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Beenenue

AKTYaJIbHOCTH

OYHKIIMOHUPOBAHUE OpraHu3Ma TpeOyeT MOJep>KaHus Iyja CTBOJOBBIX
KJIETOK B TEYEHHUE BCETO JKU3HEHHOTO IHKJA, IIOATOMY M3yYE€HHE MEXaHU3MOB HX
MO/IICPYKAHUS SIBIIICTCS OAHOW M3 BOKHEUIUX 3a7a4 OWOJIOTHH pa3Buths. Huma
CTBOJIOBBIX  KJIETOK  oOecreuuBaeTr  (OpMHUpPOBAHUE  CHEHUPUUIECKOTO
MUKPOOKPYKEHHUS, B KOTOPOM CTBOJIOBBIC KJIETKH COXPAHSIOT TUTFOPUIIOTEHTHOCTD
oeckoneuno goaroe BpeMs (Imin and Rolfe, 2007; Sugimoto et al., 2011).

PacreHuss W >KMBOTHBIE HMMEIOT CXOJHBIC MPUHIMIBI OpPTraHU3AMKU HUII
CTBOJIOBBIX KJIETOK, OJTHAKO CTPYKTypa HUII CTBOJIOBBIX KJIETOK PaCTECHHUI Topasio
IpOIIe TAKOBBIX y )KUBOTHBIX (Stahl and Simon, 2005; Heidstra and Sabatini, 2014).
Takum oOpa3oMm, 3HAHHS M METOMBI, IOJYYCHHBIC B WCCIICIOBAHUSX HUIIA
CTBOJIOBBIX KJICTOK y PACTEHUH, MIO3BOJIAT B JAIBHEHUIIIEM MTPUMEHUTD UX HA APYTHX
OMOJOTUYECKUX OO0BEKTaX. ANUKAIbHAs MEpUCTeMa KOPHS pacTEHUs SBISETCS
OMHUM W3 Hamboysee yAOOHBIX OOBEKTOB 11 HM3YYCHHS  IMPOIECCOB
CaMOOpTraHMW3allid U TOJJICPKAHUS HHUIIU CTBOJOBBIX KIETOK, B CHUJIy CBOEH
MIPOCTOM TEOMETPUIECKON CTPYKTYPHI.

BaxxHyt0 posib B pa3BUTHH KOPHS W TOAJICPKAHUU HUIIH CTBOJIOBBIX KIIETOK
MEPHCTEMbI KOPHS BBIMOIHIET KOpHeBo# yexauk (MBanos, 1987; Mensenes, 2012).
KopHeBoit uexJImK pearupyer Ha U3MEHEHHUE YCIOBHIN OKPYIKAIOIIIEH CPEJIbI TT0 Mepe
pocTa KOpHS PACTEHUs, BBIMOJHSS 3alIUTHYI0, CEKPETOPHYIO U CHUTHAJIBHYIO
¢yuxuuu (MBanos, 1987; Driouich et al., 2013; Fendrych et al., 2014). Kpome Toro,
KOPHEBOM UYEXJIMK Y4YacTBYET B Iepefade CUTHaja B OTBETE HA TPaBH-, XEMHU- U
dboTOTpONH3M, YIACTBYET B PETYJISIIIUU 3aKIaIKA OOKOBBIX KOPHEH U MOAICPKAHUU
IIEJIOCTHOCTH HUIITK CTBOJIOBBIX KJIETOK B almMKaIbHOW MepucTeme KopHs (MBaHOB,
1987; Barlow, 2002; Kumpf, Nowack, 2015; Xuan et al., 2016).

OaHUM M3 OCHOBHBIX PETYJSTOPOB TMOJJEPKAHUS HUIIU CTBOJOBBIX KJIETOK
seisiercss reH WOX5, koTopsiii akcnpeccupyercsi B mokosimemcst riearpe (I1L1),
OpPraHU3allMOHHOM IICHTPE HUIIM CTBOJOBBIX KJIETOK AaNUKaJbHON MEpUCTEMBI

xopHs (Haecker et al., 2004). Hapymienus B padoTe 3T0oro reHa (morepst GyHKIMH
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WM CBEPXIKCITPECCHS) TIPUBOISIT K U3MEHEHHSIM B CTPYKTYPE KOPHEBOT'O YEXJIMKA
U KJICTOYHOM JUHAMUKHM 3a CYCT M3MEHEHUS KOJIMUECTBA CTBOJIOBBIX KileTok (Sarkar
etal., 2007, Pi et al., 2015).

W3BecTHO, YTO JUIS ICHTPAJIbHONW YacTH KOPHEBOTO YeXJMKa (KOJyMEJLTbI)
XapaKTEePHO MOBBIIICHHOE Cojiep:kanue ¢puToropmona aykcuna (van den Berg et al.
1997; Sabatini et al. 1999). ITognepkaHue BBICOKMX KOHIIEHTpALUi ayKCHHA B
konymerie u [11] umeet BakHOE 3HAUYECHHE I TTPOIIECCOB MOp(doreHesa B KOpHE,
OJIJICP KaHMS IEJIOCTHOCTH alTMKaJIbHON MEPHUCTEMBI, B II€JI0M, M HUIITH CTBOJIOBBIX
kJeTok, B yactHoctH (Vieten 2005; Liao, 2015). [TosToMy 0CHOBHOE BHUMaHHE TIPH
W3YUCHUU alMKAIBbHOW MEPHUCTEMBI KOPHS YACISICTCS PaclpeeieHUI0 ayKCHHA B
TKaHSIX KOPHSI.

MoJekynspHbIe U TEHETHYCCKHE TPOIECCHI, JICKAITUE B OCHOBE TEpenadu
CHUTHAJla W TPAHCIOpPTAa ayKCHHA, SIBJISIOTCS HEIMHCWHBIMH W COACPIKAT ICTIIH
0OpaTHOI CBSI3U, YTO OIpPEAE/IACT MOBBIIICHHYIO CI0XKHOCTh cucteMbl (Goh et al.,
2014). HapaBHe ¢ 3TUM JI0 CHX IIOp HE CYIICCTBYET JOCTATOYHO TOYHBIX METOJIOB,
MO3BOJIAIOIIMX H3MEPHTh BHYTPHKJIETOUHYIO KOHI[EHTpaluio aykcuua (Sabatini
et.al., 1999; Brunoud et al., 2012; Band L., 2014, Liao et.al., 2015). Aykcun
SIBJISICTCS OTIPEACIITIONTAM (DaKTOPOM BO MHOTHX MOP(OTEHETHICCKHUX IpoIieccax,
MOCKOJIbKY B 3aBUCHUMOCTH OT KOHIICHTPAILIMK OH T0-pa3HOMY BJIMSET HA IPOIIECCHI
pocra, nenenus u auddepennupoku kierok (Campanoni and Nick, 2005;
Mengenes, 2004). Kpome Toro, mporecchl pa3BUTHS HCOOXOAMMO HCCIIEI0BATH B
JUHAMUKE W B MPOCTpaHcTBe. [loaTomMy, MccieqoBaHUE MEXaHW3MOB JCHCTBUS
dbuTOTOpMOHA ayKCcWHa TpeOyeT TMPHUBICYCHUS METOJAOB MaTeMaTHYECKOTO
MOICIIUPOBAHUS.

Ha pgaHHBIE MOMEHT CO3JaHBI MaTEMAaTHYECKHE MOJICIH, OIHCHIBAIOIINC
MIPOIICCCHI  TOJJIEP)KaHMS HUIIKA CTBOJIOBBIX KIIETOK B MEpPHCTEME KOPHS TIOJ
neiicrBuem aykcuna (Grieneisen et al., 2007; Kramer et al., 2008; Muraro et al.,
2013; Grieneisen et al., 2012), B Tom uuncie, BeinojgHeHHble B UHcTUTYTE [[uTONOTNMN
u I'enerukn CO PAH (Likhoshvai et al., 2007; Mironova et al., 2010; Mironova et

al., 2012). B otiimuune oT aHAJIOroB, IpyIa Mojaeiei, paspadorannas B Ulul" CO
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PAH, xopomio mpucnocoOiieHa K HCCIECIOBAHUIO IMPOIECCOB CaMOOPTAaHU3AIUU
HUIII CTBOJIOBBIX KJIETOK, TIOCKOJIBKY YYHMTHIBAECT ayKCHH-3aBUCHUMYIO PETYIISITUIO
skcrpeccuu OenkoB cemeiictBa PIN, a 3Hauut, 3T Mojenu MOryT GOpMHUPOBATH
CIIO>KHBIE PacTIpeIeNICHUS U3 PABHOMEPHBIX HaYaJIbHBIX TAHHBIX, B KOTOPBIX MOTOKH
ayKCHHA HE 33J]aHbl N3HAYAIILHO.

Hecmotpss Ha TO, 4TO YK€ OBLIM CO3JaHBI MaTEMaTHYECKHE MOJCIH
pacmpesieieHusi  ayKCHMHA,  BOCIPOM3BOJIIME  aHATOMHYECKOE  CTPOCHHE
JBYMEPHOTO ITPOJOJLHOrO0 cpe3a konurka kopHs (Muraro et al., 2013; Grieneisen et
al., 2012), BausHUE CTPYKTYphl KOPHEBOT'O YEXJIMKA HA paclpe/e/ICHHe ayKCHHA B
HUIIE CTBOJIOBBIX KJIETOK amMKaJIbHOM MepucTeMbl kKopHs Arabidopsis thaliana
10JIpOOHO HE UCCIIE0BATIOCH.

Kak mpaBmio, B MareMaTW4eCcKUX W KOMITBIOTEPHBIX MOJENAX MPOILECCHI
pacrpesiefieHdss ayKCUHa HCCIeAyloTcsi B HopMe. HeMHorue npumepsl aHaiu3a
Pa3BUTHS HUIIIM CTBOJIOBBIX KJIETOK B AHOMAJIbHBIX YCIOBUSIX BKITIOYAIOT JIA3EPHYIO
abmauuto kietok (Grieneisen et al.,, 2007) wnam oTpe3aHue KOHYMKA KOPHS
(Mironova et al., 2012), a Takxe uccieqoBaHUe SBICHUS TaloTponu3Ma (van den
Berg et al., 2016). AHomManMu B pa3BUTHH KOJYMEIUIbl C MPUMEHEHUEM METOJIOB
MaTEeMaTHYECKOTr0 ¥ KOMITbIOTEPHOTO MOJIEJINPOBAHUSI paHEE HE UCCIIEIOBANIUCH.

Heab 1 3a1a4um JMCcCEPTAMOHHOM PAdOTHI

Ilens:

HccnenoBanre poiau KOPHEBOTO YEXJIMKA KOPHA B TMOAJACPNKAHUU HHIIU
CTBOJIOBBIX KJIETOK aNMKalbHOW MepucteMbl KopHs Arabidopsis thaliana ¢
MOMOIIIHIO0 METOJIOB KOMITBIOTEPHOTO MOACITUPOBAHNS.

3amaun:

1) Pa3paboTka KOMMBIOTEPHBIX MOJEJICH pachpenesieHus ayKChuHa B
anukanbHOW MepucTeme Kopas Arabidopsis thaliana c pasiauunol cTemeHbIo
JeTaM3alid UCCIEAyEeMbIX MPOIECCOB: ABYMEpPHAs MOJENb C MPSMOYTOJbHBIM
KJICTOYHBIM aHcaMOJjieM, THOpHUIHAs OJTHOMEpHAasl MOJIeNIb C POCTOM U JeJICHUEM

KJICTOK, ABYMCpHAasA MOJCIb C pCAIMCTUIHBIM KJICTOYHBIM aHcamMOJieMm.



2) [IpoBeneHrEe  YHMCIEHHBIX 3KCHEPUMEHTOB IO  HUCCIEIOBAHUIO
pacrpejielieHusl ayKCHHA B alMKalIbHOW MepucTeme kopHs Arabidopsis thaliana:

a) MpU aHOMAJLHOM PAa3BUTHUU KOJYMEJUIbI TOJI BO3JICUCTBUEM HU3ZKUX
MTOJIOKUTENBHBIX TEMIIEPATYD.

0) mpy aHOMAaJbHOM PA3BUTHUM KOPHEBOTO YEXJIMKA B PACTEHUAX CO
cBepxakcnpeccueit rena WOXS u B MyTaHTe ¢ oTepei (yHKIIMH 3TOTO T'eHa.

B) C y4Y4e€TOM aHAaTOMHYECKHMX OCOOEHHOCTEW CTPOCHHSI KOPHEBOIO
yexiuka B kopHe Arabidopsis thaliana.

Hay4ynasi HoBU3HA

BnepBble Obul ONHMCAaH MEXaHU3M aJanTallid KOPHEBOM aNMKalbHOU
mepucTembl kopas Arabidopsis thaliana k Bo3eicTBHI0 HU3KUX TOJIO0XKHUTEIBHBIX
TEMIIEPATYP, KOTOPBIM 3aKIIOYAETCS B CEIEKTHUBHOM WHIYLUHUPOBAHHOW XOJOJIOM
ru0eny T04YepHUX KIIETOK MHUIMaIel KoayMesibl. C MOMOIIbI0 KOMIBIOTEPHOIO
MOJIEIMPOBAaHUS OBUIO IOKA3aHO, YTO THUOENM JOYEpHUX KIETOK HHHULUAIEH
KOJYMEJUIbl MPUBOJUT K BOCCTAHOBJIEHUIO MaKCUMyMa KOHIIEHTPAllUd ayKCHHA B
[1I] 1 cnocoOCTBYET 3alllUTe HUIIM CTBOJIOBBIX KJIETOK. JIaHHBIN MeXxaHW3M ObLI
Ha3BaH «oKepTBa paju CIIaCeHUs.

BrnepBoie Obuta co3mgaHa THOpUHAS KOMIBIOTEPHAST MOJIENb, OMHCHIBAIOIIAS
MIPOIIECCHI Pa3BUTHS KOJyMeEIUIbl KOpHS A. thaliana B tuHamMuKke JJis UCCIICIOBAHUS
pomn WOXS B perynsiiud HHIIM CTBOJIOBBIX KJIETOK. C TOMOIIBIO MOJAEIH
nmokazaHo, 4Tto ocHoBHOW ¢yHkmmerr WOXS sBuserca perymsamus TAAL-
3aBMCUMOT0 CHHTE3a ayKCHHA B HUILIE CTBOJIOBBIX KJIeTOK. Hapyienus skcnpeccuun
rena WOXS npuBogAT K (PEHOTUIIMYECKUM aHOMAJIUSIM KOPHEBOTO UYEXJIMKA U
MEpHUCTEMBI KOPHS, uepe3 n3MeHeHue ypoBHs TAA1-3aBUCUMOro CHHTE3a AyKCHHA.

Bnepsoie B Uncturyre Llutomornn u I'enetuku CO PAH Obuia co3nana
nporpamma «Co3gaHue IByMepHBIX Mojieniel Tkanen pactenuin» (PlantLayout) mos
CO3/IaHUsI CTPYKTYPHOW MOJEIN ABYMEPHOIO CPE3a TKAHEW pacTeHus, TOTOBOM K
BHEJIPEHUIO B MATEMAaTUYECKUE U KOMITBIOTEPHBIE MOJIENH, B TOJIyaBTOMAaTHYECKOM

pexuMe.



BrniepBbie Obliia mOCTpOE€HA KOMIIBIOTEPHASI MOJEIIb PaclpeiesieHUs] ayKCHHA B
KOPHE pAacTeHMs C PEaJUCTUYHOM KIETOYHOM CTPYKTYPOM, YUYMTHIBAKOLIAS
PETYIISINIO AyKCHHOM CBOMX O€NKOB-TpaHcropTepoB cemeiicTBa PIN. C momorsto
TOH MoOIeNnH BIEpPBbIE OBUIM  BBISIBJICHBI MEXaHU3MBI  (POPMHUPOBAHHUS
ounaTepaabHOW aCHMMETPHH B MEPUCTEME KOPHSI, €CTECTBEHHO BO3HUKAIOIICH B
Pa3BHUTUHU KOPHS, B CIICJICTBUE JCTCHUH KJIETOK B KOPHEBOM YEXJIHUKE.

Ios0:xeHNsl, BLIHOCUMbIE HA 3aIIUTY

1) ['ubGenp mOYEpHUX KIETOK HMHUNMAICH  KOJIyMEIUIl  KOPHS,
HaOmomaemast y Arabidopsis thaliana mocie cyTok BbIpamuMBaHUS TIPH HHU3KUX
MOJIOKUTENBHBIX TemrepaTypax (4°C), aBIseTcss 4aCThIO 3alIUTHOTO aIallTUBHOTO
MEXaHU3Ma, TIO3BOJISIFOIIETO COXPAHUTh HUIIY CTBOJIOBBIX KJIETOK IIpU
HEOJIaronpUsITHBIX YCIOBUSX CPEIIBL.

2) Baxnoit ponbto rena WOXS nais mojjiep)kKaHusi HUIIKA CTBOJIOBBIX
KJIeTok MepucteMbl kopHs Arabidopsis thaliana sBnsercs axkTuBanus u

noanepxxanve TAAl-3aBUCMMOro CMHTE3a ayKCHHA.

Teoperuueckasi U NPAKTUYECKAs 3HAYNMOCTh

Pa3zpaboTaHHbIC MOAXOBI K UCCICTOBAHUIO MEXaHN3MOB MOP(hOTEeHE3a KOPHS
U CO3JlaHHAs cepus MaTeMaTHYEeCKUX Mojeled MOryT OBITh C YCIEXOM
aIanTHUPOBAHbl NJis PEIICHUs JPYrHMX HCCIEAO0BaTeNbCKUX 3anad. Hampuwmep,
pa3paboTaHHBI TOAXOJ K MOACIMPOBAHUIO YYeTa BO3JCHUCTBUS XOJOIa Ha
pacnpenefieHue ayKCMHa MOXKET YCICIIHO TPUMEHSATHCS [JIS HCCIIeOBAHUS
pacnpeneneHusT ayKCHHA TIPH BO3ACHCTBUN APYTHX (PAKTOPOB OKPYKAIOIICH Cpebl
WM 00pabOTKM KOpPHEH pAacTeHWH pa3IuYHBIMA OHOJIOTHUECKH aKTUBHBIMU
BerlecTBamMu. PaspaboraHHoe mporpammuoe cpeactBo «PlantLayout»y moxer ¢
YCTIIEXOM TPUMEHSATHCS TPH CO3JaHUM MaTEMaTHYCCKUX MOJENed MyTaHTHBIX
KOpHEH C M3BECTHBIMU aHOMAJIMSIMU B @aHATOMUYECKOM CTPYKTYPE, a TAKKE APYTUX
OpraHOB W TKaHEH, MJI KOTOPBIX XapaKTEPHO SBJICHHE TOJSPHOTO AKTHUBHOTO
TpaHCIIOPTA.

JIMYHBIA BKJIAJX



OCHOBHBIE pE3yJbTAaThl PAOOTHI IOJYYEHBI ABTOPOM CaMOCTOSITENBHO.
ABTOpOM pa3paboTaHbl M pEAIU30BaHbl TPU pPAa3IMUHBIE KOMIIBIOTEPHBIC
MaTeMaTUYeCKUE MOJISIIN paclpeieiCHUs ayKcuHa B mporpamme MatLab, mposeaen
aHaIM3 pe3yJlbTaTOB YHCIEHHBIX HKCIIEPUMEHTOB M JIMTEPATYpPHBIX JIAHHBIX,
chOpMyIMPOBAHBI MIPEACKA3AHUS MOJICIN U MPOBEJEH aHAIN3 HKCIIEPUMEHTOB IO
Bepu(UKAIMU TOJYYCHHBIX TpelcKka3aHuii Mojeiau. ABTOpoM pa3paboTaHa
nporpamma PlantLayout Ha si3pike MatLab amst coznanust IByMEpHBIX CTPYKTYPHBIX
MOJICJIEN TKAHEW PACTECHUM.

AnpobGanusi padoThI

Pe3ynpTaTel paboThl BonuiM B OTY4ETHI MO rpanTam IIpe3suaenTta Poccuiickoi
®enepanuu (MK-1297.2017.4, pykoBoautens Muponoa B.B.), Poccuiickoro
Hayunoro ®onga (Ne 14-14-00734, pykoBoautenb AdoHHukoB J[.A.; Nel7-74-
10102, pykoBomurens  KoBpuxubix B.B.) wu  Poccuiickoro  ®onpaa
®dynnamentanbubix MccnenoBanuii (Nel8-34-00485 mon_a, PykoBogutens CaBuHa
M.C.). Pe3ynbratsl paboThl OBLIHN T0JI0KEHBI Ha 9 KOH(EepEHITNIX B BUIE YCTHBIX U

CTEH/IOBBIX JIOKJIAA0B. Taxxe ObUIO MOJIydeHO | aBTOPCKOE CBUIETENBCTBO.

IIy0ukanuu mo TemMe JUCCEPTALMHA

[To Teme muccepranuu ObLIO OIMyOJMKOBaHO 9 paboT, B TOM yucie 3 CTaThU B
pELEH3UPYEMBIX KypHanax u3 cnucka BAK.

Ilyonukayuu 6 xcypuanax:

1. Omenkosa, E. A., Omenbsnuyk, H. A., CaBuna, M. C., [lactepnak, T.,
Komuanos, H. A., 3emusanckas, E. B. // CuctreMHO-OMONIOTHYECKUH aHAINU3 I'eHa
WQOXS5 u ero QpyHKIMii B HUIIIE CTBOJIOBBIX KJIETOK KOPHS. // BaBuiioBckuii xKypHa
reneTuku u cenekiun. — 2016. — Tom 5. — Ne 4. — Ctp. 459-474.

2. Jing Han Hong, Maria Savina, Jing Du, Ajay Devendran, Karthikbabu
Kannivadi Ramakanth, Xin Tian, Wei Shi Sim, Victoria V. Mironova, and Jian Xu.
/I A Sacrifice-for-Survival Mechanism Protects Root Stem Cell Niche from Chilling
Stress // Cell. — 2017. - V. 170. — P. 102-113.

Te3ucvl 6 cOopHuKax KoHpepeHyuii:
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1. Casuna M.C., Kazannes ®.B., Muponosa B.B. // MonenupoBanue
BO3JICUCTBHSI X0JIOZa Ha (DU3UOJIOTHYECKOE pachpenesieHne ayKCuHa B KOpHE A.
thaliana // Marepuansr XXIII mexayHapoaHoit koHdepeHuun "MaremaTuka.
Kommerotep. O6pazoBanue”. Jlyona, Poccus, 25-30 suBaps, 2016, ctp. 130.

2. M.S. Savina, F.V. Kazantsev, V.V. Mironova. // Mathematical
modeling of active substanses and factors influence on functioning of plant root
meristem // In proceedings of the eighth international young scientists school
‘System Biology and Bioinformatics’. Novosibirsk, Russia, 22-25 August 2016, p.
65.

3. M.S. Savina, F.V. Kazantsev, V.V. Mironova. // Mathematical
modeling of active substanses and factors influence on functioning of plant root
meristem // In proceedings of the 2nd International Cnference ‘Mathematical
Modeling and High-Performance Computing in Bioinformatics, Biomedicine and
Biotechnology’. Novosibirsk, Russia, 29 August — 2 September 2016, p. 92.

4, Maria Savina, Jing Han Hong, Jian Xu, Victoria Mironova //
Mathematical modeling of the effects of chilling stress on Arabidopsis thaliana root
stem cell niche // In proceedings of the International Symposium “Auxins and
Cytokinins in Plant Development and Interactions with Other Phytohormones”.
Prague, Czech Republic, 1-5 July 2018, p. 54.

5. M.S. Savina, J.H. Hong, Jian Xu, V.V. Mironova // Mathematical
modeling of chilling stress induced changes in Arabidopsis thaliana root meristem
/I In proceedings of the Eleventh International Conference “BIOINFORMATICS
OF GENOME REGULATION AND STRUCTURE\systems biology”.
Novosibirsk, Russia, 20-25 August 2018, p. 181.

6. Maria Savina, Jing Han Hong, Jian Xu, Victoria Mironova //
MATHEMATICAL MODELING OF CHILLING STRESS EFFECT ON THE
PLANT ROOT MERISTEM // In proceedings of the first international Plant
Systems Biology meeting. Roskoff, France, 10-14 September 2018, p. 24.

7. Savina M.S., Kazantsev F.V. and MironovaV.V. // What can we learn

about stress-induced root growth by mathematical modeling of auxin distribution?
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/I In proceedings of Plant Organ Growth Symposium 2019. Bordeaux, France, 24-
26 April 2019, p. 23.

8. Casuna M.C., MuponoBa B.B. // MonenupoBanue pacnpeseneHus
aykcuHa Tpu pereHeparu MepucteMsl kopHst Arabidopsis thaliana // Matepuaisr
VII cwezna BaBuioBckoro ooOiiecTBa TEHETUKOB U celeKUUOHepoB. (CaHKT-
[TerepOypr, Poccus, 18-22 urons 2019, ctp. 133.

9. Savina M.S., Lavrekha V.V., Pasternak T., Mironova V.V. // Systems
biology study on the WOXS5 role in the distal part of the root meristem in
Arabidopsis thaliana // In proceedings of the 5th International Scientific Conference
“Plant genetics, genomics, bioinformatics, and biotechnology” (PlantGen2019).
Novosibirsk, Russia, 24-29 June 2019, p. 175.

Aemopckue ceudemensbcmea

CaBuna M.C., MuponoBa B.B., Co3nanue IBYMEpPHBIX MOJIENICd TKaHEM
pactenuii (PlantLayout), CaumerenbcTBO 0 TOCYIapCTBEHHON PErHCTpPAIlUH

nporpaMmmsl 1711 OBM Ne 2018661009 ot 30 nrons 2018 roxa.

O0beM U CTPYKTYpa AUCCEPTALMHA

Martepuan auccepTallMOHHOTO HMCCIEOBaHUSA H3JI0XKEeH Ha 153 crpaHmiax,
conepxuT 40 pucyHkoB u 7 Tabsmuil. Criucok autepartyp Bkirodaet 182 poccuiickux
U 3apyOEKHBIX MCTOYHUKOB. TEKCT IUCCEepTaIlliu COCTOUT W3 BBEJEHUs, 0030pa
JUTEPATYPHI, OMMUCAHUS PE3YIHTATOB PAOOTHI B TPEX I1aBax, 3aKJIFOUCHMSI, BEIBOJIOB,

CIIMCKa JIMTCPATYPHBIX HCTOYHUKOB, ITPHUIIOKCHH.
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CnMcoK NPUHATHIX COKPALLIEHU I
KY — xopHEBOM YEXIIUK

BKY — 60k0BOI KOPHEBOM YEXJIUK

[1L[ — mOKOAIMICA LEHTP B allUKAJIbHON MEPUCTEME KOPHS PACTEHUH, KIETKA
KOTOPOTO MTPAaKTUYECKU HE JENSATCS B Pa3BUTUN PACTEHUS

WK — nHunmamm KoxyMesuibl

JAKUK — nodepHue KIETKH MHULMATIEH KOJIyMEIUIbI

JKK — nuddepenurpoBaHHbIe KIETKH KOTYMEIUIbI

NYK — unponun-3-ykcycHasi KUCIIOTa, HauboJjiee pacpocTpaHeHHas! aKTUBHAs
dbopma aykcuHa

PIN — Pin-Formed, cemeiicTBO O€IKOB TpaHCIOPTEPOB ayKCHHA,
ACCUMETPUYHO JIOKAIM3YIOMIMXCS Ha MEMOpaHe KIETOK M 00eCleYyuBarOIIMNX
aKTUBHBIA OTTOK ayKCHHA U3 KIIETKH

AUX1 — Auxin resistant 1, TpancMeMOpaHHBIN 0€JI0K TpaHCIIOPTEP ayKCHUHA,
00ecreynBaOIMi AKTUBHBIN MPUTOK ayKCHHA B KIETKY

AUX/LAX — AUXINI/LIKE-AUX1 cemeiicTBO TpaHCMEMOpPaHHBIX OCIKOB
TPaHCIOPTEPOB AYKCHHA, 00ECIIEUMBAIOIINK aKTUBHBIM MMPUTOK ayKCHUHA B KIIETKY

ABCB - B moacemetictBo ABC tpancMeMOpaHHBIX O€IKOB TPaHCIPOTEPOB,
00ecreunBaIOIINX aKTUBHBIM OTTOK U IPUTOK ayKCHHA B KJIETKY

PILS - PIN-LIKES, ceMelicTBO OCIKOB-TPAaHCIIOPTEPOB  ayKCHHA,
00eCreurBaIIUX €ro TPAHCHOPT BHYTPU KIETKH MEXIy LUTOIUIa3MON H
HHOIIA3MATHYECKUM PETUKYJITYMOM

GR — nurana-cBsA3bIBAIONINI TOMEH TIIFOKOKOPTUKOMIHOTO PELENnTOpa KPHICHI

DEX — nekcameTa3oH, TITFOKOKOPTUKOUT

DR5 — penorpepHas ayKCHH-4yBCTBHUTENIbHAsI KOHCTPYKIIMS, COCTOSIIAs U3
HECKOJIbKMX TOBTOPSIIOUIMXCS MOTHBOB, COJAEpXAUIMX MOCIEA0BATEIbHOCTh
TGTCTC cuuthix ¢ 35S npoMoTOpOM

DII-VENUS — penotpepHas ayKCUH-UyBCTBUTEJbHAS  KOHCTPYKIIMS,
COCTOSIIIIast U3 HECKOJIbKUX MOcieIoBaTeIbHOCTe Koaupyromux aoMeH II Aux/IAA
O€JIKOB CHIUTHIX ¢ 35S mMpoMOTOpOM
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R2D2 — penoTpepHas ayKCHH-UYyBCTBUTEIbHAS KOHCTPYKIIHSI, COCTOSIIAS U3
koMmOuHaruu DII u mDII cimteix ¢ mpomoropom RPSSA

WOX5 — WUSCHEL-related homeobox 5, tpanckpunumoHHBIH (akTOp
CTBOJIOBOCTH alIMKAJILHON MEPHUCTEMBI KOPHS

WOX5-1 — myTanTHas JuHUA ¢ noteper pynkiuu rena WOX5

35S::WOX5-GR — TpancrenHas nuHus, coaepxarias 6eaoxk WOXS criuTeii ¢
JIMTaH/-CBSA3bIBAIONINM JOMEHOM TJIIOKOKOPTHKOUIHOTO perentopa Kpeickl (GR)
110J1 MUHUMAJIbHBIM TTPOMOTOPOM

TAAL — tpuntodan-amunoTpancdepasa, GepMEHT yIacTBYIOIIUN B CHHTE3E
ayKCUHa U3 TpunTodana.

YUCCA — ¢naBun-3aBUCHMasi MOHOOKCUTE€Ha3a, (epMEHT y4acTBYIOIIUI B
CUHTE3€ ayKCHUHA U3 Tpunrtodana.

GFP — green fluorescent protein, 3esieHbIi GIyopeclieHTHBINA Oenka

GUS — Oera-rimokypoHua3a

PlantLayout — maiiraita 1uist co3gaHus CTPYKTYPHBIX MOJICICH TKaHeH pacTei
Y BHEJPCHUS UX B MAaTEeMaTHYECKUE MOJIETTU B KaUe€CTBE KJIIETOYHOTO aHCaMOJIst

MATLAB — BBICOKOYpOBHEBBI $3bIK W HWHTEpaKTHBHas cpeaa s
IPOrpaMMUPOBAHMS, YACIEHHBIX PACUETOB U BU3yaJIM3aIlMU PE3yJIbTaTOB

IROCS Toolbox — mporpamma st TpEXMEPHOT'O aHHOTUPOBAHKSI OPTaHU3aIUH

KOHYMKaA KOPHA
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1. O030p quTEepaTypshI
1.1. KopeHb pacTeHusi, Kak 00beKT UCCIeT0BAHUS

CoBpeMeHHbIE pacTeHHs]T B XOJ€ OHBOJIOIUU MPUOOPENIH MHOXKECTBO
CIECUAJIM3UPOBAHHBIX TKaHEH M OpraHoB. BakHbIM cOOBITHEM [JIi Ha3€MHBIX
pacTeHU SIBISAIOCH BOBHUKHOBEHHUE KOPHS, KOTOPBIN CTal BBIIOJIHATH PSJI BaXKHBIX
GYHKIINN, TAKUX KaK, 3aKPETUICHUE PACTCHUSI B TPYHTE, B3aUMOJICHCTBUE C APYTHMHU
OpraHW3MaMH, HaXOASIIIUMUCS B TIOUBE (TPUOBI, MUKPOOPTaHU3MBbI, KOPHU JPYTUX
pacTeHuit), MOTJIOIEHHE BOJAbl 1 MUHEPATIbHBIX BEIIECTB U3 OKPYKAIOUIEH Cpebl,
oOpa3oBaHHE TMPOAYKTOB TEPBUYHOTO W BTOPUYHOTO METabOIM3Ma, CHUHTE3
QJIKAJIOUJIOB U HEKOTOPBIX (PUTOTOPMOHOB, HEOOXOAUMBIX [IJISI POCTa M Pa3BUTHS
pacTeHuss B II€JIOM, TaKUX KakK, AayKCHUHBI, ITUTOKUHUHBI W TUOOEPEITUHBI
(Mensenes, 2004). KopeHb pacTeHHs, 3a UCKIIOYCHHEM BUION3MEHEHHBIX KOPHEH
(KOpHETUTO/IbI, KOPHU-TIPUIICTIKH, BO3IYIIHbIE KOPHU U Jp.), 00JagaeT MpPOCTHIM
CTPOEHHUEM C PATUATILHON CUMMETPHEM, CXO0KEeW /sl OONBIIMHCTBA PACTEHUN.

