1a6. 2.7. noka3aHbl 3aBUCUMOCTH OT KOHCTAHTHI CUHTE3a IUTOKMHUHA K ¢
B KJETKE HM3MEHEHUS CIEAYIOIINX XapaKTEePUCTHUK: KOHLEHTPALMM ayKCHHA B
KJIETKaX, COOTBETCTBYIOIIMX B Mojenu kietkam [IL, xkimeTkam KOIyMelibl, U
MaKCUMyMa KOHIIEHTpaIluu IUTOKUHUHA. BuiHOo, yTO Habop mapametpos (Tad. 2.1),
MOI00paHHBIN NI MOJIETIH, SBJISIETCSI Hau0oJiee ONMTUMAIBHBIM JIJIS TIOIIEPIKAHMSI
KoHUeHTpaiuu aykcuHa B IIIl (tab. 2.7, BBILACIEHO >XUPHBIM MIPUPTOM).
BapbupoBanue 3HaU€HU KOHCTAHTHI TPOU3BOIAIIOCH IO TEX MOP, MOKAa MAKCUMYM
aykcuHa (opMHUpPOBAICS B 4-0il KJIETKE M KJIETKH B aHcamOJie NeNUIINCh, MpHU
MOBBIIIEHNUHY 3Ha4Y€HHSI KOHCTaHTHI 710 0.1 BO BCeX UCIBITAHUSX KIETKU IIEPECTABAIIN
JICTUThCS, @ UMeHHO npoxoauTh G2/M nepexo. JlaHHbIE B KOJOHKE 5 MOKa3bIBAIOT
MOBBHIIIIEHWE MaKCUMyMa IMTOKWHHMHA C TIOBBIIICHHEM 3HAYEHUS KOHCTAHTHI
cuHTe3a. Takxke C MOBBIINIEHUEM KOHCTAHThl CHUHTE€3a LIIUTOKMHUHA MPOUCXOIUIIO

COKpPAIICHUEC KOJIUYCCTBA ACIIAINXCS KIICTOK.
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Tabauuna 2.7. 3aBUCUMOCTb KOHIIEHTpAIIMX ayKCHHA U IIMTOKUHUHA B
MOJISTIH OT U3MEHEHUS KOHCTAaHTHI CHHTEe3a IMuToKuHUHA K ¢. B Ko0oHKE 2
MIPEICTABIICHO 3HaUEHNE, HAaMOO0JIee 9acTO BCTPEUYaeMOe B UCIIBITAaHUAX. B

Ksc [Tomoxe- | Konnent | Makcumanenast | Makcumym | KonugectBo
Hue [11] -pauys | KOHLEHTpAUUYs | KOHIEHTpa- | JENALINUXCA
(Ne ayKCHHa ayKCHUHA B 1005071 KJIETOK
KJICTKH) B I11] KJICTKaxX [MUTOKWHUHA
(cu) KOJIYMEJLIBI (cu)
(cu)
0.005 2 1.77381 2.36055 3.14594 37.27
0.01 4 2.87113 4.90825 3.20620 34.35
0.03 4 2.84323 487732 3.25878 32.6
0.04 4 2.83762 4.88406 4.22135 28.25
0.05 4 2.83807 4.89094 12.79304 20.125
0.1 4 2.71088 4.69686 20.41774 0

2.5.2.4. 3aknwouenue no sapbuposanuio napamempos NOMoKa UUMOKUHUHA

JlanHble, IpeacTaBlIeHABIC B Ta0. 2.5, 2.6 MOKa3bIBAIOT, YTO KOHIIEHTPAIIHS
IIUTOKWHUHA B TUCTAIFHOM MaKCHMYME PACTET C YBEIIMUCHHUEM IIapaMETPOB IMIOTOKA
IIUTOKMHUHA B KOPEHb, YTO B CBOIO OUEPE/Ib IPUBOIUT K YMEHBIIICHHIO KOJTUYECTBA
JCISAIMIMXCS KJICTOK B NpOJaudepallMOHHOM JoMeHe. TakuM o0pa3oM MOJEIb
IPEICKa3bIBACT, YTO YBEJIMUYCHHE MAKCHUMAJIbHOM KOHIICHTPAIlMU IIUTOKWHUHA B
TPaH3UTHOM JOMEHE BEJICT K COKPAIIICHHIO Pa3MepoB IPoIudepalliOHHOr0 JOMEHA.
D70 npeAcKa3aHue MOXKET ObITh IPOBEPEHO SKCIICPUMEHTAIIBHO IPU PACCMOTPEHHUH
npor@epaliOHHON aKTUBHOCTH B COCYAHMCTON CHCTEME KOpHS, TJe HMEIOTCS
pa3iuuvs B KOHIIEHTPAIMU ITUTOKWHHHA COTJIACHO JIMTEPATYPHBIM JaHHBIM (CM.
pazgen 1.5).

CornacHO JaHHBIM, MPEACTABACHHBIM B Ta0. 2.7, MOJCNb MPEICKa3bIBacT,
YTO CHIDKCHHE CHHTE3a ITUTOKMHWHA TIPUBEAET K YBEIUYCHHIO pa3MEpoB

npoiudepaluoHHOr0 JOMEHAa. JTO TNpeIcKa3aHue MOXKET ObITh MPOBEPEHO
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HKCIIEPUMEHTAJILHO TPU CPAaBHEHUM MPOJIM(EpalluOHHON aKTUBHOCTH B KOPHSIX

JUKOTO TUIA U KOPHSIX MYTaHTHBIX 110 CUHTE3Y [IUTOKMHUHA pacTeHuit (3.3).

2.5.3. U3MeHeHMe MAapaMeTPOB pPeryJsiiiui KJIEeTOYHOT0 HUK.JIA.

PCFyJIHHI/IH KJICTOYHOIO 1HHKJIIa B MOJACIN OIPCACILICTCA ITOPOTrOBbBIMUA

G1/S  pG2/M

KOHCTaHTaMu T, - npu npoxokaeHun nepexomoB G1/S u G2/M

a

COOTBCTCTBCHHO. PaCCMOTpI/IM 3HA4YCHUA K&)I(I[Oﬁ N3 KOHCTAHT I10 OTACJIBbHOCTH.

2.5.3.1. Bapvuposanue KoHcmanmol nOPO2060I KOHUEHMPAUUU AYKCUHA 0717

pe2ynauuu nepexooa G1/S
G1/S .
AnHanu3 u3MeHeHMs 3HadeHus T, MoKa3aj, 4To MposmdeparioHHbIN

nomeH (¢opmupyetcst B uHTepBane 0.25 < TaGl/S< 2.5 (1ab. 2.8). Ilpu TaGl/S = 0.25

G1/S
T, /S =25 B ancamGle KIETOK

KJIIETKH aHcaMOJsi mepectaroT aenuthesa. [lpu
MaKCHMYM KOHIIEHTpaIluu ayKCHHa oOpasyeTrcs B KJeTKe, cooTBeTcTBytomen 111,
HO B IIPOIIECCE pacyeTa MOJEIU MAaKCUMyM CMEIIAETCS B CTOPOHY IOUCTAIbHOU
YaCTU MEPUCTEMBI, & B KOHUMKE HAUMHAET 00pa30BhIBATHCS HOBBIM HECTAOUIIbHBIN
MakcUMyM (puc. 2.12), 1 ero KOHIIEHTpAI1sl CHUKAETCS.

JlanHbie, TpeACTaBICHHBIC B TaOJHIIEC, IMOKA3bIBAIOT, YTO YMEHBIICHHE
3HAQYCHUS KOHCTAHTHI MOPOTOBOM KOHIIEHTpaluu aykcuHa misa mepexona G1/S
MPUBOJUT K TMOBBIIICHUIO KOHIEHTPALUA ayKCHHA B KJIETKaX, COOTBETCTBYIOIINX
[II{ n komymemne. Kpome TOro, yMeHbIIEHUE 3HAYECHUS] KOHCTAHTBI NPUBOJIUT K
YMEHBIIICHUIO MPOJU(PEpPallMOHHOTO JOMEHA, 4YTO MOXET OBITh CBSI3aHO C
YBEIIMYEHUEM AUCTATBHOTO MAKCUMYMa KOHLIEHTPALIMY TUTOKMHUHA (KOJIOHKH 5 U
6). IloBbilieHre 3HaUYECHHUS KOHCTAHTHI 710 2.0, KaKk ¥ MOHM)XEHUE, He3HAYUTEIHHO
MOBBIIIAET KOHIIEHTPAIMI0O ayKCMHA B MAaKCHUMyMaX, HO BJICUYET IOHWKEHUE

MaKCMMyMa LHUTOKMHHHA, JOCTATOYHOC AJIA YBCIMYCHUS KOJIMYCCTBA ACIIAIIUXCS

KJICTOK.
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Tabauuna 2.8. 3aBucuMOCTb pazmepa npoaudeparmoHHOr0 JOMEHA OT BETUYUHBI

. G1/S
KOHCTaHTBI IOPOTOBOM KOHIeHTpaun aykcuHa T, '~ st mepexoga G1/S. B
KOJIOHKE 2 TIPE/ICTaBIICHO 3HAYCHUE, HAa00JIee YaCcTO BCTPEUACMOE B UCTIHITAHHSIX.

B xononkax 3-6ripeacraBiieHsl cpeanaue 3HaueHus. Yucio ucneitanuii ot 20 10 50.
Tac"l/ S| [Tonoxe- | KonnenT | MakcumanbsHast | Makcumym | KommdecTBo
Hue 111 -pauys | KOHLEHTpAUUYs | KOHLIEHTpa- | IENAIINUXCA
(Ne ayKCuHa ayKCUHa B 112078 KJIETOK
KJICTKH) B I1I] KJIETKax UTOKMHUHA
(cu) KOJTYMEJLTBI (cu)
(cu)
0.25 - - - - 0
0.30 4 2.90089 4,97056 3.30096 32
1.0 4 2.89149 4,95143 3.24392 33.66
1.2 4 2.87113 4.90825 3.20620 34.35
1.4 4 2.89198 4,95183 3.20030 35.1
2.0 4 2.88791 4.,94505 3.20187 34.5
2.5 >6 1.85219 3.22460 3.14454 37.4
cu KAETKH
3
<
5
o) 2
T G2
i Gl
T
@)
v
O *0—8-81-0-00— 8- 8— 8 8-0-80—0—0-8— 08

p—

5 20 40 50

Pucynok 2.12. PacnipenesieHnsi KOHLIEHTPALIMKM TOPMOHOB ayKCHHA
(3emenslif), MUTOKMHUHA (CUHUI) U (Pa3 KJIETOUYHOTO IUKJIA (MAJIMHOBBIN) B
MOJIENT TIPH 3HAUEHHH KOHCTAHTHI TIOPOTOBOM KOHIIEHTPAIMK ayKcuHa T /° = 2.5,
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0111 pezyaayuu nepexooa G2/M

G2/M
H3meneHne moporoBoro 3HadeHus 1, / , TAK)Ke BIIMAET HA pa3Mepsl

npoau@epallmoHHOTO JOMEHa. AHalM3 pacdyeToB IOKa3ajld, 4YTO YMEHbIIECHHE

3HAYCHHUS KOHCTAHTBI IOPOrOBOI KOHIIEHTPAIMK HUTOKUHKHA [T mepexona G2/M

IPUBOJUT K YMEHBIIICHHUIO MPOn(eparioHHOro TOMeHa, U HaooopoT (Tad. 2.9).

Ta6auna 2.9. 3aBucuMocTh pazMepa npoaudeparmoOHHOT0 JOMEHA OT

o G
BCJIMYUHBI KOHCTAHTHBI ITIOPOTOBON KOHICHTPAIMY TN TOKHMHHWHA TC

2/M s

nepexona G2/M. B kosnonkax 2,3,5 npeacTaBieHbl cpeHKe 3HaUeHUA. B KooHke
4 mpeacTaBIEHO 3HAYCHKE, Han0oJiee YaCTO BCTPEYAEMOE B UCTIBITAHUAX. YucI0
ncusiTagni ot 20 1o 50.

TCGZ/ M | KonnuecTtBo Maxkcumym [Tonosxxenne | KounenTpanus
JNEISIUXCS | KOHUEHTPALUU T11] aykcuHa B [11]
KJIETOK muToKHHUHA | (No KIIeTKH) (cu)
0.30 30.4 3.§%l6)72 4 2.79979
0.35 31.9 3.27324 4 2.86633
0.40 33.03 3.23976 4 2.83825
0.45 33.55 3.22168 4 2.8449
0.50 34.35 3.20620 4 2.87113
0.55 34.53 3.19858 4 2.85847
0.60 35.38 3.18986 4 2.86511
0.65 35.93 3.17514 4 2.85566
0.70 - - - -

3HaueHUsI B TMOCJIEOHEN KOJIOHKE ITOKa3bIBAIOT,
0.50 HabmroaeTcss HauboIbIIee 3HAUCHUE MAaKCMMyMa KOHIIGHTpAIlMu ayKCHHA B

KJIeTKaX, coorBeTcTByrOUX [IL, 4TO sBiIETCA Ba)KHOW XAapAaKTEPUCTUKOM IS

NoAACP KaHUA HUIIKW CTBOJIOBBIX KIICTOK B MCPHUCTCMC.

yro npu T,

G2/M _
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2.5.3.3. 3aknwuenue no 6apouposaHul) nNAPAMEmpos peyaAuuu KiemouyHo20o
YuKna

AHanmu3 BapbUpPOBAaHUS KOHCTAHTHI TIOPOTOBOM KOHIIEHTpAIlMM ayKCHHA
MOKa3aJjl, YTO ayKCHH HE UMEET MPSMOTO BIHSHHS Ha pa3Mep IpoaudepanrnoHHOro

AOMCHA, a4 TOJIbKO 49€PC3 M3MCHCHUC JUCTAIIBHOI'O MdKCMMyMa LIUTOKMHHHA (Ta6.

2.8). OgHako mpH BBICOKMX 3HAYEHUSX KOHCTAHTHI Taal/ % HaGIIOANIOCH CMEIEH e
makcumyma u3 Il ¢ mnocnenyromuM (QopMHpOBAaHHUEM JIOMOJHUTEIHHOTO
Makcumyma. Panee ¢hopmupoBaHue JOMOTHUTEIBHOIO MaKCUMyMa HaOII0anoCh
Ipy yBEIWYCHUU TIOTOKa aykcmHa 3 mooOera (Mironova et al., 2010). Mur
IPEIOJIOKUIIH, YTO 3TOT 3PPEKT MOKET 00eCIeUnBaTh 3aKJIAKy OOKOBOIO KOPHSI.
TaxuMm 06pa3oM, B TaHHOU pabOTe MOKa3aHO, YTO 3aKjIaiKa OOKOBOIO KOPHS MOXKET
PEryIMpOBATHCS HE TOJBKO HAa YPOBHE YIPABJIEHUS MOTOKOB ayKCHHA, HO U Ha
YPOBHE KOHTPOJIS KJIETOYHOIO MLMKJIA. ODTOT BOIPOC TpeOyeT AalbHEHIIEero
UCCJIEIOBAHHUS.

JlanHble, mpeacTaBieHHble B Tal. 2.9 MOKa3bIBalOT, YTO YMEHBLICHHE
3HAYCHUS KOHCTAHTHI IIOPOTOBOM KOHIICHTPALWHU IIUTOKHHUHA 11 iepexoaa G2/M
MPUBOJNUT K YMEHBIIEHUIO NPOau(epalMoOHHOro J0MeHa, U Hao0opoT. CorjaacHo
ypaBHeHUIO0 2.14 GyHKIMS BEPOATHOCTH TEpexojaa OOpaTHO MPOIOPIMOHATBHA
KOHCTaHTE MOPOBOT0 3HAYEHHUSI, @ 3HAUMUT, 4YeM OOJIbLIE 3HAUEHHE KOHCTAHThI, TEM
MEHbIIIE YyBCTBUTEIBbHOCTh KJIETKH K KOHIIEHTPALMH ITUTOKUHUHA. Takum o0pazom,
MOJIEJIb MPEJICKa3bIBAET, YTO CHUIKEHUE YYBCTBUTEIBHOCTH KJIETKH K HIUTOKWUHHUHY
OpUBEAET K YBEJIMYEHHIO PA3MEpPOB MNPOIUPEpPalMOHHOTO JIOMEHAa. ITO
npecKa3aHhue MOXKET OBbITh MPOBEPEHO HSKCHEPUMEHTANIbHO TpPU CpPaBHEHUU
npoiau@epallnoOHHON aKTUBHOCTH B KOPHSIX JHUKOIO THUIMA U KOPHSAX MYTaHTHBIX

pacTeHui ¢ HapylIeHUEM NIepe/ladyu CUTHalla UTOKMHUHA (3.3).
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2.6. 3akr0uenue mo Moaeau GopMupoBaHus NPOTH(EPANMOHHOIO IOMEHA

B nanHOM r11aBe Ha OCHOBE MHTErpallui Pa3HOPOIHBIX SKCIIEPUMEHTAIIBHBIX
JTaHHBIX ~ TMPEJIOKEH  MUHUMAIbHBIA  PETyJISTOPHBIA  KOHTYp  KOHTPOJIA
(UTOrOpMOHAMH KJIETOYHOI'O IMKJIA B AlMKAJIBHOW MEpUCTEME KOPHS PACTEHUH.
CoracHo peueHno 00paTHOM 3a7a4uM, BBICOKHE KOHIIEHTPALUHA ayKCHHA B KIJIETKE
UHTUOUpYyIOT mnpoxoxkaeHue nepexona GI1/S, B To BpeMs Kak BBICOKHE
KOHIIEHTpAllMi UTOKHHA B KJIETKE MHTMOMPYIOT IpoxoxaeHue nepexona G2/M.
Co3nmana ruOpuaHas MareMaTH4eckass MOJETb, B KOTOPOH JeNeHUs KIETOK
IPOUCXOAAT MOJ YIPaBJIEHUEM 3TOI0 MUHUMAJIBHOTO PEryJISITOPHOrO KOHTypa. B
pe3yNbTaTe YUCIECHHOTO aHAJIM3a MOJIEU MTOKa3aH0, YTO ATOTO0 KOHTYpa JOCTATOYHO
s (GOpMHUPOBAHMST W TOJACPKAHHUS TPEX 30H KOHYHMKA KOPHS C Pa3IMYHOU
npoau@epalluoOHHON  aKTUBHOCTBIO  (KOJIYMEJIbl, MpOJnu(eparioHHOrO U
TpaH3UTHOTO  AOMEHOB). lIpomudepanmonnslii AoMeH (opmupoBasics U
HOJIIEPKUBAJICS MEXTy MaKkCUMyMoM aykcuHa B I11] 1 MakcuMymMOM LIMTOKMHKHA
B TPAH3UTHOM JIOMEHE.

[Ipu BapbupoBaHMM 3HAUYEHWH MapaMeTPOB HAOIIOMATUCH W3MEHEHUS B
MOJIO)KEHUSAX MaKCUMyMOB KOHILIGHTpAallUM ayKCMHAa W UUTOKMHMHA M, Kak
pe3ynbTar, pa3MepoB MNPOIUPEPALMOHHOIO JOMEHA. OTHU CUEHApUU MOTYT
OTKCHIBaTh peasibHble U3MEHEHUs MPor(eparioHHON aKTUBHOCTH B KOPHE KaK B
pa3MyYHBIX TKAHSX, TaK U MPHU PA3IMYHBIX BHEIIHUX U BHYTPEHHUX ycioBusx. Ha
OCHOBE ATOT'0 aHaJIN3a, Mbl C(POPMYITUPOBAIH CIETYIOMINE MPEICKA3AHU.
Ilpeockaszanue 1. YBenndeHHe NMOTOKAa ayKCHHA CO CTOPOHBI MoOera mpuBenéT K
COKpaIIEHHIO pa3Mepa JomMeHa coobiTuil perunkanuu JJHK.
lIpeockazanue 2. YBenuueHUEe MOTOKA IUTOKUHUHA CO CTOPOHBI OOera mpuBeAET
K COKpPAILEHUIO Pa3MEPOB MPOIH(PEPaIMOHHOTO TOMEHA.

Ilpeockaszanue 3. CHIKEHUE KOHIIGHTPAIMU ITUTOKMHWHA B TPAH3UTHOM JIOMEHE
WIA CHUKEHHE YYBCTBUTEIBHOCTU KJIETOK PACTeHMs K LIUTOKMHUHY MPHUBEAET K

YBEIMYCHHIO JJIMHBI TPOIUGEPAIMOHHOTO IOMEHA.
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JUist mpoBEepKH ATUX MpelicKazaHuid ObUIO MPOBEJAEHO TUIAHUPOBAHUE U
HKCIIEPTHOE COMPOBOXKACHUE HKCIIEPUMEHTOB, pe3yJbTaThl aHaIN3a KOTOPBIX

MpCaCTaBJICHLI B CHGI[YIOHIefI rj1aBeE.
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I'JIABA 3. KOMITIBIOTEPHBIN AHAJIN3 PACTIPEJEJIEHNS MUTO30B B
KOPHE

Bo BTOpO#i rinaBe ObUT MPEMIOKEH MUHUMAIbHBIA MEXaHU3M PEryJIALHNH
KJIETOYHOTO  IMKJIa  ayKCMHOM U LMTOKMUHUHOM,  JIOCTATOYHOCTh U
HEITPOTUBOPEYUBOCTh KOTOPOrO ObLIa MPOBEPEHA B MaTeMaTHYeCKOW monenu. B
pe3ysibTaTe aHajlin3a MOJAENU ObUl CHENaH ps NpelcKa3aHWi, Uid MPOBEPKU
KOTOpPBIX HamMHM ObUI CIUIAHMPOBAH JKCIIEPUMEHT, pean30BaHHbI Tapacom
[Tactepnakom wu3 VYuuepcutrera DpaitOypra (I'epmanus). B nganHOl rHaBe
OIMCBIBAKOTCS YCIOBUS ITPOBEACHMS SKCIIEPUMEHTA U PE3YJIbTaThl KOMIIBIOTEPHOTO

aHaju3a U300paKeHUH, MOATBEPKIAIOIIUE TPEACKA3aHUs MOJICIIH.

3.1. DkcnepuMeHTAJIbHOE UCCIeJ0BaAHNE MPOIU(epANNOHHOA AKTUBHOCTH B
koH4uKe KopHsi Arabidopsis thaliana L.

JLyist mpoBepKu MpeacKa3aHuil Mojenu (cM. pasnen 2.6) Heo0XouMOo ObLIO
IIPOBECTH MCCIIeIOBaHUE pacipenenenus coobituii permmkanuu JJHK u Muto30B B
pa3HbIX TKaHsIX KOpHS. CIOKHOCTH 3aKI/I0Yanach B TOM, YTO JUIMTEILHOCTh 00EnX
¢a3 1Mo OTHONIIEHUIO KO BPEMEHHU KIIETOYHOIO IMKJIA JOCTATOYHO CKOPOTEYHA
(Vyplelova et al., 2017). Cuuraetcsi, 4To JeJ€HUE KJIETOK MPOUCXOJIUT BO BCEX
TkaHax mo jmHe AMK B cioywaitHom mopsiake (doOpouaeB, MBanos, 1999),
MO3TOMY 4YTOOBI TOBOPUTH O JOCTOBEPHOCTU KAKUX-JTMOO pa3iuuuii HE0OXO0IUMO
U3ydaTh paclpefeieHne MHTO30B BO BCEX TKaHAX KOPHSI B TPEXMEPHOM
npocTpaHcTBe. MieanbHbIM BapuaHnTOM ObLIO ObI M3y4YaTh KOPHU C OKPAIIEHHBIMU
CTCHKaMH | SIpaMH KJIETOK, YTOOBI MOKHO OBLIO OJJHO3HAYHO MPOAHHOTHUPOBATH
MUTO3bI. OJTHAKO TEXHOJIOTUW OJHOBPEMEHHOTO OKpPAIIMBAHUS CTEHOK U SiACp HE
MO3BOJISIOT MOYYUTh NU300payKEHNE B XOPOIIIEM KaueCTBE, B CBSI3U YEM MBI C/eIalln
BHIOOp B MMOJIb3Y OKpAIIMBaHUS TOJBKO sJep KIETOK KoHumka kopHs A. thaliana.
CoBceM HemaBHO MOSIBHIICSA (hiyopeciieHTHbIH KpacuTens EAU, mo3Bomsronimii
okparmBath perunupyromnrytocs JJHK B tom uwmcie in vivo (Salic, Mitchison,

2007). OpnHoBpeMeHHOe oOkpammBaHue kierok kopHs DAPI, EdU ¢
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npen1oOpaboTKOM  KOJNXMUMHOM  TIO3BOJUT  HCCIENOBaThb  paclpeiesieHue
peruukanuu JIHK u coObpITHIT MUTO3a Ha OJTHUX U TEX KE KOPHSX.

DKCNEepUMEHTHI OBLIM CIUIAHUPOBAHBI U MPOBEAECHBI IO IMPEIOKEHHBIM
HamMHu cxeMmaM. Bce skcneprMeHTanbHbIE IPOLEAYpbl MPOBOAMI Hall KOJIJIETa,
Tapac [lactepnak, u3 na6oparopuu Knayca [lansme B ynusepcutete ®paitdypra
(I'epmanus). Tapac [lacTepHak npe10cTaBUII HAM BCE OPUTHMHAIbHbBIE H300paKEHUS

C KOH(I)OK&JILHOI’O MHUKPOCKOIIA OJIA ,HaHBHCP'IIHCFO aHaJIn3a.

3.1.1. IlpenJioskeHHbIE YCIA0BUSA NMPOBEICHUSA IKCIIEPHMEHTA

BbuTO MpemiokeHo MCIoab30BaTh B 3KCIepuMeHTe pacTenus Arabidopsis
thaliana L. mukoro tumna (3xotun Columbia-0). O6paboTka ceMsH U BhIpalIiBaHUE
MPOBOJMIIACH COTJIACHO CTaHIapTHBIM MpoTokojaM (Pasternak et al., 2015) na
BEPTHUKAJIbHO-OPUEHTUPOBAHHBIX 4Yamkax [lerpu ¢ arapu30BaHHOW NUTATEIBHOU
Cpenoii, ObLIO MPENIOKEHO UCOIb30BaTh B paboTe pacTeHus 4-AHEBHOIO BO3pacTa
II0CJIE ITPOPACTAHUS.

[lepen moaroToBKOW KOpHEH PACTEHH K MUKPOCKOMUHU OBLIO MPEII0KEHO
IPOBECTH aJalTallli0 IPOPOCTKOB K YCIOBHUSAM JKUAKOM MUTATEIbHOW Cpeibl B
teueHue 12 yacos. Ilocne aganTanuu B KUAKYIO Cpeay HaAo0 ObLIO JOOAaBUTH U
IMIp/MJI KOJXHIIMHA, TOPMO3SIIETO MpoxoxaeHue meradassl mutosa, u EAU (5-
stuHMI-2'-neokcupuaut, Salic, Mitchison, 2007), okpaiuBaroiiero sjapa KJIeToK B
nporecce permmkanuu JJTHK, Ha 90 munyt. Oukcanus pacTeHUN U OKpAIIMBAHUE
JIHK EdU u DAPI ipoBors10¢h COTTIACHO MPOTOKOJTY ¢ HEKOTOPBIMH aan Tal[sIMU
u3 pabotsl (Pasternak et al., 2015), B pesynbpTare yero riryouna (Z-cTek) aHaiau3a
nocturana 100 MUKpoH (cpeaHsis TONIKMHA UCCIeAyeMbIX KopHei). [lanee kopHuU
HE00X0IMMO OBIJI0O OTCKAaHWPOBATh C BHICOKUM paszpemieHueM (375 u 600 kpatHoe
ONTHYECKOE YBEJIMUYCHUE) Ha KOH(OKAILHOM MHMKpPOCKOIIE B JIBYX KaHajlaxX
dayopecuenimu (s DAPI u EAU) ¢ cepueii ontuueckux cpe3oB (10 150 cpe3oB)
Ha ryouny no 100 mxm. Jlng OLEHKH pacmpeneiieHus MNporQepanmoHHON
aKTUBHOCTHU BJIOJIb MEPUCTEMBI HEOOXOJIUMO MPOBECTH HECKOJIBKO CKAaHUPOBAHMM

BJIOJIb OJTHOTO KOpHS Ha paccrosHue 10 500 MM oT koHunka (B pexxume tiles).
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HeoOxomuMo ObLIO OTCKaHMPOBATh B XopolneM kadecTBe 10-15 xopHe#t mukoro
tuna u mo 4-6 xopHeit myrantoB Ipt3iptdipt7, arrl2. Takxke HeoOX0IAUMO OBLIO
otrckanupoBath 20-30 KopHE# TUKOTO THIIa B MEHBILIEM Pa3pelIeHUH AJIs1 IPOBEPKHU

Ka4qcCTBa KapT.