Tak, HE3aBUCHUMO OT THIA, BCE KOPHU OOJAJAIOT OCEBOM CUMMETpUEH U
COCTOSIT U3 COCYAUCTOTO IMy4YKa, OKPYKEHHOTO HECKOJbKUMH KOHUEHTPUYECKUMU
CJIOSIMU: BIUJIEPMUC, KOPTEKC, SHIOJCPMHC, TEPUIUKI U COCYIUCTHIA My4OK
(Dolan et al., 1993). Ha TepMuHaibHOM KOHIIE KOPHS pacroiaraetcsi ocodasi TKaHb,
COCTOSIIIIasi U3 HECKOJBKUX CIIOEB, Ha3biBaeMas KopHeBbIM uexsikoM (KY). Benen
3a KOPHEBBIM YEXJIMKOM paclojlaraeTcs MepUcTeMaTH4ecKas 30Ha, B KOTOpPOM
KJIETKM aKTUBHO JENATCA. 3a MEpPUCTeMaTHYeCKOW 30HOW ClIeyeT 30Ha
PACTSKEHMS, B KOTOPOU ISl KIJIETOK XapaKTepEeH aKTUBHBIM OJHOHAIIPABIICHHBIN
poct (von Sachs, 1882; Mensenen, 2004). Jlaabine 30HBI PaACTSHKEHHS
pacrionaraeTcss 30Ha JU(PGEPEHIMPOBKH, 37ECh CHeNHAIU3UpyeTcs ¢rosma,
KCWJIEMa, KOPHEBbIE BOJOCKHU, OOpa3yroTCs 3a4aTKM OOKOBBIX KOpHEU U

OTKJIAaABbIBAOTCA ITNTATCIIbHBIC BEIIICCTBA.

1.2. AnukajabHas Mepuctema kopHsi Arabidopsis thaliana
Kopens MmoaensHoro pacrenust Arabidopsis thaliana (L.) Heynh. (A. thaliana)

IIUPOKO HCIIOJB3YCTCs B KAUCCTBC MOJCIBbHOI'O 00BEKTa IIPpHU U3YUYCHHUU IIPOLICCCOB
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pa3BuTHs pacTeHui, HaunHas ¢ 90-x romoB nponuioro Beka (Benfey, Schiefelbein,
1994). AnuxanbHas mepuctema kopHs A. thaliana ssrisiercss Hanbomnee ynoOHBIM
00BEKTOM [JIsl U3YYEHHS] NPOIECCOB CaMOOpPraHU3allud U TMOAJAEPKAHUS HUIIH
CTBOJIOBBIX KJIETOK pacTeHuil. Huiia cTBOJIOBBIX KJIETOK alWKaIbHON MEPUCTEMBbI
KOpHS mpencraBieHa kietkamu [II] coBMecCTHO C OKpyXaloUUMU €ro
TUTIOPUTIOTEHTHBIMU KJIETKaMu (MHULIMAJISIMH ), KOTOpbIE SBJISIFOTCS
MpeAIIECTBEHHUKAMU BceX TUTOB TkaHel kopHA (MBanoB, 1987; Mengenes, 2004).
Hanuune B mepucteme kietok [N, mepuon neneHuss KOTOPHIX COCTaBIsieT Oojiee
200 gacoB, cCIOCOOCTBYET TOJICPKAHUIO ITyJla CTBOJIOBBIX KJIeTOK (van der Berg
et.al.,1997; Jiang and Feldman, 2005). Huxe I11] pacnonararorcs nHULIMAIHN JBYX
TUIIOB, IEHTPAJIbHBIE JTAIOT HAYAJIO KOJIYMEIUIE, a JIATEepAJIbHbIE — AIUJECPMUCY U
ookxoBoMy kopHeBoMy uexyiuky (Dolan et.al., 1993). Ilo o6e ctoponbsr ot IIL]
pacIonoKEeHbl WHULIMAIH, JAOIIAE€ Hayalao SHAOAEPMHCY U Koprekcy. Croit
VHULHANEH, pacnonoxeHHbid Haa [IL, maeT Hayamo MEpUIUKIY U COCYIUCTOM

TkaHu. CxeMa CTpoeHus anuKaipHOU MepucTembl KopHs A. thaliana npusenena Ha

Puc. 1 (Lee et al., 2012).

COCYAUCTbIN

UHULMaNM
nepuumKna

MHULManM
KOMlyMenbi

Puc. 1. Cxema crpoeHusi koHumka kopHsi Arabidopsis thaliana. Kpacuoit nunueii
0003HaUeHa TPaHUIIA HUIIK CTBOJIOBBIX KIIETOK alMKaIbHOW MEPUCTEMbI KOPHs (AalTUPOBAHO

u3 Lee et al., 2012). IlIxana 20 MkM.
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1.3. Crtpoenue U GpyHKIUM KOPHEBOI'0 YeXJIUKA

o HenaBHero BpeMeHH ocHOBHOM ¢yHkiued KU cunrtamach MexaHuueckas
3allMTa HUILIH CTBOJIOBBIX KJIIETOK OT MOBPEXKACHUS MPH MPOABUKEHUH KOPHSI YEPE3
nouBy. Tak kak kierku KU obnagaroT cekpeTopHON (pyHKIMEHN, BbIAEIIEMAas MU
CM3b 00Jier4yaeT MPOHUKHOBEHHE KOPHS B MOYBY, a TakXKe MPEJoXpaHsieT KOPHU
pacTeHus OT BBICHIXaHUS B yCIoBHsIX HepoctaTka Binaru (MBanos, 1987; Sievers et
al., 2002). B pacryieM KopHE MOCTOSHHO 00pa3yroTcs HoBbie KieTkn KU 3a cuer
npoiudepalui HWHULMAICH M CIYIIMBaHUS HIWKHUX JuddepeHInpoBaHHBIX
KJIeTOK. [Ipr 3TOM ciylieHHbIe KIETKH KOPHEBOTO YEXJIMKA OCTAIOTCS KUBBIMU U
IPOJIOJDKAIOT BBINOJHATH cekpeTopHyro (ynkiuto (Fendrych et al., 2014). Takue
KJIeTku HasbiBatoTcs «Ilorpannunbivu kinetkamuy» (Border Cells), motomy uto onn
MPOAOJIKAIOT CIYKUTh TPAHUIICH MEXKAY KOPHEM M OKPYXKAIOIIEH €ro IMOo4YBOM
(pu3ocdepoit), oCyIIeCTBIsAs B3aUMOACUCTBUE KOPHSA pacTeHUs ¢ pusochepoit
(Hawes et al., 2000; Sievers et al., 2002; Vicre et al., 2005; Cannesan et al., 2012;
Driouich et al., 2013).

Opnako y KY ects u MHOkecTBO nipyrux ¢yHkiuid. Umenno omaromaps KY
KOPEHb «ITOHUMAET» PA3IMYHbIE CUTHAJIbI, IOCTYHAIOLIUE U3 OKPYKAIOIIEH Cpeibl
(Barlow, 2002). Tak oH ompeenseT W3MEHCHHE CKOPOCTH W HAIpaBJICHUS POCTa
BCET0 KOPHS MOJ ACHCTBUEM CHJIbI TSKECTH, OCBEIICHUS, MEXaHUUECKUX YCIOBUMN
U coctaBa okpyxkaromieii cpeasl (MBanos, 1987; Barlow, 2002; Measenes, 2004;
Kumpf, Nowack, 2015). B tom umcie, KU urpaer BakHyl poJib B CO3/JIaHUH
Crienu(PUYECKOro MHUKPOOKPY>KEHHSI IS HHUIIA CTBOJIOBBIX KJIETOK 3a CYeT
MOJ1/IEP>KaHMS TIOBBIIIIEHHBIX KOHIIEHTPAINil (PUTOTOPMOHOB, TAKUX KaK ayKCUHBI U
muTokuHUHEI (Sabatini et.al., 1999; Brunoud et al., 2012; Ziircher et al., 2013; Band
L., 2014; Liao et.al., 2015). OnHako It pocTa W Pa3BUTHSA PACTCHHS BaXKHOE
3HAYEHUE UMEET HE TOJbKO HANpaBJIECHUE POCTA TNIABHOTO KOPHS W MOJJIEpKAHUE
HUIIM CTBOJIOBBIX KIIETOK, HO M oOpa3oBaHue OokoBbIX KopHeil. Xors KY
PacroJIOKeH Ha CaMOM KOHYMKE KOPHS, BIAJU OT MOSBIISIOMINUXCST OOKOBBIX KOPHEH,

OBLIO ITOKa3aHO, 4YTO MPOUCXOOAIINC N3 KOPHCBLIX IIAIIOK ITPOHCCCHI PETYJIUPYIOT
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oOpa3oBaHne OOKOBBIX KOpHeW Heckombkumu myTsimu (Kumpf, Nowack, 2015;
Xuan et al., 2016).

KUY pacteHusi cCOCTOUT M3 ABYX YacTEH: KOITyMEJUIBI U OOKOBOTO KOPHEBOTO
yexauka (BKY), xotopbie oTimyaroTcss mo BbImoyHAeMbIM (pyHkuusm (MBaHoB,
1987). Tak 0CHOBHO# (ByHKIIHEH KOJYyMEJUIbI ABISCTCS PEeaKIMs Ha TPABUTPOIIH3M,
KOTOpasi OCYIIECTBIISICTCS TPU TOMOIIU CIICIHATBHBIX TPaHYJISIPHBIX BKIIOUECHUH
Kkpaxmaina B 3tux kietkax (Blancaflor et al., 1998, Morita, Tasaka, 2004). BKY
UIrpacT BaXXHYIO POJIb B 3aKJIajike O0KOBBIX KopHe (Xuan et al., 2016; Moller et al.,
2017), Takxe ecTh TaHHbIE O TOM, 4TO rpaHuisl BKY MoryT onpenensiTe rpaHUIbI
anvkanbHOM MepucteMbl kopHs A. thaliana (Lavrekha et al.,, 2017). Crour
OTMETHTb, UTO /I nHUIHAIeH Komymelutbl (MK) xapakTepHbl TOJIBKO MOTIEPEUHBIC
JIEeJIEHNs, B TO BpeMs Kak Juisi nHunuaned bKY xapakTepHsl Kak TONepevYHbIe, TaK U
npoosbHbie nennenus (Meanos, 1987; Dolan et al., 1993). Uwnciio cTBOIOBBIX KIIETOK
B KOJyMEIJIE PAaCTeHMM, KaK MPaBUJIO, OTPAHUYMBACTCS HECKOJIbKUMH PSIaMH,
NPUMBIKAIOIIUMU K TIOKosieMycst neHtpy. s A. thaliana xapakrepHo Hanndne
TOJILKO OJHOTO ¢j10s cTBOJI0BBIX KiaeTok B KU (Dolan et al., 1993; Hong et al., 2015),
B OTJIMYUE OT JAPYTUX BUIOB PACTCHUH, TAKUX KaK MIICHHIIA, PUC WIH KyKypy3a
(Hawes, Pueppke, 1986; UBanos, 1987). JlouepHue KJI€TKH MHUIIAATIEH KOJYMEILTBI
(AKUK) cpazy ke mocne neneHus nepexoit k auddepenimpoke. B otimuune ot
npyrux noromkoB mHunmanei KWK y A. thaliana B HOopMe He crocoOHBI K
nosropHomy nenenuto (Dolan et al., 1993). HduddepeHimpoBantbie KICTKH
konymesuibl (JIKK) u MK cymectBeHHO oTin4aroTes mo crpoeHuto, tak s JJKK
XapaKTepHbI OOJBIIINE pa3Mepsl U HAIMYKME TpaHyll KpaxMana B nutoruiazme (Puc.
2), B To Bpemss kak WK oTiuvaroTcs MalleHBKUMH pa3MepaMu, OJHOPOIHON
UTOIJIa3MOM 0€3 TMOCTOPOHHMX BKJIIOYCHHH W HEIOPA3BUTHIMHU TILIACTHIAMHU
(MBanos, 1987; Hong et al., 2015). [Iporecch caynuBanus kpaitHux kietok KY
HAxXoJATCA B paBHOBeCHH C Tmporieccamu mnpoimdepanun wHuimaizein K4, gro
MPUBOIUT K TIOJACPKAHHUIO MMOCTOSIHHOTO KOJMYECTBA PSAIOB KIETOK, HAIIPUMED, Yy
A. thaliana B Hopme HaOr01aeTCst 4-6 psioB KieTok koaymenisl (Hong et al., 2015;

Dubreuil et al., 2018).
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Puc. 2. Cxema crpoenust kopHeoro dexiuka A. thaliana. Oxpacka JirorojieM KOHYHKA
KopHs aukoro tuma (Axantuposano u3 Hong et al., 2015). Hanuuue rpanyn kpaxmana B JIKUK

u JIKK. 3Be3n04koii 0003HaueHO mosiokenne kietok [111.

1.4. Ten WOX5 — k/104eBOii pery/sitop NoJaepKaHUsi HUIIU CTBOJIOBBIX
KJIETOK KOPHSI M Pa3BUTHA KOJYMeJLIbI

Tpanckpunimonnsiit paktop WOXS, otHocsmumiics k cemeirictesy WUSCHEL
related homeobox (WOX), urpaer kiroueByr poOjib B MOMJICPKAHHH HHIIH
CTBOJIOBBIX KJIETOK AamMKaJbHOM MepuCTeMbl KOpHS. OCOOEHHOCTHIO JTAHHOTO
CeMeNCTBa TPAHCKPUIIIIUOHHBIX (DAKTOPOB SIBIAETCS TO, YTO €r0 MPEICTaBUTENN
BCTPEYAIOTCS TOJBKO Y PACTCHHUI U UTPAIOT BAKHYIO POJIh HAa PA3IMYHBIX dTanax ux
passutus (van der Graaff et al., 2009). YV A. thaliana cemeiictBo WOX HacunuThIBacT
15 TpaHckpunimoHHbIX (QakTopoB. I[lepBbIii OTKPBITHIA TPAHCKPUITLIMOHHBIN
dakrop astoro cemerictreBa WUSCHEL (WUS), xonTponupyeTr CoxpaHeHHe
TUTIOPUTIOTEHTHOCTH CTBOJIOBBIX KJIETOK B alMKaibHOUM Mepucteme moodera (Laux et
al., 1996; Mayer et al., 1998). OH perynmupyeT KOJIHYECTBO CTBOJIOBBIX KJIETOK,
NaTTepPH KIETOYHBIX JCJICHUMM W TPUHUMAET Y4YacTHE Ha TEPBBIX JTarax
nudGepeHIIMPOBKU KIETOK-TIOTOMKOB B MepucTeme nobera (Yadav et al., 2010).
Bce Oenkm sToro cemelictBa 007alal0T KOHCEPBATHBHBIM TOMEOJIOMEHOM C
xapakTepHou cTpykrypoit (Mayer et al., 1998; Haecker et al., 2004; OmenkoBa u
ap., 2016). B ctpykrype 6enkoB WUS 1 WOX1—7 npucyTcTByeT KOHCEPBATUBHBIN
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nomeH, HasbiBaeMblii WUS-00kce, 1IMHOM BOCeMb aMHUHOKHCIOTHBIX OCTaTKOB,
TIOCJIEI0BATEILHOCTh KOTOPOTO TpeicTaBiieHa konceHcycom TLPLFPMH (Haecker
et al., 2004; Gao et al., 2014). XapakrepHoii yeproit WOXS, mno3zBosstonieit
OTJMYATh J@HHBIA TPAHCKPUMIMOHHBIA (AaKTOp OT JAPYrHUX NpefcTaBUTeNeH
cemeiictea WOX, siBnsercs Hanuuue Tpunentuna ESK (rimroramMmuHoBas Kuciora,
cepuH, Jau3nH) B romeomomeHe Ha N-konie [IHK-pacmosnaromieit crmpanu, y
OCTaJbHBIX OEJKOB ceMeilcTBa 3TOT JOMEH mpexactaBieH TpumnentuaoM EGK
(rmroTamMuHOBas KucioTa, raunuH, au3uH) (Nardmann, Werr, 2012; OmenkoBa u
ap., 2016).

I'en WOX5 y Arabidopsis thaliana skcripeccupyercs Tosbko B kietkax [11]
anukanbHOM Mepuctembl KopHs (Haecker et al., 2004). benok WOXS crnocoben
MUTpHPOBaTh U3 KieTok [11] B cocenHre okpy Karolue ero MHUIHAIA BCBEX TUIIOB
tkaHeit kopus (Pi et al., 2015). Takas cneumuduueckass WOX5 onpenenser
OpraHU3yIOLIME CBOWCTBA MOKOSLIETOCSA LIEHTpa. Tak, MyTaluu, IPUBOISIINAE K
notepe Qynkmuu  WOX5 y  apaOumonicuca, BBI3BIBAIOT  TEPMUHAILHYIO
muddepeHnupoBky uHuManein komymesuisl (Sarkar et al., 2007). Ilpu Tom, uyTo
ceepxakcnpeccus WOXS5 mpuBOIWT K MOSBICHUIO PACIIMPEHHOTO IyJia KIETOK,
noao0HbIX crBostoBeIM (Tian et al., 2014). Ilpoucxoaut 3TO H3-3a TOrO, YTO
onokupyercs nupdepennuporka K (Richards et al., 2015).

Baxxno otmeTtuth, uto gomeH skcnpeccun WOXS5 coBmagaeT ¢ MakCHMyMOM
KOHIIEHTpAallud (UTOrOpMOHAa ayKcHHa. Takoe dYeTKoe NO3UIIMOHUPOBAHKE
DKCIIPECCMU  ATOr0 TreHa oOecreuuBaercss  Omarojaps  CIOXKHOW — CETU
MOJIOKUTENBHBIX W OTPULIATENBHBIX 00paTHBIX cBsizeld Mmexay reHom WOXS u
TaKUMH DJJIEMEHTAMH CHUTHAJIBHOTO IyTH AayKCHHA, KaK TPaHCKPUIIMOHHBIC

daxropsl cemerictBa ARF u nx kopenpeccop IAAL7 (Tian et al., 2014).

1.5. AykcuH, ero pacnpejaejieHue i TPAHCIOPT

1.5.1. ®uznonoruveckue 3¢ ¢eKTbl AayKCHHA
PasButue anmkanbHOW MepucTeMbl KopHs A. thaliana u momneprkanue myna

CTBOJIOBBIX KJIETOK B OOJIBIIEH CTENEHW 3aBUCUT OT (PUTOTOPMOHA ayKCHHA,
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KOTOPBI BOBJICYEH B pa3iMyYHbIE MPOIECCHl Pa3BUTUSL PACTCHMI, HaIpHUMeEp,
PEryJALUIO EPUOTUIHOCTH U MECTa 3aKJIaJKi OOKOBBIX KOpHei (Bricoukas u np.,
2007), perymsauuio rpaBu- u (oro-Tpomusma pactenus (Menseaes, 2012),
aKTHUBALIMIO yIJIMHEHUsS KOpHEBBIX BosiockoB (bmom . b. m np., 2012). Takxke
ayKCUH TpUHUMaeT ydactue B gopmupoBanuu 1serka (Uy0, Cuntomun, 2012).
Perymsius ayKCHHOM CTOJIb Pa3HOOOPA3HBIX MPOIIECCOB MPOUCXOIUT, HAIPUMED,
3a CUET ero BIUSHUS Ha CKOPOCTH JICJICHUS U YIUIMHEHUS KIETOK, B 3aBUCUMOCTHU OT
ero KOHIICHTPAIUH B KJIeTKe. Tak, THTUIHOH /11 OOJIBITUHCTBA KJICTOYHBIX OTBETOB
HAa AayKCHUH SIBIISIETCS KpHBas JI030BOM 3aBHCHUMOCTH BEJIMYHHBI OTBETA OT
KOHIICHTpAaIlMU ayKcuHa, nMeromas popmy konokoina (Campanoni and Nick, 2005).
MHorouucnenssle (u3nonIoruueckue 3PQPexTsl aykcuHa OOYCIIOBJIEHBI €ro
HEpPaBHOMEPHBIM paclpeaeneHreM B TKaHsax pactenus (Liao, 2015; Vieten 2005).
W3BecTHO, YTO MOjAep)KaHNE MAaKCUMyMa KOHIICHTpaluu aykcuHa B kieTkax [11]
SBJIIETCS] KJIIOYEBBIM (haKTOpOM B Tporiecce (pOpMUPOBAHUS HUIIM CTBOJIOBBIX
KJIETOK B amnMKalbHON MepucTeme kopHs (van den Berg et al. 1997; Sabatini et al.
1999). B skcrepuMeHTax MO OTCEUYCHUIO KOHYMKA KOPHS OBbLIO MOKa3aHO, YToO IO
MPOIIECTBUM HEKOTOPOTO BpeMeHU (opMHpOBaHHE MaKCHMyMma KOHIICHTpAIluu
ayKCUHA MMPOUCXOAUT Ha ONIPEICTIEHHOM PAaCCTOSTHUM OT KOHYMKa KopHs (Grieneisen
et al., 2007; Mironova et.al., 2010). Ilpu sToM pereHepanuss MEpUCTEMbl U
BOCCTAHOBJICHHE HOPMAIBHOTO (PYHKIIMOHUPOBAHUS MEPUCTEMBI BO3MOYKHO TOJIBKO
MOCJIE BOCCTAHOBJICHHS TMATTepHA pacnpeseneHus aykcuHa (Xu et al., 20006).
HapaBHe ¢ BaXHBIM 3Ha4YeHHEM MOJJEPKAHUS MAKCUMYMOB KOHIICHTPAIUU
aykcuHa, OPMUPOBAHNE MUHUMYMOB COJIEP)KaHUS ayKCHHA SBIISICTCS] BAYKHBIM JIJIS
mpoTeKaHus psiia mpoieccoB. Hampumep, moajepkanie MUHUMyMa ayKCHHA Ha
BEpXHEH TpaHUIIe aNMUKaIbHOW MEpPUCTEMBI KOPHS HEOOXOIUMO IS Tepexoja
KJICTOK aluKalabHOM MepucTeMbl KOopHS K auddepeniuporke (Di Mambro et al.,
2017), nns packpeitus miogoB A. thaliana (Sorefan et al., 2009) u Bo BcTaBoYHBIX
mepucTemax uist popmupoanus mucta (Qi et al., 2014, Wang et al., 2014a,b).
CTouT Takke OTMETHTh, YTO B OTBETE HA TPABUTAIIUIO OCHOBHYIO POJIb UTPAET

dbopMUpOBaHUE aCUMMETPUYHOTO PACIPEICIICHUS] ayKCMHA B KOPHEBOM YEXJIUKE,
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Onaromapst yemy, MpoucxXoIuT GopMupoBaHue n3rnba konunka kopus (Marchant et

al., 1999; Rashotte et al., 2000; Friml et al., 2002b).

1.5.2. Cunre3 aykcuHa

OmnucaHo MHOKECTBO BEIIECTB, 00IaJAI0NINX ayKCHHOMIOAOOHBIM JCHCTBHEM.
OCHOBHBIM  AKTUBHBIM ayKCMHOM  pAaCTUTEIbHBIX OpPraHU3MOB  SBIISIETCS
uHnomtykcycHass  kuciora (MYK). Jlpyrumu  ecTecTBEHHBIMH —ayKCUHAMHU
SBIISIIOTCA MacisiHas U peHnmykcycHas kuciotel (Lpirankosa u nip., 2005).

B Hacrosiiee BpeMmsi myTh cuHTe3a M3 L-Tpuntodana, yepes MHIOINI-3-
nupoBuHOTpaanyo kucioty (IIBK), koropas mox nefictBreM pepMEeHTOB CEMEICTB
TAA/TAR u YUCCA (YUC) npespamiaercs B MYK, npusnan ocHoBHbM (Ljung
2013). Hpyrue TtpunrodaH-3aBUCUMbIE MYTH CHHTE3a OCYULIECTBISIOTCS Yepes3
WHI0J-3-alleTaMu], TPUIMAMHUH WM WHION-3-alleTalbJoKCHH. B mpopoctkax A.
thaliana cuHTe3 aykcrHa MPOUCXOJUT B arekce modera, B IPUMOPIUSIX JTHCTHEB U
MOJIOJBIX JIUCTBSX, BO B3POCIOM PACTEHHHM CHUHTE3 ayKCHMHA B HA3€MHOM YacTH
pacTeHusi COXPAHSETCS, XOTS JONOJHUTEIBHO MOKET NMPOUCXOAUTh U B APYTHX

qacTAX, B TOM uncie u B kopHe (Ljung et al., 2005).

1.5.3. Pacnpenesienne aykcuna B kopue A. thaliana

[ToCKONBKY OCHOBHOM CHHTE3 ayKCHHA IIPOMCXOAUT B HA3EMHOW YacTU
pactenust, 1151 GOpMUPOBaHUSI TATTEPHA pacTpeieSICHUs ayKCHHA B KOPHE 00JIbIIIOE
3HAUYEHUE UMEET TPAHCIIOPT ayKCHUHA, BKIFOYAIOIINI B C€0s1 TACCUBHBIN TPAHCIIOPT
no (uosMe u audPy3uro BHYTPU IUTOIUIA3Mbl KJIETOK M amlloIjiacTa, a Takke
NACCUBHBIM U aKTUBHBIM MOJISPHBINA TPAHCIIOPT Yepe3 MeMOpany kietku (Swarup et
al., 2001; Zazimalova et al., 2010). [TaccuBHbBIii TpaHCTIOPT 1O (IIO3IME AKTUBHBIX U
KoHblorupoBaHHbix Gopm MNYK obecneunBaer moanepkaHue OajgaHca MEXIY
CBOOOJHBIMH M CBS3aHHBIMH (hOpMaMH ayKCHHA B TKaHsIX pacteHus (Swarup et al.,
2001). NYK sBnsiercst cnaboit kucnoror (pK=4,75) (Kramer, Bennett, 2006),
CJIeIOBAaTEIbHO, B CIA0OKHUCION cCpelie amoruiacTa OKOJIO TMOJOBUHBI ayKCHHA
JTUCCOIIMUPYET, B CBA3U C 4YeM HE MOKeT AU YyHANPOBATH CKBO3b JUMODUIHLHYIO

MUTOILIaSMAaTHYICCKYIO M€M6paHy KJICTKHU, B TO BPEMsA KaK HCIWCCOLIMHUPOBAHHAA
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9aCcTh MOJICKYJI POHUKAET Yepe3 MeMOpaHy B KJIETKY 110 TPaJAUCHTY KOHIICHTPAIIUH.
Cnabomenounas cpena IuTomia3Mbl  obecrieunBaer auccommanuio MYK ¢
BBIJICJICHUEM TNPOTOHOB, KOTOpbIE BBIBOJATCS U3 KieTku H+-ATda3oii.
OcraBiiecss aHHOHbl ayKCMHA HE MOTYT IMPOHUKHYTH uepe3 MeMOpaHy KIIETKH,
MPUBOJS K HAKOIUICHHIO ayKCHHA BHYTPU KIETOK. Peryisiuuio KOHUEHTpauuu
ayKCMHA B KJIETKE OCYUIECTBISIOT clienuduueckue TpaHcMeMOpaHHBbIE OelKu-
tpancnoprepsl aykcuaa cemeicTB PIN, AUX/LAX u ABCB (Friml et al., 2003;
Blilou et al., 2005; Geisler, Murphy, 2006). MMeHnHO 3a CYET CyLICCTBOBAHHMS
aKTUBHOTO TpaHCIOpPTa AayKCMHA BHYTPb U HAPYXKY KIETKHM BO3MOXKHO
dbopMupoBaHUE CTOJb OOJBIIOTO pPa3zHOOOpa3us MATTEPHOB PACHPEACIICHUS
ayKCHHA, KOTOPbIE XapaKTEePHBI JJIsl pa3IMUHbIX COOBITUN MOpQoreHesa.

VYike B YeTBIpeXJAHEBHBIX MpopocTkax A. thaliana mabmromaeTcst rpaaueHT
KOHIIEHTpAIlMU ayKCHHA, POPMUPYEMBIi OJ1aroapsi TpaHCIOPTY ayKCHHA U3 robdera
B KOpPEHb U OMOCHHTE3y ayKCHMHA B alMKaJbHOW MepucteMme KopHs. C MOoMONIbIO
Macc-CIEKTPOMETpUHM OBUIO MMOKa3aHo, 4To KoHueHtpauus MYK B koprekce,
SHJIOJIEPMHUCE U CTEJIE B MEpUCTEMATHYECKOM 30HE B 2 pa3a, a B IIL] B 5 pa3 Bhiiie,
yeM B OCTaIbHBIX TKaHsX KopHs (Petersson et.al., 2009). OnHako ¢ MOMOIIbIO
COBPEMEHHBIX JKCIEPUMEHTAIBHBIX METOJOB HEBO3MOXKHO HAMPIMYIO HW3MEPUTH
KOHIIEHTPAIUIO 3TOTO HU3KOMOJIEKYJIIPHOTO METa00JIuTa METa0OIUTa B OTACIHHO
B3sATOM KkjeTke. [loaTomy ObUTM  cO3daHBl  PEMOPTEPHBIE TE€HETHUUYECKHUE
KOHCTPYKIIMH, YyBCTBHUTENIbHBIC K KOHIeHTparuu aykcuHa: DRS, DII-VENUS,
R2D2 (Sabatini et.al., 1999; Brunoud et al., 2012; Band L., 2014; Liao et.al., 2015).
Tak, corjaacHO PKCHPECCUU PEMOPTEPOB ayKCHMHA, HAMOOJBIINNA YPOBEHb ayKCHHA
peructpupyercs B I, UK u nByx psamax HKK, nHALMANAX CTENbl U UX PAHHUX
NMOTOMKax U B AudepeHupyronmxcs kietkax kcuiaeMmsl (Puc. 3). JIpyrue kietku
B MPOKCUMAJILHONH MEpPUCTEME UMEIOT 0ojiee HU3KUW YPOBEHb C MHUHHUMYMOM B

SIMUIACPMHUCE U KOPTCKCC.
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Puc. 3. Pactipesienienuie aykcuHa B anvKainbHOI MeprucTeMe KopHs A. thaliana, BeisiBieHHOe
C TIOMOIIBI0 METOAOB: MacccrnekTpoMeTpuu (A), PErnopTepPHBIX AayKCHH-9yBCTBUTEIBHBIX
kouctpykuuii DR5S (B), DII-VENUS (B), R2D2 (I') (Mmiroctpamusi 3aMMCTBOBaHa W3
KoBpmxHsbix, 2016).