3.1.2. O6padoTka n300paKeHNH

J1i1s1 00pabOTKH MOTYYEHHBIX ¢ MHUKPOCKOIIA H300paskeHuii B popmare .Ism
(Wilhelm el al.,, 2003) ¢ mnomompro mnporpammer Imagel (plugin LOCI)
nepesoaminck B popmar manueix .h5 (http://www.hdfgroup.org). M3o0pakeHust
KOHYHMKOB KOPHS COCTOSITH U3 JIBYX HJIH 00JIee YaCTUIHO MepeKphiBatomuxcs (~8%)
qacter (tiles), T.k. meaukoM wHcciemyemas 00JIaCTh KOPHS HE IIOMEHIAcTCs B
3aJaHHBIA  yroil 0030pa OOBEKTHMBA MHKPOCKOMNA, JJII WX COCJAMHCHUS
Ucrojb30Baiachk nporpamma XuvTools (Emmenlauer et al., 2009). [Tocneayromuii
aHamu3 TpoBoaMiIcsa B mporpamme Iintrinsic Root Coordinate System — iRoCS
Toolbox (Schmidt et al. 2014). IIporpamma IROCS mo3BosiseT aHHOTHPOBAThH
W300pKEHWSIT B aBTOMATHYCCKOM HWJIM  TIOJyaBTOMAaTHYECKOM PEXKHUME C
MIOJTyYEHUEM TPEXMEPHBIX KOOPIMHAT BCEX SACP, B TOM YHCIIC U HAXOMSIIUXCS B
MHUTO3E.

OOpabotka wu3oOpaxenumit B mnporpamme IR0OCS ocymecTBisiiace 1o
CJIEYIOILEMY CLIEHAPHIO.

1) ABTOMaTHYECKOE HAXOXJICHHUE BCEX BUAMMBIX sep (kKaHam» nucleusy) —
dyukuus «Plugins->01-Detect Nuclei». PesynbTatrom paboThl GyHKIMH
SIBJISICTCS CITUCOK sIJIEp B JCKAPTOBOM CHUCTEME KOOPIHMHAT, 3aITMCAHHOU B
KaHa «/annotation/detector.

2) Ompenesnenue BPYUYHYIO MIPOCTPAHCTBEHHOTO PaACIIONIOKECHUS
MOKOSIIIETOCSA IICHTpA C HCIOJBb30BaHWEM (DYHKIMH MPOTPaMMBI
«Channel->New Annotation Channel», B pe3yipraTe mosiyuaem KaHa
«QC», KOTOPBII COACPIKUT TOJIBKO OAHY Touky — [111.

3) Pyunoe ompenenenue HeoOxoaumoro kommdectBa (20-60) KieTok

I ACPMUCA BIOJIb BCCTO KOHYMKA KOPHA.
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4) ABTOMAaTHYECKHUU PacuéT MWIMHAPUYECCKUX KOOPAWHAT SiAepP UCXONS W3
nosioxkenust [11] (kanan QC) m kiIeToK snuaepMuca, OnpeacaE¢HHbIX Ha
mrare (3), ¢ momomrsto pynkun «Plugins->03-Attach iIRoCS». Eciu ocu
KOPHS OMPENICIMINCh HE TOYHO, TO HEOOXOAMMO JOOIPEISTUTh OOJIbIIIee
YHUCJIO KJIETOK AMUACPMHCA U TIOBTOPUTH BHITTOJTHECHHE (PYHKITUH.

5) ABTOMAaTHUYECKOE OINpPENCICHUE THUIIOB BCEX KICTOK KOHUMKA KOPHS C
nomoripio Gyukiuu «Plugins->04-Assign Layers» ¢ HCHoJab30BaHUEM
y)K€ ONpENCICHHbIX KaHajJOB © MOJEIM KOpHS JHUKOrOo THUIa
(layerAssignment svmModel.h5),  npegocraBisemoii  BMecte €
nporpammoii  IROCS. Taxke BO BpeMs 3amycka (QYHKIHA MOYXHO
BBIZICIMTH KJIETKH, Haxozsmpecs B muto3e («Re-classify mitotic statey).

6) KoppekTupoBka HEBEpHO OIPEICICHHBIX THIIOB KJIICTOK U X HAXOXKICHHUS
B COCTOSIHUM MHTO3a, a TaKKe YJAJICHHE HECYIIEeCTBYIONINX, HO
OTIpE/ICNIEHHBIX KJIETOK.

7) 3aBepHIalONIMM 3TallOM SBJSCTCS JKCIOPT JaHHBIX B (opmare .CSV,
KOTOpBIE MOABEPTAIOTCS JAIbHEUIIIEMY aHaJIN3y B IpOorpaMMax paboThI C
ta0aumamu (Microsoft Excel).

bruta pemieHa 3amada aHHOTAIMK KJIETOK COCYAMCTOTO LUJIUHApA, Pa3HbIC

TKaHA KOTOPOT'O XOPOIIO OMPEEISIFOTCS MTPH OKPacke CTEHOK, HO HE TPU OKpPacKe
anep. Mpbl pemmuiau  UCHOJIb30BaTh  CHEIU(PUYECKYI0O OCOOCHHOCTh KIIETOK
npoTo(JI03Mbl: B MEpPUCTEME KOpHS MO Mepe IudPepeHIHpPOBKU KIETKU
npotodioamel TepstoT sapo (Truernit et al., 2012). TTosToMy 3TH psiibl MOXKHO
UACHTUDUIIMPOBAT, HA KapTaX, KJICTKH MPOTOKCHUIEMBI M METaKCHIICMBI
OTIPEIETISUTHCH Ha IEHTPATbHOM TUIOCKOCTH, MAYIICH NEPICHIUKYISIPHO TUIOCKOCTH

POTO(HIOIMHBIX MOJOCOB.
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3.1.3. KoMnbloTepHBbIii U CTATUCTHYECKUI aHAJIN3

[Ipu 06paboTKe NaHHBIX UCIIOJIB30BAIKCH CIEAYIONINE XapAKTEPUCTUKH IS
aHann3a npoaudepanuoHHON aKTUBHOCTH.

MU — muToTUYECKHUI UHACKC, MPOIIEHT MUTO30B K 00IIEMY YUCITY KJIETOK.
bepercs Ha kaxaplii nHTepBan B 50 MUKpOH uccienyeMoil Tkanu AMK.

MP — pacnipenenenue MUTO30B B TKAHH, KOTOPOE BEIYUCIISIETCSA KaK MPOLEHT
MHUTO30B Ha KaxJaoM uHTepBaje B 50 MHUKpPOH K OOIIEMy YHCIy MHUTO30B B
uccienyemon tkanu AMK.

JHKW — npouent cobwituii permukanuu JJTHK k o0memy yuciay KIIETOK.
bepercs Ha uaTepBaie B 50 MukpoH uccienyemon tkann AMK, o ananorun ¢ MU.

MJHK — pacnpenenenne coosituii perumkanuu JJHK B Tkanu, kotopoe
BBIUMCIISIETCS] KaK IMPOLEHT MUTO30B Ha mHTepBajie S0 MUKPOH K OOLIEMY YHCITY
coObITnil permukannu JJHK anvkansHoM Mepuctemsl kopHs. [1o ananoruu ¢ MP.

Cratuctuueckass  JOCTOBEPHOCTb  paszIuMuMid  MeX1y  BbIOOpKaMu
onpezaensuiach coriacHo tecty Yamya (Welch’s t-test). B kauectBe 3HaveHwmit
BBIOOPKH MpUHUMAaNUCh pacctosHus ot I 1o mocnenHero coObITUS MUTO3a WU
perumkanun JIHK B otnensHOM TkaHu wim psay kietok. [IpoBepka 3HaueHUM
BBIOOPOK Ha COOTBETCTBHE HOPMAJIBbHOMY PpACIPEICICHUIO OCYIIECTBIIIACH
corimacHo kpurepusaMm Komnmoroposa-CmupnoBa, lannpo-Yunka n nmocTpoeHuEM
HOpPMaJIbHO-BEpOATHOCTHBIX TpadukoB (Q-Q plot). Ilpu MHOKECTBEHHOM
CPaBHEHUHM HUCIOJNb30Bajach rmnomnpaBka boudepponu. [ns  oOo3HaueHHs
BapuaOEIbHOCTH JAHHBIX OBLUTM PAacCUUTaHbl JOBEpUTEIbHBIE MHTEPBAILI ¢ 95%

HaJACKHOCTBIO U CTAHAAPTHOC OTKIIOHCHHEC OT CPCIHETO.

3.2. TpexMepHbIi KOMIIBIOTEPHBII AaHAJN3 pacnpeaeeHUs MUTO30B U
coObITHil peruiukanun AKH B kOHYHKe KOpHS

Ha puc. 3.1 A-I" npencraBienbl n300pa>keHUs MPOAOIBHBIX U MOMIEPEYHBIX
npoeknuii kondrka kopast B EQU u DAPI kanamax. Kopau ckaauposamuck 10 500
MHUKPOH OT KOHYMKA KOPHS B CBSI3U C T€M, 4TO cOObITUs perutnkanuu JJHK 1 Muto3sl

He HaOmonanuch aainpiine yeM S00 MUKPOH OT KOHYMKA KOPHSI.
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SHaoaepmiuc [l Nepuumka BllCocyanctas TkaHs

Pucynok 3.1. IIpoexinu konurka kopas B EAU u DAPI kananax ¢
koH(pokanbHOTO MUKpOckona. A,b — [Tpogonbhas (A) u nonepeunas (b),
pacnojoKeHHasl Ha ypOBHE IYHKTUPHOU O€JIol JIMHUU Ha pUCYHKE (A), TPOEKINH
KoHuYMKa KopHs A. thaliana ¢ okpanieHHBIMY siTpaMu, B KOTOPBIX 3aUKCUPOBAHBI
coowrtus permukanuu JIHK (curnan EAU). B,I' — IIpononbras (B) u monepeunas
(I'), pacniosioxxeHHast HA YpOBHE MYHKTUPHOM Oesioi uHuM Ha pucyHke (B),
npoekiuy koHurka kopas A. thaliana ¢ oxpamennbivu siapamu (curnan DAPI
nocye 00padoTku KopHel konxuuuHoM). Ha (B) yBenuden ¢pparmMeHt, Ha KOTOpOM
XOPOIIIO BUIHBI MUTO3BI B PA3HBIX TKAHSIX KOPHS, TKAHH KOPHS TTOMEYCHBI B
COOTBETCTBHHU C LIBETOBOM KapTOM BHU3Y PUCYHKA.

PekoncTpynpoBaHHBIE TpeXMEpHBbIE H300paKEHUS KOHYHKOB KOpPHEH C
KOH(OKATBLHOTO MHKPOCKOIa 00padaThIBAIMCh C MOMOIIBI0 mporpammbl IROCS
Toolbox (Schmidt et al. 2014) kak onucano Beimie. [Ipu aHaaIM3e TaHHBIX M3 KaHaa
DAPI sapa Obutn ompeneneHbl U KiIacCU(UUMPOBAHBI B MOJYyaBTOMATHYECKOM
pEeXMME Ha 3MUIEPMHUC KOPTEKC, SHI0IEPMUC, IEPUIIUKIT U COCYIAUCTYIO TKaHb. Ha
CIIEYIOIIIEM IIare Mbl onpenessum siapa B ¢ase perumkarmu JJHK u daze mutosza
no ¢umoopeciupyromuMm  mapkepam  EAU  u  DAPI.  IIporpamma iRoCS
aBTOMATUYECKU PACCUUTHIBACT LIMIUHAPUUECKIE KOOPAUHATHI SiIep OTHOCUTEIIBHO
IIIl m wenTpanbHOW ocu KOpHA. LlMnmHapuyeckue KOOPAUHATHI I103BOJISIOT
aHAMM3UPOBaTh KOpeHb cioil 3a cimoem (puc. 3.2 Ab). Ha puc 3.2 B,
NpeCTaBiICHbl TpaduKu ISl sAep KIETOK CIIOS KOpTeKca W DHAOJEPMHCA,
MOCTPOEHHBIE IO JBYM U3 TPEX KOOpAUHAT: 1o pacctosHuto ot 111 (z) u mo yriy

pa3BopoTa (@). B kaxxom KopHe pacnpeeneHus KieTok B (aze perumkanuu JJHK



99

1 MHUTO3a OBLIH AKKYpPATHO ITPOAHAIIM3UPOBAHBI C IIOMOIIbIO TAKHUX PA3BCPHYTHIX

CJIOCB.
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Pucynok 3.2. AanotupoBanue coosituii JJHK pernkanum 1 MUTO30B B KOHUHKE
kopHs A. thaliana ¢ ucnonb3oBanuem nmporpammsl iRoCS Toolbox. A. Hanoxenue
UJIMHAPUYECKON CUCTEMBI KOOPJIMHAT Ha KOHYUK KOPHS, UCIIOJIb3yeMOE B
nporpamme 1IRoCS Toolbox. b — nonepeuynas mpoekius KOHYHKa KOpHS A.
thaliana ¢ ykasanuem pa3nn4HbIX TKaHeH KOpHs. B. «Pa3BepHyThIi» Cl0i
KOpTeKca IO IBYM IWIMHAPUYCCKAM KOOpAUHATAM: YTy TOBOpoTa (P) U
paccrosiauto oT I1L (2). I'. «Pa3BepHyTHIi» ClION SHA0AEpMHUCA IO IBYM
IUIHHIPHYECKUM KOOpJUHATAM: YTy moBopoTa (P) u paccrosuuto ot I111 (z). Ha
B,I" sigpa kiietok 06003Ha4€HBI TOUYKAMH, SI/Ipa B CTAIUH MUTO3a 0003HAYCHBI
pombamu, coobiTus perutrkainmu JIHK o603HaueHb! Kpyramu.

B pesynbraTe nonydeHsl TpEXMEPHBIE PEKOHCTPYKLIMHU PACHPEACIIEHUS AIEP
KJIETOK, Haxomsmumxcs B ¢azax perumkanuu JIHK u MuTo3a B KOHUMKax KOpHeH

NSATHIHEBHBIX TPOPOCTKOB B HOPME U B MyTaHTax Ipt3ipthipt7, arrl2. TpexmepHbie
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PEKOHCTPYKIMHU MO3BOJIWIN BEpUPUIIUPOBATH MPE/ICKa3aHUsd MOJEIN U MOJYyUYUTh
HOBBIC 3HAHMS O OWJATEPaIbHONM CUMMETpPUU TpoiardepalliOHHON aKTUBHOCTH B
TKaHSAX 3AHOJAEPMUCA U TIEPULIUKIA U JUAPXHOU CUMMETPUU MpoJudeparimioHHOMN
AKTUBHOCTHU B COCYAMUCTBIX TKAHAX, a4 TAKXKE OINPEAEIIUTh I'PAHULbI TPAH3UTHOTO U
npoar@epalmoHHOr0 JOMEHOB HE TOJIBKO MO PACIpeaeICHUI0 MUTO30B, HO U IO

MOp(l)OJ'IOI‘I/II/I OOKOBOTO KOPHCBOTI'O YCXJIMKA.

3.2.1. IIpoBepKa ageKBAaTHOCTH TPEXMEPHBIX PEKOHCTPY KLU

KOHYHMKOB KOpHeH

JUis  Bepudukanmum KapT pacupenesieHuss MHUTO30B Mbl  IPOBEPUIH
npoju(epalioOHHY0 aKTUBHOCTh B JIUJEPMHCE, KOTOpas H3ydyajach paHee
(manpumep, Berger et al., 1998). B snunepmuce mMbl 00HApYXWIH paguaibHYIO
CUMMETPHIO B paclpeIeICHU MUTO30B, @ UMEHHO ObUIH HAIEHBI OTIUYHS MEXITY
psanamu kietok TpuxobsactoB (T) u arpuxobnactoB (AT) (puc 3.3). B HOopme
KOPEHb MMEET BOCEMb PSJIOB KIETOK TPUXOOJACTOB, M3 KOTOPBIX Pa3BUBAIOTCS
KOPHEBBIE BOJIOCKH B 30HE TU(DPPEpEHIIMPOBKH, OCTAIbHBIE PSIIbI KJIETOK OTHOCSTCS
K aTpuxo0yactaM, M3 HUX KOPHEBbIE BOJIOCKM HE Pa3BUBAIOTCSA, U HMX YHUCIO
BapbUpYyeTCs OT KOpPHSA K KOpHIO. PaHee ObLIO MOKa3aHO, YTO PsJbl KIETOK
SMUICPMHUCA UMEIOIINE HEMOCPEACTBEHHBIM KOHTAKT C MPOJOJBHOM CTEHKOW,
pas3ensoei KJIeTKH KOPTeKca, CTAHOBATCS KJIETKaMu Tpuxoobsactamu Oiarogaps
no3uuroHHo uHdopmanuu (Berger et al., 1998). Mbl wucnonp3oBamu 3Ty
OCOOEHHOCTh Pa3BUTUS AMUACPMAILHON TKaHW uisi aHHOTHpoBanus T/AT smep
kJeToK (puc. 3.3A). 3HaYUMBIX OTJIMYUHN B KOJIMYECTBE MUTO30B MJIM PACCTOSTHUU
1o nocnenHero muto3a B T/AT oOHapyskeHo He 06110 (puc. 3.3B,I), Ho Konu4ecTBO
KJIETOK JI0 MOcieAHero MuTo3a B psaax T kieTok Obuio B 1,5 pasza Gosblie yeMm B
AT knerkax (puc. 3.3b), uTo moATBepKAaeT paHee MOaydeHHBIN pe3yibTar (Berger
et al.,, 1998) u mo3BossiecT HaM OBITH YBEPCHHBIMH B MPUMEHSIEMON METOIUKE

UCCIIETOBAHMI.
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Pucynoxk 3.3. [Ipormdepanmronnas akTHBHOCTE B amuaepMuce. A. «PazBepHyThIN»
CJION AIUAEPMHUCA N0 IBYM LHUJIMHAPUYECKUM KOOpJAUHATAM: yIi1y MOBOpoTa () 1
paccrosiauto ot I11] (z). benbiMu MHOTOYroJIbHUKaMU BBIACJICHBI SIApa KIETOK
psanoB TpuxobnactoB. b. CpeaHee ynciao KIETOK 10 NOCAEAHETO MUTO3a CpeIn
KJIETOK TpUX00s1acTOB U aTpuxobsactoB. B. CpegHee unciio MUTO30B B KOPHE B
Tpuxobiyactax u arpuxobdnacrax. I'. Paccrosiaue ot I 1o mocnennero Murosa
Cpenu KJIETOK TPUX00JIacTOB U aTpuxo0iactoB B MkM. Ha rucrorpammax b-T"
0003HaueHO cTaHAapTHOE OTKIOHeHUE. N=10.CTaTucTUYECKUE Pa3TuIMs
ompeseneHsl coraacHo Yamd t-recry, ** p<0,01. T— tpuxobnactsl, AT —
aTpux00J1aCThI.

3.2.2. Onenka pacnpeaejgeHus COOLITHH MUTO30B U penyinkanuu JJHK

B Pa3HBbIX TKAHSAX KOHYUKA KOPHS

Hcronp3ys TpexMepHbIE KapThl paclpeiesiCHHs] MHUTO30B U OKPAIICHHBIX
EdU xierok, mojaydeHHbIE € MOMOIIBIO TporpamMMbl IROCS, MOXHO OIICHHUTH
OTHOCHUTEJIBLHBIC PACIIPEACIICHHS 3TUX COOBITHI B pa3HBIX TKAHIX KOPHS.

Murto3bl

JUIss  KaXIOro MCCIENyeMOTO KOPHS MBI  OTACIBHO  TOCUUTAIHU

OTHOCUTENbHOE pacmpenesienne MuTo30B (MP) kak mponopuui MUTOTHUYECKHX
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aiep B TKaHU Ha Kaxjaple 50 MKM BJOJb IEHTPAJbHOM OCHM K OOIIEeMY YHCITY

MUTOTHYECKHUX siAep B TKaHu (puc. 3.4A).

100 200 300 4 100 200
PacctosaHme ot L (MKka) PaccrosaHme o1 lNL, (MKkM)

laon EK o+ ln [Pc

Pucynok 3.4. AHaIM3 MUTOTUYECKOW aKTUBHOCTH B MHJUBUAYAJILHOM KOpPHE. A.
Pacnpenenenne mutozoB (MP) o TkansiMm kopHsi. b. MutoTHueckuii MHAEKC,
ITOCUUTAHHBIN JUJT KAXKIO0M TKaHU KOPHS OTIENbHO. [10 TOpU30HTaIM OTIIOKEHO
paccrosinue ot 11 B1oab neHTpanbHOil ocu KOpHS (KOOpAMHATA Z) B MKM, T10
Beptukaau MP(A) u MU(B) B %. I'ne «3m» — sanuaepmuc; «K» — kopTeke; «IH» —
supoaepmuc; «I1» — nepunnki; «C» — cocyaucras Tkanb. B. Kiacrepuzanus
MHUTO30B BHYTPU OJHOM CKaHU.
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Ms1 ucnonb3oBanu MP BMeCTO KIaccH4eCKOro MUTOTHYECKOTO HHJIEKCA
(MH) (puc. 3.4b) nns ynpouieHusl aHaiu3a, Tak Kak B ciaydae MP Ham He
TpeOOBAIOCh TOJCUYUTHIBATH BCE KIETKHM KOpHS B Tpeneiax HCCIeTyeMbIX
WHTEpBaJIOB. BuAHO, YTO TMOJOXKEHHE MAaKCUMyMOB MPOJUQEPAMOHHON
AKTUBHOCTU B KaXKJOM M3 TKaHEH COBHAAAlOT ISl KaXJAOro M3 pacueToB (puc.
3.4A.,b). Hanuume MakCMMyMOB Ha WHIWBUAYAIbHBIX Ipadukax MU u MP MoxHO
OOBSCHUTD TEM, YTO B KOPHE, KaK MPABUIIO, PACIIOIOKEHBI KJIACTEPhl MUTO30B (pHC.
3.4B).

VYcpenHenue 3Tux pacnpeiesieHud aisi OONbLIOro KOJUYeCcTBa KOpHEH
CrilaXuBaeT oOIMi Mpouiab, YTO MO3BOJSET BBIABUTh HAIMYME MAaKCUMyMa
npoaudepanoOHHOW aKTUBHOCTHU B paiioHe 100 MKM i1 BCceX TUIOB KIIETOK (pHC.
3.5). Jlanee nabmtogaercs najeHue 4acTOTHI I€JICHUM — B KOPTEKCE U SMUAEPMUCE
OHO TpeKpamaercss Ha paccrosHuu 10 200 MKM, B OCTaJbHBIX THIMAaX KIIETOK

MpEKpAICHHE IeJICHUI nporucxoauT Ha paccTosiHur 250-300 MKM.

MP (%)
50—

40
30

20

10

0 100 200 300 400
Paccroanme ot [, (mkm)

BEon Pk o1 PN ke

Pucynok 3.5. Pactipeenenust MUTO30B IO TKaHSIM KOHYMKa KOpHs. [1o
TOPU30HTAIN OTJIOKEHO paccTosiHue ot [1L] B1oJIb EHTpanbHOM OCH KOPHS
(koopauHaTta Z) B MKM, 1o BepTukaiau MP B %. I'ne «3m» — snunepmuc; «K» —
KOpTEKC; «H» — 3uao0aepMuc; «Ib» — nepunuki; «Cy» — cocyaucTas TKaHb.
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CoObiTus pemuiukanun JIHK

KomnproTepHblii ananu3 okpamieHHbix EAU  kimeTok mpoBommics 1o
aHAJIOTUYHOMW MPOLEIYPE, KaK U JIJIsi MUTO30B. /{7151 aHaim3a cOOBITHI perInKaiuu
JIHK Ob110 mocurTaHO KOJWYECTBO ATUX COOBITUM Ha KaXK/Ible S0 MUKPOH B KaXK10U
TKaHU KOPHS TI0 OTHOILIEHUIO K 0011eMy uucity coobituit perummkanyu JIHK B Tkanu
(AHKP). Ycpennss pacnpenenenue coobituit perukanuu JJHK mo 10 kopHsaM, Mbl
OOHapY>KUJIU, YTO B OTJIMYKE OT MuTOTHYEcKOM akTuBHOCTU Y JIHKP HeT «ob1iero»
MakcUMyMa i1 Bcex TkaHel. Ho, kak um B ciyyae ¢ MHUTO3aMH, HaOIIOJAeTCs
HEpaBHOMEpPHOE pachpeneneHue coOpituil perumkanuu JIHK mo paznudnbiM

TKaHSIM KOHYMKa KOpHs (puc. 3.6).

AHKP (%)

10 --

0 100 200 300 400 500 600
PacctosgHue ot L, (MKm)
e

Baon Pk 54 BN

Pucynok 3.6. Pactipenenenust coowituii perukanuu JJHK o tkanu. Ilo
TOPU30HTANIM OTIIOKEHO paccTossHUE OT [1L] Bnosib eHTpanbHOM OCH KOPHS
(koopnunata z) B MkM, 1o Beptukanu [JHKP B %. I'ne «Om» — snunepmuc; «K» —
KOpTEKC; «On» — 3Ha0aepMuc; «I[I» — nepunuki; «Cy» — cocyaucTas TkaHb. N=4.

Kpome pacnpenenenust coobituii Mmuto3a u perukanuu JJHK mo TkausM,
MBI mocunTaan paccrosuue ot I mo mocmemueit kierku, okpamennoi EAU B
pa3HBIX TKaHsIX. B pe3ynbTaTe ObUIM BBISABJICHBI 3HAYUMBIC OTJIMUMUS B KIIETKAX
SHIOJEPMHCA U COCYJUCTOM TKaHHW. B 3TUX TKaHSAX JUIMHBI JOMEHOB, B KOTOPBIX
KJIETKH c1ioco0HbI K peruukanuu JJHK yBenudens! mo cpaBHEHHIO € ATTHUACPMUCOM
u koptekcoM (puc. 3.7A). Kpome Toro, Mbl mokasaju, 4TO BBIXOJ] KJIIETOK U3 IIUKJIA

B TPAH3UTHOM JOMEHE, WM SHA0PEyTUTHKAIINS, ONFcanHas B pabote Hayashi et al.
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(2013) nms KI€TOK KOpTEKCa U SMUACPMHUCA, XapaKTepeH IS BCeX TKaHEH KOPHSI.
Mpbl mokazanM, YTO BO BCEX TKaHIX KOpHSA coObithst perukanuun JIHK
HaOJI0JAI0TCS TTOCIIe OKOHYaHHUSI MUTO30B — IociiegHee coObiTre permukanuu JJHK
pacronoxkeHbl Oojsiee ueM Ha 150MKM majbIlie MOCIETHETO MHUTO3a ISl KaKIIOu

TKaHu (puc. 3.7b).

A mkmb

=

-

N

L

5

B

Z 7

RN

L

W
W

L

N

L

3+ N Cc ° %5n K B2+ N0 C

Pucynoxk 3.7. /Inuna 30H coObituii pernkanuu JIHK B pa3inyHbIX TKaHSIX KOPHS.
A. Ilo BepTukanu otioxeHo paccrosiuue ot 1L 1o nocnennero coobIThs
permmukanuu [JHK B Tkanu B MkM. CTaTUCTHYECKUE PA3INYUs ONIPEACIICHBI
cornacHo Yamu t-recty, * p<0,05, ** p<0,01. b. DHNopenymmMKanys Bo Bcex
TKaHSIX KOpHs — nocheanue coosrtus perukanuu JJHK (mtpuxoBka)
pacnonaratorcs 6osee yeM Ha 150MKM Jlanbliie HOCAEAHEr0 MUTO3a B KAk 101
TkaHu. Ha ructorpammax 0603HaueHbl JOBEpUTEIbHBIE HHTEPBAIBI C 95%
HazgexHocTbio. N=10. ITo ropu3zoHTaNM Ha TUCTOrpaMMax MpeACTaBIEHbl TKAHU
KOpHS: «Om» — anuaepmuc; «K» — koprekc; «9u» — snpoaepmuc; «Iby —
nepuuki; «Cy» — cocyaucTast TKaHb.