1.5.4. AKTUBHBIN TPAHCTIOPT AYKCHHA

®opmupoBaHUE HEPABHOMEPHOTO pACHpENEICHUS ayKCHHA MPOUCXOANT
Onarogapsi (PYyHKIMOHMPOBAHUIO TPEX CEMEUCTB OEIKOB, OCYIIECTBISIOMIMNX
aKTUBHBINA TPAHCHIOPT ATOro putoropmona. CeMeicTBO TpaHCMEMOpPaHHBIX OEJIKOB
AUXIN-INSENSITIVEI/LIKE AUXI1 (AUX/LAX) OTBETCTBEHHO 3a MPHUTOK
ayKCWHA B KJIETKY W3 arorsiacTa, B TO BpeMs Kak JApyroe cemectBo 6enxoB PIN-
FORMED (PIN) B 0OCHOBHOM OTBEYaeT 3a OTTOK ayKCHHA U3 KJIETKH HAPYXKY, a
nojicemerictBo B Genkor tpancnoprepo ABC (ABCB) ocyimecTBasieT Kak IPUTOK
ayKCWHa B KJIETKY, TaK U OTTOK aykcuHa Hapyxy (Bennett et al., 1996; Blilou et al.,
2005; Friml et al., 2003; Geisler, Murphy, 2006). Kpome Toro, HegaBHO OTKpPBITOE
cemerictBo OenkoB PIN-LIKES (PILS) TpancnoptupyeT ayKCUH MEXIY
IIUTOTIa3MOM M DHJOTUIa3MAaTUYECKUM PETUKYJTyMOM BHYTpH KieTku (Barbez et.
al., 2012). Ognako B OoJblIeH CTENEHW MNATTEPH pACHpPENCICHUs ayKCHUHa B
anMKaJIbHON MEpUCTEeMEe KOPHS OMOCPEIO0BAH PA3IUYHBIM PACTIONOKEHHEM OEITKOB-

TpaHcnoprepoB cemeiictBa PIN Ha MemOpane, koTopbie (HOpMHUPYIOT MOJSPHBIE
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pa3HOHampaBieHHbIe TOTOkU aykcuHa (Petrasek et al., 2006; Wisniewska et al.,
2006, Kopmwxkubeix B.B. u ap., 2014). Bce 6enku cemeiictBa PIN y A. thaliana
MOXHO pa3feiauTh Ha nBa nojacemeiictBa (Krecek et al., 2009). K mepBomy
nojacemeiicTBy MoxHO oTHecTH Oenku PIN1 — PIN4 u PIN7, Gnarogapss KOTopbIM
OCYIIIECTBISIETCS TPAHCTIOPT U3 KJIETKH, KO BTOPOMY MOJICEMENUCTBY OTHOCSAT OCIIKH
PINS, PIN6 u PINS, koTopsie ydacTBYIOT B MOJACPKaHUU T'OMEOCTa3a ayKCHHa

BHYTpH KJeTku (Mravec et al., 2009).

1.5.5. Okcnpeccust PIN 0eikoB B anMKaJbHOII MepucTeMe KOpHS A.
thaliana

Paznmuunbie marrepusl skcnpeccun 6eaxoB PINT - PIN4 u PIN7 B anukanbHOM
MEpHUCTEME KOPHS ONPEIeoT ((OPMUPOBAHKUE HAINIPABICHHBIX MTOTOKOB ayKCHHA,
HEOOXOMUMBIX i1 (OPMHUPOBAHUS TPAJIMEHTa KOHIIEHTpAIMM ayKCHMHa C
makcumymoM B 111 (Feraru, Friml, 2008). PIN1 nokanu3oBaH Ha HHYKHEH CTOPOHE
KJIETOK COCYJIMCTOTO ITUINHIPA, COOTBETCTBEHHO, OH (DOPMHUPYET MOTOK ayKCHHA B
Hanpasiennu k [111 (Puc. 4A) (Friml et al., 2002a; Vieten et al., 2005; Omelyanchuk
et al., 2016). [ToTok aykcuHa B IPOTHBOIOJIOKHOM HANpaBlIeHHUH (T.€. K MO0Oery) B
HapYXKHBIX closiX KopHs (opmupyeT 6emok PIN2, pacronoeHHbI Ha BepxHEH
CTOpOHE KJICTOK 3MujepMuca u 60koBoro kopuesoro yexiuka (Puc. 4B) (Friml et
al., 2003; Vieten et al., 2005). B koptekce PIN2 nokann3oBaH Ha HUXKHEH CTOPOHE
KJIETOK, 4TO Takxke co3naer nmotok aykcuna k III. Ilpu srom o6a PIN Genka
JOTIOJTHUTEIBHO pacrojiaratoTcs Ha JlarepaibHoi moBepxHocTH kietok (Frimletal.,
2003; Blilou et al., 2005; Grieneisen et al, 2007). benku PIN3, PIN4, PIN7 umetor
CIOXHBIM CXOXXHM TIATTEPH OKCIPECCUM, COCTOSIIMHA U3 JBYX 4YacTew,
PacCIOJIOKEHHBIX B Koaymeruie u cocyauctoit cucteme (Puc. 4B,IN). IIpu sTom Bce 3
Oenka, Kak MPaBUJIO, PACIOJIOKEHBI HAa BCEX CTOPOHAX KJIETOK B KOJyMeEILIe,
oOecrieunBas Tepepacnpe/ieiicHUe ayKCMHa B KOHYHMKE KOPHS, & B COCYIHUCTOH
CHUCTEME TPEUMYIIICCTBCHHO Ha HIDKHEH CTOPOHE KJIETOK, MPUBOJIS K YCHIICHHUIO
MOTOKa aykcuHa u3 moodera B kopes (Friml et al., 2002; Friml et al., 2002b; Blilou

et al., 2005).
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PIN1:GFP PIN2:GFP PIN4.GFP PIN7:GFP
Puc. 4. Dxcmpeccust 6enxkoB PIN1 (A), PIN2 (B), PIN4 (B), PIN7 (I') B amukanbHOI

mepucreme kopHst A. thaliana (agantuposano u3 Feraru, Friml, 2008).

W3 3KCrIepUMEHTOB H3BECTHO, YTO CYLIECTBYET CJIOXHAs CETh PEryJsiUu
ayKCUHOM  OKCIPECCHMM CBOUX  O€JKOB-TpaHcmopTepoB  cemeiictBa  PIN,
BKJIIOUAIONIAsl KaK TIOJIOKUTENbHBIE, TaK W OTPHUIATENbHBIE OOpaTHBIC CBS3U.
AyKCHH OKa3bIiBaeT BIMAHHE Ha HKcrpeccuto PIN Ha TpaHCKpUNIIMOHHOM U
MOCTTPAHCKPUIILIIMOHHOM YPOBHE, KOHTPOJIHUPYS CKOPOCTH CBOETO TIOTOKA U3 KIETKU
(Friml et al., 2004; Geldner et al., 2001; Sauer et al.,2006; Vieten et al., 2005; Vieten
et al., 2007). Tak, nanpumep, B Mucturyte [utonoruu u I'enernku CO PAH Obuio
MOKa3aHO, YTO AYKCHH OKa3bIBAET MOJIOKUTEIHHBIN (D (PEKT Ha YPOBEHB IKCIIPECCUU
npomoTopa PIN1, u B TO ke Bpemsi SIBISETCS HETAaTUBHBIM PETYIATOPOM Ha
noctrpanckpumnimonHom yposue (Omelyanchuk et al., 2016). DkcniepuMeHTaIbHO
OBLIO MOKa3aHo, YTO 00pabOTKA MIECTUAHEBHBIX POPOCTKOB pacteHuit A. thaliana
JUKOTO THUIA HK30T€HHBIM ayKCHMHOM MPUBOAMT K YBEJIUUYEHHUIO HKCIPECCUU
npaktuyecku Bcex reHoB PIN B KopHe, XOTS CKOpOCTh OTBETa Ha ayKCHUH Y BCEX
reHoB Obuta pasnoit (Vieten et al., 2005). U3BecTHO, YTO KpOoMe aKTUBALUU
TPAHCKPUIIIIMN, BBICOKHE KOHIEHTPAIIMH DJK30I€HHOTO AayKCHMHA AaKTUBHPYIOT
nerpaganuto 6enkoB cemeiictBa PIN, npuyem pasHbie 103bI ayKCMHA aKTUBUPYIOT

nerpanaiuio pasueix 6enkos (Vieten et al., 2005).
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1.6. HccienoBanue pacnpenejieHHsi ayKCHHAa KaK Crnocod aHajau3a
MEXaHU3MOB J1eliCTBUSI BHEIIHUX (PAKTOPOB HA Pa3BUTHE KOPHS

HecmoTpss Ha TO, 4TO POCT W pPa3BUTHE PACTCHUM, a TAKKE pEaKIus Ha
pa3IMyHbIe CTUMYJIBI OKPYXAIOIIEH Cpelibl, PEryIupyeTcs MOCPEICTBOM CIOKHOM
CEeTH TOPMOHAJIBHBIX B3aUMOJEHUCTBUN, AyKCHH SBJISIETCS OOIMM (akTopom B
OonpIIMHCTBE W3 ATHX B3ammozekctBuii (Rahman, 2013). Xots HEKOTOpbIE
B3aMMOJICUCTBUS MPOUCXO/ISAT HA YPOBHE OMOCHHTE3a (HallpuMep, B3auMOICHCTBUE
ayKCUH-3TWJICH WU ayKCHUH-TUOOEpEIIMHBI) MM Ha YPOBHE Mepefaud CUrHala
(aykcuH-OpacCHHOCTEpOUABbl WM AayKCHUH-IIUTOKWMHHWH), OBbUIO IIOKa3aHO, 4YTO
peryisinusa Tpoliecca TpaHCHOpTa ayKCHMHAa BKJIIOYEHA BO BCE MEPEKPECTHBIC
B3aMMOJICUCTBUS ayKCHHA C JPYyruMu (UTOropmMoHamu. Takum oOpazoM, JitoObie
U3MEHEHUS B MATTEPHE paclpeaesieHUs IPyTruX TOPMOHOB NPUBOJAT K U3MEHEHUIO
naTTepHa OENKOB TPAHCIOPTEPOB ayKCHHA, YTO, B CBOIO OuY€pellb, OKa3bIBAET
BJIMSTHUE HA TIATTEPH paclpeaeNieHus ayKCUHA B TKaHU PACTEHUSI.

Hanpumep, 3TujIeH aKTUBUPYET IKCIPECCUIO OEIKOB TPAHCIOPTEPOB ayKCHUHA
AUXI u PIN2 B 30He pacTskeHHUs, YTO BBI3bIBACT 3aMEJJICHUE POCTa KJIETOK U
kopHsi B nenom (Ruzicka et al.,, 2007). B 3penom kopHe STuieH, HA00OPOT,
unruoupyer AUXI1, axtuBupys npu 3toM PIN3 u PIN7, uro npuBomut
OTCYTCTBUIO TpaJiM€HTa ayKCHHa, HEOOXOAUMOro ajsi (GpopMUpOBaHUS OOKOBBIX
kopHeit (Lewis et al.,, 2011). IluTokMHUH MOIYyIHpPYEeT TPAJUCHT ayKCHUHA
nocpeactBoM HeratuBHOM perymsiiuu PIN1, PIN2, PIN3 1 mo3uTHBHOM perynsnuu
PIN7, uTo Ob1710 MOKa3aHO Ha OCHOBaHUU aHayn3a TpaHcTreHHbIX JuHUN PIN::PIN-
GFP (Ruzicka et al., 2009). I'm60epe/IMHBI TakXe y4aCTBYIOT B DPETYJISIMU
TpaHCIIOPTa ayKCHHA. BBITO MOKa3aHOo, YTO 3TH TOPMOHBI HHTUOUPYIOT SKCIIPECCHIO
PIN1 u PIN2 u aktuupytot nerpagamnuio PIN2, uro, B cBOIO ouepenb, OKa3bIBaeT
BiHsiHUE Ha auddepeHInpoBKy cemsinoieit u rpapurponusM kopas (Willige et al.,
2011). B MyranTHbIX JuHHAX apadumgorncuca diml u det2, co CHMKEHHBIM
OonocuHTe30M OpaccuHOCTepoua0B, yMeHbInaeTcs dkcrpeccust PIN2, PIN3, PIN4,
npudyeM ObUIO MOKa3aHO, YTO 00pabOTKa 3K30r€HHBIMU OpacCHHOCTEPOUAAMHU

NPUBOJIUT K pacmupeHuto jaomeHa skcrpeccun PIN2 tpancnoprepa B 30HE
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pactsoxenust kopHs (Li et al., 2005). KacMuHOBast KHCI0Ta BIUSIET HA YKCIIPECCHUIO
reHoB cemencrBa PIN kak Ha TpaHCKpUIIIMOHHOM, TaK M HA TPAHCIALMOHHOM
YpOBHE, a TakK)Ke MOXKET BJIMATh Ha cyOkieTouHoe pacmpezaeneHue Oenka PIN2,
uHTHOUpPYs >HporuTo3 (Sun et al., 2009; Sun et al., 2011). dus aGcru3oBoi n
CAJTMIIMIIOBOM KHCIIOT OBUIO TaK)Ke IMOKA3aHO BIMSHUE HA DKCIPECCHIO Pa3INIHBIX
PIN renoB (Shkolnik-Inbar, Bar-Zvi, 2010; Pasternak et al., 2019). ITpuuem st
CAJIMIMIOBOM KUCIOTHI OBLIO MOKA3aHO, YTO ONMHUCAHHOE BIMSIHUE 3aBUCUT OT J03bI
CaAJTMIIMIIOBOM KHCIIOTHI, IPUMEHAEMOM pu 00paboTke KopHel pactenuii (Pasternak
etal., 2019).

M3MeHeHns B 3KCIpeccur OENKOB-TPAHCIOPTEPOB ayKCHHA MO ACHCTBHEM
JIpYrux (GUTOrOPMOHOB HETIOCPEACTBEHHO MPUBOJAUT K U3MEHEHUIO paclpeieIeHUs
ayKCHHA B TKAHU PAaCTEHUS, YTO, B CBOIO OUEPEe/lb, OKa3bIBACT BIMSHUE HA MPOIIECCHI
pocTa 1 pa3BUTHSL.

Takum oOpa3oM, ayKCHUH SIBJISIETCS BAXKHBIM (PUTOTOPMOHOM, PETYIHPYIOIIUM
OOJBITMHCTBO TIPOIIECCOB PA3BUTHS PACTEHUH, KaK B HOpME, TaK U ITPH BO3ICHCTBHH
pPa3IMYHBIX CTPECCOB, B3aUMOJICHCTBYS C MYTSIMHU TE€peladyd CUTHAJIOB BCEX
OCHOBHBIX (DUTOTOPMOHOB. TeM He MeHee, MOJCKYJISpHbIE W TEHETUYECKUE
MIPOILIECCHI, JIKAIIME B OCHOBE Mepe/layi CUTHANIA M TPAHCTIOPTA ayKCUHA, SIBIISIOTCS
HEJTMHEHHBIMH U COJIEPKAT METIU 0OpATHOU CBSI3H, UTO ONPEEIISIET MOBBIIIEHHYIO
croxkHocTh cuctembl (Goh et al., 2014). HapaBHe ¢ 3THM 10 CUX ITOp HE CYIIECTBYET
JIOCTAaTOYHO TOYHBIX METOJIOB, ITO3BOJISIONINX OTCIECIUTh H3MEHEHUS B COEP>KaHUN
ayKCHHA Ha KJIETOYHOM YPOBHE, YTO UMEET ONPEEIISIONIEe BO3ICHCTBAE BO MHOTUX
mMopdoreHernyeckux mporeccax (Petersson et.al.,, 2009; Sabatini et.al., 1999;
Brunoud et al., 2012; Band L., 2014; Liao et.al., 2015). YauTsiBasi, 4T0 MpOIECCHI
pa3BUTHS HEOOXOJMMO HCCIENOBaTh B JAMHAMUKE M B TMPOCTPAHCTBE, a TaKKe
OMMMCAHHYIO CIIOKHOCTh CHCTEM TpPAHCIOPTAa W TEepelayd CUTHaJIa ayKCHHa,
WCCJICIOBAHNE MEXAaHW3MOB JIEUCTBHsI ayKCHHA TpeOyeT MPHUBJICUYCHHUS METOJOB

MAaTCMaTHICCKOTO MOJACIIUPOBAHMA.
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1.7. Bo3aeiicTBHE X0/101a HA pacnpeaejieHHe ayKCUHA B KOPHe

Briepseie B pabote Morris, 1979 aBTop mokasai, 4yTo TeMiieparypa BIHSET Ha
CKOPOCTh TPAHCIOpPTa JK30TC€HHOTO ayKCHMHa B psJI€ BHJOB. YeM BBIIIE
TEMIIepaTypa, TEM BBIIMIC CKOPOCTh TpaHcmopTa. OmHM W3 TEPBBIX PabOT IO
WCCJICIOBAaHUIO CBSI3W MEXKIY AyKCHHOM M XOJOJOBBIM CTPECCOM yKa3ajid Ha
M3MCHEHHE OTBETA HA TPABHTAIMIO M TPAHCIIOPTA ayKCUHA B HAINPABICHUU KOPHSI
npu obpabotke 4 C B Teuenue 1-3 gacoB, mpuUeM IpHU BO3BPAIICHUU PACTEHUS B
KOMHATHYIO TEMIIEpaTypy MPOMCXOANUIa HOPMAIU3allisd OTBETa HA TPABUTAIUIO U
TpaHcroprta aykcuHa B kKopHe (Fukaki et al., 1996; Wyatt et al., 2002; Nadella et al.,
2006).

B Oonee moznueit nybonuxanuu 2009 roga ObUIO TOKa3aHO, YTO TIPU
BO3JICCTBUM X0y10J0M Ha apabunoricuc (4°C B TeueHue 12 yacoB) MPOUCXOIUT
YBEJIMYCHUE aKTUBHOCTH ayKCHH-UYYBCTBHUTEIHHOTO peroprepa DR5 Bo BHemHuX
TkaHax KopHs (Shibasaki et al., 2009). Taxke ObLTO TIOKa3aHO, YTO OA3UIECTATLHBIN
(o HampaBICHHWIO K TOOETY) TPAaHCIOPT ayKCHHA IMOJABIISUICS TOJ JEeHCTBHUEM
X0JI0JIa, 3a CYeT HW3MEHEHWH BHYTPUKIETOYHOro mnepemeieHus Oenka PIN2
(HaKOTUICHHE B PHIOCOMAX), JaTePabHbIN TPAHCIIOPT ayKCHHA TaK)Ke HapyIIajCs
3a cueT nepepactpeaenenus 6enka PIN3 Ha memOpane kietku. [[pyrum mpumepom
W3YYCHUS XOJIOJOBOTO CTPECCa MOTYT CITYKHTh SKCTICPUMEHTHI 110 BBIPANITUBAHUIO
apabuorcuca npu temmneparype 16°C (Zhu et al., 2014). B nannoit pabore ObLI0
MOKa3aHO, YTO COJIep)KaHWE ayKCHMHA B KOPHSAX apaOHuI0ICUca, BRIPAIICHHBIX TPH
MOHMKCHHOU TEMIIEpaType, ObUTIO 3HAYUTEIIEHO HIDKE, YEM B KOHTPOJIBHOU TPYyIIIIE.
[Tpu »TOM HaAOIIOANIOCH CHUKEHUE DKCIPECCUU OEJTKOB-TPAHCIIOPTEPOB ayKCHHA

PIN1, PIN3 u PIN7, uro Obu10 TOKa3aHo Ha ocHoBe aHanu3a Juauil PIN::PIN-GFP.

1.8. MopgeanpoBaHue MOJIEKYJISIPHO-TeHETHYECKUX MPOLECCOB B 0MOJI0TUH
[Ipn co3maHuu MaTeMaTUYeCKUX MOJACIeH OHOJIOTHYECKUX MPOIIECCOB

BOXHBIM  OTallOM  SIBJISIETCS ~ MaTeMaTU4YeCKOE€  ONMUCAHUE  MCCIEAYEeMbIX

AJIEMEHTAPHBIX TMPOIIECCOB, TaKUX Kak Jerpajaius MoJieKys, (GopmupoBaHue

OEJIKOBBIX KOMILIEKCOB, (PEPMEHTATUBHBIE PEAKIUU C YYETOM PEryJSIUU UX
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AKTUBHOCTH PAa3IMYHBIMU (DaKTOpaMH, a TaKKe MPOLECChl TPAHCKPUIILUU H
TpaHchsauuu. OnucaHue 3TUX MPOILECCOB HEOOXOAMMO Kak 0a3a sl OCTPOCHUs
0oJiee CIOXKHBIX MOJIENICH, OINUCHIBAIOIIUX PA3JIMYHBIE MPOLECCHl OHTOTeHe3a
KUBBIX OpraHu3MoB (cM. pazzaen 1.9). MaremaTuueckre MOJEIH MOJICKYISIPHBIX
MIPOLIECCOB OIUCHIBAIOTCS B COOTBETCTBUM C 3aKOHAMM JCHCTBYIOIIMX Macc U
coxpanenuss Maccel (Kuoppe u ap., 1990). HaubGonee mnpocThiM mNpuUMepoM

INPUMCHCHUA OTHUX 3adKOHOB SBJIACTCA MATCMATHUYCCKOC OIIMCAHHC JCTrpaaalnun

BCIICCTBA.
dx

rlc X — KOHIICHTpallMs HMCCICIyeMOro BemiecTBa, t — Bpems, a K — yuHeitHas
KOHCTaHTa CKOPOCTH JIeTpajiallii.

OcranbHble 3JEMEHTApHBIEC MPOIECChl OOBIYHO TPeOYyIOT MOCTpOeHUs Oosee
CJIOXKHBIX Moelei. [Ipu onpeneneHuu CI0KHOCTH MOJIETH OOJBIIIYIO POJIb UTPACT
MOJIHOTA  CBEICHUH O  CTPYKTYPHBIX  OCOOCHHOCTSX M MEXaHU3Max
(GYHKIMOHUPOBAHUS pAacCMaTpUBAeMON CHCTeMbl. JlJsi TMOCTpOeHHsT MOJenei
AJIEMEHTAPHBIX  TPOIIECCOB HCMOJB3YIOTCS TAaKUE METONbI, KaK XHUMHKO-

KMHETUYECKUI NOoIX01 U MeTo ] 00001meHHbIX GyHkiui Xumia (Jluxomsaii, 2008).

1.8.1. XuUMHKO-KHHETHYECKHUIi TOIXO0/

Xumuko-kuHetnueckut mnoaxon (Jluxomai, 2008) npumensieTcs s
MOJICJIMPOBaHUs B TOM Cilydae, KOrJa Uil MOJEIMPYEMOTO MpoLEecca €CTh
BO3MOKHOCTh HalMCaTh COBOKYIMHOCTh XUMHUYECKUX pEaKIui BUAA:

ki
H 3

Ni1lgia) T+ Mol MNig+1% G5+ T+ NimQoim), L = 1, .., N, (2)
ki

rie N — ofmiee KOIMYECTBO peaKIui, ai,...am — OOIMH CIIHMCOK BEIIECTB,
Y4acTBYIOIMX B PeaKUUAX, Nig,...,Nim — CTEXMOMETPUUECKHE KOIPOHUIIHEHTHI,

o(i, j) — byHKIWs crielupUIHOCTH BEIIECTBA |- MO3UIUH I-i peaKInu.
Ha ocHOBaHMM [aHHBIX XHMHYECKMX PEaKIHMii CTPOUTCS CHCTEMA

nudepeHnnanbHbIX ypaBHEHUN CIIETYIONIETO BUIA!
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( dag1) _ ( nl] nl}
T 111_[] 1 a(u) +k12H1 =1;+1 %o (i)
dag(il) Mi,j
) ar T ( i1 l_[, =1 a(u) ki [T "(”)) (3)
dag(il+1) i
—a N 1+1 ( i1 H, 1 o'(lj) + klz HJ li+1 0(1.1))
dag(i,mi) = n. H + k H mJ
T @ = Nim; ll j=1 O’(l]) L2 Hj=1;+1 U(ll)

Jns ympomieHuss MoJeNie TpU HCHOJb30BAHUM XUMHUKO-KUHETHYECKOTO
MOJIX0/Ia UCTIOIB3YIOTCS MPEANONIOKEHUSI 00 M30BITOUHOCTH COJIEPKAHUSI OJIHUX
BEILIECTB M0 CPABHEHUIO C APYTMMHU, a TAKKE O CYIIECTBOBAHUU 0OJiee OBICTPHIX U
0osee MeuIeHHBIX TiporeccoB (TuxoHos, 1952).

CranuoHapHbli  XMMHKO-KWHETUYECKUM TIOIXOJ OTIMYAeTCsl TEM, YTO
MPENoiaraeTcsi YTo CUCTEMA HaXOIUTCSI B PABHOBECHHU, TO €CTh PaCCMaTPUBAETCS
CTallMOHAPHOE COCTOSIHME HCCIEAyeMOll cucTeMbl. JlJIsi OnmucaHusl TOBEICHHS
CUCTEMBbl B JIAHHOM CJIy4ae HCIOIb3yeTCs ypaBHEHUE (3), C YCJIOBHEM UTO
MPOU3BOJIHBIC BCEX BEIIECTB paBHbI HYyMO. TakuM 00pa3oM, U3 CHUCTEMBI
muddepeHnanbHbIX  YpaBHEHUM  TOJy4aeTcs  CHCTeMa  alreOpanyecKux

YPaBHECHUM.

1.8.2. MeTtoa 06001ieHHBIX PyHKIMA XuJjia

Meton 0600m1eHHbIX (QyHKIMNA XWla UCHOJIB3YETCS I MOJICTUPOBAHUS B
YCJIOBUSIX HEJOCTaTKa CTPYKTYPHBIX JIaHHBIX, IOCKOJIbKY TIO3BOJISIET CTPOUTH
MOJIEIM HA OCHOBAHUH TOJIBKO MOJYYEHHBIX KHHETUYECKUX KPUBBIX UCCIELYEMOTO
nporiecca (JIuxomsait, 2008). Mojenu, MOCTpOEHHBIE B paMKaX JaHHOI'O METO/Ia,
OTHOCATCS K KJAcCy amnmpOKCUMHUPYIOIIMX Mojeier. Tem He MeHee, IIpu
WCIIOJIB30BaHUN JTAHHOTO METOJ]a TOXKE BO3MOXEH YYET JaHHBIX O CTPYKTYpHO-
(yHKUMOHAIBHOM OpraHu3alii paccMaTpuBaeMon cucteMmsbl. Jlns mocTtpoeHus
anMpOKCUMUPYIOIIMX MOJEIEd MOXHO HCHOJIb30BaTh PAa3JIMYHBIE  KIIACCHI
GyHKIUN, OJHAKO JIyYIlle BCEro ISl ATOM LeJu MOAXOAUT KiIacc OOOOIIEHHBIX
¢yuxuuii Xumia (Likhoshvai, Ratushny, 2007). Jlanuslii ki1ace GyHKIHA SBASCTCS
paclIlMpeHUeM  KJlacca  palMOHAJIbHBIX  IOJMHOMOB, BO3HUKAIOIIUX MpHU

INPUMCHCHUHU CTAOMOHAPHOI'O0 XHMMHUKO-KHHETHUYCCKOI'O IMOoAXOAd, IMO3TOMY B HX
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CTPYKTYype B HESIBHOM BHJ€ OTPAKCHBI OHOJIOTHUYECKHE MEXaHU3MBbI.

OO6001eHHBIME (PYHKITUSAMU XUJUTA SBISIFOTCS (DYHKITNH BUA:

x]' yirj
So+Xi=1,.,NOiw; HjeDi<B_j>

Hy(xq, .., x,) = ,B; > 0,w;,60,0;,v:; =0, 4)

x]' yi'j
1+Xi=1,.,N ©; HjEDi<ﬁ_j)

I7i€ Xj — U3MEpPsIeMble KOHLIEHTPALUX BEILIECTB, OKA3bIBAIOIIUX BIMSIHUE HA JAHHBIN
IPOLECC, fj — MOJOKUTENbHAS KOHCTAHTA, UMEIOIIAs Pa3MEPHOCTH X;, Vij, i, 00, O —
HEOTpHIaTeNbHbIe Oe3pa3MepHble KOHCTAHTHI, Yij — XWJUIOBCKUU KO3(PPHUIIMEHT,
KOTOPBIN OTpa)kaeT CTENEHb HETMHEHHOCTHU BIMSHUS BELLIECTB Xj HA MIPOLIECC.
CymMbl U mpou3BeaeHus: 0000IIEHHbIX (DYHKIMN XWila TakKe SBISIOTCS
00001IeHHBIMU (PYHKIMSIMHU XU, KaK U (PYHKIUHU, TTOJyYeHHbIE U3 0000IIEHHOM
GyHKIME Xniia moJACTAaHOBKOW BMECTO TTApaMeTpoB fj, Yij, i, do, Ol KOPPEKTHBIX,

110 CMBICJTY 3aMEHsIEMOro apaMmerpa, 00o0meHHbIX ¢yHkui Xuma (Likhoshvali,

Ratushny, 2007).

1.9. MaremaTn4yeckoe MOJeJTUPOBaAHNE B OMOJIOTHM PA3BUTHS PACTEHUH

B Owuonoruu pa3BUTHS pacTeHUl MPOLIECCHI, CBA3aHHBIE C CHHTE30M,
TPAaHCIIOPTOM U Tiepelauell CcurHajga ayKCHMHa, CTaJM TOYKAMU MPHUIIOKEHUS
METOJOB MareMaThueckod u cucremHon Ouomormm (Rudge, Haseloff, 2005;
Prusinkiewicz, Runions 2012; Goh et al., 2014; Mosca et al., 2018). Do cBs3aHO ¢
TE€M, YTO C OJHOH CTOPOHBI, €CTh MHOTO KOJHUYECTBEHHBIX JKCIICPUMEHTAIBHBIX
JAHHBIX, a C APYTON CTOPOHBI, 32 HAOIFOTAEMBIMU B HCCIICIOBAHUSX U3MCHCHHUSIMHU
CTOSIT CJIO)KHBIE MEXAHU3MbI, U3YyYEHUE KOTOPHIX HEBO3MOKHO 0€3 MPUMEHEHHS
COBPEMEHHBIX BBIYMCIUTENIBHBIX MeTOA0B. Haunnas ¢ 2006 rona, B 3To# obsactu
OITyOJIMKOBAHBI JIECATKU PAa0OT, B KOTOPHIX IIABHBIMH METOJAMU HCCIIEIOBAHMS
OBLTM METOJIBI MaTEeMaTHYECKOTO MojaenupoBaHus. C MOMOIIBI KOMITBIOTEPHBIX
MOJENICH HCCIEIOBATeIIIM  YIajdoCh HM3YYHTh HEKOTOpPBIE JIUHAMUYCCKUC
OCOOCHHOCTH MEXaHWU3MOB TpPAHCIOPTAa M KJIETOYHOTO OTBETAa Ha AayKCHH.
KoMIibroTepHBIC MOICITH YIPOIIAIOT aHATU3 V)K€ H3BECTHBIX MEXaHU3MOB, a TAKKE
MO3BOJISIOT TUIyO)Ke pa3o0paThCsi B OMPENEICHHBIX OMOJOTHUYECKHX MPOIeCccax,
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TaK)Ke KOMITBIOTEPHOE MOJICITMPOBAHUE MOXKET OBbITh MCIOJL30BAHO IS aHAN3a
CYIICCTBYIOIIUX THIOTE3 W OTOOpa TeX W3 HUX, YTO TPUBOAAT K OoJjee
NPaBJIONOMOOHBIM pe3yJibTaTaM C TOYKH 3PEHHUS DKCICPUMCHTAJIBHBIX JTaHHBIX
(Krupinski, Jonsson, 2010). Kpome Toro, MeToapl MaTEeMaTHYECKOTO
MO/ICJIMPOBAHUS YCIICITHO TPUMEHSIFOTCS U JIUISl UCCIICOBAHUS JICUCTBUS ayKCHHA

Ha POCTOBBIE IPOIICCCHI B paCTEHUH, BKJIOYas AeseHue kierok (Mosca et al., 2018).