Cly

7~

Takum 00pa3om, MEPBUYHBIN KOMITBIOTEPHBIM aHAW3 IOKa3ald, 4TO |
MUTO3bI, U coObiTua pemukanuun JIHK  peiicTBUTENnbHO — pacrpenesieHbl
HEPAaBHOMEPHO 1O pPAa3JIMYHBIM TKAaHSAM KOHYMKA KOpHsA, 4YTO MOXKET
CBUJICTEIHCTBOBATh 00 aJI€KBaTHOCTHU MPEACKa3aHUN MOJENIHU. DTOT BOMPOC OyaeT

UCCIICIOBaH MOApOOHEee B CIICAYIOIINX pa3ieiax.
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3.3. Bepuduxanus npeackazaHuii Moaeau

JUJIst OLIEHKU CTATUCTUYECKON JTOCTOBEPHOCTH HAOJIIO/IaeMbIX pPa3uyuil B
Pa3HBIX TKAHSAX KOPHs MbI mocuuTanu paccrosaue ot [11] 1o mociemnero Murosa u
nocieaner okpamennoii EAU kiaeTku B KakI0i U3 McciaeayeMbIx TKaHed. Mmes
MOJIHOE TPEXMEPHOE CKAaHUPOBAHUE KOPHS, MBI MOXEM KOPPEKTHO OMPEICITUTH
TaKO€ pPACCTOSHHE, B OTJIWYUE OT CHUTyallud, KOT/a HCCIEAYIOT JBYMEpPHbBIC
u3zoopaxenus. Cuctema IROCS, B KOTOpOi MBI aHHOTHPYEM KOPHH, ITO3BOJISICT
OIICHUBATh TAKHE PACCTOSHUSA OYEHb TOYHO, JAXKE JJI CHIIBHO MU30THYTHIX KOPHEH,
KaK IMPOEKIMM Ha IEHTPAIBbHYIO OCh KOPHS, KOTOpas aBTOMATHYECKU CTPOUTCS
IIPOTPAMMOM.

B Xxome KOMIBIOTEpHOTO aHamM3a AKCIICPUMEHTAJIBHBIX JaHHBIX O
npoiudepalioHHONM AaKTUBHOCTM B TKAHAX KOHYMKA KOPHA MSTHIHEBHBIX
npopoctkoB Arabidopsis thaliana Obutn HaljcHBI OATBEPXKICHUS BCEX

npeacKa3aHuii Moaelu (MpeacKa3aHus CM. B pasjene 2.6).

3.3.1. IIpoBepka npeackazanus 1. YBeJimueHue MNOTOKA AyKCHHA €O
CTOPOHBI Mo0era NPUBEAET K COKPAIIEHHI0 Pa3MePOB J0MeHA COObITHI
pemiukanuu JJHK

N3BecTHO, 4YTO paclpefeieHnH ayKCHHAa B TKaHAX MPOKCUMAIbHOMN
MEPUCTEMBI W TPAJUEHTHI KOHIIEHTpAIMi ayKCHHA B Pa3HbIX TKAaHSIX KOPHS
otauyatores (pasgen 1.4, Liao et al., 2015).

Moaenb mpenckasbiBaeT, 4TO HEPABHOMEPHOE PACTPECIICHHUS] TMOTOKOB
ayKCMHA CO CTOpOHBI To0Oera JOJDKHO BBI3BaTh HEPABHOMEPHOE OKOHYAHUE
coopituii  perumkanmu JJHK (cm. pasmen 2.5.1). B cocymuctoM muiauHape
HauOOJBITUK TOTOK W HAWOOJbINAs KOHIIGHTpAIlMs ayKCHHAa HaOIOMal0TCS B
npotoduiodMe, KIEeTKH KoTopoiu, auddepeHupysch, oopasyoT (uosmy. Kpome
TOTO, MOKA3aHO, YTO OOJIBIITNE PA3INYHUS B KOHIIEHTPAIIMHN ayKCUHA HAOII0Jal0TCS B
METaKCHJIEME U MPOTOKCHIIEME 10 CpaBHEHHUIO ¢ mpokambuem (Bishop et al., 2011),
MTO3TOMY MBI PEIIINJIN MPOBECTH JCTATbHYIO aHHOTAITNIO ATHX TKaHe. CoCyIuCThIN

murHap Arabidopsis thaliana umeer aumapxHoe cTpoeHHe, axe B MEpPHCTEME
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MOXHO YBUJIETh CIELMAIM3AINI0 TKaHEH MNpoTO(I0dMBI U MPOTOKCUIEMBI,
MeTakcuiaeMbl U mipokaMOus (puc. 3.8A). Mcnons3ys XxapakTepHyH0 0COOEHHOCTH
KJIETOK MPOoTOo(103MbI (110 Mepe U dHepeHIIMPOBKU KIETKH MPOTO(I0IMBI TEPSIIOT
sapo (Truernit et al., 2012)), MbI cMOIIH UACHTU(GHUIMPOBATH HA KapTe BCC TKAHU
COCYAMCTOTO Iy4Ka (cM. pazaen 3.1.2.).

Mpb1 nocuutanu paccrossHue ot IIL[ mo mocnemneit kietku B S-paze B
KaKJIOW M3 TKaHeW cocymuctor cucrtembl (puc. 3.8B). U oOHapyxwim, 4TO
JEHCTBUTENHFHO B TPOTO(IOIME TMEPBOM MPEKpaIIaroTCsl COOBITUS PEIUIMKAIIU
JIHK, 3atem oHM 3aBepiaroTcs B MPOTOKCHIIEME, 3aTeM B MeTakcuieme. Cambie
nansHue ot [ cobbiTus perumkanuu JIHK HabnrogaroTcss B mpokaMOuu.

Kaxk onricano B rnaBe 1, aykcuH ot mo0era K KOpHIO T€UET 1Mo GyiosMe BMeCTe
C MUTATEILHBIMU BEIIECTBAMU U 110 KCUJIEMHOM MapeHXUME C TTOMOIILI0 aKTUBHOTO
TpaHcropTa. TakuM oOpa3oM, BO (UIOSMHBIX M KCHJIEMHBIX NydKaxX JOJDKEH
HaO0JI0aThCs MTOBBIIICHHBINA YPOBEHb ayKCHHA, & 3HAUYUT, COTJIACHO MOJIENIH, B CBA3U
C TEM, YTO MOBBIIICHHBIH YPOBCHb KOHIICHTpAaIlMKd aykcuHa HHruompyer G1/S
NePexo/l, B MHUIMAJISX STUX MMyYKOB JIJITMHA JOMEHOB S-(a3 JoHKHA OBITh MEHBIIIE,
yem B cocenHux TkaHsx (puc. 3.8b). IlomydeHHbIE HaMH JKCIIEpUMEHTAIbHBIC
JaHHBIE TIOJATBEPXKIAIOT TIEpBOE TPEJCKa3aHWe MOJETH. OKCIEePUMEHTAIbHO
HaliJileHHbIe pa3anuus B JuinHe 30H coObIThil JIHK y apabuaorncuca nokasansl HaMu

BIIEPBBIE.
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PucyHnok 3.8. Paznuuus B 1aqbHOCTH MOSBICHUS TIOCTIETHUX COOBITHH
permukanuu [JTHK kieTok cocyaucTon TKaHu — MOATBEPKICHHUE IEPBOTO
npenackasanns mogenu. A. [Totoku aykcuHa B cocyaucton Tkanu. b. Perymsamus
G1/S nepexona corinacHo Mojeiu. B. PaccTostHre 10 mocieiHero coobITHS
permmukanuu [IHK ¢ cocynucron Tkanu B MkM. [10 BepTHKanm OTIIOKEHO
paccrosiaue ot 11 1o nmocineanero coowrtus peruukanuu JJHK B Tkanu B mxm. I1o
TOPU30HTAIM NPEACTABIEHBI MOITUIIBI COCYTUCTON TKAHU KOPHSI: KIIKCY» —
MIPOTOKCUIIEMA; «MKC» — METaKCUIIeMa; «I1(» — IpoTo(hI09Ma; «IIK» — MPOKaMOUH.
Ha ructorpamme 0003HaueHbI TIOBEPUTEIbHBIC HHTEPBAJIBI ¢ 95% HaIEKHOCTHIO.
n=10. CtaTucTudeckue pa3andus orpeaeneHsl cornacuo Yo t-recty, * p<0,05,
** p<0,01, *** p<0,001, c mompaBkoi boudepporn Ha MHOKECTBEHHOE
CpaBHEHHE.

3.3.2. [IpoBepka npeackazanus 2. YBeJn4eHHE NOTOKA IUTOKUHUHA

€O CTOPOHBI No0era NpuBeIET K COKPALICeHUI0 pa3Mepa

npoJn¢epaumoHHOr0 JOMEHA

CornacHo TpeJCKa3aHWI0 MOJICNIM, HEPaBHOMEPHOE paclpeiesieHue

IUTOKMHUHA Ha TPaHUIIE MEPUCTEMBbl JOJDKHO TMPUBECTH K Pa3IU4YUsIM B
pacCTOSIHUSIX [0 IMOCJEAHEro MHUTO3a B pa3HbIX TKaHsIX. Mcnons3ys
OonyOJUKOBAHHBIE JTAaHHBIC O MEXaHW3Max CUHTE3a U TPAHCIOPTa IMTOKUHUHA, MbI
MOXEM MPEANOJI0KUTH B KAKMX UMEHHO TKaHSIX PACCTOSIHUE A0 MOCJIEIHET0 MUTO3a

6y,I[eT MaKCHMMAJIbHBIM, 4 B KAKMX MHNHHUMAaJIbHBIM.
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3.3.2.1. Buewinue cnou KopHa 3aKaH4UEAI0OM 0eIUMbCA PAHBULE GHYMPEHHUX
[[UTOKMHUH-YYBCTBUTENbHAS ~ PENOpPTEpHass  KOHCTPYKIUS  BBICOKO

IKCIIPECCUPYETCS B TPAaH3UTHOM JIOMeHe srmaepmuca (puc. 3.9, Zurcher, Muller,

2016), 9TO CBUACTENHCTBYET O TOM, YTO Ha I'paHUIIC MEPUCTEMbl KOHIICHTPAIIHS

MUTOKMHHWHA BO BHCHIHUX CJIOSAX BBIIIC, YCM BO BHYTPCHHUX.

S
A e T
Tj;Lh—ﬂF-*J

Pucynoxk 3.9. Cxema curnaja MUTOKUHUH-IYBCTBUTEIILHON PETIOPTEPHON
koHCTpyKmu TCSn (Zurcher, Muller, 2016).

MBI CpaBHWIIM PAcCTOSIHUS 10 TOCJIEIHETO MUTO3a B PaJUAIIbHBIX CIOAX
KOpPHS W COCYIUCTOM IWIUHApe. B pe3ynbTaTre ObUIM BBISBICHBI 3HAYHMBIC
OTJINYUS: B KIIETKaX 3HI0AEPMHCA, IEPULIMKIA, COCYIUCTON TKAHU PAaCCTOSHUE JI0
nocieAHero Murto3a Obulo Oosiee yeM Ha 25% Oosnblie, 4eM B 3MIHAEPMHUCE U
koprekce (puc. 3.10). B cooTBeTCTBHE ¢ MOJAEIBIO HEPABHOMEPHOCTH
pacrpeqieieHdss UWTOKMHUHA JIEUCTBUTEIBHO NPUBOAUT K HEPABHOMEPHOMY
pacrpeeNeHuI0 MHUTO30B M K HEOJUWHAKOBBIM BEPXHHM TpaHULAM 30H

npoJiudepanuoHHON aKTUBHOCTH.
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Pucynok 3.10. JIyimHa 30H MUTOTHYECKON aKTUBHOCTH B PA3IMYHBIX TKAHIX
KopHs. [Io ropu3oHTany npeacTaBiaeHbl TKAHU KOPHS: «Im» — anuaepmuc; «K» —
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KopTekc; «u» — s3upoaepMuc; «I1» — nepunuki; «C» — cocynuctas Tkansb. [1o
BEPTUKAJIH OTJIOKEHO PACCTOSIHUE JIO MOCIIEHEr0 MUTO3a B TKaHU B MKM. Ha
rucTorpamme 0003HaYeHbl JOBEPUTEIbHBIE HHTEPBANBI C 95% HaIEeKHOCTHIO.

nN=10. CtaTucTUdecKre pa3audusi ONpeaeseHbl corinacHo ¥Yamd t-recry, ** p<0,01,
*** p<0,001, c monpaskoit bonheppoHn Ha MHOKECTBEHHOE CpPaBHEHHE.

3.3.2.2. Ocobennocmu mpancnopma u CuHme3ad YUMOKUHUHA 8 COCYOUCHMOU
cucmeme 6auAI0OmM Ha pacnpeoenenue Mumo3o0e

[uTokuHUH OT oOera K KOPHIO TEYEeT Mo (Pro3Me BMECTe C MUTATEIbHBIMU
BEIIECTBAMU M CUHTE3UPYETCS Ha MPOTOKCHIIEMHBIX TOJIOCAX U METAKCUIIEME
(Bishopp et al., 2011) (puc. 3.13A). To ectb BO (py103MHBIX, KCUJIEMHBIX ITyYKaX U B
METaKCUJIEME JI0JIKEH Ha0JF0JaThCs OBBILICHHBIN YPOBEHb IUTOKMHUHA, a 3HAUUT,
B 3THUX Iy4YKaX MUTO3bI JOJDKHBI 3aKaHYMBATHCS paHbIIE, YEM B MPOKaMOuM (puc.
3.11B). OTo moaTBEpAMII HAIl aHAHN3 SKCIIEPUMEHTAIIBHBIX TaHHBIX, B KOTOPOM MBI
nocuutanu pacctosHue ot [l no mnocnegHero muTo3a B MpoTO(IOIME,
MPOTOKCUIIEME, METaKcuiieMe U npokamouu (puc. 3.11B).

Oxkazanocb, 4To TOpoTOGIOdMA  3aKAHYMBAET MNPOJIUDEPATUOHHYIO
aKTUBHOCTh YX€ IIOCJI€ HECKOJBbKHUX JeneHuil. lIporokcunema m merakcuiema
MOJJIEP>KUBAIOT CBOIO MPOJIM(EPATUBHYIO aKTUBHOCTh HEMHOI'O JIOJIBIIIE, HA BCE e
MEHBIIIE, YEM 3TO JEJAKT 3MUACPMHUC U KOpTEKC. B cBOK ouepeab MHUTO3BI B
npokaMOuu HaOmonalTcd Ha caMoM jaainbHeM paccrtosiHuu oT IIL cpeam Bcex
TKaHEM.

OTH 3KCHEPUMEHTAIBHBIE JTaHHBIE MOATBEPKIAIOT BTOPOE IMPEACKA3aHUE
MOJENU. DKCIEPUMEHTAIbHO HANJEHHbIE pa3Iuyusl B JJIMHE 30H MHUTO30B Y

apabujorcuca oka3aHbl HAMU BIIEPBBIE.
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Pucynok 3.11. Pa3nnuus B pacupenesieHud MUTO30B B COCYJIUCTON TKaHU —
MOATBEPKIACHUE BTOPOTO Tpeacka3zanust mojaenu. A. [IoTok IMTOKMHUHA 110
¢103Me u ero cuHTE3 B cocyauctor TkaHu. b. Perymsaus G2/M nepexona
coryiacHo Mozenu. B. JUMHBI 30H MUTO30B B cOCyIUCcTON TKaHu. [1o BepTukanu
oTJIokeHO paccTostHue oT 111 1o mocienHero MuTo3a B TKanu B MKM. 11o
TOPU30HTAIH MPEICTABICHBI MOITUIIBI COCYTUCTON TKAHU KOPHS: KIIKCY» —
MPOTOKCUIIEMA; «MKC» — METaKCUIIeMa; «I1(» — IpoTodhI09Ma; «IIK» — MPOKaMOUH.
Ha ructorpamme 0003HaueHbI IOBEPUTEIbHBIC HHTEPBAJIBI ¢ 95% HaIEKHOCTHIO.
N=10. CraTucTudecKkre pa3andus OrpeaesieHbl corlacHo Yo t-tecty, ***
p<0,001, c mompaBkoii boH(peppoHN HA MHOKECTBEHHOE CPaBHEHUE.

3.3.3. IIpoBepka npenckazanus 3. ®opMUpPOBaHHE MEPUCTEMBbI Y

MYTAHTOB € 1e()pMIMTOM HUTOKMHMHA U HAPYIIEHUSIMU NepeIadn

CUIHAJIA IUTOKUHUHA

Mopenbs mpenckasaia, YTO CHIDKCHHME KOHIIGHTpPAIMU ITUTOKWHUWHA,
BBI3BAaHHOE CHIDKEHHWEM €ro CHHTEe3a, NMPUBEICT K YBEIMYCHHIO JJTMHBI JIOMEHOB
nponudepanui B CTOPOHY TmoOera BO BCEX TKaHSAX KOPHS. AHAJIOTHYHOE
YBEIMYCHHE IJTUHBI IOMEHa PO epaliy CoTJIacCHO HAIlled MOJCIIH MOXET OBITh
BBI3BAHO TIOHM)KCHHEM YYBCTBUTEIBHOCTH KJIETOK K IUTOKMHUHY (CM. pasmuen
2.5.3). Ins TPOBEpPKH OTOTO TMPEANOIOKEHHUS MOJICIU ObLJIO MPEII0KEHO
MPOAHAIM3UPOBATh MYTAHTOB apaOHAONCHCa C TOHWKCHHBIM  CHHTE30M

nurokuuuHa Ipt3iptsipt7 (Miyawaki et al., 2006) 1 MyTaHTOB ¢ HapylUICHHSIMU B
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nepegave curaana nurokuauHa arrl2-1 (Mason et al., 2004). M3BecTHO, 4TO reHbI
cUHTe3a IuToKMHKMHA Ipt3, iptd, ipt7 (Miyawaki et al., 2004) u oTBeTa Ha IUTOKUHUH

arrl2 (Mason et al., 2004) skcnpeccupyroTcs B kopHe (puc. 3.13).

A IPT3::GUS B

~~_P3 x 7
v 3€E~ .
B &

Pucynok 3.13. Dxcrpeccrsi TEHOB CUHTE3a IMTOKMHUHA U OTBETA HA
UTOKMHKH. A. Dkcrpeccus Ipt3 B kieTkax npotoduioamel. b. Dkcnipeccus iptS B
KJIETKaxX KOJyMEJUTbl U OOKOBOTO KOpHEBOTro Yexymka. B. Dkcnpeccus ipt7 B
KJIETKaxX dHAOJEPMHUCca B 30He pacTspkeHus. ['. Dkcnpeccus arrl2 B 3one
PaCTSKEHUS.

AHaNOTUYHO KOPHSAM JUKOTO THIA, H300pakeHus ¢ KOH(POKAIHLHOTO
MHUKPOCKOIIa OBLIM MPOAHHOTHPOBaHbI B mporpamme IROCS, BBIYHCICHBI
pacctostaus oT Kietok [11 no mocneanux coOwrtril permkaru JJHK 1 MuTo30B.
[IpoBeneHO cpaBHEHUE ATUX PACCTOSTHUM MEXKAY TpynnaMu KOpHEN JUKOro TUIA U
MyTaHTaMH. Pe3ynbTarsl aHaIM3a pacrpeeeHuss MUTO30B B KOPHAX MYTAHTHBIX
pactenuit Ipt3iptdipt7 um arrl2-1 mnokasanu 3HAYMMOE YBEIMUYCHHE JUIHHBI
nposinpepannonnoro gomena (puc. 3.14). Ha pucyHke npejicraBiieHa rHCTOTpaMMa
YBEIIMYEHUSI PACCTOSIHUS 10 TOCJIEIHEr0 MHUTO3a B IMPOIEHTAX OTHOCHTEIBHO

KOHTpOJIs (IMKOro Tuma apabugoricuca). Ml oka3ajiy, 4YTO MOYTH BO BCEX TKAHSIX

IMPOU30UIIIO0 3HAYNMOC YBCIIMUCHUC HpOJ’II/I(l)CpaLII/IOHHOFO JOMCHaA.
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Pucynoxk 3.14. Bepuduxanus TpeTbero npeickazanus MOJAEIN — 3HAUUMOE
YBEJIMYEHUE IJTMHBI JOMEHa Tposrdepalii B CTOpOoHy rmodera B KOPHSX
MYTaHTHBIX pactenui ipt3iptSipt7 u arrl2-1. [To ropu3oHTaIH TPEICTABICHBI
TKaHU KOpHS: «O1m» — anuuepMuc; «K» — koprekc; «9u» — spgoaepmuc; «II» —
nepuuukit; «Cy» — cocyaucras TkaHb. [1o BepTUKaiu IPOUEHT YBEIMUEHUS JJIUHBI
JOMEeHa npoiudepanuu Mo OTHOIIEHUIO K JuKkoMy Tuny. Ha rucrorpamme
0003HaYCHBI JIOBEpUTEIIbHBIC HHTEPBaANIBI ¢ 95% HamexHocThio. N=10, m=4, m=4.
Cratuctuueckue pa3inyus onpeeieHbl coraacHo Yand t-recry, * p<0,05, **
p<0,01, *** p<0,001.

3.4. HoBble 3HaHuA 0 NPoTUdepanMOHHOI AKTUBHOCTH B TKAHAX KOPHS A.
thaliana.

[TomuMoO moATBEpKIACHUS NpPEACKA3aHUM MOJEIHU, B pe3yJibTaTe aHalv3a
pacrpe/elIeHrss MUTO30B B KOPHSIX IATHIHEBHBIX IpopocTkoB Arabidopsis thaliana

ObLIM TOJy4eHbl HOBBIE 3HaHUA O JAUPGEPEHIIMPOBKE pPa3IUYHBIX TKaHEH

MEPHUCTEMBI KOPHSI.

3.4.1. buiaarepajbHas CHMMeTPHs NMPOJIu(epaANNOHHON AKTUBHOCTH B
JHJ0AEPMHUCE U TIEPULINKJIE.
Habnromass nuapxHyr0 CUMMETpUIO MNpOudEepaliMOHHOW aKTUBHOCTU B

COCYAUCTOM TKaHW KOPHS, Mbl IMPEAIOJI0XKHUIN, YTO OKPYNKAOIMNA €€ NEePULIMKIT
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TOKE MOXKET 00J1a71aTh cummeTpueii. B padote Parizot et al. (2008) ObL10 MoKasaHo,
YTO KJIETKU MEPUIMKIIA HA MPOTOKCUIEMHOM IOJIOCE COXPAHSIOT CIIOCOOHOCTh K
JeneHn0 B 30HE Mu(d(PEpeHIMPOBKH KOPHSA, TOTJA KaK KJIETKH TEPUIMKIIA Ha
POTO(IIOIMHOM IOJIIOCE TaKOM CIIOCOOHOCTHIO He 00JanaroT. B ux padore Oblia
UCIoap30BaHa penoprépHas auHug Rml1007, B kxoTopol Tpu psga KIETOK
NEPUIMKIIA B KOHYMKE KOPHS, OKPYKAIOIIMX MPOTOKCHiIeMy, skcrpeccupyor GFP
Oenok.  ABTOpbl  pabOTBl  NPOJEMOHCTPUPOBAIM,  YTO  OTH  KIJIETKHU
i GepeHIUPYIOTCS O9€Hb PAHO B Pa3BUTUH KOPHS.

MBI [pPOAHHOTUPOBAIM PSABl  KJIETOK SHIAOJEPMHUCA U  TEPHUIUKIIA,
Haxosmmecs Ha mpotodiosmuoM (PIT) u nporoxkcunemuom (Kcll) montocax (puc.
3.15A). Anamu3 pacnpeneneHus MHTO30B B TIEPUIMKIC TIOKa3al PaHHIOK
CHeIUaIn3alrIo KJIETOK NepUulinkia Ha npotodosamuom nostoce (P<0,01 cormacuo
TeCTy Ysia4a), B CPAaBHEHUU C OCTAIBHBIMHM KJIeTKaMu nepuiukia (puc. 3.15b).
Takue paznuuvs HAOIIOMAIOTCS U Y JIPYTUX PACTEHUM, HApUMEp, Y MIICHUIIBI
([Jdemuenko, 1990) u y 60608 (Luxova, Murin, 1973). B pabote Parizot et al. (2008)
HE BBIICIISTUCH KJICTKU TIEPHUITNKIIA, TPUIISKAIINAE K TTPOKAMOUIO, HITH HETIOJIFOCHBIC
kietku (HII), a HAMPOTUB OHMU OTHOCWIIMCH K TPOTO(DIOIMHBIM mojrocaM. OaHaKO
MBI TIOKa3aJIi, YTO KJICTKH HEIMOIFOCHBIX PSIIOB MEPUITUKIIA TIO MPOTHQEPATMOHHON
AKTUBHOCTH OOJIbIIIE TIOXO0XKM Ha KJIETKU MEPUIIMKIIA HA TPOTOKCHIEMHOM TIOJIOCE.
[lonmy4yeHHble HaMHM JaHHbIE MOTYT OOBICHUTH TE€ WM3MEHEHHUS, KOTOpbIE
HaOmomanch aBropamu Parizot et al. (2008) npu 00paboTke ayKCHHOM:
HETOJIFOCHBIE KJIETKU TEPUIIMKIA HAYUHAIM JEIUTHCS TMEPUKIMHAIBLHO B 30HE
CO3pEBaHUA B OTJIMYHE OT KJIETOK MEPULIMKIIA TIPOTO(IOIMHOTO MOIIOCA.

Mp&I mokazajiu, 4To dHI0JIepMHUC TOKE 00J1aaeT OuarepaabHON CUMMETpHUEH
B pacrpeielieHnd MHUTO30B. KJeTkn Ha MpOTOQIIOAMHBIX TMOIIOCAX MEPECTaroT
JIEITUTHCS PaHbIIIe, YeM KJIETKH KaK Ha MPOTOKCHIIEMHOM ITOJTFOCE, TaK M B Psaax
KJIIETOK, HE OTHOCAIIMXCA K 3TuM mnomocaMm (puc. 3.15B). Takas cummerpus
nposrdepallioHHON aKTUBHOCTH HUTIJIE paHee He OblIa omucaHa, W Oblia
oOHapyxeHa Onarojgapss NPUMEHEHHBIM METOJIaM aHaju3a TPEXMEPHBIX

n3o0pakennii. Takas guHAMUKA MOXET ObITh oObscHeHa 3kcmpeccueit LOG4,
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KOTOPBIN KogupyeT hepMeHT OMOoCHHTEe3a IUTOKMHKHA, U corntacHo de Rybel et al.
(2014) skcnpeccupyercst B KJIETKaX MPOTOKCHIIEMBI, a TAK)KE MPUIICKAIIMM K HHUM
KJIETKaM MEePUIIMKIIA U SHI0ICpPMHCA.
Mb1 He OOHAPYKWIH OUITaTepabHON CHMMETPHH paclpee/iCHHss MUTO30B
HH B KOpPTEKCe, HU B OSMHUIACPMHUCE, BEPOATHO OTO CBA3AHO C TEM, YTO
riepepacnpe/ie/icHie TOPMOHOB OT COCYTUCTBIX TOJTIOCOB Ha MOMEPEYHOM CEUCHUH
KOPHSI TJOCTHTaeT He BCEX TKaHEH.
CyMMHupYsl, HalllK JaHHBIE CBHAETCILCTBYIOT O TOM, YTO TKaHH MEPHCTEMBI
UMCIOT PA3JIMUYHYI0 cuMMeTpHI0. COCyIUCTast TKaHb UMEET TUAPXHYI0 CHMMETPHIO,

MEPUIIUKI U SHJIOAEPMUC — OUlaTepaIbHyI0, KOPTEKC U SMUACPMUC — PaUaIbHYIO.