1.9.1. [lepBble MaTeMaTHYECKHE MOIe]IM pacnpeaeJeHusi ayKCHHA B
TKaHSIX pacTeHust

B onHoli u3 mepBBIX MoOjenedl B 00JacTH OHOJIOTHH Pa3BUTHS PACTCHUH,
MOJIeNH, TpeokeHHon  Murtuuconom  (Mitchison, 1981), Obuto caenano
MPEANOJIOKEHNE, YTO MOTOK ayKCHMHA 4Yepe3 MOJIOKUTEIbHYI0 OOpaTHYIO CBA3b
BIIUSICT HA MPOHUIIAEMOCTh MEMOpaH Jis aykcuHa. Kak pe3ynpTaT, MOTOK ayKCHHA
MEXIY KJIETKaMH YCUJIMBAETCS U (POPMUPYET MOJIOCHI HOBBIILIEHHON U TOHMKEHHON
KOHLIEHTpalMu BellecTBa. B mpupoae Takoe pacnpeleseHue ayKCMHa MOKHO
HaOMoAaTh NP (POPMUPOBAHUH KUJIOK. ABTOP MOJIEIM TMOKa3all, YTO MaTTepH
pacnpeneneHuss ayKCMHa MOXET OOpa3oBBIBATHCS HA OCHOBE YIPOILIEHHBIX
MPEACTABICHUN KIETOK B BHUAE NPSAMOYTOJbHHKA, OJHA CTOPOHA KOTOPBIX
BBICTYIIA€T B KQUECTBE UCTOYHUKA AYKCUHA, a POTHUBOIOJI0KHAsI, COOTBETCTBEHHO,
CTOKa.

Jpyroii rpynmoi uccienoBareliei Obljla TOCTPOSHA MOJCHB pacIipeacIcHus
ayKCMHA B KJIETOYHOM aHcamOJie 3JUIMOTHYECKOW (DOpPMBI C IIECTHYTOJbHBIMU
kietkamu. Pacder Mojenu Tmokazan o00pa3oBaHWE PAJNIUYHBIX IMAaTTEPHOB
pacrpeneneHuss aykKCHHAa B CTAalMOHAPHBIX PEIIEHUSX, HEKOTOphble W3 HHUX
HATIOMUHAJIM BETBSIIUECS CTPYKTYphI xkuiok jucta (Feugier et al., 2005). Monens
ObUIa MOCTPOEHA HAa OCHOBAHMU COBPEMEHHBIX 3HAHUI O MEXaHU3ME PEeryssaLuu
skcnpeccuu o6emnka PINI.

[Ipodeccop Kpamep npenmonoxwi, uto mnosspuzanus Oenka PIN1 Ha
MeMOpaHe KIJIETOK MPOUCXOAUT Onarofaps KOHLEHTPALIMOHHOMY TpaJUeHTY
ayKCHHA B KJIETKE, a HE TIOTOKY aykcuHa uepe3 MmemoOpany (Kramer, 2009). ABtop

1oKasall, 4TO MOJIe]Ib, OCHOBaHHAs Ha XeMHOCMOTHYeCKOM TpaHcmopTe (Goldsmith
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et al., 1981) B xierounom ancambie B popMe MPSMOYTOJILHUKA C ONPEIEIIeHHBIMU
TPAHUYHBIMHU YCIIOBUSMH CTOKOB M MCTOYHUKOB ayKCHHA, MOXET O0Opa30BHIBATH
KaHaJl KJIETOK C TIOBBIIIEHHON KOHIIEHTpAIMEeH ayKCHHA.

Monenb, pazpaborannas jae Peswib n coaBTopamu (de Reuille et al., 2006),
MpeAnosaraet, 4To akTUBHBIN TPaHCIIOPT ayKcuHa nocpeacTBom Oenka PINT umeer
MOCTOSIHHYIO CKOpPOCTh, MOKET JHMOO MPUCYTCTBOBAaTH Ha MeMmOpane, aubo
MOJIHOCTBIO  OTCYTCTBOBaTh, B 3aBUCUMOCTH OT TIOPOTOBOTO  3HAYEHUS
KOHILIEHTpaluu ayKcuHa. YuCleHHBbI aHalu3 MOJeNu IoKa3an oOpa3oBaHue
CTAllMOHAPHBIX MHKOB KOHIIGHTpAallMM ayKCMHAa B KIETOYHOM aHcamOie, B
COOTBETCTBHE C OKCICPUMEHTAIHLHBIMA JAHHBIMH O PACIOJOXKCHHH 3a4aTKOB
JUCThEB B MepucTteme mnobera (pumiotakcuce). Mojenb Takke Npe/icKa3bIBaeT
BBICOKHM YpOBEHb ayKCHMHA Ha BEPXYIIKE MEPHUCTEMBl To0era, KOTOPBIA OBLI
oOHapy>keH ¢ Hcrojib3oBaHueM [AA-crnennu@uieckux MOHOKIOHAJIBHBIX aHTUTEN
(1o He oOHapyskeH penoptepoMm DRS).

JIOHCOH ¥ COAaBTOPBI CO3AIN MOJIENb PErYIHPYEMON ayKCHHOM IMPKYJISINI
PIN1 mexay nuToriasMoi U MeMOpaHO# B KJIeTKax MepucTeMbl modera (Jonsson
et al., 2006). B Mozxenu ObUT pacCMOTPEH AMHAMHYCSCKUN KJICTOYHBIA aHCaMmOJIb
cepuyecKrX KJIETOK, KOTOpbIE POCIH U JCIUINCh B MPOILECCE pacueTra MOIEIH.
JlanHass MoJienb MOpOXKJana pa3jNyYHble MATTEPHBI PAaCHpeeeHUs] ayKCHHa B
3aBHCHUMOCTH OT 3aJlaHHBIX IMapaMEeTpOB, XOTA W Oblla HEYCTOWYMBA, B CHUIY
HECOBEPIIICHCTBA OMUCAHUS POCTA KIETOK U Tposudepauu. ABTOPbI 3TOH pabOThI
BIICPBBIE MTOKA3aIM MEXaHW3Mbl CAMOOPTaHU3AIMHA, KOTOPHIE MOTYT MPHUBOJHUTH K
dbopmupoBaHuio GUIIIOTaAKCUCA.

B cBoeit mogenn CanuH U COaBTOPBI TOKA3aJd, YTO MpejiaraeMblii B padboTe
(Jonsson et al., 2006) mexanu3m oOpatHOW cBsizu Mexay PIN1 u aykcuHOM,
BBI3BAaHHOW M3MEHEHHWEM KOHIICHTpAIlUM ayKCHUHA, TAaKKE€ MOXET TeHEpUPOBATh
NaTTEPHBI, COOTBETCTBYIOIIME HE TOJHKO MaKCUMyMaM KOHIICHTpAIlUH,
HaOI0JTaeMBIM B MEpPUCTEME To0era, HO W, HalpuMep, MOJI0caM C TOBBIIICHHOM

KOHIIEHTpalue, Habro1aeMbIM pH xkuikoBanuu jucta (Sahlin et al., 2009).
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bpu10 CO3MaHO enie HECKOJIBKO MOJENEN, MOATBEPKAAOIINX MMPEATIOI0KEHUE
O TOM, YTO OOpaTHas CBs3b MEXAY KOHIICHTpAlMeld ayKCMHAa B KIETKE W
nojsipuzaumrein PIN1 B cocemHMX KIETKax SBJSETCS OCHOBOM MEXaHW3Ma
dbopmupoBanus marrepHoB (Smith et al., 2006; Bayer et al., 2009; Merks et al., 2007,
Krupinski, Jonsson, 2010). Bce stu Mojenu OpUBOAMIA K (HOPMUPOBAHHUIO
Pa3IMYHBIX MATTEPHOB PACHpPENCICHUS ayKCHHA, COOTBETCTBYIOIIUX H3BECTHBIM
HKCIIEPUMEHTAJIbHBIM JaHHBIM. B janbHellieM 3TO MpeanoyiokeHue ObuIio
YCHEIIHO MCIOJIb30BaHO B MATEMAaTUYECKUX MOJIETISX, U3ydaromux (opMUpOBaHUE

pacnpenieseHusl ayKCuHa B KOpPHE.

1.9.2. MaTtemaTnuyeckue MojieJiM pacnpe/e/ieHus ayKCMHA B KOPHe C
HCIO0JIb30BAHHEM NMPSMOYI0JbHOI0 KJIETOYHOI0 aHCcamMOJIsi

B 2005 romy BeIIIIa TepBas CTaThs, COYETAIOMIAsl PE3YJIbTATHI
HKCIIEPUMEHTAJILHOTO HCCIICIOBAHUS W JaHHBIC, TIIOIYYEHHBIX C ITOMOIIBIO
MaTEeMaTHYECKOTO MOJICITUPOBAHUS /IS HCCIICIOBAHUS Pa3BUTHS KOpHs (Swarup et
al., 2005). B pabote ObLTa OKa3aHa BaKHOCTh 3KcIpeccuu TpaHcmnoprepa AUX1 B
AMUACPMICE, B POBEACHUHN CUTHAIA OT KOHYMKA KOPHS K MECTY mepernda KopHS,
BO3HUKAIOIIIETO B OTBET Ha rpaBUTpONH3M. MoAeTUpOBaHNe TPAHCTIOPTa ayKCHHA
O0asupoBajioch Ha xemuocMorudeckoit Tteopuu (Goldsmith et al.,, 1981) ¢
WCITOJIb30BAaHUEM TapaMeTPOB, TONYYCHHBIX HAa OCHOBE JKCIIEPUMEHTABHBIX
JnaHHbIX. Moaenb nokasana, uto AUXI urpaer KioueByr poJib B COXpPaHEHUU
naTTepHA pACTIpENCICHUs ayKCMHAa B OHUACPMAIBHOM CJIoe, a Takke B
MOJIICPYKAaHUM  aCUMMETPHH  PaCHpe/e/iCcHusT ayKCMHa B TKaHU B YCJIOBHUAX
I'PaBUTPOITH3MA.

B pabore (Grieneisen et al.,, 2007) mnpeacraBieHa miepBas MOJICIb
dbopMUpOBaHUS TpAAWCHTa KOHIICHTPAIlMM ayKCMHA B KOHYUKE KOPHS.
HccnaenoBarend TPEaNIONOXUIN, YTO TEPBOCTENICHHAs pojib B (POpMHUpOBaHUHU
KOHIICHTpAIlMU ayKCHHA TPHHAIJICKUT aHATOMHUYECKON CTPYKTYpe KOpPHEBOMH
MepHucTeMbl. Miest ocHoBaHa Ha KOHIIEITUH «00paTHOTO (DOHTAHAY, IPEIOKCHHON
B padoTte (Swarup, Bennett, 2003). CoriacHO JaHHOH KOHIICTIIIUN aKPOIeTaIbHbIH,

JaTepalbHbIl U Oa3uNeTaNbHBIA TOTOKA AyKCHMHA COTJIACOBAHBI MEXKIy COOOM
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TaKUM 00pa3oM, 4TO B KOHYHKE KOPHS (POPMUPYIOTCS 3aMKHYThIE TOTOKU 10 TUILY
oOpaTtHOro (oHTaH, KOTOpble (POPMUPYIOT SKCIEPUMEHTAIHLHO HAOII0AaeMOe
pacrpeqefieHre ayKCMHa ¢ MakCMMyMOM U rpaaueHToM. B 2D-kommnbroTepHOit
MOJIEJIM TKaHb KOPHS MPEACTaBIIEHA KaK MPSMOYTOJbHBIM KJIECTOYHBIA aHCaMOIb,
COCTOSIIMI U3 YETHIPEX THUIIOB KJIETOK, KOTOPBIE PA3IMYAOTCA MO PACIIOIOKEHUIO
PIN GenkoB Ha MemOpane (Puc. 5.). [l 1ByX BHEIIHUX CJIOEB KJIETOK XapaKTEPHO
pacnosioxxenure PIN Ha BepxHeil 1 00KOBOI1 TOBEPXHOCTH KIIETKH, BHYTPEHHHUE CIIOU
xapaktepu3yrorcss pacrnojoxkenneM PIN Ha HuxHel U OOKOBOM MOBEPXHOCTU
KJIETKH WJIH TOJBKO HAa HY>KHEW I LIEHTPAJbHBIX PSAIOB KIETOK, a JJIs y4acTKa
KJIETOYHOro aHcambOisi, coorBercTBytouiero KY, Oenku-nepeHocunku PIN
pacronararoTcsl Ha BCeX CTOpoHax KieTkd. Kaxknas KieTka MmpeacTaBieHa B BHIIE
CETKHU, KOHIIEHTPALUS ayKCUHA JUIS1 KAKJI0W AYEHNKU TAaHHOM CETKU paCCUUTHIBACTCA
oTaenpHO. JUIsl omucaHus paclpeicsIieHus] ayKCHHA YUYUTBHIBAIOTCS CIEAYIOIINE
MIPOLIECCHI: CHHTE3 U JIerpajialiisd aykcuHa, TudPy3ust BHyTpH KIETKU U TPAHCIOPT

yepes MeMOpaHy.

Puc. 5. [IpsMoyronbpHBIA KIETOYHBIN aHCAMOIb, COCTOSIINI U3 YETHIPEX THUIIOB KIIETOK,
UCIOJIb30BaHHBIN B padote (Grieneisen et al., 2007). Pazuble TUIIBI KJIETOK 0003HAaYEHBI pa3HBIMU

nBeramu. Po3oBbiMu oBanamu o6o3HaueHo pacnosioxeHue PIN 6enkoB Ha MeMOpaHax KIIETOK.
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B o6mewm ciyuae nuddepernuanibHoe ypaBHEHUE JIs OTIMCAHUST U3MEHECHHS
KOHIICHTPAIIUU ayKCHHA B CUCTEME BBITVIAIUT CICAYIOIIUM 00pa3oM:
ac %c o 7 .
EzDE'FV*]'l'b_adecayCv (5)

= (6)

R {—(Pepmﬁ)Cin + (P;1)Cpys, €cau PIN 3KCIpecCUpYHOTCS
—(P

epg ™) Cin + (P;1)Cyye, €cau PIN He 3KCIIpeccUpyeTCs’
S

rie C — koHueHTpanus aykcuna, D — koagdunuent qudys3uu, | — moTok aykcuHa

yepe3 MIa3MaTiYeckKyro MeMOpaHy KJIETKH, D — KOHCTaHTa OMOCHHTE3a ayKCUHa,

8decay — KOHCTAHTA JETpajallii ayKCUHA, Pepm - K03 (PHUIHEHT TPOHUITAEMOCTH
MeMOpaHbl, Ha KOTOopoil ectb Oenok PIN, Pebg — K03 (PULMEHT MPOHUIAEMOCTH

MeMOpanbl He coxaepxamiet PIN, P; — koadduiueHtT npoHUIIaeMOCTH BJOJIb
MeMOpaHbl, I — HAIPaBJICHHBI BHYTPh €AMHUYHBIA BEKTOP, MEPIICHIUKYIISPHBIHI
MemOpane, Cj, - KOHIIGHTpalUsl ayKCMHA B IIMUTO30JI¢ B sfUCiKe, rpaHuyaniei ¢
KiIerouHod  memOpanoit, C,,; — KOHIEHTpalusi ayKCUHa B  SYCHKE,
HEIMOCPEICTBEHHO CMEXHOM K KJIETOUHON MeMOpaHe.

DTa MoJIeTTh IoKa3aja, 9To SKCIEPUMEHTATBHO HAOTI0ITaEMOTO PACIIONOKEHHUS
TPAaHCIIOPTEPOB ayKCHWHA JOCTATOYHO I (hOPMHUPOBAHMS THKA KOHIICHTPAIIUU
ayKCHMHa B KOHYMKE KOpHA. B paMkax manHo# Mojienu ObUT MpoaHaIu3upOBaH POCT
kopHs. [TomydeHHBIC YPOBHU KOHIICHTPAITUU ayKCHHA B PA3INYHBIX YaCTIX KOHYHKA
KOPHSI COOTBETCTBOBAJIM M3BECTHBIM 3KCIEPUMEHTAIBHO MOJYYCHHBIM MAaTTEPHAM
skcrpeccuu DRS B KOHUMKE KOpHSL.

AHanorWYHass MOJETb HWCIOJb30BaJlach Il M3yYCHUS B3aHMMOCBSI3H
pacnpenenieHuss aykCMHa C mpoleccaMd  (QopMUpOBaHUST OOKOBBIX KOpHEH
(Laskowski et al., 2008). beuto moka3aHo, 4To oOpa3oBaHHe OOKOBOTO KOPHS B
MecTe meperuda 3aBUCUT OT dKCIpeccHu TpaHcnopTepa aykcnHa LAX3 B kieTkax
MEPUITNKIIA, JISKAIUX B OCHOBAaHMM HOBOTO OOKOBOTO KOpHS. A Takxke ObLIO
MOKa3aHO, YTO TMEpPerud KOpPHS MOXKET NMPHBECTH K JIOKAIBHOMY YBEIUYCHHUIO
KOHIICHTPAIIUU ayKCHHA, Y€r0 MOXKET OBITh JOCTATOYHO JIsl 00pa30BaHUs OOKOBBIX

KOpHe# B MecTe neperuda. MzmMenenne Gopmbl KIIETOK B TOUKE Mepernda npruBOIUT
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K YBEJIMUYCHUIO KOHIICHTPAIIMY ayKCHHA B KJIETKAX MEPUIIUKIIA HA BHEITHEH CTOPOHE
W30THYTOTO KOPHS, & HE Ha BHYTPEHHEH, YTO MOXKET OOBSICHUTH MATTEPH 3aKIaIKU
OOKOBBIX KOpHEH.

[TpobGnema MexaHN3MOB CAMOOPTaHN3AIIUN ITOTOKOB ayKCHHA B KOHUYUKE KOPHS
uccnenonanack B Ullul" CO PAH nox pykoBoacTeoM JluxomBas B. A. (JIuxomBai
u 1p., 2007; Axbepaun u ap., 2009; JluxomBaii u ap., 2009; Mironova et al., 2010;
Mironova et al., 2012).

Monens «obpaTHOro OHTaHAY) HE MPUMEHUMA /I OOBICHEHUS MEXaHU3MOB
pacnpeneneHus ayKCuHa B TEX CIIyJasiX, KOT/1a CTPYKTypa KOpHS He chopMHUpOBaHa
wim Obuta HapymieHa. [Toatromy mepen uccnenosareasmu (Mironova et al., 2010)
CTOsJIa 3aJladya BBISIBUTH MEXAHH3M CaMOOPraHU3allUM MATTEPHOBI DKCIPECCHU
TPAHCIIOPTEPOB ayKCHHA, KOTOPBI Obl B JallbHEHIIEM MOI JeWCTBOBATH
napajuieIbHO ¢ MEXaHU3MOM «00paTHOTO (hOHTaHAY.

B pabote Obul mpenioKeH MEXaHU3M «OTPAKEHHOW BOJHBI», B OCHOBE
KOTOPOTO JICKAT JaHHBIE O TOM, YTO ayKCHH UMEET MO3UTHBHYIO M HETaTHBHYIO
oOpaTHYIO CBSI3b Ha JKCIPECCHIO cBOMX OeikoB-TpaHcnoptepoB PIN. B monenu
OBIJIO 3aJI0’KEHO, YTO MPH HU3KUX KOHIICHTPAITUSAX aKTUBHUPOBAJICS CHUHTE3 Oelika
PIN, B To BpeMs Kak TpH BBICOKMX KOHIEHTpAIUSAX aKTUBUPOBAJIACH €T0
Jaerpagainusi. AyKCUH SIBIISIETCSI aKTUBATOPOM TpaHCKpunuuu cemeiictBa PIN
oenkoB yepe3 Aux/IAA-ARF curnanensiii myts (Ulmasov et al., 1999). IMonspHoe
pacrnoyio)keHre OeIKOB-TPAHCIIOPTEPOB HA KJIETOYHOM MeMOpaHe TOXKE MOXKET
perynupoBatbes aykcuroM (Friml et al., 2003; Vieten et al., 2005; Blilou et al.,
2005). HeratuBHas oOpaTHas CBs3b oOecleurBacTCs ycuieHueM aerpafamuu PIN
OeJIKoB, KOTOpas HaOJI0aeTCs MPH BHICOKOM KOHIIEHTpaluu aykcuHa (Vieten et al.,
2005).

B nannoit pabote ObIM pa3paboOTaHbl JBE MAaTEMaTHUYCCKHUE MOJCIH IS
OTMCAHMS paclpeieNICHUs] ayKCHHa B KOPHE pacTeHUs, OJHOMEpHAs U JByMEpHas,

B KOTOPBIX MEPEMEHHBIMU SBJISIETCS ayKcuH U 0eok PIN.
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Hwnxe npuBeneHsl ypaBHEHUS TOIBKO U1l OTHOMEPHOW MOJEIIN:

(da1 _ D(a, — a;) + Kya,PIN; — K;a,
dt
a;\M
dPIN; _ kl(ﬁ) _ ( a, hz)
TaT koPIN (14 (22)
da;
d_:l: = D(ai+1 +a;_1— Z(Zi) + Ko(ai+1PINl' - Cll'PINl') - Kdai
1 apIn; kl(ﬂ)hl a;\"2 ")
N DO, PIN, (1 +(%) )
1+(q—2‘) 3
C%N =a + D(ay-1 — 2a;) — KoayPINy — Kya,
an\t1
dPINy _ kl(ﬁ) _ ( ay hz)
\ ac 1+(a—"’)h1 KoPINn (14 (qs)
az

rae @ u PIN; — koHmeHnTpanuu aykcuHa u Oenka PIN B kieTke ¢ HOMepoM |,
D — koncranta ckopoctu auddysuu, Ko — KOHCTaHTa CKOPOCTH aKTUBHOTO
TpaHcropTa aykcuHa, Ky — KOHCTaHTa CKOpPOCTH Jerpajalid ayKcwHa, Ki —
KOHCTaHTa ckKopoctn cuHTe3a Oenka PIN, Q1 — nopor akTuBauuuM ayKCHH-
3aBucumMoro cuHteza PIN, (2 — mopor HachIeHUs] ayKCHH-3aBUCUMOTO CHHTE3a
PIN, k, — xoHcTanTa ckopoctu jaerpamaiuu Oenka PIN, (s — mopor akTUBaIuu
ayKCHH 3aBHUCHMO# nerpanaiuu, h; u hy — KO3 GHUIIMEHThI, KOTOPBIE OMPEACIISIOT
CTETMEeHb HEJIMHEHHOCTH BO3ACHCTBUS KOHILIEHTPAIIMM BHYTPUKIETOYHOTO ayKCHHA
Ha CKOPOCTh MPOIIECCOB ayKCUH-3aBUCUMOI0 CUHTe3a U aerpaganuu Oenka PIN Ha
W3MEHEHHS] BHYTPUKIETOYHOTO ayKCHHA.

[Tpu ananuze Mozenel ObUIO MOKA3aHO, YTO MEXAHU3M «OTPAXKEHHOW BOJHBD)
HE TOJBKO OOECIEUYMBACT CAMOOPTaHU3AIMIO paACIpEACIICHUs] ayKCMHa B
anMKaJIbHOM MeprCTEMe KOPHSI, HO U MOKET OOBSICHUTH (POPMUPOBAHUE B PA3BUTUHU
JPYTUX MAaTTEPHOB paclpeiesieHUs ayKCHa B KOPHE, HallpUMeEp, OTBETCTBEHHBIX 3a

dbopmupoBaHre OOKOBBIX KOPHEH.
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IBymepnas mogmenb (Mironova et al., 2010) mo3aHee Obuia pa3paboraHa Jist
ydgeTa Tpex o0000meHHbIXx OenkoB TpaHcnoptepoB PIN, pazmuyarommxcs mo
napameTpaM, OTBEYAIOIIMM 32 ayKCUH 3aBUCUMBIN CHHTE3 M JIeTpajaliio OEJIKOB
PIN (Mironova et al., 2012) (Puc. 6).

Jannas w™Mojenb oObequHUIAa JBa MEXaHU3Ma «OTPAKEHHOW BOJIHBD
(Mironova et al., 2010) u «obparHoro ¢onrana» (Griencisen et al., 2007).
CymecTBoBaHUE OOpaTHBIX CBA3CH MEXIy ayKCHHOM M €ro TpaHCIOpTepamu,
MO3BOJIWIIO TOJYYUTh U3 HAYAJIBHOIO PAaBHOMEPHOIO paclpeeieHUs] MaTTepHBI
skcrpeccun Tpex OenkoB PIN1, PIN2, PIN3, to ecthb cTpykTypy «oOpaTHOrO
dboHTaHay, a 3aTeM NATTEPH pacIipe/iesieHUus ayKCHHa, KaYeCTBEHHO COBMAAIONTUI
C OKCIIEPUMEHTAJIbHBIMU TaHHBIMU. BaXXHO OTMETHUTH, 4TO MoeNbHbIe Oeku PIN B
JAHHOM MoJienu 00001many (GyHKIMN HECKOJIBKUX OeNKoB. Tak, MOJIebHBIN OeoK
PIN1 oO0benunsn Bce 6eaku, 00eCTICUMBAIOIINE MOJISPHBIN TPAHCIIOPT ayKCHHA 10
HaIpaBJICHUI0O K KOHYMKY KOpHs, PIN2 — Oenku, oTBedaromiue 3a MOJISPHBINA
TpaHCHOPT B CTOpOHY nobera, a PIN3 — Bce Oesku, HEMoJIIPHO PacIioIOKEHHBIE Ha
MeMOpaHax kjeTok. C MOMOIIBIO MOJAENU OBUIM HCCIENOBaHbl MPOIECCHI
pereHeparyu, pyu JekanuTanuy koHunka kopas A. thaliana. B pesynbsrare Obu10
MOKAa3aHo, YTO pereHepalns amuKaabHON MEPUCTEMbI KOPHS B JICKAITUTUPOBAHHBIX
KOPHSIX OOECIeuMBaeTCS MEXaHU3MOM «OTPKEHHOW BOJHBD), MPH OTOM B
OTPE3aHHBIX KOHUYMKAX KOPHEHW JIOKalbHBIA OMOCHHTE3 ayKCHHA, COBMECTHO C
MEXaHU3MOM «00paTHOTO (hOHTaHA», OOECIeYMBaeT MOJECPKAHUE ANUKATHHOU

MCPHUCTCMbI KOpPHH.
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Puc. 6. Onricanuie IByMEpHO# Mojieu pacnpeneneHus aykciuaa u3 (Mironova et al., 2012).
A. TlpaMOyronbHbI KJIE€TOYHBIH aHCaMOlb C JBYMs THUIIAaMH KIETOK, OTOOpa)KaroUMMU
MOKPOBHBIC TKAHU (CEphIE) U TKAaHU LIEHTPATBHOTO UIUHAPA (3e1eHbIe). CTpenkaMu 0003HaYCHBI
NOTOKH aykcuHa, ¢popmupyembie 6enkamu PIN1 (kpacubie) u PIN2 (cunue). b. Pacronoxenue
6enxoB PIN1, PIN2 u PIN3 nHa memOpanax kierok. B. ®eHomeHonornyeckass Moeiab ayKCUH
3aBucuMoi peryisaiun sxkcripeccuu PIN 6enxos. I'. ITpodun sxcnpeccun 0elKoB TpaHCIIOPTEPOB

PIN B 3aBUCHMOCTH OT KOHIIEHTpAIIUU aykcuHa (agantupoBano u3 Mironova et al., 2012).

1.9.3. MaTtemaTnuecKue MOJeJI pacnpeieeHlsi ayKCHHA B KOPHe ¢
HCIO0JIb30BAHHEM PEAJTMCTHYHOI0 KJIE€TOYHOI0 aHCaMOJIA

HecmoTtps Ha TO, 4TO UCTIOIB30BAHUE MPSIMOYTOIBHOTO KJIETOYHOTO aHCaMOJIs
I MOJICJIMPOBAHUSI KOPHSI PacTEHHS TO3BOJISIET PEIIATh OTPOMHOE KOJWYECTBO
3a/ay, MPSMOYroyibHas (GopMa MCKaKACT AapPXUTEKTYpPy HHUIIU CTBOJIOBBIX
aruKaIbHON MepucTeMbl KOpHS. [Ipy ncrnonp30BaHuM B MATEMATUYECKUX MOJIEIISIX
MPSIMOYTOJILHOTO KJIETOYHOTO aHCAMOJIsi HMCKaXKAarOTCS pa3Mephl KIETOK, M HX

B3aMMHOC PACIIOJIOKCHHUC, OCOOEHHO 3TO XapaKTCPHO AJIAA HUIIIKW CTBOJIOBBIX KJICTOK

u BKY. Tak, Hanpumep, B NPSIMOYTrOJbHOM KJIETOYHOM aHCaMOJe HEBO3MOXKHO
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OJTHO3HAYHO OMNpPEACIUTh TaKhe THUIIBl KJIETOK KaK: HHHUIMAIh KOpTEeKca H
9HI0ZICpPMUCA, HHUITHAD TTepuiuKia, nHunuaTs bKY u snuaepmuca (Puc. 1). Ha
JTAHHBI MOMEHT B MUpPE HaOUPaloT MOIMYJISIPHOCTh, TaK HA3bIBAEMbIe TTOPTPETHHIC
MOJIEJIM KOHYMKAa KOpHS — MaTeMaTHYeCKHe MOJENN C aHcamOJeM KIETOK,
noBTopsromuM Mopdonoruto kopus (Cruz-Ramirez et al., 2012; Cruz-Ramirez et
al., 2013; Band et al., 2014; Muraro et al., 2016)

BnepBbie s MojenupoBaHHsS TATTEPHOB pacHpeleeHUus ayKCHMHAa |
HKCIIPECCHH HEKOTOPBIX perysatopubix renoB (SCR, RBR, SHR, CYCDG6;1) B xkopHe
Arabidopsis thaliana ObuT wcmonk30BaH KIETOYHBIN aHCamOib, TPUOIMKEHHO
OTpaXKaloIUi peaibHyI0 CTPYKTYpy KopHs, B 2012 roay B paboTe rpymibl HOJ
pykoBojicTBoM Tpodeccopa ['punaiticen (Cruz-Ramirez et al., 2012) (Puc. 7).
Onucanne CTPYKTYpbl KOpPHSA MOJOOHBIM 00pa3oM IMO3BOJMIO B SIBHOM BHJE
MPEICTaBUTh B MOJIETIU BCE TUIIBI HHUIIMANIEH KopHs. Ha ocHOBaHuM nipeicka3zanuii
MOJIeNId OBbLJT YTOUHEH MEXaHU3M PETYJIAINN ACUMMETPUYHBIX JEICHUN HHUITHATICH

KOpTeKca U dHI0JCpMHUCA.

A

Puc. 7. Ctpykrypa xierounoro ancam6is (Cruz-Ramirez et al., 2012) A. PaznuuHble THITBI
KJIETOK B KJIETOUHOM aHcaMmOiie KopHs. KpacHbli — TKaHU COCYAMCTOr0 LMIMHPA, OPAHKEBBIN —
HNEPULIUKIL, )KEITHIA — SHA0JAEPMUC, 3€JIEHBIN — KOPTEKC, TEMHO-3€JI€HbIN — MHUIMAJIN KOpTEeKCca U
SHJI0JIEPMHUCA, CHHUM — SITUIEPMUC, CBETIO-CEPBIA — OOKOBON KOPHEBOU YEXJIUK, (PHOJIETOBBIN —
uanmvann BKY u osnuaepmuca, temHo-cepeiid — IIL, romy6oit — xomymemna. B. 3oHsl,
0003HayaroIIKe BOCXOAIYIO (3€JeHYI0), HUCXOAILYIO (IIypITypOBYIO), BHYTPEHHIOO (TOIy0yI0)
U BHEUIHIOK (KPacHYI0) 4acTh KJIETKH, HCIIOJIb3yeMble Ui MPAaBUIIBHOTO MO3UIIMOHUPOBAHUS B

Moneau 6enxkos PIN.
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B pabore benx c¢ coaBropamu (Band et al., 2014) Obut ucnonb3oBaH HE
MPUOTMKEHHBIM KJIETOYHBIM aHCcaMOJb, a KJIETOYHBIM aHCcaMmOJb, TOJHOCTHIO
MOBTOPSIONINI CTPYKTYPY MPOJIOJIEHOTO Cpe3a KOPHS, MOJYICHHBIN Ha OCHOBAaHUH
AKCIIEPUMEHTAIBHBIX HM300paKeHUH ¢ KOH(OKAIBHOTO MHUKpockomna. B momenu
paccMaTpUBaINCh CIEAYIONIUE MPOIECCHI: TTACCHBHBIN TPAHCIIOPT Yepe3 MeMOpaHy
KJIETKH, AKTUBHBIA TPAHCIOPT dYepe3 MeMOpaHy KIETKH C TOMOIIBIO OeIKOB
cemerictB PIN u AUX/LAX, ObicTpas CKOpOCTh CHHTE3a ayKCHMHA B KIIETKax
TIOKOSIIIIETOCS IIEHTPA M KOJIyMEILIbI, MEJJICHHAs CKOPOCTh CHHTE3a ayKCHHA BO BCEX
OCTaJbHBIX KIJIETKAX, JAerpajanus aykcuHa, muddysus aykcuHa yepe3 amoruiacr.
[Tpu sTOM pacmosnokeHnue OEITKOB TPAHCIIOPTEPOB ayKCHHA 337aBajOCh B MOJEIH
NpEBApUTEIILHO B COOTBETCTBUHU C SKCIEPUMEHTAIbHBIMU AaHHbIMU (Puc. 8). B
pesynbraTte OBLJIO TMOKa3aHO, YTO HEMOJITHO PAaCIOJIOXKEHHBIE TPAHCIOPTEPHI
cemerictea AUX/LAX, noniaepkuBaroT ypoBeHb aykcuHa B KU, B To Bpems Kak
HOJIIPHO  pacHoJio’)KeHHble TpaHcnopTepbl cemeiictBa PIN  koHTponupyroT

HaIlpaBJIEHUE TPAHCIIOPTA AyKCHHA B TKAHSAX KOPHS.

A

Puc. 8. Pesynbrathl MmopnenupoBanus pacmpenencHus aykcuna (Band et al.,, 2014).
A. Pacnpenenenne OenkoB cemeiictBa PIN Ha MemOpaHax KJIETOK, BOCCO3JaHHOE TIO
OKCIEpUMEHTANbHbIM  JaHHbIM. b. IlpenckazaHHble TMOTOKM ayKCMHA Ha OCHOBaHUU
pacripenenenust OenkoB cemeirictBa PIN. B. IlpenckazanHoe pacnpezeneHue ayKchHa Ha
ocHoBaHWU pacmnpeneneHus OenkoB cemeiictBa PIN. T'. Pacnpenenenue OenkoB cemeiicTBa
AUX/LAX na wMeMmOpaHax KJIETOK, BOCCO3JIaHHOE TI0 OSKCIEPHUMEHTAJIbHBIM JIAHHBIM.

Il. HpCI[CKEL’SaHHBIC INOTOKM QaYKCHMHAa Ha OCHOBAHUHU PaACIPCACICHUSA OCIKOB CeMeHcTBa
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AUX/LAX u PIN. E. Ilpenckazannoe pacrnpeaeieHne ayKCHHa Ha OCHOBAaHHH pacCIpeaeIeHUs

oenkoB cemeiictB AUX/LAX u PIN.
B monenu, npemioxenHorn Mypapo u coaropamu (Muraro et al., 2016),

Takke, Kak U B npenpiayme moxenu (Band et al.,, 2014), Obu1 mcnonb30BaH
pEANMCTUYHBIA  KJIETOYHBbIM aHcamOnb. OJOHAKO pacupenesieHue ayKCuHa
MOJICJIMPOBAJIOCH HE CTOJIb JICTATILHO, B MOCIIH OOJIbIIIee BHUMAHNE OBLIO YICIICHO
OTMCAHWIO B3aMMOJICHCTBHS ayKCUHA C APYTUMH (PUTOrOpMOHAMU (LIUTOKHHIHOM
U THOOEpEIUIMHOM), a Takxke psfaoM peryisatopHbix renoB (SHY2, ARR1, ARR12,

AHK, RGA). Cxema maTeMaTHuecKoil MoJiesIu MpeicTapieHa Ha Puc. 9.

Puc. 9. Cxema matematndeckoit mogenu (Muraro et al., 2016). A. PeryasaTopHslif KOHTYp,
ONUCAHHBI B MOJENH, BKIIOYAET ayKCHH, LIUTOKMHUH, I'MOOEpeNyIMH U KIIH0YeBble yYaCTHUKU
nepefayn CHUrHajla 3TUX (UTOTOPMOHOB. 3€JEHBIE CTPENKM YKa3blBalOT HA AaKTHBHU3AIHIO,
KpacHbI€ CTPEJIKU Ha MOJaBJIEHHE, PEAKINH CBsI3aHHBIE ¢ (POCHOPUIMPOBAHUEM U 00pa30BaHUEM
kommiekca Ck:AHK npencrasiens! uepHbiMu cTpenkamu. b. MHoroypoBHeBass Mojienb TKaHU
KopHel. Pa3nuuHble 1BeTa B KOPHEBBIX KJIETKax MHpPEJCTABISIOT pa3Hble TKaHW; TKaHM KY
OKpaIlIeHbl KPACHBIM M OPaH)XEBBIM IIBETAMH, COCY/NCTasi TKAHb — 3€JIEHBIM I[BETOM, BHEIIHHE

TKaHHU KOPHA — CUHHUM LIBETOM.

CTOUT OTMETHTh, YTO BCE OMHUCAHHBIC MOJIEIU, YUYHUTHIBAIOIINE PEaTbHYIO
aHATOMHYECKYIO CTPYKTYpYy KOpHs, JuOo He paccmarpuBatroT PIN Oenku kak

CaMOCTOSITEJIbHBIE TIEPEMEHHBIE MOJENH, ONEPUPYS MOHATHEM ‘“‘TIPOHULAEMOCTD
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WK “TOTOK ayKCHHA”, TMOO HE YUYUTHIBAIOT CIOKHYIO CETh PETYJSLUN ayKCUHOM

skcnpeccuu PIN G6enkos.

1.9.4. MaTremaTn4yecKkne MOJIECJIH paclpeacjaceHust ayKCuHa ¢ poCcToM U
HCJICHHEM KJIICTOK

BaxHoil 3amgadeil OWOJIOTMM pPa3BUTUSA PACTECHUU SBISICTCS HM3Yy4YEHUE
MIPOIIECCOB pOCTa M ACICHHS KICTOK. JIJIT M3y4eHHS STHUX MPOIECCOB YCIICITHO
MPUMEHSIOTCSI METOJIbI MaTEMaTUYECKOT0 MOJICIUpOBaHus. 3a nocineanue 15 mer
ObuT0 pa3paboTaHo Oojee necsATka MOAENEH C POCTOM M JIEJICHHEM KIETOK,
OIKCHIBAIOIIHE pa3HbIC aCIICKThI pa3BuTHs pactenuit (Prusinkiewicz, Runions 2012;
Goh et al., 2014; Mosca et al., 2018). Huxe paccMOTpUM MOJIEIIH, OMUCHIBAIOIIHE
POCT U JIEICHHE KICTOK B KOPHE PACTEHUSI.

B mnepBoii mogoOHO# Moxaenu wucnoib3oBaics (opmamuzm «Cellular Potts
Model» (CPM) (Grieneisen et al.,, 2007). JdaHHblii MOIXO0J MOXHO OIIHMCATh
CIIEIYIONTUM 00pa3oM: KaKaas KJIeTKa KJICTOYHOTO aHCamOJd, KaK W KICTOYHBIS
CTCHKH, MPEJICTABJICHBI B BHJC JABYMEPHOH CETKH sueek, ¢ muaekcamu (i, |) s
Kaxaon suerku. Kaxnol KieTke 3aJaeTcsi HEKOTOPOE 3HAYEHHWE HWHICKCA O,
OJIMHAKOBOE I KXKJIOW sSYEHKH, U3 KOTOPHIX COCTOUT KieTKa. BHemmHsst cpena
CUMTAETCS HETIPEPHIBHOM CTPYKTYpOH co 3HaueHueM unHaekca o =0. Takum oOpazom
3HaueHue o u3MmeHsercs B mpeaenax oT 0 10 Neenst1 11 TOTO, 9TOOBI YUYUTHIBATH
BHEIITHIOIO CPENy, KIETKU U KJIETOUHbIE CTCHKHU.

VYmpasnenue auHaAMUKOW (OpPMBI M pa3smepa KJICTKH MPOW3BOAUTCS dYepes
MUHHAMM3AIMIO CBOOOJHOW DSHEPrUM KOH(PUTYpalluu KJIETKH, OINHCAHHOU
raMUIbTOHUAHOM:

N

IV cells

H = Z jﬁz‘jaﬁt’f;j; -+ Z )\(.Ag - A-tm‘get(o—))
o=1

<nn>

2

(8)
I'ZIE IEPBBIA YWIEH OTBEYACT 32 JIOKAJIBHBIE B3AUMOJCUCTBUSIMUA MEXIY COCEIHUMHU
KJIETKaMH, J — KOHCTaHTa 3HEPTUH, 3aBUCALIAS OT 3HAYEHUH 0ij, €CIIU 0ij=0j’j’, TO
AYEUKU MPUHALIEKAT OJHOW KIIETKE, IIPU OTOM COCTOSIHUE, KOTIa OijZoij,

OonIpCACIIACT I'PaHUIBI KIICTOK. BTOpOfI YJICH BBIPAXKCHUA YUUTBIBACT CTCPUICCKUC
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XapaKTEPUCTUKN KIETKH, TMPU ITOM 3aTPaThl DHEPTUU KIETKA 3aBUCAT OT
OTKJIOHEHHMSI TUIOIIAAN €€ MOBEPXHOCTU Atarget OT HEKOTOPOTO CPEIHEr0 3HAUYCHUS
A,. 3HaueHHE Atarget UBMEHSETCS B IIPOLIECCE pacueTa MOJAEIU B 3aBUCHMOCTH OT
KOHIICHTpAIlMU ayKCHHa B KJIETKE. Takke CYIECTBYIOT OTpaHUYCHHS HA pa3Mep
KJIETKU B MOJEIH: Amin <Atarget <Amax-

N3meHeHune KOH(i)I/II‘ypaHI/II/I KJICTKH OIIMCAHO 4YCPEC3 BCPOATHOCTD BOJII)HMaHal

=1 fAH < -Y
plos; — ouy) s
=e¢ wr HAH>-Y (9)

J1j1s pocTa KJIETOK MOJIETH OTIMCAHO JBA COCTOSIHUSI KJICTKU: MEAJIEHHOTO pOCTa
C MMOCTOSTHHOM CKOPOCThIO T1 U OBICTPOro ayKCHH-3aBUCHMOT0 pocta 72(a):

T2(a) = max(er- In——,0)

Qin (10)

I'JI€ 8min — TOPOTOBOE 3HAUYCHHUE KOHIICHTPAIIMU ayKCHHA.

[Tocne Bpemenn T1 + T2(a) kieTka MOXKET MOACTUTHCS CHOBA. Iloirydaercs,
YTO MPU HU3KUX KOHIIEHTPAIUAX ayKCUHA KJIETKA PACTET, a MPU BHICOKUX JIETUTCS.

Ha ocHOBaHMM OJHOMEpHOW MOJENM pPACHOPEACIICHUS ayKCHHA B
mudepeHInanbHbIX  YPaBHEHUAX 10 MEXAHU3MYy «OTPaKCHHOW  BOJHBIY,
orucaHHou B pazzaene 1.9.2, 6pia pazpaboTana MOJIENb paclpeeieHus] ayKCUHA C
pOCTOM W  JeJCHWEM  KJICTOK, YYWTHIBAIOMIAs TakKe  paclpeiciiCHue
runotetudeckoro ¢axropa aenexus (Mironova et al., 2010).

Jlst omucaHus pocTa U JACICHHsI KIIETOK B MOJICTTH ObUTA BBENICHBI 1BE (ha3bl:
«(aza pocta» u «haza oxunanus nepesn aeneHuem». Mi3MeHenne pa3mMepoB KIETKU
B IIPOIIECCE POCTa ObUIN 3a/1aHbI CICTYIONTUM YPAaBHECHUEM:

r =19 + KjrowtnT = const, (11)

rae o — pa3Mep KJIETKM Ha MOMEHT BCTYIUICHHS B ¢azy pocta, I' — pasmep
KJIETKH TOCIIe MPOX0oxKAeHUs da3bl pocTa, Kgrowth — KOHCTAHTa CKOPOCTH POCTa, T —
JUTUTEIBLHOCTD (Da3bl pocTa.

JlmutenbHOCTH (ha3bl pocTa OblIa onrcaHa PyHKITUEH:
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1

1+e (_102 (T_Tmin)) ’

fer(r) = (12)

rze I — pasmep KIETKH MOCie MPOXOxKACHUS (a3bl poCcTa, Fmin — MUHUMAJIbHBIHI
pa3Mep KIJIETKH, IPU KOTOPOM OHa CITIOCOOHA K JIEJIEHUIO.

B MoMeHT okoH4YaHus (a3bl pocTa KJIETKa TYT ke BCTyHaeT B a3y OXKUIAAHUS
neneHus. JMTenbHOCTh (a3bl OKUAAHMS JI€JIEHMSI 3aBUCUT OT KOHIIEHTpalUu

TUTIOTETHYECKOTO (PaKTopa JICICHHUS:

< DivF )hdim
. _ \kgipa
f}P (DlvF) - <Di1JF >hdiv,2’
1+
kdiv,2

(13)

ABtopam oboux monenei (Grieneisen et al., 2007; Mironova et al., 2010),
HECMOTPS Ha pa3jIMyHbIe CIIOCOOBI OMKUCAHUS MIPOLIECCOB POCTA U ACIICHUSA KICTOK,

YAaJI0Ch BOCIIPOU3BCCTU XAPAKTCPHOC IMMOBCACHHEC KJIICTOK B paCTyIIEM KOPHEC.

1.9.5. MaTteMaTuuecKue MOJI€eJIH, ONHMCBIBAIOLIHE MPOLECCHI,
NMPOUCXOSIINEe B KOPHEBOM YeXJIUKe

OTAENbHO CTOUT BBIJAEIUTH MAaT€MaTUYECKHE MOJENH, pa3paOOTaHHbIE IS
MCCIIEIOBAHUS ITPOLECCOB, MPOUCXOAAINX B Komymesuie 1 bKY.

UccnenoBanre ¢eHoMeHa TMOAJepkKaHUS TIMOCTOSIHHOTO YHCla KIIETOK
KOJIyMEJUIBl B MPOILECCE TMOCIEAOBATEIbHO mpoucxoasmux aeneanid UK wu
ciymuBanua nocnenneid JIKK Obuto mpoBeneno rpymmoit ydensix u3 IlBenuum
(Dubreuil et al., 2018). B pamkax maHHOro HcclieoBaHUS OblLia pa3paboTaHa
OJIHOMEpHAas MaTeMaTu4ecKas MOJIETb pacnpeaeneHus HEKOTOPOTO
TUIMOTETUYECKOTO (haKTOpa HUIIKU CTBOJIOBBIX KIIETOK, PACTIPOCTPAHSIONIETOCS U3
[II1. B pe3ynpraTe aHanmm3a MaTeMaTHYECKOM MOJIETH UMH OBLIO IOKa3aHO, YTO
HAJIMYKS JIBYX MOPOTOBBIX 3HAYCHUN B MOJIEJIM JOCTATOYHO JIJIs1 BOCIIPOWU3BEICHUSA
MOCJIEIOBATEILHOW CMEHBI MPOLIECCOB LMKJIA, IMPOUCXOIAIIETO B KOJIyMeEIUIe:
nenenune UK, poct UK n IKUK, otnenenune nocnennen JIKK, pactsxenne JJIKNUK
(Puc. 10).

[Ipu stom nenenme UK mnpoucxoaut npu MakCUMAIIBHOM KOHILIEHTPALMHU

TUIOTETUYECKOro (PakTopa, B TO BpeMs Kak ciaymmBaHue nocienneit KK — npu
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MUHUMAJIGHON KOHIICHTpaluu. B pe3ynbrare aHamm3a 3KCIEePUMEHTATbHBIX
JAHHBIX HA POJb TOTCHIMAIBHOTO (DAKTOpa HUIIM CTBOJIOBBIX KIIETOK OBLI
npeyIokeH (UTOTOPMOH ayKCWH, TOCKONbKY peneHus MK mpowmcxomar mpu
MakcuMyMe (IIYOPECICHTHOTO CHTHajla pernopTepa ayKCWHA, KOHCTPYKITMH
DR5::GFP, B xomymemie, B To BpeMs Kkak caymmuBaHue mnocieaHedn JIKK

CONPOBOXKIaeTCs HaMM4YreM MuHuMymMa curtaina DRS::GFP B komymere.

- b —-NoporT2
=
=
3
O,
- 7 MoporT1
a,m/wa KOAymennsl AENEHNE

‘, [auxin] ,
~

PacTAKeEHHE
OdnnHa HOJ"I\/I\-IE‘ﬂIIbI

pocT

,[aumn]'

ANWHa KONyMennbl

ANVMHa KonymMmennbl

Puc. 10. Cxema MaremMaTW4ecKOH MOJAETH TMOAJACPXKAHUS Pa3MEPOB KOIYMEJUIBI,
OTpaXkarolasl Mocae0BaTENbHYI0 CMeHY cieayromux 3tanoB: genenue UK, poct UK u JKHUK,
ornenenue nocnenHei KK, pactspkenue (Obictpeiit poct KWK u JIKK). Ilognepkanue
roMeocTa3a KOJyMeJIbl 00ecreunuBaeTcs pa3InYHbIM MOBEJIEHUEM KIIETKH B 3aBUCUMOCTH OT
KOHIIEHTpAllUu B HEW ayKCUHA: IpU KOHIEHTPAllMU ayKCHHa B KJeTke Hike mopora T1 kieTka
otnensiercs, npu KoHueHtpauuu Huxke T1 u Boime T2 — pactet, npu KoHIEHTpauu Boie T2 -

nenutcs (amantuposano u3 Dubreuil et al., 2018).

C npyro#t croponbl, CroaHb C COaBTOpaMHM TOKa3ail HEOOXOAUMOCTh
3anmporpaMMHUpPOBaHHON THOenu KkpaitHux kinetok BKY nns  popmupoBanus
0okoBbIX KopHe# (Xuan et al., 2016). MoxenupoBanue pacnpeneieHus ayKCuHa B
MOJENIM C TPUMEHEHUEM PEATMCTUYHOTO KJIETOYHOro aHcamOJisd IOKa3ajio
dbopMHupoBaHHEe MaKCUMyMa ayKCMHAa B OTMHUpAIOMUX KIeTkax. B ciyuae

HapyIIEHUH aKTUBHOTO TPAaHCIOPTa ayKCUHA (POPMUPOBAHUU MAaKCUMyMa ayKCHHA
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B OTMHPAIOIIMX KJIETKAX B MOJIEJIM HE MPOUCXOAMIIO0. B 3KCiepruMeHnTe B MyTaHTHBIX
JUHUSX ¢ MOTeped (yHKIIMU COOTBETCTBYIOIIMUX OENKOB TPAHCIOPTEPOB ayKCHHA
HaOMoAaIMCh HapylieHus: B GOpMHUpOBaHUM OOKOBBIX KOpHeH B manHoW Mopenu
JUIS ydeTa akTUBHOTO TPAHCIIOPTa ayKCHMHA pachpe/esieHne OeIKOB MEPEHOCUUKOB
ayKCMHA  337aBajoCchb HA  OCHOBAaHMU  DKCHEPUMEHTAIBHO  MOJYyYEHHBIX

pacnpeneneHHﬁ, 1 OBLIIO Saq)HKCI/IpOBaHO B MOACJIN Ha BCCM IIPOTAKCHHUHN paCuCTOB.

1.10. AHaauTH4YecKoe 3aKJII0YeHHe 0 0030py JIUTEePATyPbl

KopHeBoli ueXJIWK WrpacT BaXHYIO pOJIb B Pa3BUTHH KOPHS pacTEHUS,
obecrieurBasi HE TOJIBKO MEXaHWYECKYIO 3alUTy HUIIH CTBOJIOBBIX KJIETOK, HO H
HENBIN Pl APYTUX BAKHBIX (QYHKIMA BO3JACHCTBHUS HEOIArOMPHUATHBIX (AaKTOPOB
okpyxaromeit cpensl (MBanos, 1987). Kpome Toro, KOpHEBOW YEXJIMK BBITIOJIHSACT
TaKKe PAI APYTHX BAXKHBIX (QYHKIIMH, B TOM YUCIIC PETYJIUPYET HAIIpaBJICHUE POCTa
KOpHSI TIpM OTBETE Ha TPaBUTAIMIO, MEXaHWUYECKUE MpErpajpl U T.I., IPAHAMACT
y4acTHE B PETYJSAIUN 3aKIaJKd OOKOBBIX KOPHEH, BBHITIOIHAET CEKPETOPHYIO
byHKIIHIO, 00JIeryas MPoABMKEHUE KOPHS CKBO3b 1ouBy (MBanoB, 1987; Mensenen
2004; Driouich et al., 2013; Fendrych et al., 2014; Xuan et al., 2016).

[MognepkaHue HUII CTBOJOBBIX KJIETOK W JApPyrue MOPQHOTreHETUYCCKHE
COOBITHSI OOYCJIOBJICHBI BO3JICUCTBHEM (DUTOrOPMOHA ayKCWHA Ojarojapsi €ro
HEPaBHOMEPHOMY pACIpE/ICICHUI0 B TKAHAX PACTCHHUS W B3aUMOJICHCTBHIO C
npyrumu ¢putoropmonamu (Liao, 2015; Vieten 2005). I'pagueHTtsl pactpeaeacHus
ayKCHHA B TKaHAX (OPMHUPYIOTCS TIIABHBIM 00pa3oM 3a CUeT aKTUBHOTO IOJISIPHOTO
TpaHCIIOpTa aykcuHa OenkamMu TpaHcroprepamu cemerictBa PIN (Swarup et al.,
2001; Zazimalova et al., 2010). B To ke BpeMms, CYIIIECTBYIOT JaHHbBIC O BIUSHHU
aykcuHa Ha sKcnpeccrio OenkoB cemeiictBa PIN Ha pasubix ypoBasx (Vieten et al.,
2005; Omelyanchuk et al., 2016).

HecoBepIeHCTBO IKCIIEPUMEHTAIIBHBIX METOJIOB U3MEPESHHUS PaCIpeICICHHIS
ayKCHHA Ha KJICTOYHOM YPOBHE, a TAK)KE HAJTMUUE CIIOKHOW CETH OOpaTHBIX CBS3CH
MEXy CUTHAIBHBIM ITyTEM ayKCHHA, dKCIpPECcCHel ero OSIKOB TPaHCIIOPTEPOB H

IpYyruMu  (UTOTOPMOHAMU TPeOyeT TNPUMEHEHHUS] METOJOB MAaTEeMaTUYECKOTO

49



MOJICIIUPOBAHUS JIJISI UCCIEAOBAHUS POJIA M MEXAaHU3MOB BO3/ICHCTBUS ayKCHHA Ha
pasznuYHbIe MOP(POTEHETUIECKUE TTPOIIECCHI.

HecMoTpst Ha TO, YTO Ha JaHHBIH MOMEHT pa3paboTaHO MHOXKECTBO
MaTEMaTUYECKUX MOJEJICH, ONUCHIBAIOIMNUX (OpMUpPOBAHUE pacHpeeTecHUsI
aykcuHa ¢ ydetoM PIN-3aBHCHMOro akTHBHOrO TpaHCIOpTa B KopHe Arabidopsis
thaliana (Band et al., 2014; Cruz-Ramirez et al., 2012; Grieneisen et al., 2012;
Grieneisen et al., 2007; Mahonen et al., 2014; Moore et al., 2015; Tian et al., 2014,
van den Berg et al., 2016; Xuan et al., 2016), Bce 3Tu Mojaeau TPeOYIOT
MpeABapUTENbHOrO 3a1anus pacupeaencHus: PIN 0enkoB, B CBS3U C UeM, UX TPYAHO
NPUMEHUTh K MOJCITUPOBAHUIO MOP(OTCHETHIECKUX COOBITHH, HAIMPSIMYIO
CBSI3aHHBIX C U3MEHEHUEM JIMHAMUKU dKcrnpeccun O6enkoB cemeiictBa PIN (Goh et
al.,, 2014). IloaToMy BBITOJHBIM OTJIMYHUEM CEPUHM MAaTEMaTHYCCKHX MOJICIICH
pacmpenencHus aykcuHa, paspadorandbix B UlulT CO PAH (JIuxomBai u ap.,
2007; AxOepaun u ap., 2009; JluxomBait u ap., 2009; Mironova et al., 2010;
Mironova et al.,, 2012), sBaseTcss BO3MOXKHOCTH CaMOOPTaHW3AIMK IMAaTTEPHOB
pacrmpesiefieHdss ayKCHMHa COBMECTHO ¢ martepHamu skcmpeccun PIN Genkos,
BCJICZICTBHE YY€Ta CYIIECTBYIOIMINX OOPATHBIX CBSA3EH MEXKIY DKCIIPECCUEH OEIKOB
PIN 1 curHajgbHBIM ITyTEM ayKCHHA.

Takke CTOUT OTMETHTh, YTO BIMSIHUE aHATOMUYECKOTO CTPOEHHUS KOPHEBOTO
YeXJIMKa ¥ HAPYIICHUH B €T0 CTPYKTYpPE Ha pacrpeaesiecHne puToropMoHa ayKCHHa
anuKanbHOW MepucTeme kopHs A. thaliana um mojmep)kaHue HUIIA CTBOJOBBIX
KJIETOK paHee MPAKTHYECKH HE HCCIICAOBAIOCh B MATEMAaTHYECKUX MOJEIAX, 3a
UCKJIIOYCHHEM JBYX paboT, onrcaHHbIX Bhimre (Xuan et al., 2016, Dubreuil et al.,
2018).

[enpto nmaHHOW paboThl ObUIO pa3paboTaTh CEPUID  KOMIIBIOTEPHBIX
MaTeMaTUYECKUX MOJCJICH, OMUCHIBAIOIIMX CaMOOPTaHHW3allMI0 TATTEPHOB
pacnpeneneHus aykcuHa 1 ero 0eiakoB TpancnoptepoB cemerictsa PIN. C momorisio
BHOBb pa3pa00TaHHBIX MAaTeMAaTHYECKHX MOJENIeH MpEeIonarajloch yY4YUTHIBATh
aHATOMHYECKHE OCOOCHHOCTH CTPOCHHS KOPHEBOTO UEXJIMKA W Pa3IMYHBIC

aAaHOMAJIMK B €ro CTpOCHHH, BO3HUKAIOIIME BCJIICACTBUC BOB)IGI\/’ICTBI/IH XoJioga Hu
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HapymieHuil B s3kcnpeccun reHa WOXS, KOTOpbIii HapaBHE C ayKCHHOM SIBJISE€TCS
BAXKHBIM DPETYJISITOPOM MOAJAEP>KAHHUSI HUILIHM CTBOJIOBBIX KIIETOK B ANMKAJIBHON

MCPUCTCMC KOPHA.
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2.  MoaeaupoBanue BO3eiicTBHSI NMOHMKEHHBLIX TeMIIEpaTyp Ha
MOpP(}O0JIOrHI0 KOJYMeJLIbl M pacnpeaeieHHe ayKCHHA B KOpHe
Arabidopsis thaliana ¢ wucoojb3oBaHMeM  NPSIMOYIOJbLHOIO
KJIETOYHOT0 aHCcaMOJIst

2.1. DJxkcnepuMeHTAJIbHbIE JaHHbIE, HCNI0Jb30BaHHbIE B padoTe

2.1.1. JlanHble 00 W3MEHEHMH OIKCIPECCUM PenopTepoB B JIMHHUIX
PIN::GUS, PIN::PIN-GFP, DR5::GFP noa neiictBueM xoJ101a

MopnenvupoBaHue MPOBOAWIOCH HAa OCHOBAHWM JAHHBIX, MPEAOCTABIICHHBIX
rpynmon 3apyoexHsIx kosuier u3 HaunonansHoro YHusepcurera B CuHranype noj
pykoBoactBom mnpo¢d. Yen Kcy. Ham Obum mpenocTtaBieHbl CHUMKU C
KOH(POKATBHOTO MHKPOCKOTA KOHYMKOB KOpHEH 4-THEBHBIX MPOPOCTKOB
penioprepubix JmHUE A. thaliana DR5::GFP, PIN1::PIN1-GFP, PIN2::PIN2-GFP,
PIN3::PIN3-GFP, PIN4::PIN4-GFP, PIN7::PIN7-GFP, a taxxe cratuctudecku
oOpaboTtaHHbIe JaaHHBIE 00 OdKcmpeccuw pernopeTpoB B JymHUsAX A. thaliana
PIN1::GUS, PIN2::GUS, PIN3::GUS, PIN4::GUS, PIN7::GUS, DR5::GFP,
PIN1::PIN1-GFP, PIN2::PIN2-GFP, PIN3::PIN3-GFP, PIN4::PIN4-GFP,
PIN7::PIN7-GFP mipu xomHaTHO# TeMiiepatype u nocie 24 4 BozaeictBus 4°C umm
22°C (Puc. 11, Tabmuma 1). PacreHuss BbIpalMBaJUuCh Ha BEPTHKAIBHO
OpUEHTHPOBAHHBIX Yamkax [leTpu Ha TBepmoil arapusupoBanHoii 2MS cpene npu
CTaHJIAPTHBIX YCIOBHSX OCBEUICHUS U BIAXKHOCTH. J{J1s1 OLIEHKH YPOBHS 3KCIPECCUU
penoprepoB B smHUsIX PIN::GUS u PIN::PIN-GFP usmepsiace MHTEHCHBHOCTH
okpamuBanus X-GlUC WM MHTEHCHBHOCTH (JIFOOPECICHIIMM B 3€JICHOM KaHale,
cootrBeTcTBeHHO. [Ipn Bo3meiicTBum 4°C (manee Mo TEKCTYy: BO3JACHCTBHE X0J10/a)
skcmpeccus pernoprepoB GFP m GUS B muamsax PIN1::GUS, PIN3::GUS,
PIN4::GUS, PIN7::GUS, DR5::GFP, PIN1::PIN1-GFP, PIN3::PIN3-GFP,
PIN4::PIN4-GFP, PIN7::PIN7-GFP ywmensmanacp, B TO BpeMs Kak Jyis
penoptepubix jgunHuid PIN2::GUS, PINZ2::PIN2-GFP nabmiomanock yBenuueHue

WHTEHCHUBHOCTH OKPAIIMBAHUS WIH (PIIyOPECIICHIINH.
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Crour OTMCTHUTL, 4YTO H3MCHCHHA HHTCHCHBHOCTH @HyOPGCHCHHI/II/I

penoptepoB B nuHUAX PIN::PIN-GFP cOOTBETCTBYIOT M3MEHEHHIO COACPIKAHUS
oenkoB cemeiictBa PIN B kieTke, B TO BpeMs Kak M3MEHEHUS WHTEHCUBHOCTHU
okpamuBanus B JHHUAX PIN::GUS oTpakaroT u3MeHEeHHs cofep)KaHUs B KIIETKE
matpuuHoii PHK renoB cemeiictBa PIN, Tak kak He BU3yalU3UPYIOTCA MPOLIECCHI

MMPOUCXOIAINNC HA ITIOCTTPAHCKPHUIIINUOHHOM YPOBHC.

Tab6auna 1. DkcriepuMeHTalIbHBIC JaHHbIE 00 aKTUBHOCTU pernopTepoB B ymHusIX A. thaliana
PIN1::GUS, PIN2::GUS, PIN3::GUS, PIN4::GUS, PIN7::GUS, PIN1::PIN1-GFP, PIN2::PIN2-
GFP, PIN3::PIN3-GFP, PIN4::PIN4-GFP, PIN7::PIN7-GFP, DR5::GFP nocie 24 gacoB mpu

4°C umu ipu 22°C. B nunmsx ¢ penoprepom GUS onennBanach HHTEHCUBHOCTh OKPALTUBAHUS X-

Gluc, B munusx ¢ penoprepoB GFP — MHTEHCUBHOCTD (IyOpECIICHIIMH B 3€JICHOM KaHaJIe.