B
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Pucynok 3.15. bunarepaibHasi CHMMETpHUsI TPOIUPEPALMOHHON aKTUBHOCTHU B
sHIoIepMuce u nepurukie. A. Cxema monepednoro cpe3a kopas A. thaliana ¢
o6o3HaueHueM npotodaodmMubix (PIT) u npotokcunemusix (Kcll) momtocor B
sHAoepMuce U nepunukie. b. JnuHbl 30H nmponudepaunoHHON aKTUBHOCTH B
MEPULIMKIIE Ha TIOJIFOCAaX M HEMOIIOCHBIX psinax kietok (HlI). B. Inunsl 30H
npoiar@epanoHHON aKTUBHOCTH B SHA0JEPMHUCE Ha MOITI0CaX U HEMOIIOCHBIX
psAaax KIEeToK. «m» — anumaepmuc; «K» — kopreke; «9Hu» — sngoaepmuc; «II» —
nepunukit; «Cy» — cocynucras Tkanb. Ha ructorpamme 0603HaueHbI
JOBEpPHUTEIbHBIC HHTEPBAIIBI ¢ 95% HaaexxHOCTRIO. N=10. * p<0,05; **
p<0,01cormnacHo Tecty ¥Yanua.
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3.4.2. lIpoaudepannoHHbIA U TPAH3UTHBIN IOMEHbI MEPUCTEMbI

B cBoeit pa6ote 2013r MiBaHOB 1 [{yOpOBCKHUIA TIPETONIOKUIIN, UTO HUKHSS
rpaHulla TPaH3UTHOTO JIOMEHAa JIOJbKHA OBITh OMNpe/esieHa B BEPOSTHOCTHBIX
TEpMUHAX, CBA3aHHBIX ¢ paccrosiHueM oT [ILl, rae kieTku uMeroT OTHOCUTEIBHO
HU3KYIO WIH HYJIEBYIO BEPOSTHOCTh BXOXKJICHHMSI B MUTOTUYECKUN UK. BepxHss
(shootward) rpanuiia TpaH3UTHOTO JOMEHA ObliIa ONPEIeICHa KaK TOYKa IMepexoia
K OBICTPOMY YJUIMHEHHIO, HO B JIPyTUX UCCJIEIOBAHUSIX OHA OOBIYHO HE
yuuThIBaeTcs. MiMest MoJHyI0 KapTy siiep ¢ paciupeaeaieHueM MUTO30B, Mbl CMOTJIN
OTpeNIeTUTh 00€ TPaHUIIbI HEMOCPEJCTBEHHO B KaXK/IOM OTJEIHHOM KOPHE.

[Ipu aHanuze pacnpeneseHns MUTO30B B KOHYMKE KOPHSI Mbl 3aMETUJIH, YTO
KJIETKU POTO(I0IMBI MOTYT JeIUTCS HEIOCPEICTBEHHO nepen

nuddepenimpoBkoii (puc. 3.16).

Pucynoxk 3.16. luddepennmporka mporodaosmsl. [locnennuit mutos (M, Ha
YBEJIMUYCHHOM U300PaXKEHHUH) B PSATY KJIETOK MPOTOQPIOAIMBI MOKET MPOUCXOIUTh
HETMOCPEICTBEHHO Tiepe1 HavaioM qudPepeHInpoBKY, qe3UHTerpalueit sapa (13,

Ha yBenmueHun) (n3o0paxkenue npeaocrapieHo Tapacom [lacteprakom).

CorynacHO HameMy aHaiu3y KJIETKH MPOTOQIIOAMBI pPAHbBIIE BCEX
npekpamarT naeneHus (puc. 3.11B), a 3HaUUT MBI MOXKEM CUHMTATh KJIETKY
poTO(hI03MBI, KOTOpas HAXOJIUTCS HEMOCPEACTBEHHO KJICTKOH, HavaBIIeh
nudGepeHIUpOBKY, TIOCIETHEN CpEeIn ASISIIUXCS KIETOK MpoTodrodamer. UMeHHO
nepexoa MpoTododMbl K TuDPEpEHIMPOBKE OINMPEACISICT BEPXHIOK T'PAHHITY
nposudeparmoOHHOT0 JOMEHA M HIKHIOI TPAHUITy TPAH3UTHOTO JoMeHa. HkHssA
rpanuna npoimdepanuonHoro momeHa Haxomutcs B [, Bepxwss rpanuna

TPAH3HUTHOTO AOMCHA OIPCACIIACTCA TaM, I'’IC BCC KIICTKH 3aKaHYMBAIOT JACIUTLCA,
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T.€. camblid JaimbHUK MUTO3 OT IIL, KOTOpBIM HAXOAUTCS B COCYAMCTOM TKAHH.
TakuMm o0pa3oM, HUKHIOK TPaHUIly TPAH3UTHOTO JOMEHA CIICIYET OMpPEAesaTh MO
npotodaodme, T €€ KICTKH MPUCTYyNarT K nuddepeHnupoBke, Tepss sapo, a
BEPXHIOI TpaHUIy — IO camMomy naaibHemy oOT III[ MuUTO3y B LEHTpajibHOM
nwmHApe. Torma ucnosb3yeMass B HACTOSIIEE BpeMs TPAHULA MEPUCTEMBI,
omnpeesieMas Mo KOPTEKCY, YKa3bIlBaeT Ha CepeUHY TPAH3UTHOTO JOoMeHa (pHucC.
3.17). Kpome TOro, Mbl IOKa3ajid, 4TO BEPXHsSI M HUXKHSSA TPAHHIIBI TPAH3UTHOTO
JIOMEHA XOPOIIIO COTIACYIOTCSI C TPAaHUI[AMU MEPBOTO U BTOPOTO CJIOEB OOKOBOIO
yexymka (puc. 3.176). DTu JaHHBIC MPEIOCTABIAIOT €IIé 0oJiee MPOCTON CIOCcOo0

OIIPCACIICHUA I'PAaHULl TPAH3UTHOT'O JOMCHA IIPOCTO 110 €TI0 MOp(l)OJ'IOl"I/II/I.

A ITPOAMCDEPAUMOH TpaH3UTHBIA
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Pucynok 3.17. OnpeneneHne rpaHuil JOMEHOB MepucTeMbl KopHst Arabidopsis
thaliana. A. Cxema 3onupoBanus kopHs. [IponudepannoHHbIi JoMeH
3aKaHUYMBACTCS C Ha4YaJIoM TudPepeHIIUPOBKH KIETOK MPOTO(DI0IMBI.

TpaH3uTHBIN TOMEH ONpeAesieTcs] OKOHYaHUEM JIEeHUI B IpoTOodiodMe U
LEHTpaJIbHOM IWJIMHJIpe. J[JInHa BHYTPEHHET0 W BHEITHETO CJIOEB OOKOBOTO
KOPHEBOTO YeXJIMKA COBIAJIET C TPaHUIIaMU TpaH3UTHOTO JomeHa. b. Onenka
nnuabl AMK ¢ ucnonb3oBanueM pasHbix MapkepoB. On & K nonoxenue

MOCJIEAHETO MUTO3a BO BHEIIHUX TKaHAX (dMUAEPMUC U KopTekc); OH, I1 & C,

MOJIO’KEHHE MOCIIETHETO MUTO3a B SHI0JIEPMUCE, IEPULIUKIIE U COCYIUCTON TKAHU;



118

M3, rpanuiia MEpUCTEMATUYECKOM 30HBI, OllcHeHHast KopTekcy; BKY 1, nmonoxxenue
nocjeaHel KieTku ¢ sapom BHentHero ciioss bBKY; [1d, monoxxenue nocneanei
KJIeTKU IpoTodioamel ¢ saapom; BKY2, monoskenne nocneaHen KIETKU C SIAPOM
BHyTpeHHero ciosg BKY. Ha ructorpamme 0003Hau€HbI 10BEPUTENIBHBIE
uHTEepBaibl ¢ 95% HanexHocThro. N=10. CTaTucTHYECKHE pa3Inyusl ONPEAEICHbBI
cornacHo Yamu t-tecty, * p<0,05, ** p<0,01.

3.5. 3aky0UeHHe M0 aHAJIN3Y IKCIIEPUMEHTAJIbHBIX TaHHBIX

Bo BTOpOI1 raBe HacToAIIEH pabOTHI CAETaHbI MPEACKA3aHUSI O Pa3TUUMIX
B Mposii(PepalluOHHON aKTUBHOCTU OT/ACNIbHBIX TKaHEeH KOpHs. JlJid MpoBepKH 3THX
TUIIOTE3 HaMU ObLI CIUIAHMPOBAH HSKCIIEPUMEHT, MPOBOJUIOCH €ro 3KCHEPTHOE
COIPOBOXKJICHUE Y KOMIIBIOTEPHBIN aHAIU3 PE3YJIbTAaTOB C IPUMEHEHNEM HOBEUIIINX
texHosoruit. JIo 1990 roga murotnyeckas aktuBHOocTh B AMK Oblia omnucana y
MHOTUX BHJIOB pacteHuit (Ivanov, Dubrovsky, 2013). Hecmotps Ha TO, 4TO
apabuI0INCUC SBJISETCS. MOJEIBHBIM OOBEKTOM B T€HETUKE PACTEHMM, JeTaJIbHBIHI
aHanu3 MpoJU(EPaMOHHON aKTUBHOCTH B €ro MEPHCTEME KOpHS paHee He
npoBojuics. CuuTanoch, 4YTO MEpHCTEMa apabHJIONCUCAa MMEET OYE€Hb IMPOCTOE
CTPOEHHUE M KJIETKH Pa3HbIX TKAaHEH 3aKaHYMBAIOT B HEU JECJIICHUS U NIPUCTYMAOT K
mupepeHIrpoBKe caydyaliHbIM 00pa3oMm.

B GonpmmHCcTBE paboT MO0 MUTOTHYECKON akTUBHOCTH B AMK KiroueBbIe
(a3bl KJIIETOUHOTO LIMKJIA U3yYaJIMCh C UCTIOIb30BAaHUEM JBYMEPHBIX H300paKEeHUH.
Takoll monxon ObUT OCHOBHBIM MPENATCTBHEM JIsi UCCIENOBAHMS TPEXMEPHOU
CTPYKTYpbI KOpHs pacTenus. [Ipumenenue nporpammbl IROCS Toolbox (Schmidt et
al., 2014) Bmecre C YIYYIICHHBIM O3KCICPUMEHTAIBHBIM IPOTOKOJIOM ISt
oOHapyxeHHs: MUTO30B B TkaHsx (Pasternak et al.,, 2015) mosBosmio Ham
NOATBEPIUTH MPEACKA3aHUS MOJENH, MHPHU 3TOM IIOJIYYUB HOBBIE 3HAHUSA O
CTPYKTYpE MEPUCTEMbI KOPHSI.

B  pesynbrare paboThl MOMy4YeHBI TPEXMEPHBIE  PEKOHCTPYKIMH
pacrpesieneHus siiep KJIeToK, Haxoasmuxcs B ¢aszax perukanuu JJHK u muTto3a B
KOHUYMKAX KOpHEH MATHUIHEBHBIX MPOPOCTKOB B HOpME M B MyTaHTax Ipt3iptSipt7,

arrl2. TpéxmepHbie PEeKOHCTPYKIIMUA TIO3BOJIMIN BEPUPHUITUPOBATH MPEICKA3AHUS
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MOJEIM U TMOJyYUTh HOBBIE 3HaHUA O OuWiarepalbHOM CUMMETPUU
npoiar@epallnoOHHON aKTUBHOCTHU B TKaHIX 3HA0JEPMUCA U IEPULIUKIIA U TUAPXHOU
CUMMETPHUU TpoiuepallMOHHON aKTUBHOCTH B COCYIUCTHIX TKaHsIX. Kpome Toro,
IPEJIOAKEHO ONPENEIATh IPAHULBl TPAH3UTHOTO U NMPOIU(EpPaLlMOHHOTO JOMEHOB
KaK M0 paclpesieIeHuI0 MUTO30B, TaK U MO MOPQOJIOrud OOKOBOTO KOPHEBOTO

YCXJIMKA.
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3AKJIFOYEHUE

Hacrosimas  auccepranmonHass pa0oTa  MpPENCTaBIs€T  Pe3yJIbTaThl
CHUCTEMHOTO aHajHn3a JaHHBIX MO MEXaHW3MaM PETYJSIUU MOAIEPKAHUS HUIIH
CTBOJIOBBIX KIIETOK B MepHUCTeME KOpHS (UTOTOPMOHAMHM AyKCUHOM H
ITUTOKUHUHOM (cM. Ti1aBy 1). [lepBrIif aTan paboThl COCTOST B IOTUYECKOM aHAIH3E
MHOT000pa3usi OnyOJMKOBAaHHBIX JIAHHBIX W peIIEHUs OOpaTHOM JIOTMYECKOU
3aJlayd 0 MUHUMAJIbHOM DPETYJISITOPHOM KOHTYpPE, KOHTPOJIUPYIOIIEM KIJIETOUHBIN
UK B MepucTeMe KopHA (cM. riaBy 2). Ha BTopoM 3Tare mpoBOAMICS aHAIU3
JIOCTATOYHOCTH M HEMPOTUBOPEYMBOCTH BBISIBIEHHOTO PETYJISTOPHOTO KOHTYpa C
MOMOII[BI0 MATEMAaTUUECKOTO MOJIeTUpoBaHus (cM. riaBy 2). B mpornecce paboThl ¢
MaTEeMaTHUECKONH MOJAENbI0 ObUTH CHOPMYITUPOBAHBI THUIOTE3bl W YHCICHHBIC
MPOTHO3bI, KOTOpblE  OBUIM  TMPOBEPEHbI C  HUCIIOJB30BAHUEM  HOBBIX
AKCIIEPUMEHTAJIBHBIX JaHHBIX, CTEHEPHUPOBAHHBIX TPYIIIONW TOJ PYKOBOICTBOM
Knayca [Tanbeme (I'epmanust) mo npeasioxkeHHbIM HaMH cxeMaM (CM. TaBy 3).