Hazpanwne OTHOCHUTENBHBIN YPOBEHb cUrHana™*, %
PEIIOpTEPHOU Mepucrema Mepucrema 30Ha pacTsHKEeHUs 30Ha pacTsHKeHUs
JTMHUA 22°C 4°C 22°C 4°C
PIN1::GUS 100+1,44** 46,49+3,42 25,90+0,94 19,08+0,79
PIN2::GUS 100£21,45 189,96+19,29 116,74+11,08 152,31+12,20
PIN3::GUS 100+7,39 82,3342,58 86,59+2,74 78,2843,40
PIN4::GUS 100+7,13 81,23+£5,14 59,4743,48 46,30+2,35
PIN7::GUS 100+5,21 76,75+9,44 84,52+4.23 62,0545,38
PIN1::PIN1-GFP 100+9,48 75,4245,72 27,80+3,07 18,56+2,48
PIN2::PIN2-GFP 100£6,25 125,41+9,38 50,64+2,57 49,67+4,83
PIN3::PIN3-GFP 100+4,33 65,24+12,04 108,69+9,92 56,934+4,22
PIN4::PIN4-GFP 100+7,24 29,04+5,28 23,48+3,32 6,89+1,31
PIN7::PIN7-GFP 100+11,36 56,0945,28 87,22+15,36 58,30+5,19
DR5::GFP 100+7,56 73,6448,12 - -

*3a 100% npuHAT cpeqHHI ypOBEHb MHTEHCHUBHOCTH OKpALIMBAHUs/()IyOpEeClEHIIUN B

MepucteMe KopHs rpu 22°C

**[TorpenrHOCTh NpeJICTaBIeHa CTAaHJAPTHBIM OTKIIOHEHHEM
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PIN7-GFP

Puc. 11. DxcniepuMeHTaIbHbIe TaHHBIE 00 akTuBHOCTH peroptepoB B maustx PIN1::PIN1-GFP,
PIN2::PIN2-GFP, PIN3::PIN3-GFP, PIN4::PIN4-GFP, PIN7::PIN7-GFP, DR5::GFP B nopme (22°C)
(A, B, I, K, !, JI) u mocie gaurensHoro (24 uaca) Bozneiictaus xonomna (4°C) (b, I, E, 3, K, M). Beprit

TPEyroibHUK MoKa3biBaeT nojoxenue [1L, romy6oit peyronapank — morudmme JKUK.

2.1.2. AHaToMH4YeCKHe H3MEHEHHSI B KOHYHKE KOPHA MOoX AeHcTBHEM
X0J1010BOI'0 CTpECCca

B skcnepumenTax mo BO3aeMCTBUIO X00A0Boro crpecca (4°C, 12 — 72 yaca),
npoBefeHHbIX B HarmonansHoM YHuBepcutere B CHHramype mnoj pykoBOACTBOM
npod. Yen Kcy, Habmomamuch HHIYIIMPOBAHHBIE XOJIOJAOM JABYIIETIOYEYHBIC
paspeiBel JIHK (moarBepxaenbr merogoM TUNEL) Bo Bceit HMIE CTBOJIOBBIX
kietok. Hecmorpss Ha TO, uto moBpexaeHuss JIHK nabGmomanuce Bo Bcex
WHULMAJISIX, TPEUMYIIECTBEHHO TOJBKO BHOBb OOpa30BaHHbBIC JIOYEPHUE KIIETKU
unuimaned koaymesusl (JIKWK) morubanu (Puc. 12B). 'nbenb KiIeTok onpeaessm
no okpacke npornuauii mogumom (Pl, propidium iodide). Yke mocie 16 yacos
BO3JICUCTBUS X0J0/1a HaOmonanock okoyno 20% KopHeH ¢ WHIYHUPOBAHHOMU
xonoaoM cenektuBHoU rubensio JIKUK, a mocne 24 vacoB npu Temmneparype 4°C

KOJIMYECTBO TakuX KopHe# npessimaino 60% (Puc. 12B).
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Puc. 12. Anaromuyeckre n3MeHeHust B koHunke kopHs A. thaliana muxoro tumna (Col-0)
npu Bo3AeHcTBUM X0j0/a. A. CTpyKTypa HHUIIM CTBOJIOBBIX KIJIETOK KOpHSI B HOpme. bemnoit
crpenkoit o6o3naueH I11]. b. CtpykTypa HUIIM CTBOJOBBIX KJIETOK KOPHS MOCJE BO3ACHCTBUS
xonona. benoii crpenkoit o6o3naueH I11, romy6oii crpenkoit o6o3navensl norudmme JJKHK. B.
Bpemennas 3aBUCUMOCTD U3MEHEHHUS KOJMYECTBA KOPHEHN ¢ MHIYIIMPOBAHHON XOJI0/I0M THOEIIBIO
JKUK.

YtoObl  pazoOpaTbcsi B  MEXaHHW3Max  BO3HUKHOBEHMSI  CEJIEKTUBHOMU
uHayupoBanHoi xonogom ruoenn JIKMK, a Takke BBISICHUTH KakoBa POJIb
ayKCHHA B 3TOM TPOIIECCE U CIIPOTHO3UPOBATH MOCIEACTBUS CEICKTUBHON ruOen

JIKWK Ob1110 penieHo ucroiab30BaTh METOAbl MATEMATUUECKOTO MOACTIUPOBAHUSI.

2.2. OnmucaHume MaTeMaTH4YeCKOH MOJeJM KOPHS C TMPAMOYIoJbHBIM
KJIETOYHBLIM aHCAMOJIeM

Panee B Hameil rpynme Obula pa3paboTaHa MaTeMaTHuecKash MOJIEIb,
YYHUTHIBAIONIAS JIBA MEXaHW3Ma (DOPMHUPOBAHHS MaKCHMyMa ayKCHMHA B KOHYHKE
kopHs (Mironova et al., 2012): 1) MexaHH3M «OTPa)KCHHOM BOJHBD 111 TEHEPAIUH,
MEepeMeNIeHs] WIM pacCeMBaHMs MaKCUMyMa ayKcuHa 0e3 HeoO0XO0JIMMOCTH
IpeBapUTEIILHOTO YKa3anus pacrnonoxenus PIN 6enkos (Mironova et al., 2010);
2) mexaHu3M «oOpatHoro (oHTaHa» [JIs CTaOWUIU3AIMKH CTeHEPUPOBAHHOTO
pacnpenenenus aykcuna (Grieneisen et al., 2007) (cm. pasaen 1.9.2). P3paboranHast
paHee MaTeMaThyecKasi MoJIeNu Obl1a UCIIONIb30BaHA JUIsl UCCieoBaHus 3((HEKTOB

BO3JICHCTBUS X0JI0/Ia Ha alTMKaJIbHYI0 MeprcTeMy kopHs A. thaliana.

2.2.1. Kiero4yHbIi aHCAMOJb MATEMATHYECKOI MO
Marematuyeckas Mojenb Oblla MOAU(DUIIMPOBAHA MIIAIIINM HAyYHBIM

cotpyaaukom UIul" CO PAH Ka3zannesbim ®@.B. q1s 6osiee moJTHOTO OMUCAHUS

55



BHEIIHUX TKaHed (cM. paszmen 2.2.1). A wMmeHHO ObUTM T0OABJICHBI CIIOM:
SHAOJEPMHUC W TIEPUIMKI, KOTOPHIE B PAaHHUX MOJCIAX HE PacCMaTpPUBAINCh
(Puc.13A). Hroro, mnpsSMOYTOJbHBIA KJICTOYHBIA aHCaMOb, C KOTOPBIM
poBoAMIIacCh padorta cocTouT u3 25 psgoB (i=1...25) u 10 crondmos (j=1...10)
KJIETOK, UMUTHUPYSI CTPYKTYPY KOHYMKA KOPHS Ha MEIUAJIbHOM IIPOJI0JIbHOM CpeE3e.
Cronlupl KJIETOYHOTO aHCaMOJIsI OMpeNIeNICHbl CIEIYIONUM 00pa3oM: SIUIEPMUC
(=1, 10), xoptekc (j=2, 9), snmonepmuc (J=3 ,8), nepuruki (j=4, 7) u cocyaucras
TKaHb (J=5, 6). Bce psiibl KICTOK B NPSIMOYTOJIBHOM KIETOYHOM aHcamOie He
OTJIMYAIOTCS APYT OT JIPYTa, 32 UCKIFOUEHUEM HIDKHETO (1=1), COOTBETCTBYIOIIETO
MOCJICIHCH KJIETKe KOPHEBOT'O YeXJIMKa, W BepxHero (i=25), COOTBETCTBYIOMIETO
MPOKCUMAJIBHOM TpaHUIIE alUKAIbHOW MEPHUCTEMbl KOPHS, TJE€ KIETKH
3aKaHIMBAIOT JETUTHCS U TEPEXOIST K YIITMHEHUIO.

KieTkn MoIenbHOTO KOpHS pas3iinyarorcs nmo Habopy cuHTesupyembix PIN
O€JIKOB U XapakTepy ux nosspusanuu. [lockonbky noMensl skcnpeccuu 6eiakon PIN
MIEPEKPBIBAIOTCS B AlMMKAIBHOW MEPHCTEME KOPHS, B MOJEIH OMMCAHBI TPU THIIA
COTJIACOBAHHBIX MOTOKOB aykcuHa (Puc.13A):

1) B sHponepMmuce, mepUIMKIE W COCYIUCTON TKaHW pPacCMaTPUBACTCS
0006mennbIi 6enok PIN1347, yeit maTTepH SKCpeccuu, COBIAIAET C TATTEPHAMHU
HKCIIPECCUU JIOKATU30BAHHBIX IO HAIMPABJICHUIO K KOHUMKY KOpHs OenkoB PINI,
PIN3, PIN4 u PIN7 B npokcumansHON Mepucteme. B menpmen crenenun PIN1347
TaK)Ke OmocpeayeT 00KOBOM MOTOK ayKCHUHA,

2) B smmumepmuce W KOpTeKce paccMaTpPHBAETCS IMATTEPH DKCIPECCUU
oenka PIN2, koTOpbIil onocpeyeT NOTOKHA ayKCHHA B KOPTEKCE MO HAMPABIIEHUIO K
KOHYUKY KOPHSI U B DMUJACPMUCE IO HAMPABICHUIO K MOOETy, a Takke OOKOBOM
MOTOK B 00OMX THIIaX KJIETOK;

3) Bo Bcex TKaHSAX KIIETOYHOTO aHCaMOJIsl SKCIIPECCUPYETCst 0000TIIeHHbIN
oemok  PIN347, nokanu3oBaHHBIM  HemoJisipHO.  Okcmpeccus  PIN347
cootBeTcTBOBaIa 3kcnpeccun PIN3, PIN4 u PIN7 B nuctanbHOM MepucTeMe.

KonruecTBo KIIETOK BJIOJIb BEPTUKAIBHOM OCH, 3Kcrpeccupytomux PIN1347,

PIN2 u PIN347 ne 6buio mpepomnpenesieHo 3apaHee. Pasmep u dopma JOMEHOB
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9KCIIPECCUN MOJCIbHBIX OeIKOB ONnpcACiIaACh PACIIPCACIICHUCM ayKCHMHAa B XOIC

pacyeToB MOJEIIH.
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Puc. 13. A. CtpykTypa KJI€TOUHOro aHCaMOJIsl MaTeMaTUYECKON MOJIENH JIJIsl UCCIIEI0BaHUS
BO3/IEICTBUS X0j0/a. L[BETHbIE TOHKHE CTPEJIKM OTOOpakaloT HANpaBieHHE IMOTOKOB ayKCHHA,
co3aaBaeMbIX paznuyHbiMu PIN Tpancnmoprepamu: kpacHble cTpenku cooTBeTcTBYIOT PIN1347,
cuane — PIN2, 3enensie — PIN347. IToTok aykcuHa M3 30HBI pacTspkeHUs B KJIETKH 25-0T0 psija
0003HaueH KpacHbIMM TOJICTBIMU CTpeJIKaMHU B BepxHeW uacTu pucyHka. b. JleranbHas cxema
IIOTOKOB AayKCWHA, YYHMTBIBAEMBIX B MOJIEIM, BKJIIOYAIOIIAs IACCUBHBIA TPAHCIOPT, MOTOK
ayKCHHa U3 30HbI pacTsDKeHHs U aKTUBHBIN TpaHCIOPT aykcuHa nocpenctsoM PIN Genkos. [Toroku
NOKa3aHbl TOJBKO JUIs JIEBOW MOJOBUHBI KJIeTOUHOro aHcaMOis. B. I'paduk KOHIIEHTpalnOHHO-
3aBucuMoi 3kcripeccur PIN OenkoB B MoJieln OTHOCUTEIBHO YPOBHS ayKCHHa B KieTke. J[ns

6enka PIN1347 npencraBieHHbIN rpaduk COOTBETCTBYET 1/3 ypoOBHS 3KCIPECCUHU.

2.2.2. JneMeHTapHbIe NPOLECCHI, ONMCAHHbIE B MO/eJIH

Kak u B mnpenpiaymeit mogenu (Mironova et al., 2012), yuuTbhIiBaIuch
CJIEIYIOLIME TPOLECChl: CUHTE3 ayKCUHA, JIErpaJalyio, MacCUBHBIA TPAaHCIOPT U
PIN-onocpenoBaHHbIli aKTUBHBIM TPaHCHIOPT ayKCHHA. XOTS KIETKA KOHYHMKA

KOpHA CIIOCOOHBI CHUHTC3UPOBATh ayKCHH, 0oJbIIas 4acTh AyYKCHHaA IOCTYIIacT U3
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noOera uepe3 30Hy YJIMHEHUS KOPHSI B KJICTKH COCYAMCTON TKaHU U nepunukia (I
=25;)=4...7).

Huddys3us aykcrHa B amoriacTe HE YUYMThIBAIach B MOJIEIH; BMECTO ATOTO
ayKCUH B MOJICJIA TEPEeMENIaCsl HEMOCPEACTBEHHO OT KJIETKH K €€ COCEAsM
MOCPEICTBOM MAaCCUBHOTO U aKTUBHOT'O TPAHCIIOPTA. BBIJIO MPUHSTO JOMYIIEHUE O
MTHOBEHHOM II€PEMENIMBAaHUHU ayKCMHA BHYTPU KJIETKH, TO €CTh KOHIICHTpAIUs
aykcuHa ObUTa OJMHAKOBOW BO BCeX dYacTsaxX KieTku. CoriacoBaHHOE ICHCTBUE
aKTUBHOI'O TpaHCIIOpTa aykcuHa mocpenctBoM PIN OGenkoB omwcaHo B MOJeIU
yepe3 PIN1347, PIN2 u PIN347 (Puc. 13b). [lonspuas nokanu3zaius PIN 6enkoB B
MOJIEI HE MEHSUIACh BO BPEMsI pacyeTa, OJJHAKO YPOBHH SKCIPECCUU U3MEHSIIUCH
o IecTBrUEeM x0J10/1a. UToOBI BOCTIPOU3BECTH JIOMEHBI AKcTipeccuu PIN 6enkoB B
Mozenr, Oblla OMHMCAaHa 3aBUCHUMOCTh 3Kcrnpeccun Kaxjaoro PIN B kieTke ¢
COOTBETCTBYIOIIECH KOHIIEHTPAIIMEN ayKCUHA. A UMEHHO, KJIETKH C HU3KUM YPOBHEM
aykcuHa skcrpeccupyror PIN2, MMeEroT, KJIE€TKH C BBICOKMM YPOBHEM ayKCHHA
skcrpeccupytor PIN347, a kierkm ¢ MpPOMEXYTOUYHBIM YPOBHEM AayKCHHA
skcrpeccupyroT PIN1347 (Puc. 13B). OcHoBa jji1 Takoro MPearonoKeHus Obliia
ycranoBjieHa panee (Vieten et al., 2005; Mironova et al., 2010; Omelyanchuk et al.,
2016).

2.2.3. YpaBHeHHs MATeMATHYECKOH Mo/IeH

Maremarnueckass MOJENb MPEICTaBISIET CUCTeMy audQepeHITnaTbHbIX
ypaBuenwuii (1) i koHIeHTpaimii kaxaoro Bemectsa [a]ij, [PIN1347]i;, [PIN2]i;,
[PIN347]i; (aykcun, PIN1347, PIN2 u PIN347) B kaxxmoil KieTke KIETOYHOTO
ancamOuist (380 mepemeHHbix). B cuiy 3epkanbHON CUMMETPUH KJIETOYHOTO

chaM6J'I$[, pacydeThl MPOU3BOAUIIUCH TOJIBKO JJISI ITOJIOBHHBI KJIICTOYHOI'O aHCaMOJIs.

d[PIN1347]; ; .
KT] = Fs,P1N1347([a]i,j) — Fapiniza7 X ([a]i,j)[P1N1347]i’j'] =345
d[PIN2]; '
! o = Fspma(laliy) = Fapmz(lali;) X [PIN2]y;,j = 1,2 (14)
d[PIN347]; |
TJ = Fspinzar([ali;) — Fapinzar X [PIN347]; ;
dlal; ;

" = ko(i,j) + Ksq — Kgalal;; + D x ZmeNi‘j([a]m —[al;;) + ZxepJx (@)
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rae ko (i,j) ommceiBaeT MOTOK ayKCHHA U3 30HBI pacTspkeHHs, K, — KOHCTaHTa
CKOPOCTH CHUHTE3a ayKcuHa B KieTke de novo;, K;, — KOHCTaHTa CKOpPOCTH
Jierpajaluy aykcuHa, D — KOHCTaHTa CKOPOCTH MAaCCUBHOIO Tpaucnoprta; N;; —
MHOXECTBO coceqHux kieTok aius kiaetku (i,)); J,(i,j) — MOTOKM aykcuHa,
perymupyemsle Tpancrioprepamu X, rae X = PIN1347, PIN2, PIN347; F; , — ckopocTs
aykcuH-3aBrcuMoro cunresa PIN Genkos; Fy; , — ckopocts aerpananuu PIN 6enkos.

AyxkcuH-3aBucuMblif cuaTe3 (2) PIN 6enkoB onucan B TepMuHax 00001IIEHHBIX

bynkui Xumia (cMm. pa3aen 1.8.2).

<[a] i, j>Sx
q1,x
S
[a] P X
1+<—"1
q2,x

Fix([alij) = Ksx , x = PIN1347,PIN2, PIN347, (15)

rae K, onuceIBaeT KOHCTaHTY CKOPOCTH cuHTe3a A 6enka X = PIN1347, PIN2,
PIN347; q, ,, — mopor akTMBallMM ayKCHUH-3aBUCUMOI'O CHHTE3a O€NIKa X; (5 , — IOpOTr
HACBIIIEHUS ayKCHMH-3aBUCUMOTO CHHTE3a Oenka X; S, — KodpduuueHnt Xwuia,
KOTOpPBIA OMNpPEAESACT CTENEHb HEIMHEMHOCTH BO3JCHUCTBUS KOHUEHTpPAUU
BHYTPUKJICTOYHOTO ayKCHHA [a];ij Ha CKOPOCTh CUHTe3a Oelka X.
Ayxkcun-3aBucuMast nerpananusg (3) PIN OenkoB onucana noJMmHOMUATBHBIMU

dbynkuusimu 175t PIN1347 v PIN2 u nuneitnoit pynkuueit ais PIN347.

h
lali;\ ™~
K 1+< ") ) x = PIN1347,PIN?2
Fd,x([a]i,j) = d'x< q3,x , (16)
Kax, x = PIN347

rae Ky, — KoHCTaHTa ckopoctu aerpaganuu Oenka X = PIN1347, PIN2, PIN347;
q3x — TIOPOI AaKTHUBAllMM ayKCUH-3aBUCUMOHM Jerpajanmu Oenka X; h,
KOA(p(UIUEHT, KOTOpPBIM  oOmpenenser HEeIMHEWHOCTh  ayKCHH-3aBHCHMOIO
WHTUOMpOBaHUA OeiKa X.

[Tonsipaocts PIN OenkoB Ha muTomiazmMarnueckoil MeMOpaHe KJIETOK Oblia
3amana ciaemyromuM obpazoMm: PIN1347 oOecrieunBaer OOKOBOWM TpaHCHOPT
ayKCMHA M TPAHCIOPT B HalpaBlieHWUW K KOH4YUKY KopHs; PINZ2 oOecneumBaer
OOKOBOIl TPAaHCTIOPT ayKCHHA M TPAHCTIOPT B HAIIPABJICHUHU K MTOOETyY B SMUIEPMUCE

¥ B HAIIPaBJICHUH K KOHYHMKY KOopHA B KopTekce; PIN347 pacripenenen paBHOMEPHO
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Ha Bcex ctopoHax kieTku (Puc. 13B). [ToTokn akTUBHOTO TpaHCIOpPTa ayKCHUHA C
nomoinkko 6enkoB PIN O6butn onmcansl ypaBaeHusimu (17-24).
CymMapHbIii akTUBHBIN TpaHcnopT aykcuHa OenkoMm PIN1347 w3 knetku c

HomepoM (1,)) (Jpin1347 (i, j)) cocTOUT 13 GOKOBOTO, HAIIPABIEHHOTO K IIEHTPAILHOM

ocu xopus (JEIN'3%7(i,})) u nampasnenHoro x kxomuuky kopus (JHIN1347(j f))

ITIOTOKOB.

Jpivizar (G )) = Jpen P47 (@, ) + TR BY (L), (17)

PIN1347
bas

KO,bas,P1N1347[P1N1347]i+1,j [a]i+1,j' i=1landj=34,5 ) (18)

Kopaspiniza7([PIN1347],44 j[aliys; — [PIN1347]; ;[al;;),1 < i < 25and j = 34,5
@,y =
_KO,bas,PIN1347[P1N1347]i,j [a]i‘j, l = 25 andj = 3,4’,5

_Ko,lat,P1N1347[PIN1347]i,j[a]i,jr j=3
L34, ) = { Ko tat piniza7 ([PIN1347]; s [al; j—1 — [PIN1347];;[al;;), j =4,  (19)
KO,lat,PIN1347[PIN134‘7]i,j—1[a]i,j—lr j=5

rae Ko pas,pin1347 — KOHCTAHTa aKTUBHOTO TPAHCIOPTA B HAIPABJICHUH K KOHUUKY
KOPHSL, Ko 1q¢ p1n1347 — KOHCTAHTa aKTHBHOT'O TPAHCIIOPTa B OOKOBOM HAaIpaBJICHUH,
npuieM Ko pas,pin13a7 + Koat pivizar = 1.

AxTuBHBIN TpaHcopT aykcuHa 6ekoM PIN2 (Jp;n2 (i, 7)) cocTouTt 3 60koBoM

(JFPIN2(i, 1)), anuxambHOro (JPIN2(i,j)), HAampaBJEHHOro K MOOEry, W 6a3aabHOIO

apic

PINZ({, })), HanpaBIeHHOTO K KOHYHKY KOPHS IIOTOKOB:
Jeinz (4 ) = J5as 2 @) + Japic G 1) + Jiag 201D, (20)

KO,apic,PINZ([PINZ]i—l,j[a]i—l,j - [PINZ]i,j[a]i,j)' 1<i<25andj=1 (21)

]P”-Vz(i,j)={ . . ,
apie —Ko,apic,pinz [PINZ]i,j[a]i,j: i=landj=1

Kopaspinz([PIN2];41,jlaliss; — [PIN2];;[al;;), 1 <i<25andj =2

]ll))églz(irj) = KO,bas,PINZ[PINZ]i+1,j[a]i+1,jf i=landj=2 ) (22)
—Ko,pas,pinz [PINZ]i,j [a]i,j: i=25andj =2

—Ko1atpin2[PIN2]; jlal;j, j=1
JEN23i, ) = { Kojae,pin2 ([PIN2]; j—1[al; j—1 — [PIN2];;[ali;), j = 2, (23)
Ko at,pin2[PIN2]; j_q[al;j—1, j =3

rie Ko gpicpinz - KOHCTaHTa aKTMBHOTO TPAaHCIOPTA B HANPABIEHHU K MOOETY,
Ko pas pinz — KOHCTaHTa aKTUBHOI'O TPAHCIIOPTA B HAIPABJIEHUU K KOHYHUKY KOPHH,
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Ko,1at p1n2 — KOHCTaHTa aKTUBHOT'O TPAHCIIOPTa B OOKOBOM HAIIPaBJIEHUH, IPHYEM

Ko apic,pinz + Ko,iat,pinz = Kopas,pinz T Kojiat,pinz = 1.
[Tockonpky 6enok PIN347 pacnonosken Ha MeMOpaHe KJIETKU HE TOJSPHO (T.€.
Ha BCEX CTOPOHAX KIJIETKH), TO YpaBHEHHE JUIsl aKTHBHOTO TPAHCIIOPTa ayKCHHA

oeaxoM PIN347 (Jp;n347 (i, J)) BRITISANT CIEAYIOMIMM 00pa3oM:
Jemsar (@) = Kopinssr (Emen,; (i [PIN3471m [0l ) = [PIN347);lali ). (24)

B momenu 25 psa KIETOK ONHMCAaH KaK «OTKPBITBHIN», TO €CTh ayKCHH W3
CHCTEMBI BRIBOJIUTCS 32 CYCT aKTUBHOTO U ITACCUBHOTO TpaHcmopTa. [IoTok aykcuHa
u3 30HbI pacTsokenus (k,(i,j)) B KIETKH NEpUIMKIA U cocyaucToi Tkanu (i=25,

J=4, 5) ObLI OIUCaH CIEeIYIONM 00pa3oM:

.~ fa, 1=25j=45
k“("f)‘{o, i #25,j # 4,5

PacueTsl MaTeMaTryeckoi Moenu mpoBoauianck B mporpamme MATLAB npu

(25)

NIOMOIIY (PYHKIIMU YMCIICHHOTO pemeHus quddepeHnanbHbIX ypaBHeHui 0del5s,
WCITOJIB3YIOIIETO METOJ KOHEYHBIX Pa3HOCTEN MEPEMEHHOTO MOPsI/IKa B COYETAaHUU

co cxemoit oopaTHoro auddepenupoanus (Meton ['upa).

2.2.4. MopaeanpoBaHue JeHCTBHS X0J10/1a HA pacnpeieieHe ayKCHHA

Jns pacuera KOHTPOJBHOIO BapuUaHTa B MOJEIU OBLIM HCHOJIb30BAHbI
napameTpsl U3 pabotel MupoHoBoit u coaBTopor (Mironova et al., 2012) (Tabmauma
2). B kauecTBe HayalnbHBIX JAHHBIX JJI1 pacdyera ObUIO B3STO PaBHOMEPHOE
pacnpezeneHue aykcuHa B kierounoM ancamoie ([a]ij=0,1, ans Beex |, j).

B cooTBeTcTBUM € SKCTIEpUMEHTAbHBIMU JaHHbIMU (Tabnuia 1), xonomoBoi
ctpecc BiusieT Ha 3kcrpeccuto PIN OenkoB B KOHYMKE KOpHS: MHPOUCXOJUT
uHAykus skcrnpeccun PIN2 1 uHruOMpoBaHUE 3KCIPECCHUU BCEX OCTaJbHBIX
oenkoB (PIN1, PIN3, PIN4 wu PIN7). Ilockonbky HW3MEHEHUS JKCIPECCUU
penoptepoB B auHUSIX PIN::PIN-GFP u PIN::GUS Obl1u coriiacoBaHHBIMU MEXTY
co00#, MBI TPEIMOJIOKIIA, YTO XOJOJOBOM CTpPECC NEUCTBYET Ha JKCIPECCHIO
oenkoB PIN mpeumyiiiecTBeHHO Ha TPAHCKPUIIITMOHHOM YpoBHE. COOTBETCTBEHHO,

B paMKax JaHHOW AUCCEPTALMOHHON pabOThl ObUTM MOAUPHUIIMPOBAHBI KOHCTAHTHI
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cunte3a PIN OenkoB sl MOJAEIMPOBAHMS BO3ACHCTBUS XOJOJAa C IOMOIIBIO

JIOTIONTHUTENBHBIX MHOKHTeNeH, k%% 5., kS0, kSol4,
! — cold
K'spin13a7 = Kspin13a7 X KpiNi347, (26)
K’ =K X kgIx (27)
s,PIN2 = Rspin2 X Kp[nz,
! — cold
K'spinza7 = Kspinza7 X Kpinza7- (28)

[Tockonpky, mM3MeHEeHHs B d3kcmpeccuu penoprepHbix juHuid PIN::GUS,
BbI3BaHHBIE BO3/ICHCTBHEM XOJIOa, OKA3aJdMCh 3HAYUMbl HE TOJIBKO B
MEpPUCTEMATUYECKOM 30HE, HO U B 30HE PACTKEHUSI, TaKkKe Obliia MOIu(UIIMpOBaHA
WHTEHCHUBHOCTH MTOTOKA ayKCHHA U3 30HbI PACTSIKCHHUS .

I cold
k'y =k, X k2. (29)
[apamerper k58 kgoid kgotd ObUIM OIIGHEHBI HA OCHOBAaHUU
pameTp PIN1347» pIN2, KPIN347, 1
AKCIIEPUMEHTAILHBIX JJAHHBIX IO AKcIpeccuu penoprepoB B auHUsAX PIN::GUS B
MEPUCTEMATHICCKON 30HE, KaK OTHOIICHHE WHTCHCHUBHOCTH OKPAITMBAHUS TIPU
06pad I kgotd
paboTKe X0J0/10M U B KOHTpoJje. [lapamerp k5°*“ oneHMBasiCs aHAJIOTMYHO HA

OCHOBAaHMH JaHHBIX 00 skcrmpeccuu penoprepoB B nuHusIX PIN::GUS B 30He

pactsbkenust kopHs (Tao6m. 1).

2.2.5. MoaeaupoBanue gejenuss UK u rudenn JKUK

Bo Bpewms kiierounoro mukiia oobem UK ynBanBaetcs, a 3aTeM ASIUTCS MEXTY
noyepHumu kietkamu. MoaenupoBanue aencaus MK (kmerka (4,5)) B Mozenu
(GUKCUpOBaHHBIM KoJMuecTBOM KieTok (Puc. 14A) Obuto mpoBeneHO dYepes
MOAM(PUKALMIO HAYAJbHBIX AAHHBIX MOJENH. Tak, HAa MEpBOM ATare HaAMH ObLIO
MOJIYYEHO CTALMOHAPHOE PELIEHUE MOJENH, B KOTOPOM MBI IIEPET HOBBIM 3aITyCKOM
Mozenu u3MeHunu pacmnpeaenenue aykcuHa u PIN GenkoB B msitom cronOue

CIICTYIOIINM 00pa3oMm:
[x]is = [x]is, =123
(€l =222, i=45 (30)
[f]i,S = [x:li_l's, l = 6, ,25

rze [X]; s — KOHIeHTpaIys BeIecTBa X ocie MoAuduKauH, [x]; s — KOHIEHTparys
B CTAI[MOHAPHOM pemieHuu 10 moaudukaiuu, X € {a, PIN1347, PIN2, PIN347}.
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Orta momudukanus Oblla 0003HaueHa Kak «coObiTue nenenus». llocre
«COOBITHS IEJCHUS PAcUET MOJAEIU BO30OHOBIISIICSA M MPOJOJDKANICA 0 TEX TOp,
MOKa HE JIOCTUTHET HOBOI'O CTallMOHApHOro pemieHus. [lanHas mpouenypa Obuia
npoBenena s koHTpos (Tabmuna 2) u Bo3aeiicTBusa xonona (Tabmumma 3) (cm.
pazaen 2.2.3.).

3arem mbl uzyuwiu Biusaue rudenu JIKWK Ha pacnpeneneHue aykcuHa B
koHunke KopHs. Cobbrtue rudenu KUK, obo3nauennoe Ha puc. 14b kak «rubens
KJIETOK», OBLJIO PeaIn30BaHO MyTeM M3MEHEHHS KJIIETOYHOTO aHCAMOJIsl U CUCTEMBbI
OOBIKHOBEHHBIX AuddepeHunansibix ypaBHeHuit (OAY). Mbl yganunu KIeTKH
(4,4) u (4,5 u3 KJIETOYHOrO aHcamoOJIs; U MOAU(DUIIMPOBATM YpaBHEHUS IS
COCEJIHUX KJIETOK, YJaJIUB BCE€ MOTOKHU MAaCCUBHOTO U aKTUBHOTO (¢ momotisio PIN
OeJIKOB) TpaHCHOpTa ayKCMHA Kak Bxojsume B kietku (4,4) u (4,5), Tak u
ucxoJsme U3 HuX. Pacuer MareMaTuyeckod MOJENM 3amycKajcs CO 3HAYCHUM
KOHIICHTparuii aykcuHa W OenkoB PIN B Kakmol KIIETKE, COOTBETCTBYIOIIHMX
pacmpeeNeHusIM, TIOTYYSHHBIM Ha 3Tarle IeJICHHS KJIETOK B yCIOBHUSIX BO3JCHCTBUS

X0JI0/1a, 10 IOCTHKECHHUST HOBOTO cTaroHapHoro peimrenus. (Puc. 14B).