B kadecTBe OTIpaBHOM TOUKH MBI HCTIOJIB30BAIM UMEIOLIUECS B IUTEpAType
JaHHBIE O JWHAMHUKE CTPYKTYphl MEPHCTEMBI C OJHOW CTOPOHBI W O pOJIU
(UTOrOPMOHOB B PETYJISLUHN KJIIETOUHOTO IIUKJIa C APYTrOil CTOPOHBI. ITO MO3BOJIHIIO
HaM c(opMyJIHMpOBaTh OOpaTHYIO 3a1a4y (puc. 2.1): BBIOpaTh BXOIHbIE U BBIXOAHBIE
JAHHBIC, TIPUHATE PSJT AOMYIICHUH JIsI YMEHBIIEHNUS KOMOMHATOPHOHN CIIO)KHOCTH
3amaun. B pesynpTate onmupasch Ha JaHHBIE O pacupeneleHuu (PUTOTOPMOHOB B
KOpPHE, MBI CMOTJIM TOA00paTh MHUHHMAJIBHBIA KOHTYpP PETYJAIHH KJIETOYHOTO
UKJIa (UTOTOPMOHAMH, KOTOPBIA XOPOIIIO COTJIACOBBIBAICA C JaHHBIMH O
KJICTOYHOM JUHAMUKE B Mepucteme KopHs (puc. 2.3A).

Ha cnexyromiem sTamne ¢ MOMOIIBI0 MAaTEMAaTUYECKOTO MOJACTUPOBAHUS, B
paboTe ObUIO MPOTECTUPOBAHO KaK ATOT KOHTYp pealiu3yeTcsi B JTUHAMUYECKOU
CHUCTEeMe, TNIe KIETKHA PACTyT U JEISITCS B 3aBUCHMOCTH OT TepepacipeaecHusI
¢utoropmonoB. CHauajna Mbl TIPOBEIM MOJCITUPOBAHHE CaMOOPTaHU3AINH
pacrnpeneneHnil ayKkCUHa ¥ IIMTOKWHUHA BIOJb (HE PacTyIEro) KOpHs, UMEIOIIETO
MIOCTOSTHHOE YHUCJIO KIIETOK, M TOA00paly 3HAYeHUs MapamMeTpoB, MPU KOTOPBIX

Ha6J'IIOI(aeTC$[ pacupeaciiICHUC ayKCrMHa B KOPHC, aHAJIOTHYHO OIMMCAHHOMY pPaHCC
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(Grieneisen et al., 2007; Mironovaet al., 2010), a Takke 3KCIEpHUMEHTAIBHO
HaOI0jaeMoe pacnpezenenue nurokuauna (Zircher et al., 2013) (puc. 2.5).

Jlanmee MBI HCCIENOBAIM JIOCTATOYHOCTh MEXaHU3Ma TOPMOHAIBHOU
peryisiiid KJIETOYHOro IuKia s 30HUpoBanus AMK, B COOTBETCTBUM C
HKCMEPUMEHTAIBHBIMU TAaHHBIMU. B UHCIIEHHOM pacueTe MOENU PacTyLIEr0 KOPHS
Mbl HaOmoganu (GopMupoBaHHE B TpaJMEHTAaX KOHIICHTPALIMM ayKCUHA U
UTOKWHKHA TPEX JTOMEHOB KJIETOK C MPUHIUITHAIBHO-PA3INYAIOIICHCS KIETOYHOU
nuHamuko. M3 pacyeToB Mopenu ciemyer, 4YTo MpoiudepalMoHHBIA JOMEH
dopMupyeTCs U COXpaHSAETCS Ha BCEM NPOTSHKEHHMM MOJCIUPOBAHUS MEXIY
MaKCUMyMOM KOHIICHTPAIlMM ayKCHHA C OJHOW CTOPOHBI W MaKCUMYMOM
KOHLEHTpalMd UWUTOKMHMHA ¢ Apyroi (puc. 2.10). Takoil MmexaHH3M
(opMupOBaHUS TPOIU(PEPATUOHHOTO IOMEHA BO BPEMEHU NMOKAa3aH HaMU BIEPBBIE.

HccnenoBanne MaTeMaTHUECKONH MOJETH MPHU BapbHPOBAHUH MapaMeTPOB
NO3BOJIWJIO HaM cJeNaTh TPU NPEICKa3aHMs, KOTOPbIE MOKHO ObLIO MPOBEPUTH
AKCIEpUMEHTaIbHO. C 3TOM LENbI0 MBI CITITAHUPOBAIN IKCIEPUMEHT, IIPOBEICHUE
koToporo Ha Arabidopsis thaliana B3sn Ha ce0st Hamm KoJutern U3 Y HUBEPCUTETA
@paiidypra. Mpl Takke TPOBOAWIM €0 JKCIEPTHOE  COIMPOBOXKICHUE,
KOMIBIOTEPHBI U CTAaTHCTUYECKUN aHAIN3 JKCIEPUMEHTANBHBIX NaHHBIX. s
NPOBEPKM TMEPBOTO TMPEACKA3aHWsA MOJACIW O COKpAIlEHUH pa3Mepa TOMEHa
coObrtuil peruukanuu JJHK BciencTBue yBennueHust MOTOKAa ayKCHMHA CO CTOPOHBI
noOera ObUIM  TIOJNYYEHBI TPEXMEpPHBIE PEKOHCTPYKLIMU  paclpeiesieHus
okparrenusix EAU simep kietox B koHumkax kophei A. thaliana. KommnsrotepHbiii
aHallM3 DKCIEPUMEHTAIBHBIX HW300paXCHU TMOKa3ajdl 3HAuYMMbIe pPa3Iuyusi B
pa3mepax qomMeHOB coObiTuil perunkanuu JJHK B TkaHSIX cCOCyaUCTONW CHUCTEMBI:
MUHUMAJIHBIM OBLJT IOMEH B MPOTO(II03ME, a MAKCUMAIBHBIN B POKaMOUH.

JI7is TIpoBEpKM BTOPOTO TpEICKa3aHUs MOJCIH O COKpPAIIEHUH pazMepa
npoiarQepallioOHHOTO JAOMEHA BCJEJICTBUE YBEJIMYEHHS MOTOKA IMTOKUHHUHA CO
CTOPOHBI Mo0era ObUTM MOJyYEHBl TPEXMEpPHBbIE PEKOHCTPYKLMHU paclpeaeieHus
s7Iep KIETOK B pa3e MuUTO3a B KOHUKKax kopHei A.thaliana. KommbsrorepHsiii ananms3

9KCIICPUMCHTAJIbHBIX H306pa)KeHHﬁ IMOoKa3aJl 3Ha4YMMBIC PA3JINInUA B PACCTOAHUAX
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70 TOCIEJHEr0 MHUTO3a MEXIy BHYTPEHHUMH (9HIOACPMHC, IEHTPAIbHBIN
IWIMHAP) W BHEIIHMMH TKaHAMH KOpHS (SMHUAEPMHUC, KOPTEKC). 3HAYUMBIC
pa3nuuns ObUTH OOHAPYXKEHBI B TKAHSIX COCYIMCTOH CHCTEMBI: OKa3ajioCh, UYTO
npoTodiodMa 3aKaHYMBaeT MPONU(EPANMOHHYI0 AKTUBHOCTh PaHbIIC JAPYTHX
TKaHEW, 3aTeM IPOTOKCHJIIEMa M METAaKCHJIeMa, W TO3KE BCEX IPYIHMX TKaHEH
3aKaH4YMBACT JICJCHUS NpokamMOuii. Pe3ynbratel, monydyeHHbie Hamu Ha A.thaliana
JUI pacrpeiesicHuss MUTO30B U coObiTuii perutukaiuu JJHK, Obutn kauecTBeHHO
noITBeprkIeHbI Ha Tabake (Pasternak et al., 2017).

JIis  TpOBEpPKH TPEThETO MpeicKa3aHus MojJenun 00 yBEIWYCHHH
POIH(EPAMOHHOTO JIOMEHA MEPUCTEMBI BCIICJCTBUE CHIDKCHHUS KOHIICHTPALMU
IIUTOKHHUHA B KOPHE WM CHIDKCHHS YYBCTBHTEIBHOCTH KJICTOK K IUTOKHHHHY,
OBLTO MPOBENIEHO MCCIICIOBAHNE MHUTOTHYECKOW aKTHBHOCTH B KOHUMKAX KOpHEH
MYTaHTHBIX pacteHuid Ipt3iptSipt7, arrl2. CpaBHUTCIBHBI aHAIU3 KapT
pacrpe/ieJICHUi MUTO30B B KOHYMKAaX KOPHEH TUKOTO THUIIA U MyTaHTOB IOATBEP NI
YBEJIMYCHUE UTHHBI TIPOTH(EPAITMOHHOTO IOMEHA MEPHUCTEMBI B TTOCIICIHHX.

B pesysibrare KOMIBIOTEPHOTO aHAIM3a JAAHHBIX, ObLIH MOJIYYCHBI HOBBIC
3HaHUS O CTpykType Mepuctembl A.thaliana. Tak OblI0 0OHapyXeHO, YTO
npordepalioHHas aKTHBHOCTh B COCYAHCTOM IWIMHAPE HMECT TUAPXHYIO
CUMMETPHIO, B TMEPHUIIMKIIC W SHAOJCPMHUCE OMIIaTepalibHyI0, a B JMHICPMHCE U
KOpTEKCe pamuaibHyo. Kpome Toro, mojydeHHBIC JaHHBIC ITO3BOJIMIIA BIICPBEIC
OIPEICIUTh BEPXHIO W HIDKHIOI TPAHUIBI TPAH3UTHOTO JOMEHA MEPHCTEMBI
KOpPHS KaK IO pacrpeesICHUI0 MUTO30B B TKaHIX COCYIHUCTOW CUCTEMBI, TaK U IO

MOpGhoI0THH GOKOBOT'O KOPHEBOT'O YEXJIMKA.
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BbIBO/IbI

1)

2)

3)

4)

9)

[Ipensiokena jioruueckasi MoJieJIb MUHUMAJIBLHOTO PETYJISSTOPHOTO KOHTYpA,
KOHTPOJIMPYIOIIEro KJICTOYHBIM IUKI B Mepucteme kopHs A. thaliana,
corjacHo kotopoi nepexon G1/S pasperieH npu HU3KUX KOHIEHTPAIUSIX
aykcuHa, G2/M — mpW HU3KUX KOHIICHTPAIMIX ITMTOKWHWHA, BBICOKHE
KOHILIEHTpallMd ayKCMHAa W UWTOKWUHMHA uHrubupyrwor G1/S u G2/M
nepexoabl COOTBETCTBEHHO.

C mnoMompr METOAOB MAaTEMaTHYECKOTO MOJCIHMPOBAaHUS JOKa3aHa
JIOCTaTOYHOCTh M HEMPOTUBOPEYMBOCTh MHUHHUMAJIBHOTO PETYISTOPHOTO
KOHTypa. B pacuerax monenu mposudepariuoHHbIN 10MeH (opMHUpoBaIICS
MEXJy MakCUMyMOM KOHIIEHTpAllMM ayKCHHA B IOKOAIIEMCS IIEHTPE U
MaKCUMyMOM KOHLEHTPAallMM UWTOKMHUHA B TPAH3UTHOM JIOMEHE
MEpPHUCTEMBI; TPOJU(PEPAIMOHHBIN JTOMEH COXpaHsJI 3TO PaCMOJIOKEHUE,
HECMOTPS Ha POCT U JAEJIECHUS KIETOK.

Co3nmana TpexMmepHass PEKOHCTPYKLMS pacHpeAcsieHus slIep KIETOK,
Haxoasmmxcss B (azax perukanuu JJHK w1 MuTO3a B KOHUMKAax KOpHEH
nATHIHEBHBIX TpopocTkoB Arabidopsis thaliana B qukom Tume u B MyTaHTax
ipt3iptsipt7, arrl2.

B pe3ynbrare YMCIEHHOrO aHaidu3a MaTEMaTUYECKON MOJIENH MpeAcKa3aHo,
YTO HEPAaBHOMEPHOE pAaCHpENE/ICHHEe ayKCMHAa Ha BEpXHEW TpaHHUle
MEpHUCTEMBI KOPHSI, paHee MOKa3aHHOE B AKCIIEPUMEHTAX, TOJDKHO MPUBOIUTH
K pa3nuuusM B pacnpeneneHnn coobituii permmkanun JJHK. TIpenckazanue
MOATBEPKACHO HJKcrepuMeHTanbHO: perukanusa JHK 3akanuuBaercs
CHayaja B KJIETKax MPOTO(JIOAMBI, 3aT€M MPOTOKCUIEMbI, METAKCUJIEMBI H,
HaKOHEII, TPOKaMOus.

B pe3ynbrare 4MCIEHHOrO aHalIn3a MaTeMaTUYECKON MOJENH MpeIcKa3aHo,
YTO HEPAaBHOMEPHOE paclpe/le]IiCHUE IUTOKWMHMHA Ha BEPXHEH TIpaHUIle
MEPHUCTEMBI, KOTOpPOE OBLIO TMOKa3aHO B JIKCIIEPUMEHTaX paHee, JIOHKHO
MIPUBOJIUTH K PA3IMYUSIM B PaclpeieICHU MUTO30B B pa3HbIX TKaHSIX KOPHS.

[Ipenckazanue ObLIO MOATBEPKIACHO SKCIEPUMEHTANIBHBIMHU (paKTaMU:
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* DONHUACPMHC M KOPTEKC 3aKaHYMBAIOT JIENUTBCS TOPa30 paHbIIE
SHJI0JICPMHCA M TKAaHE! IIEHTPAIBHOTO IIHITHHIPA;

* B ICHTPAJILHOM IIMIIMHJAPE OBICTpEE BCETO TEPSIOT CIIOCOOHOCTHh K
nponudepanui KIETKH MPOTO(IOIMBI, a MOJBIIE BCEX COXPAHSIIOT
CIIOCOOHOCTB K JICJICHHIO KJICTKH TIPOKAMOWS;

*  KIETKH JHAOACPMICA U MEPUIIMKIA KOHINKOB KOPHEH, MPUIIeKAITIE K
NPOTOKCHJIEME, COXPAHSIOT MPOJM(EePANMOHHYI0 aKTUBHOCTh JIOJIBIIE
KJIETOK, IPUJICXKAIIHUX K MPOTO(IOIME.

6) Monenp mpenckasana yBEIUYEHHE JIHHBI TPOIU(EPANMOHHOTO JIOMEHA
MEPUCTEMBI KOPHS NMPH CHWKEHUW CHUHTE3a [UTOKWHWHA WM CHUKCHUU
YyBCTBUTEIHHOCTH KJIETOK K LUTOKMHUHY. [IpenckasaHue moATBEp:KICHO
IKCTIICPUMEHTAIBHO TIPY aHAJIN3€ KOHYMKOB KOpHEH MyTaHTOB Ipt3iptSipt7 u

arrl2 y A. thaliana.
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