A b
— — — — —
HH 1T - ___:m:___ Il l T\
FELLIEHVIe Coﬁlllllme PeweHne P 061b||lT M I6” [
F_‘LJ.IEHIAe nbenb eleHue
ﬂ£ aﬂ' OeNeHus mogenu nocine au, heneHua KNeToK moaesu nocne
MOoAgNPUKaL KM MOAUPUKaLnn MO,EI,M Lnn mMmognduKaummn

Puc. 14. Dransl Moau(HUKAIIUN KIETOYHOTO aHcaMOms uis MojenupoBanus neienus MK

(A) u rubenu JIKUK nocne nenenus UK (B) Ha npumepe pacrpeeneHus ayKCuHa.

63



2.3. Ilondop mapamMeTpoB MojAeqH AJsi ONMCAHUS JeHCTBHA X0J101a HA
pacnpejaeieHne ayKCUHA

C moMOmbBI  METOJOB  MAaTreMaTHYeCKOro  MOJEIHMPOBAaHUA  OBLIO
MIPOAHATM3UPOBAHO JUIUTEIILHOE BO3/ICHCTBUE X0JIO/a HA allMKaJIbHYI0 MEPUCTEMY
kopHs A. thaliana. beuto mpoBescHO BapbHpPOBAHWE 3HAUCHHI JOMOJTHUTEIBHBIX

[IapaMeTpPOB, OIKCHIBAIOIINMX BO3JECHCTBHE XOJIOAA HA CKOpOocTh cuHTe3a PIN

6enkoB, kg0t .,., kSO, kS9i4,., (cM. TmaBy 2.2.4) B SKCIIEPUMEHTAIBHO-

HaOI0JaeMBIX Tpeaenax (CM. HIDKE), a TakKe aHalu3 MoJaydeHHBIX In Silico
pacmpezenieHuil aykcuHa. B pesynbrare mMpoBeIeHHOTO aHaIM3a ObLIO MOKa3aHo,
4TO U3MEHEHUS CKOPOCTH CUHTe3a OenkoB cemeiicTBa PIN B MeprcTeMaTnyecko
30HC€ B OJKCIEPUMEHTAIbHO-HAOMIOAAEMBIX Tpenenax (CM. HIke) ObLIO
HEJI0OCTATOYHO JJIsI BOCIIPOM3BEACHUS B MOJEIN SKCIECPUMECHTAIBHBIX JTaHHBIX O
CHIW)KEHUHM aKTUBHOCTU pernopTepHoit kKoHcTpykimu DR5::GFP (konuentparuu
aykcMHa B Mojenu). bpiio Mmoka3aHo, YTO TOCTATOYHBIN YPOBEHb CHHKCHHS
KOHIICHTpAIlMd ayKCHHAa B MOJEIH BO3MOXKECH TOJBKO TIPH OJHOBPEMEHHOM
W3MeHeHnH ckopocTH cuaTe3a PIN Genkos (3a uto oTBevaroT mapamerpsl: k5% ,,
ksotd | kSold o) u yMeHbIeHNH TTIOTOKA ayKCHHA U3 30HBI pacTsikerus (k).

B utore, 115 onTUMU3auyu napamMeTpoOB MOJIEIH, OTIMCHIBAIOIINX BO3ACHCTBUE
X0JI0/1a Ha pachpe/eieHne ayKCHHa, ObLITH HCIIOIh30BaHbI ABA KPUTEPHS:

1. 3Ha4YeHUs TapaMeTpOB B ypaBHEHUSX (26-29) mOKHBI HAXOIUTHCS B
npeeniax HHTEPBAJIOB AKCIIEPUMEHTAILHO HAOIIOAAeMbIX H3MEHEHUN DKCITPECCUH
PIN::GUS B anukanbHoi#l Mepucteme kopHs (Puc. 15). A iMeHHO, MBI BApUPOBAJIH
napametp k$ol% .., B mpenenax 0,43-0,86 (Puc. 15A), rue 0,86 Gbina BepxHss
rpaHuIla U3MeHeHus 3Kcnpeccuu, HaOmomaemoro st PIN4 u 0,43 — HwkHSAA
rpaunuia, Habmonaemas mis PIN1 (Ta6muna 1). Ananorumuso, mapamerp k5%%,,
BapbupoBasin ot 0,67 mo 0,86 (Puc.15B), mo BepxHeill rpaHUle H3MEHEHUS
skcrpeccun s PIN4 u vrokuelt rpanune as PIN7, kﬁ‘,’}vdz BappupoBau ot 1,70 10
2,08 (Puc.15b), B cooTBeTcTBUM C M3MeHEHUsIMU B 3kcnpeccuu st PIN2. Mei

takke mnpoananusupoBanu skcrpeccuto PIN1, PIN3, PIN4 u PIN7 B 30He

pacTshkeHuss B KOHTpoJe U mociie o0paboTku xosiogoM. Ha ocHoBaHuM 3THX
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JAHHBIX, 110 aHanornu ¢ mapamerpamu kS0 .,. u k5%%,-, OBIIM OmpeieseHs!

npenensl BapbupoBanus mapamerpa kS, xoropsie cocrasumu 0,67-0,94 (Puc.
15T1).

2. Pa3znnma mexay nmarrepnamu skcrpeccun PIN1347, PIN2, PIN347 u
pacrpesieJieHHeM ayKCHHAa B MOJEIM U OKCIEPUMEHTAIBHO HA0II01aeMbIMH
n3MmeHeHussMu B dkcnpeccun PIN::PIN-GFP u DR5::GFP (Puc. 16) nomkHa ObITH

MHUHHUMAJILHOMN.

250
200
150
100

50

OTHOCUTEAbHDbIN
YPOBEHb 3KCNpeccun

B PINTm B PIN2m Il PIN3m

cold
Bl PIN3m [ | kPINz Il PINdAm

.. PINdAm . PIN7Tm PINde

PIN1e
PIN3e

cold
: PL’A}’&" W kpiNzaz
kpini3a7

PINTlg
k&

L] ]

Puc. 15. Ontumusanus napameTpoB MOJEIH JUIsl CUMYJISLIUU BO3JEHCTBUS X0JI0/1a Ha
ckopocth cuHTe3a PIN GenkoB. A-B. oTHOCHTENbHAsS MHTEHCHBHOCTH OKPACKH PEMOPTEPHBIX
koHCTpyKiui PIN::GUS B anmkanpHOW MepHcTeMe KOpPHSI HCIONb30Balach IS OICHKHU
napametpoB k5ot oo, kS%S, k524 5. T. OTHOCUTENbHAS HHTEHCHBHOCTh OKPACKH PETIOPTEPHBIX
koHcTpykuuit PIN::GUS B 30He pacTsikeHHs, HA OCHOBAHUU KOTOPBIX ONPEAEISIOCh 3HAYSHHE
napamerpa k5°'4. DkcnepuMeHTaNbHbIE JaHHBIE MO U3MeHeHMIo skcrpeccuu PIN::GUS s
oemkoB PIN1, PIN2, PIN3, PIN4, PIN7 u momoOpaHHBIE 3HA4YCHHs MapaMETPOB MOJIEIH
(mocnegHuit cTONIOCIl B KaXIOW TPYINE) MPEJCTABICHB KaK MPOLEHTHOE COOTHOIIEHHUE IO
CpPaBHEHHMIO C KOHTpoJIeM. M — MmepucrteMa. € — 30Ha pacTshkeHus. [lkamel ommOok s
9KCHEPUMEHTAJIBHBIX JAaHHBIX MPEICTABISAIOT cO00M cTaHIapTHOE OTKIOHeHHEe. [IyHKTHpHBIE

NMHUE Ha TrpaMKaX yKa3blBAIOT HMHTEPBANGI BAaPHHPOBAHMSA TapaMeTpoB: KSO4d ..., k593,

cold cold
kPIN347i ka .
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Puc. 16. Pacuer BO3aeicTBHs X0JI0/1a HA paclpe/ieiieHne ayKCMHA B KOHYHMKE KOpHs A.
thaliana. A-I'. CraioHapHO€ pelIeHrue MOJCIH I KOHTPOIIs (ClieBa) M XOJ0JA0BOIO cTpecca
(cmipaBa). Pacnipenenenue aykcuna (A) dopMupyercs 3a cueT aKTUBHOTO TPAHCIIOPTa ayKCHHA C
yuactuem OenkoB PIN1347 (B), PIN2 (B), PIN347 (I'). A. CpaBHeHHE OTHOCHTEIHLHOTO
(X0JI0/IOBO# CTPECC/KOHTPOJIb) YPOBHS cBeTHMOCTH Oenka GFP (3akpamieHHBIC KOJIOHKH) B
penoprepubix auagx DR5::GFP (E), PIN2::PIN2-GFP (F), PIN1::PIN1-GFP, PIN3::PIN3-GFP,
PIN4::PIN4-GFP u PIN7::PIN7-GFP (G-H) B koHYMKE KOPHS U OTHOCHTEIHHOIO (X0J0J0BOI
ctpecc/koHTpouib) in Silico ypoBHs (3amTpuxoBaHHbIe KOJOHKH) aykcuHa, PIN2, PIN347 and
PIN1347. Hlkanel ommbok A oTHOocUTeNbHBIX ypoBHe GFP mpencraBieHsl craHAapTHBIM

OTKJIOHCHHUCM.

[Toxbop omTHMaIEHBIX HAOOPOB 3HAYCHHHA TApaMETPOB BBIMOJHEH ITyTEM
MOJIHOTO TIepebopa obacTu BapbupoBanus nmapameTpos ¢ marom 0,001. B kaxmaom
ClIydae 3ammyCcKaJicsi pacueT J0 JOCTHKECHHs CTallMOHApHOTO pemieHus. B kaxmaom
MOJyYEHHOM PEIICHWU BBIYUCISAIOCH CpenHee apupMETHYecKoe 3HAYCHUN
nepemenHbIx [alij, [PIN1347]i;, [PIN2]ij u [PIN347];; mis KOHTPOJIS ¥ XOJIOI0BOTO
cTpecca u Opajoch oTHOIIECHUE. [[aHHBIC OTHOIIEHUS! CPABHUBAJIMCH C TIOTyYE€HHBIM
HKCIIEPUMEHTAJILHO OTHOIIICHUEM cpenHell cBetumoctu Oenka GFP B oOpasmax,
MOJIBEPTHYTHIX BO3JICUCTBUIO XO0JIOAA, B CPABHEHHH CO CpPEIHEH CBETUMOCTHIO
oenka GFP B KOHTpoONbHBIX 00pasmax cooTBeTcTByIomMX JuHui (Tabmmma 1).

COOTBGTCTBCHHO, A MOACIHMPOBAHUA XOJOAOBOI0O CTpPECCa OBLIH HOI[O6paHBI
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SHAYCHUA IMAapaMCTpPOB, AAIOMIMC HAWIIYUIICC COOTBCTCTBUC SKCIICPUMCHTAJIbHBIM

nauHpM (Tabiwmma 3; Puc.15, 16).
Taﬁ.m/ma 2. 3HaueHus napamMeTpoOB, UCIIOJIB30BAHHBIC B MOACIIU C IPAMOYT'OJIbHBIM KJICTOYHBIM
aHcaMOJieM IS pacdeTa KOHTPOJIA (70 X0J0J0BOTO CTpecca). CU — KOHIIEHTPAI[HOHHBIC SMHHUIIBI,

tu — eaununbl Bpemenw, dl — 6e3pa3mepHbIii TapaMeTp.

Ha3zBanue mapamerpa CumBoa Euuust 3naveHue
H3MepeHust
VHTEHCHBHOCTD MOTOK ayKCHHA M3 30HbI PACTSDKCHUS Ke cu/tu 0,65
Koncranra ckopoctu aerpanaruu 6enka PIN1347 Ka,piN1347 1/tu 1000
Koncranra ckopoctu aerpaganun 6enka PIN2 Ka,pinz 1/tu 1000
Koncranra ckopoctu aerpanaryu oenka PIN347 Ka,piN3a7 1/tu 1000
KoncranTa ckopocTH Aerpagalnuy ayKCHHa Kd,a 1/tu 0,005
Koncranra ckopoctu cuntesa Genka PIN1347 Ks piN1347 cu/tu 1000
Koncranra ckopoctu cunTe3a Genka PIN2 Ks pinz cu/tu 1000
KoncranTa ckopoctu cunTe3a 6enxa PIN347 Ks piNaa7 cu/tu 1000
KoncranTa cKOpoCcTH CHHTE3a ayKCHUHA Ksa cu/tu 0,002
KoHCcTaHTa akTHBHOI'O TpaHCHOpTa B OOKOBOM HAlpaBICHHH
mus Genka PIN1347 Kosatpinaa? Dl 01
E;:(ézil:{zapal.ﬁll“zﬂBHoro TpaHcIopTa B OOKOBOM HalpaBJIeHUH Kosat pina DI 0,15
KoHcTaHTa akTMBHOTO TPaHCIIOPTa B HANIPABJICHUH K KOHYUKY Kobas piviiadr DI 0.9
KopHst i Oenka PIN1347 o '
KoHcTaHTa aKTHBHOTO TPAaHCIIOPTA B HAIIPABJICHHH K KOHUUK
KopHs 11 Genka PIN2 P P P Y| Kovaseno DI 0,85
KoHCTaHTa aKTHMBHOTO TPAaHCIIOPTa B HANPABICHUU K MOOETY
ns 6enka PIN2 Koapicpinz DI 0,85
KoncranTra aktuBHOTO TpaHcmopTa 1uist Oenka PIN347 Ko,piNz47 DI 1
KoHcTaHTa CKOpOCTH TACCHBHOTO TPAHCTIOPTA AyKCHHA D 1/tu 0,08
[Topor axkTHBanmMM ayKCHH-3aBHCUMOI'O CHHTe3a Oenka
PIN1347 01,PIN1347 1/cu 0,3
[Topor HachllleHHsI ayKCHH-3aBUCHMOIO CHHTE3a Oeska
PIN1347 02,PIN1347 1/cu 10
[Topor axkTHBalMM ayKCHH-3aBUCHMOM JleTpajaliu Oeika
PIN1347 03,PIN1347 1/cu 1
Koaddpunuenr Xwunna, OTIPEICISIONTIH CTEIeHb
HEITMHEHHOCTH BO3JICHCTBHS KOHIICHTPAINU —. DI 5
BHYTPHKJICTOYHOTO ayKCHHAa Ha CKOPOCTh CHHTe3a Oenka
PIN1347
Koaddumment, kKoTopelii onpenenseT HeMTUHEWHOCTh ayKCHUH- A DI 6
3aBHCHMOTO HHrHOUpoBaHus Oemka PIN1347
01,PIN2 1/cu 0,1
[TapameTpsl ayKCHH-3aBUCHMBIX CHHTE3a U JIETPAIaliuy Oeska Gapinz Leu 0.8
PIN? J3,pIN2 1/cu 0,2
SPIN2 DI 2
hpinz DI 4
J1,PIN347 1/cu 10
[NapameTpsl aykCHH-3aBUCUMOTO cuHTe3a Oejka PIN347 02,pIN347 1/cu 10
SPIN347 DI 4
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Tabuauna 3. 3HaueHus1 JOMOJHUTEIBHBIX TAPaMETPOB, UCIOIb30BAHHBIX B MOJIENIN ISl pacuera
BO3JICUCTBUS XOJOJIOBOTO CTpecca Ha paclpeielieHhe ayKCMHa B KOHYMKE KOpPHSL.

dl — 6e3pa3mepHsIit mapamerp.

EnuHunel
Haspanue napamerpa CumBou A 1 3HaveHue

u3MepeHust
ITapameTp BO3AEHCTBHS XOJIOJIOBOIO CTpEcca Ha HKCIPECCHUIO j cold DI 0.78
Oenka PIN1347 s,PIN1347 )
[TapameTp BO3IEUCTBUS XOJOIOBOTO CTpEcca Ha SKCIPECCHUIO jcold DI 186
Oenka PIN2 s5,PIN2 ,
ITapameTp BO3AEHCTBHS XOJIOJIOBOIO CTpEcca Ha HKCIPECCHUIO ccold DI 0.72
Oenka PIN347 s,PIN347 )
[TapameTp BO3JICHCTBUSI X0J0J0BOI'0 cTpecca Ha ol DI 0.785
WHTEHCHUBHOCTb ITOTOKA ayKCHHA U3 30HBI PACTIKEHUS @ '

[TonpoOHOE  WcciemOBaHWE  TMOBEJACHHWS ~ MAaTEMaTHYECKOW  MOJEIH
pacrpesicliecHus ayKCHHA C MPSMOYTOJbHBIM KJICTOYHBIM aHcaMOJIeM TIpH
BaphbUPOBAHUU IO TapaMeTpaM, a TakKe€ METOJOM IPOJIOJDKEHHS IO TapaMerpy,
yke 0110 TIpoBezicHO panee B MucTuTyTe [{uTonmoruu u ['eHeTnkH B paMKax paOOThI
MuponoBoii u coaBropoB (Mironova et al., 2012), mosToMy B paMKax IaHHOTO

AUCCCPTATNOHHOI'O UCCICIOBAHNA I'IOI[O6HBIﬁ aHaJIn3 HC IIPOBOONIICA.

2.4. Pe3yabTaTbl MOAEJTHPOBAHUS paclpeesieHUs] ayKCMHA Mocje rudesiu
KUK

Crenyromuid dTan BKJIOYA] MOJACIMPOBAHUE HHAYLMPOBAHHOTO XOJOAOM
nenenust uHumanein koaymenasl (MK) u rubenu ogHON W3 MOYEPHUX KIIETOK
(AKHK), nabnromaeMbix B 3KCIiepuMeHTe. B pesynsrare mposeneHHoro in silico
HKCIIEpUMEHTa ObUIO TOKAa3aHO, YTO MaKCHUMallbHas KOHIIEHTpalus ayKCHUHA B
KOHTPOJIE COXPAaHSAETCA MOCIE JEJIEHHs] B TOM KE CaMOil KJIETKE. JTOT pe3yJbTar
YKa3bIBa€T Ha TO, YTO MAEHTUYHOCTH 1L coxpaHsercs, HECMOTPS HA BPEMEHHOE
HapyIIEHHE paclpeneicHuss aykcuHa, Bbi3BanHoe Aeimenuem MK (Puc. 17A-B).
Hanporus, nenenne MK nox nerncrBueM XoJoAa MPUBOAUT K ITOTEPE MAKCUMyMa
KoHIeHTpanuu aykcuna B [11] u ero nepemernienuto B UK B mogenu (Puc. 17T-E,3).
DTOT pe3yNbTaT CBUAETEILCTBYET O TOM, UTO MpHU X0JiIogoBoM ctpecce I11] moxker
MOTEPATHh CBOKO MACHTUYHOCTh M HAyaTb ACIUTHCA, B pE3yJbTAaTE, COXPaHEHUE

HUIIIM CTBOJIOBBIX KIJIETOK HaxomutTcss moj yrpo3oil. Ilocme rtubemun JIKUK
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MaKCUMyM KoHIeHTpanuu aykcuHa B 1] BoccranaBmuBaics (Puc. 17K.3). Ilpu
9TOM pacueTHas KoHIeHTpanwus aykcuHa B [ mocne rubemn knetox JIKMK Obuta
BBIIIIE, Ye€M B KOHTPOJBHBIX KOpHAX mocine nenenuss (Puc. 173, BcraBka
JarpaMMbl), 4YTO MOXET CBHJIETEIIbCTBOBATH O JOIMOJHUTEIBHBIX aJalTUBHBIX
MPEeUMYIECTBAX PACTEHUM, B KOPHAX KOTOPBIX HAONIOAAIach CEJIEKTUBHAS
KJIETOYHAsI TUOEJb, IO CPABHEHHUIO C KOHTPOJBHBIMU PACTCHUSIMU U PACTECHUSIMU,

MOJIBEPTILIUMUCS BO3ICUCTBUIO X0JI0/1a, HO B KOpHAX, koTopbix rudenu JIKUK ne

IIPOUCXOIUIIO.
A b B r a E X
25 14
12
20
10
15 8
10 .
= 4
5 H H H H H H- H F 2
1 sassansfanassannns tH 0
pan 110 MOMEHT nocJje J10 MOMEHT nocJje ruoeabp ¢y
neJieHust/  JaejieHust/  jgejeHusi/  JgeJieHust/  JaeJieHust/  jiejieHmsi/ KJIEeTOK/
KOHTPOJIb KOHTPOJb KOHTPOJb X0J10/1 X0J10/1 X0J10/1 X0J10]1
3

14
12
10

l. © /10 TeJieHus1 / KOHTPOJIb
i y <& mocne neneHns / KOHTPOIb
10 XeJIeHus / X010
O mocJie nesieHHs / X010
O rudestb KIETOK / X010/

® .

o N A O @

1 2 3 4 5 6 7 8 9 10
Homep psiia KJ1€TOK ¢ TEPMHHAIBHOIO KOHLA KOPHS

KoHueHTpauua aykcuHa (cu)

Puc.17. BosueiictBue nenenus UK u rubenmun JIKMK na pacnpenenenne aykcuna B
xoHurke Kopus. CieBa Ha npaBo: Pacnpenenenue aykcuna B KopHe B KorTpoue 1o aenenus MK
(A), B moment nenenus (B) u mocne genenus (B), pacmpeneneHHe ayKCMHA B KOpHE MOCIE
Boseiicteus xonona no aenenus MK (), 8 moment nenenus (1), nocne nenenns UK (E) u
nocne rubemu knerok JJKWUK (XK). 2 uenrpansusie knetku B 5 paxy npeacrasisior [111, a 4
kinetku B 3 psay npeacrasisior JJKMK no nenenns UK. Tlocne nenenns 6 psn npencrasiser

I, a 4 pan npencrasnser JIKMK. 3. Konuenrpaums aykcuna B mepBeix 10 KimeTkax
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LOCHTPAJIBHOI'0 CJIOA MOACIBHOI'O KOPH:. 3HaUueHHUS B3ATHI IAJid CTallMOHApPHBIX peI_HeHI/Iﬁ JJIA

xouTpons g0 u nocne aenenns MK, nns xonmomosoro crpecca no u nocne nenenns MK u nocne

rubenn JIKUK. Ha nuarpamme npesncrasinensl 3Ha4eHust MOJIETbHBIX KOHIIEHTPALMI ayKCUHA B

L1,

2.5. DJxkcnepuMeHTaIbHAsA BepupuKAUMA MPeACKA3aHUIl MO1e N
Ilpeockazanue 1. TIoTOK ayKkCMHa W3 30HBI PACTSHKEHUS IIPU BO3AECUCTBUU
X0JI0J]a YMEHBIIIAETCH.

B pe3ymbTaTe IMPOBEIACHHOTO BapbHPOBAHHS MapameTpoB, kS0 ..., k594,

kot ., OTMCHIBAIOINX BO3EHCTBHE XO0JI07a HAa CKOpPOCcTh cuHTe3a PIN Gernkos

OBLJIO TIPENCKa3aHO CHIDKCHHE TOTOKA ayKCHHA M3 30HBI PACTSHKEHUS B KOHUYHMK
KopHsi. JlaHHO€ mpencka3aHue ObLUTO MOATBEPKIACHO IKCIEPUMEHTAIBHO TPYIIION
YYE€HBIX MOJ pykoBojacTBoM mpodeccopa Yen Kcy. Dkcmnpeccuss penoptepoB B
muasx PIN::GUS u PIN::PIN-GFP mns Bcex OenxoB (PIN1, PIN3, PIN4, PIN7),
HKCIIPECCUUPYIOIIMNXCA B COCYAMCTOM IWJIUHAPE B 30HE PACTHKEHUS KOPHSA
OKazajach CHI)KEHA MO0 cpaBHEHUIO ¢ KoHTposeM (Tabnuua 1). [TockonbKy KIeTKH
B JIaHHOM 00JIACTM HMMEIOT CTPOTYIO TOJISIPHOCTh AKTUBHOTO TpPaHCHOPTa IO
HaIpaBJICHUIO K KOHYUKY KOPHS, 00HAPYKECHHBIC H3MEHEHUS B DKCIIPECCHUU OCIIKOB
PIN1, PIN3, PIN4, PIN7, cOOTBETCTBYIOT CHIKEHUIO MOTOKA ayKCHHA W3 30HBI

pacCTAXKCHUA B MOIACIIN.

IIpeockazanue 2. I'mbensy JJKWK mpuBoauT K yBEIUYEHUIO KOHIEHTPAIUH
ayKCWHA B HUIIIE CTBOJIOBBIX KJIETOK, 3alUIIAsi HUIITY CTBOJIOBBIX KJIETOK KOpHS A.
thaliana ot ryouTenbHOTO BO3ICHCTBHS X0JI0/1a.

B skcnepumente, npoBeaenHoM rpymnmnoi Yen Kcy, HaGmoganocs 3HaUMMoe
MOBBIIIICHUE YACTOTHI JICJICHUN U KOJUYECTBA COOBITUI KIIETOYHOW THOCIIA B HUIIIC
CTBOJIOBBIX KJIETOK ITOCIIE XOJOJ0BOT0 CTpecca B TEX KOPHSX, T/ie He HaOII0IaI0Ch
rubdenu JIKUK, o cpaBHeHUIO ¢ KOpHSIMH, TA€ coObITUE KileTouHoi cmepTr KUK
umeno mecro (Puc. 18) (Hong et al., 2017). Dkcmpeccusi reHa ceHcopa B

penopteproit muaEME WOX5::GFP, ocnoBHoro mapkepa IILl, npm mmurenbHOM
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BO3JICCTBUM XOJioJa OblIa CYIIECTBEHHO BBIIIE B KOPHAX, UII KOTOPBIX
Habmonanace rudens JIKUK, mo cpaBHeHHIO ¢ KOpHSIMH, B KOTOPBIX JaHHOE

COOBITHE HE HAOJIIOOAIOCE.
140

OTHOCUTeNbHAaA NAoLWaAaab
nospexaeHun, %
)

S ©

N
o

- +

Puc. 18. OrHocuTenbHas IUIOMIAJb TMOBPEXKICHUN B HHIIE CTBOJOBBIX KIETOK IPH
BoO3xeiicTBuM xonona. (-) — npu orcyrerBuu rudenu KUK, (+) — B npucyrcrBuu rubdenu JKUK.
3a 100% npussTa cpenHss MIOLAAb MOBPEXKIECHUI B KOpHAX npu orcyrctBuu rudenu JKUK.

IIxanel OIIMOOK npeaACTaBJICHbI CTAHAAPTHBIM OTKIIOHCHHUCM.

IIpeockazanue 3. T'ubens JJTKUK naet kopHIO TOMOJHUTEIBHBIE aalITHBHBIC
MPEUMYILECTBA PU BO3ECHCTBUU HEOIAroNpHUsITHBIX (PaKTOPOB CPEIbI.

ITo pe3ynpraTtaM SKCIEPUMEHTA IPU MTEPEMELICHUN PACTEHUW B HOPMaJIbHbIE
YCIIOBHSI TIOCJIE BO3JEUCTBHUS XOJOJOBOIO CTpecca OBbICTpee pOCIM MMEHHO Te
KOpHH, B KOTOphIX HaOmoganack rudens JKUK, no cpaBHeHHIO ¢ KOpHSIMH, Tie
rubenn He HabOmomanock (Hong et al., 2017). UtoObl mpoBepuTh, AaeT JH
npeumyiiectBo rudens KWK npu mocieayrommx cTpecCoBBIX BO3IEUCTBUAX
okpyxatomei cpenpl, B rpynne npod. Yen Kcy (Cunramyp) Oblna mpoBeneHa
clemyronas dKCIepuMeHTaabHasi paboTa. bbuta MMUTHpOBaHA WHIYIIMPOBAHHAsS
xosoaoM rudens KWK y kopHel u3 KOHTPOJIBHOM IpyNIibl ¢ MOMOIIBIO a0asuun
JKHUK ¢ ucnonp3oBaHrneM MHOTO(OTOHHOTO jJa3epa. blio moka3aHo, 4To a0Jsius

JAKUK, npuBOANT K 3HAUUTENBHOMY YBEIMUEHHUIO SKCIIPECCUN PENIOPTEPA B JINHUU
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DR5::GFP B III] u pyuremy BOCCTaHOBJICHHIO POCTa KOPHEH MOCIIE TIEPEHECCHHUS
XOJIOJIOBOTO cTpecca. Takke ObUIO IMOKa3aHO, YTO MOAOOHBIE KOPHH JIydIle
NEPEHOCST yCIOBUS MMHUTAIMK 3acyxu (obpabotka 20% PEG-6000 mpu 4°C). B
TaKUX KOPHSX, MPEaJaliTUPOBAHHBIX K HEOJArONMPHUATHBIM YCIOBUSM C TIOMOIIBIO
xoJo0Boro crpecca wim abmsiun KUK, Habmroganoch 3HAYUTEILHO MEHBIIIEe
KOJIMYECTBO KJICTOYHBIX CMEPTEH B 30HE PACTSDKCHUS B pe3ylibTaTe 00paboTKU
PEG-6000, o cpaBHEHHIO C KOHTPOJIBHBIMU KOPHAMH 00paOOTaHHBIMH.

Takum oOpa3om, TpenackazaHuss Mojaenu o morepe uaeHTmuHocTH I[II] M
ySI3BUMOM COCTOSIHMM HUIIIM CTBOJIOBBIX KjeTok mocine aeneHus MK, a takxke o
samuTHOW QyHkumu rudenu KUK, naromeit mpeuMyIiecTa npu mnociaeayronem

CTPCCCOBOM BO3II€I>JICTBI/II/I, ObLIN IMOATBCPKACHBI SKCIICPUMCHTAJIBHO.

2.6. BbiBoasbl no riaase 2

Ha ocHoBanmu 1ipeACKa3aHM MOJEIM M HMX OKCIEPUMEHTAIBHOM
Bepu(dUKamu OBLT TPEIIOKEH MEXaHHW3M aJanTallid PAcTeHWH K JIEHCTBHIO
HU3KHUX TIOJIOKUTEIBHBIX TEMIIEpaTyp MoJi Ha3BaHHEeM «KepTBa paau criaceHUs»
(Hong et al., 2017). JInuTenbHbIH X0I0J0BOM CTpecc BhI3bIBaeT nmoBpexaenus JJHK
B HUIIEC CTBOJIOBBIX KIIETOK amuWKalbHOW Mepuctembl KopHs A. thaliana.
[ToBpexnenue JIHK npuBogut x cenektuBHoi rudenmn JIKHUK, uro obecnieunBaer
MEXaHWYECKUH Oaphep HJIs ITOTOKOB ayKCHHA B MEPHCTEME M TI03BOJISET
nojJep)KaTh MaKCUMyM KoHIleHTpanuu aykcuHa B IIIl. Otu  mpomecchs
00€eCIeYnBaOT COXPAHEHHE IIEIOCTHOCTH HUIIM CTBOJIOBBIX KJIETOK U JIAalOT
aJaNTHBHBIC TIPEUMYIIECTBA TPH HEOIATONPHUATHBIX YCIOBHUSIX OKPYKAIOIICH
Cpellbl, B TOM YHUCJIE MpHU Mocienytomei 3acyxe. CxeMaTUYHO JaHHBIM MEXaHW3M

onucad Ha puc. 19.
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Makcumym ayKcuHa
A,

y. KnetouHan cCMepTb

CTBONOBLIE, KNETKU :

COCYAUCTOM CUCTEMBI t A f

| Mokoawmitca ueHTp MospexpaeHne AHK ~

. JCrBonOBbIe KNETKN t
N TyMEANE XonoposoWi ctpecc
[[] H1wa crsonosbix
KNEeTOK

A

@rou%pnue KNEeTKn
BOJIOBbIX KNETOK
KONyMennbl

Puc. 19. Mexanusm «KeptBa panu cnacenus». HoBblif MexaHU3M ajanTalluyd pacTeHUH K

JEHCTBUIO HU3KHUX TIOJIOKUTEIBHBIX Temneparyp. Anantuposano u3 (Hong et al., 2017).
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3.  MoaeaupoBanue HApyHIeHHH B CTPYKType KOJYMeJJIbl NPH
cBepxakcnpeccun u norepe pynkuuu rena WOXS

3.1. DkcnepuMeHTa/IbHbIe HaHHbIe M0 BaussHui WOX5 Ha pacnpenesnenue
AYKCHHA U AHATOMHUIO KOHYHUKA KOPHS

3.1.1. MarepuaJjbl

DkcrniepuMeHTallbHas paboTa ObUla TpoBefieHAa B yHUBepcutete Dpaitbypra
(I'epmanust) Tapacom IlacTepHakomM MO MNpeaoKEHHBIM HamMu cxeMam. Jlis
pa3BUTHS MaTEMaTHYECKON MoJenu OBLIM HMCHOJB30BaHBl MHKpodoTorpadum ¢
KOH(pOKAIBHOIO0 MUKPOCKOITa KOHYMKOB KopHeii A. thaliana auxoro tuma (wt, Col-
0, KOHTpOJIB), HOKayTa WOX5-1 U HHAYIIUPOBAHHOTO MyTaHTa CO CBEPXIKCIPECCHEn
WOX5 (35S::WOX5-GR) (Puc. 20A), a taxke JaHHbIE O dKCIpeccud (epMeHTa
cunte3a aykcuHa TAAL B nmunuu TAAL::TAAL-GFP, penoprtepa aykcuHa B TUHUU
DR5::GFP (Puc. 20b,B). Okcnpeccus PIN 6enkos B muausx Col-0, 35S::WOX5-
GR, wox5-1 wuccremoBagach ¢ TOMOIIBIO CHEMU(DHUESCKUX AHTUTET METOIOM
ummyHosokanusaruu  (Puc. 2000,J1). 35S::WOX5-GR — TtpaHcreHHas JUHWS,
comepkammass  O6emok  WOXS  cmuThlii ¢ JIUTaHI-CBS3BIBAIOIIAM  JIOMEHOM
TIIIOKOKOPTUKOMIHOTO perentopa Kpeickl (GR) mog MUHUManbHBIM IPOMOTOPOM
(Borghi, 2010; Pi et al., 2015). B oTcyTcTBHH CTEpOHIOB, TO €CTh 10 00PaOOTKH
nexcamerazoHoM (DEX), GR cBsi3aH ¢ 3aKkpelyieHHBIMH B IHUTOIJIA3ME
KOMILIEKCaMHM, cojiepxkanumMu Oenku TerioBoro moka 90 (HSP90), BcnencTBue
gero Oenok WOX5-GR He MOXXeT TpOHUKAaTh B SAPO, a 3HAYUT HE MOXKET
JIEHCTBOBATh KaK TPaHCKPUMIIUOHHBIX (akTop. [Ipu obpadborke DEX mpoucxoaut
pazpymienue cBs3u GR-HSP90 u aktuBamus TtpanckpuniuoHHOTO (hakTopa.
PacTteHus BeIpamuBaauch Ha BEPTHKAILHO OPUEHTHPOBAHHBIX yarmkax Ilerpu Ha
TBEpJ0i arapusupoBaHHou 2MS cpene npu Temmneparype 22°C, mpu CTaHIapTHBIX
YCIIOBHSIX OCBEIICHUS MW BIAKHOCTH YETBIPE [HSA TIOCJIE€ IPOpPACTaHUS.
BriocneicTBuu pacTeHus IEPEHOCHINCH Ha Cpety ¢ Jo0aBacHreM MOCK, st TuHMiA
Col-0 u wox5-1, u 10 MkM DEX (mexcameraszon) ms quauu 35S::WOX5-GR Ha 6

1 48 4yacos.
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3.1.2. AHaromuueckue usmenenust B ssmausax Col-0, wox5-1, 35S::WOX5-
GR

B  HokayTHOW  nuHMM ~ WOX5-1  HaOmiomaerca — mpeXIAeBpeMEHHas
mupdepennupoka MK, 4dro mnoarBepxaaeTcss oOpa3oBaHHEM B HHUX 3€peH
KpaxMalia, XapaKTepHbIX TOJbKO Mg AuddepeHmpoBanubix kietok (Puc. 20A).
Takke y pacTeHud ¢ JaHHOM MyTallMed YacTo HaOJIOAaeTCs YMEHBIIIEHUE
KOJIMYECTBA CJIOEB KJIETOK KOJIYMEIUIbI, KaKk MpaBwiio, Ha oauH cioil. C npyroi
cTopoHbl, B TpancrenHou muuuu 35S::WOX5-GR co cBepxakcrnpeccueit WOXS mipu
00paboTKe JeKCaMETa30HOM MPOUCXOUT MOCTEIIEHHOE pa3pacTaHUe B KOJTyMeIlie
myJia MEJIKUX KJIETOK, moxoxkux Ha MK u He copepxkamumx rpanyin kpaxmana (Puc.
20A). VYxe mocne 6 YacoB 00pabOTKH  JCKCAMETa30HOM  TOSBISCTCS
JIOTIOJIHUTENBHBIN psifl KiIeToK, noxoxux Ha UK, a mocne 48 yacoB 00pabOTKH B

KOJYMCIIJIC OCTACTCs BCECTO OAWH P KIICTOK, COACPKAINX I'PAHYJIbI KpaxmaJia.

3.1.3. Dkcnpeccusi (epMeHTOB CHHTe3a, 0€JIKOB TPAHCIOPTEPOB M
penoptepa aykcuna B uHusax Col-0, wox5-1, 35S::WOX5-GR

Amnanu3 MyTanToB WOX5-1 ¢ motepeit pynkuun rera WOXS nokaszan CHIKEHHE
curHana penoprepa aykcuHa DR5:GFP B komymemne, a Takxe CHUXEHUE
skcnpeccun 6enka TAAL, oTBETCTBEHHOro 3a OMOCHMHTE3 ayKCHHA B MOKOSIIIEMCS
neHtpe u npuieratomend 3oHe, B JuHUM [AAL::TAAL1-GFP xwox5-1. YposeHb
skcrpeccuu penoptepa aykcuna DRS::GFP B tpancrennoit munuu 35S::WOX5-GR
y’Ke uepe3 6 4acoB MOCIIe aKTUBAIIUH JIEKCAMETa30HOM ObLT YBEJIMUEH, POBHO KaK U
sxcnpeccusi rena TAAL (Puc. 20B). Uepes 48 yacoB nociie akTHBaIUK HAOII0AaI0Ch
3HAYUTENIbHOE PACIIUPEeHrEe TOMEHOB dKkcnpeccuu pernopTepoB TAAL: TAA1-GFP

u DR5::GFP (Puc. 20B,B).
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358::WOX5-GR
KoHTpornb wox5 DEX 6 yacos DEX 48 uacos

Al g | & ' g

PIN1 TAA1:: TAA1-GFP DR5::GFP

PIN4

Puc. 20. CpaBHeHHne MOP(OIOTUH U MPOLECCOB CUHTE3a U TPAHCIOpPTA ayKCHHA, a TaKKe
OTBETa Ha ayKCHH B allMKaIbHOI MeprcTeme KopHeit A. thaliana muis qukoro Tuma, MyTanTa WOX5-
1 u tpancrennoi yuHEA 35S::WOX5-GR Ha MemuanbHOM cpe3e KOHYHMKA KopHSA. KpacHoii
3Be310ukoil oTMedeHa no3uius [1L. A. AHaromuueckoe cTpoeHre KOHUMKa KOpHs. Kietounsle
cteHku okpartiensl Pl. B. Dkcnpeccus penoprepa aykcuna DR5::GFP. B. Dkcnpeccust penoprepa

depmenTa cuaTe3a aykcnHa TAAL: TAAL-GFP. I'. Dkcnpeccust PIN1, mokasannasi ¢ TOMOIIIBIO
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uMmMmyHosokanm3aruu. . Okcopeccust  PIN4,  mokazaHHass ¢ TOMOIIBIO  METOJa

HMMYHOJIOKAJIN3allnuu.

Taxxe, HaOmIOZANINCh 3HAUWTENbHBIE W3MEHEHHS B JKkcrpeccun PIN
tpancrnoptepos aykcuta (Puc. 20I',/1). Tak mis tpancrennon auaun 35S::WOX5-
GR 6b110 MMOKA3aHO PaCIIMPEHUE JOMEHA IKCITPECCUU HETIOISPHO JIOKAJTM30BAHHBIX
oenkoB cemerictBa PIN B konmrymenie, a umernHo PIN1 u PIN4. Crout oTMeTuTh, 4TO
nasi Oenka PIN1  pacmmpenne jgomeHa COMPOBOXKAAIOCH CMEHOM MOJISIPHOM

JIOKQJIN3AaLAN HA HETIOJSIPHYIO.

3.1.4. 'mnore3a o poan WOXS B pacnpenejieHUM ayKCHHA

DKCTepUMEHTANIbHBIE JTaHHBIE CBUJETEIBCTBYIOT, YTO B MyTaHTe WOX5-1 u
tpaHcrenHou munaumn 35S::WOX5-GR napasue ¢ MopdosioruueckuMu U3MeHEHUSIMU
HAOJIOAAIOTCA M3MEHEHHsI B HKCIIPECCMU T€HOB (PEPMEHTOB CHHTE3a ayKCHHA,
OenkoB-niepeHocunKoB aykcuHa cemeiictBa PIN, a taxoke penoprepa aykcuna DRS
(Puc. 20). Hannune oOpaTHBIX CBA3EH MEXTy ayKCMHOM U Oenkamu cemeiictBa PIN
MO3BOJISIET MPEANOIOKUTh, 4T0 Bo3zaciicTBue reHa WOX5 ma skcmpeccuio PIN
OEJIKOB OIOCPEIOBAHO M3MEHEHUEM pacIpenesieHus] ayKcuHa. bblga BbIIBUHYTa
TUMOTE3a O TOM, 4TO mepBUYHOU ponbio reHa WOX5 B paMkax ucclieqyeMbIX
aBleHUd sBnsercs aktuBauumg [AAl-3aBucMMoOro cuHTe3a aykcuHa. Mol
MPEANOJIOXKUIN, YTO U3MEHEHHUs B maTTepHax skcnpeccun OenkoB PIN, ypoBhe
aKkcmpeccun penoprepa aykcuna DRS::GFP u mopdonorun komymennsr B meiom
SBIISAIOTCA  CJIEACTBUEM YBEJIMYEHUS WIM YMEHBIICHHUsS CHHTE3a ayKCHHa B
anuKaIbHOU MepucTeMe kopHs A. thaliana.

YtoObsl NpPOBEPUTH ATy THUIOTE3y OBUIO NPOBEIECHO KOMOMHUPOBAHHOE
HKCIEPUMEHTAIbHO-KOMIIBIOTEPHOE HCCIIEOBAHUE C TPUMEHEHHUEM METOJ/I0B

MAaTCMaTUICCKOTO MOJACIIMPOBAHMA.

3.2. Pe3yabTaTbl YHMCJIEHHOT0 MOAEJIMPOBAHMS JJs1 JIBYMEPHOH MOJeJHU C
NPAMOYTOJIbHBIM KJIETOYHBIM aHCaMOJIeM

Ha mepBoM 3Tame MoaenupoBaHUsI Mbl UCIOJIb30BAIA 0A30BYIO JTBYMEPHYIO

MAaTCMAaTUYICCKYIO MOJCJIb PpaCIpCACIICHNA ayKCHUHa C IMTPAMOYT'OJIbHBIM KJICTOYHBIM
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ancamOiieM (cMm. pasmen 2.2.). Jlns MomenupoBaHUsSI paclpeleieHuss ayKCUHa B
KOHTpOJIE OBLITN MCTIOIB30BAHBI 3HAUCHHUS MTapaMETPOB U3 TAOIHUIIHI 2.

s MmonenupoBaHus pacnpeaeineHus aykcua B JuHuud 35S::WOX5-GR mbl
U3MEHUJIM KOHCTAaHTYy CKOPOCTH CHHTe3a aykcuHa Ksa, B COOTBETCTBUH C
OKCIIEPUMEHTATBHBIMU JAaHHBIMU IO W3MEHEHHWIo 3kcmpeccuu reHa TAAL B I1L]
(Puc. 20, Tabnuna 4). Bee octanbHbIe TapaMeTPhbl MOJICH OCTAIUCH 0€3 U3MEHEHUH
(Tabnuma 2).

[TockomnbKy 115t MyTaHTa WOX5-1 HaGmroiaetcst cHrkeHue akcnpeccun TAAL B
HUIIIE CTBOJIOBBIX KJIETOK, HO HE TMPOUCXOAMUT TMOJHOM TMOTEepH CHUTHANA
TAAL::TAA1-GFP (Puc. 20), MBI yMEHBIIWJIH KOHCTaHTY CKOPOCTH CHHTE3a

aykcuHa Ks 4 10 20% ot 3Hadenus 1yt Kontpos (Tabnuma 4).

Ta6auna 4. 3naueHus napaMeTpoB CKOPOCTH CUHTE3a ayKCUHA, UCIIOIb30BAaHHBIX B MOJICISAX ISt
pacyeTa KOHIEHTpaIlMu ayKCMHA B KOHTpoJie, TpaHcreHHou nuHuu 35S::WOXS5-GR u myrante
wox5-1.

Ha3Banue napamerpa ‘KOHTpOHB‘ 35S::WOX5-GR | wox5-1

basoBas nByMepHas MOAEb C IPSMOYTOJIbHBIM KJIETOUHBIM aHcaMOIeM

KoncTanTa ckopoctu cunTe3a aykcuHa (Ksa) ‘ 0,002 ‘ 0,0044 ’ 0,0004

I[OHOJ'IHCHH&?I ABYMEpHas MOAECJIb C MPAMOYTOJIbBHBIM KJICTOYHBIM aHcamOIlieM

KoHcTanTa ckopoctr 6a3zansHoro cuntesa aykcuna (Ksa) 0,001 0,001 0,001

Koncranra ckopoctt TAALl-3aBucMMOTO CHHTE3a

aykcuna (Kraai,a) 0,05 0,11 0,01

B pesynbrare MoaenupoBanus pacupeaencHus aykcuaa B tuaun 35S :WOX5-
GR B crammonapHoMm pemieHuH HaOIIOIATIOCh CMEIIEHHE MaKCMMyMa ayKCHHa
BBEpPX Ha JBe KieTku. Kiietka ¢ MakcumMymoMm KoHieHTpanuu aykcuHa (ITLI)
CTAHOBUTCS HE MATOM, a CEAPMON KIIETKOM OT KOHYMKA KOPHS, TO €CTh KOJIMYECTBO
KJIETOK KOJIYMEJUIbl YBEJIMYUIIOCH C YeThipex 1o mectu B moaenu (Puc. 215,B). B
CTAllMOHAPHOM pEIIeHUH JUIsi MyTaHTa WOX5-1 Halmomanock CcMmelieHue
MaKCMMyMa KOHLIEHTPAllMM ayKCMHAa BHU3 Ha OJHY KIETKY, TO €CTh CIIETOK
KOJyMeJUUIbl CTaHOBUTCS Ha ojHy MeHblie (Puc. 21A,b). lanubie paziuuusi B
KOJIMYECTBE PAJIOB KOJIYMEJUIbI COTJIACYIOTCSl ¢ MOP(OIOrHYECKUMU U3MEHEHUSIMU,

HaOmomaembiMu B akcniepumenTe (Puc. 20A). Bmecte co cMenieHueM MakcuMmyma
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KOHIIGHTpAIlMd ayKCHMHAa B CTallMOHAPHOM PEIICHHH MOJAEINA TPOUCXOIUT
pacmupenue naoMena oskcnpeccuu PIN347, 4yrto Xopomo corjacyercs C

SKCIIEPUMEHTaIbHBIMU AaHHBIMH (Puc. 20).

b B
wox5 wt 355::WOX5-GR
25 14
12
20
= 10
=
15 g
O
O {6
10
]
5 = = 4
5 - —
] | [ | 2
0 | | LI 0

Puc 21. Pacnpenenenue aykcuHa, MOJNydyeHHOe B 0a30BOM JByMEpHOW Monenu ¢
MPSIMOYTOJIBHBIM KIIETOYHBIM ancaMmOieM. A. MyTtaHTHast TuHAS WOX5-1 ¢ moTepeid pyHKImu reHa

WOX5. B. Kontpois. B. Tpancrennas muaust 35S:WOXS5-GR

B nBymepHOIl MaTeMaTH4Y€CKOW MOJIENH, OMHCAaHHOM B pazaeie 2.2, CUHTE3
aykcnHa (Ksa) 3amaH OJMHAKOBBIM BO Bcex KieTkax. [ Oojiee KOPPEKTHOTO
onucanus TAAl-3aBUCHMOTO CHHTE3a ayKCHHA, a TAK)KE YTOOBI HCCIICI0BATh CAMBIC
paHHUE W3MEHEHUsi B pacrnpeaeneHun aykcuHa npu uHAyKIHEH WOXS, MbI
JOTIOHUIM 0a30BYI0 MAaTEMaTHYECKYH0 MOJIETb CIEIYIONUM 00pa3oM: Kpome
0azanpHOTO cuHTE3a aykcuHa Ksa, MPUCYTCTBYIOMIETO BO BCEX KIETKAX KIETOYHOTO
aHcaMOJIsI, MBI BBEJIU JIOTIOJIHUTEIBHYIO MIEpeMeHHYIO0 Krpala, KOTOpas OMUCHIBACT
ckopoctb TAAl-3aBUCMMOTO CHHTE3a ayKCHMHA TOJIbKO B KJIETKH, B KOTOPBIX
HaOmomanack skcnpeccus TAA1 B kontpoite, a umenno I11 u UK.

VYpaHenwus st kinetok (5;5) u (4;5) npeobpa3oBaiiich CIEAYIOINUM 00pa3oM:

dlal; j , . .
dt L = Ks,a + KTAAl,a - Kd,a[a]i,j +D X ZmENi,j([a]m - [a]i,j) + ZxEP]x(l):for l= 5:] =5

dlal; 1 . . .
dt L= Ks,a + EKTAAl,a - Kd,a[a]i,j + D X ZmENi’j([a]m - [a]i,j) + ZxEP]x(l)vfor i=4,j=5

(31)
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B kadecTBe HayanbHBIX NAHHBIX JUISI pacdyeTa MOJACIH MPH MOJEITUPOBAHUU
KOpHEH, pa3nuuHbIx 1o skcrpeccun reHa WOXS, ucnonp30Banoch CTalmoOHapHOE
pemenue Oa3zoBoi mojaenu (pasgen 2.2) npu orcyrctBuu TAAT-3aBUCHMOrO
cuHTe3a aykcuHa B KopHe (Ks,=0,1). B pe3ynbrare OBLIO IMOJIYYCHO CTAllHOHAPHOES
pelieHne MaTeMaTUYecKoW MOJIeTM C MaKCHMMyMOM KOHIICHTpallud ayKCHUHAa B
kietke (5;5).

Jist cumynsnun TAAl-3aBHCHMOrOo CHHTE3a ayKCMHA B KOHTpOJeE, Oblia
BBEJICHA JIOTIOTHUTEIbHAs TiepeMeHHast Kraa1a B kietku I u UK, (5;5) u (4;5)
cootBeTcTBeHHO. [lockonbky mia knetok III m MK nHabmronmancs pa3nuyHbIi
ypoBeHb curHaia TAAL1-GFP (Puc. 20), To »3TO OBUIO y4YTEHO B BHJC
HOpMHUPOBOYHOTO Kodddunuenta 2 nns kierok UK B ypaBuenun (31). [anee
3aIyCKaJId PacyeT 0 MOJYyYEHHUs CTAllMOHAPHOTO pEUICHUSI.

Jlnst pacuera MonuUIIMPOBaHHONW MOJENU OBLJIO BBIOPAHO MaKCHUMAaIbHOE
3HaueHue Kraata, IOPU KOTOPOM HE HAOIIOAATIOCh HU3MEHEHHUE IMOJIOKEHUS
MaKCHUMyMa ayKCHHa B CTAallMOHAPHOM PEIICHHH MOJENIU JIA BCEX TPeX JIMHUHN
(Tabmuna 4).

Jlist MonenpoBaHus pactpeneneHus aykcnaa B uHuu 35S::WOX5-GR 6b110
YBEIMYEHO 3HaUYE€HUE KOHCTAHTHI Kraa1,a B COOTBETCTBHUHU C IAHHBIMU 00 H3MEHEHUU
sxcnpeccun TAAL B IT1] (Puc. 20, Tabauma 4), a 1 Myranta WOX5-1 ObL10 yUTEHO,
yto Hepoctarok WOXS npuBoauT K cHuxkeHuto skcnpeccun TAAL m KoHcTaHTa
Kraa1,a Obu1a yMeHbIieHa 10 20% 3Hauenus ays koutpons (Puc. 20, Tabmuma 4).

B pesynbTaTe MOIEIMpPOBAaHMS PACTPEACIICHHUS ayKCHMHA AJii TPAHCTEHHOU
e 35S::WOX5-GR 0b110 MOMy4YeHO yBEIMUYEHHE PAcCUeTHOW KOHIIEHTPAIUU
aykcuHa B komymemie, B Il u, B 1emom, BO BCEM KJIETOYHOM aHcaMmOJe
OTHOCHTENFHO KOHTpPOJS, @ TakXe YBEJIMYECHHE YPOBHS DKCHpeccuu OeTKoB
PIN1347 wu PIN347 tpaHcmopTepoB B MOJIETH, YTO TAaKXe COOTBETCTBYET
OKCIIEPUMEHTAJLHBIM ~ JaHHBIM. TakXke MOJeNb TNpPEICKa3biBaeT HEOOIbIIIOE
noBbilIeHUE 3Kcrpeccuu PIN2 BO BHENIHUX CIOSIX KOPHS, IPUYEM B DIIUJIEPMUCE

OOJIBIIIE.
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[TockonbKy U3BECTHO, YTO AyKCHH BIMSIET TAK)KE HA CKOPOCTH JICJICHUS KIIETOK
u Ha quddepeHnpoBKy (cMm. pazaen 1.5), TO MOXKHO MPEANOIOKUTh, UYTO AJIS
KJIETOK C OJIU3KUM COJIEpKAHUEM ayKCHMHA XapaKTepHa OJMHAKOBAs «Cyb0ay.

Ecnn mocMoTpeTs Ha KOHHIEeHTpanuio aykcuHa B IIL[ m kieTkax Koxymesuisl
(Puc. 22, xpacHbie paMOYKH), TO BUJIHO, YTO B CTAIIMOHAPHOM PEIICHUH MO JIJIs
auann 35S::WOX5-GR konnentparius aykcuaa Bo Bropoit kiaetke ot I11 (JIKHUK)
O4YeHb OyM3Ka K KoHIeHTparuu aykcnaa B UK myst pacdera B konTpodie. [Tockonbky
B KOHTPOJIE JIETUTCS MMEHHO 3Ta KJIETKa, TO MOXHO MPEIOJIOXKUTh, YTO JaHHas
KOHIICHTpaIUsi ayKCMHA ONTUMaibHa s JeneHusd. ClenoBaTelbHO, MOXHO
0oXkHjath, uTo B TpaHcreHHoW juHUHM 35S::WOX5-GR Bckope mocne MHIyKIIAN
WOX5 Bropas ot I knerka (JIKMK) takxe Oymer crocoOHa K JAEIEHUIO. DTO

XOpoHuIo CoriacyeTcs ¢ SKCIICPUMCHTAJIbHBIMU JTaHHBIMU.

16

14 13,48
12,41

11,85

10,37

9,59

B O

PacueTHasn KOHUEeHTpauknAa ayKCHa
39 oo

KoHTpob 355:WOX5 wox5

mMl mWK = AKMK = OKK

Puc. 22. KoHleHTpanus ayKCHHa B yCIOBHBIX KOHIEHTpanMoHHbIX equaniax (cu) B [T u
KJIETKaX KOJyMEJUIbI B IBYMEPHOM MoJenu nociie Mmoaudukanuu. KpacHoi paMoukoii BblI€I€HbBI
3HAQYECHUS] KOHLEHTpalMu ayKCUHA, XapakTepHble mia Jensmeiics B koHtpose UK. JKenroi
paMOYKOi BBIJIEJIEHBI 3HAUE€HNS KOHLEHTPAaLlUU ayKCHHa, XapakrepHble 1 JKK.

B pesynbrare mMozienupoBaHUs paclpeiesieHus] ayKCMHa B MyTaHTe WOX5-1 B
CTAallMOHAPHOM PEIICHUH OBbUIO TMOJY4YeHO CHWIKEHHE KOHIICHTpaIlud ayKCHHA

OTHOCUTETHLHO KOHTPOJIS B Koiymeinie, B [11] 1 Bo BHENTHUX cllosX (dnuaepmMuce u
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KOPTEKCE) € OJHOBPEMEHHBIM IOBBIIICHHEM KOHUEHTPALMM ayKCHHA B
sHAonaepmuce. Uto compoBoXaanock ToOBBIMIeHHEM dkcnpeccun PIN1347 B
DHAOJEPMHUCE, NPHU HEU3MEHHOM YPOBHE B COCYJIMCTOM TKaHW U IEPULUKIIE,
noHmwkeHruem skcrpeccud PIN347 u 3HAYMTENbHBIM MOBBILIEHUEM HKCIIPECCUU
PINZ2.

Ecnmn mocmMoTpers Ha KOHUEHTpALMIO ayKChHa BO BTOpoM kierke ot IIL]
(AKHWK) B myTtanTte WOX5-1, TO MOXHO YBUIETH, YTO OHA 3HAYHUTEIBHO HIIKE,
AQHAJIOTMYHOM KOHIICHTPAlUM B KOHTPOJIE M IPAaKTHYECKH COBHAAAET C
KOHIIeHTparueil B nuddepenumpoBanHoi kinetke komymesuibl (JIKK) B konTpoe.
M3 dero MOXHO HpPEINONIOXKUTh, YTO B WOX5-1 myrante auddepeHuupoBka
KOJIyMeIUTbl mporcXoauT panbiie (Ommxe x [IL), wem B koHTpome. YUto wu
HaOJII0AaeTCs B OKCIIEPUMEHTE.

[Tpu BapeupoBannu mnapamerpa Kraaia B KOHTpose B mpeaenax +15%
pe3ynbTaThl MOAECIUPOBAHUS KAUECTBEHHO HE MEHSINCH.

Takum oOpa3oM, pe3ysbTaTbl MOJAEIUPOBAHUS CBUAETEIBCTBYET B IMOJB3Y
OpeUIOKEHHOW HaMHM THUIOTE3bl O TOM, 4YTO U3MEHEHus Mopdonoruu,
pacripefielieHuss ayKCMHa M TaTTepHOB »dkcrmpeccuu OenkoB PIN  sBisioTcs
BTOPHUYHBIMHU TIporieccaMu, B cpaBHeHUU ¢ WOXS-peryaupyemMbiM OHOCHHTE30M

ayKCHHA.

3.3. OnucaHue OAHOMEPHOH KOMNBIOTEPHOIl MOJESH KOJYMENJIbl KOPHS
Arabidopsis thaliana ¢ pocTom, nej1eHHeM U CIyIIHBAHHEM KJIETOK.

3.3.1. Onucanue CTPYKTYPHI U MPOIECCOB MOAETH

J{nst onvcaHust KJIETOYHOM JUHAMHUKK KOPHEBOIO 4YexXJiMka Oblia pa3padoTaHa
OJIHOMEpHasi TUOpHIIHAS JUHAMUYECKas MOJEINb, OIKCHIBAIONIAS TOBEICHUE
KJICTOK, PacIoJIOKEHHBIX BJIOJIb IIEHTPaIbHOM ocu KopHs (Puc. 23). B a0t Moxenu
KJIETKH PacTyT, IENATCA U CIyIIUBaoTca. POCT KIeTok, i3MeHEeHHEe KOHIIEHTpaluu
aykcuHa u Oenka TAAI omwmcansl B Buae muddepeHIManbHbIX ypaBHCHHM, a

COOBITHS ACJIICHUA 1 ru0en KIIETOK SBJISIOTCS JAUCKPCTHBIMUA COOBITHSIMH.
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Poct kierok MOAYNHAJICA CIICAYIOIUM JIOTHYCCKHUM IIPpaBUJIaAM: 1) ObLIa
YCTAaHOBJICHaA MAKCHUMAJIbHO JOIIYCTHMaAsA JJIMHA KICTKHU Lmax, Ipu HpI/I6J'H/DKeHI/II/I
Pa3MCPOB KICTKH K 3TOMY 3HAYUCHUIO, POCT KICTKH 3HAYUUTCIIBHO 3aMCIJIAIICA,
BIINIOTb A0 IIOJIHOI'O IPCKpAIICHUA POCTA, 2) YCM BBIIIC KOHLICHTpAIKA ayKCHHA B

KJICTKC, TCM HHUKC CKOPOCTH POCTa.

Ln
1 2 n 1
ny MK KKK NKK1 NIKK2

Puc. 23. [ToToku aykcrHa B OJTHOMEPHON MaTeMaTUYECKON MOJIETU C POCTOM U ACTICHUSIMU
kieTok. OpaH)XeBoW CTpenKoil 0003HaueH MOTOK M3 BepxHed dactu kopHs B IILI, romyObimu
CTpenKaMu 0003HAYCHBI ITOTOKU aKTUBHOTO/TIACCHBHOT'O TPAHCIIOPTA.

Jlnst pacyera KOHUEHTpAlMM ayKCHHA YYHUTHIBAJIUCH CIIEIYIOLIUE IPOLECCHI:
MOTOK ayKcHHa U3 BepxHeil yactu kopH4 B 1L, TAAL-3aBUCUMBII1 CHHTE3 ayKCHUHA,
Jerpajanus ayKCHHa, TaCCUBHBIN U aKTUBHBIN TPAHCIIOPT.

AKTHUBHBII TpaHCIOPT AayKCHMHA ObLI ONWCAaH AaHAJIOTMYHO AKTHUBHOMY
TPAaHCHOPTY B JBYMEPHOW MOJEIM C MPSMOYTOJIbHBIM KIETOYHBIM aHcamOJieM
(ypaBHenue 14). YuuThIBajCs TOJbKO oauH Oenok nepeHocurk PIN347, koropsrii
HEMOJISIPHO PAcIoJIOKeH Ha MeMOpaHax KJIETOK, C TOMYIIEHUEM, YTO TPAHCIIOPTEPHI
BCEr/la HaXOASTCS B PAaBHOBECHOM COCTOSTHUM. DTO TMO3BOJIIO H30aBUTHCS OT
JIVMIIHEN NEPEMEHHOM M ONMCAaTh AKTUBHBIM TPAHCIOPT AyKCHHA KAaK AyKCUH-
3aBUcUMYI0 QpyHKIUIO. [TapameTpsl aykCcuH-3aBUCUMOM 3Kcnipeccuu Oenka PIN347,
a TaKXe IapaMeTpbl, ONMCHIBAIOIIME JETPajalliil0 M NACCUBHBIA TPAHCIOPT
ayKCUHa, ObUIM B3ATHl W3 ABYMEPHOW MOJEIU C MPSAMOYTOJIbHBIM KIJIETOYHBIM
ancamOusiem (Tabnuia 2).

Jlyig y4yeta natepalibHOTO OTTOKA ayKcuHa u3 KoiayMesuibl B BKY 0w BBeieH
napameTp KOMIEHCAIMH JIaTepaIbHOrO MOTOKA (Pjat), OTPAKAIOLIUN OO MOTOKA
ayKCHHA, KaK aKTHBHOT'0, TaK U MACCUBHOI'O TPAHCIIOPTA, U3 KJIETOYHOTO aHCaMOJIs,
KOTOpasi HE KOMIIEHCUPYETCSI OOKOBBIM JIaT€pajbHBIM TOTOKOM M3 COCEJIHMX
KJIETOYHBIX (pailnoB. JlaHHBIN MapaMeTp OJMHAKOB JIJIsl BCEX KJIETOK B MOJIEIIH.
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3.3.2. YpaBHeHHUSsI MATEMATUYECKOI MO/1eJTH

[TockonbKy B IByMEpPHON MOJEIH pacIpe/ieIeHnsl ayKCHHA C MPSMOYTOJIbHBIM
KJICTOYHBIM aHcamOJeM Bce KICTKH ObUTH OAMHAKOBBI, IOHSATUS KOHLEHTPAIHS U
Macca OBLTM Hepa3feluMbl MPH PACCMOTPEHUU EIWHUYHON IJIOIAAN KIIETKH.
COOTBETCTBEHHO MOXHO CYMTaTh, 4YTO PAaHEE YYUTHIBAIOCh HW3MEHEHUE
BHYTPUKIIETOUYHOM Macchl aykcuHa u OenkoB PIN. Opnako mpu paspaboTke
OJHOMEPHOM MOJENH C HW3MEHSIoUIecs IIMHHONW KJIETOK ObUIO HEeoOXO0IUMO
pa3fenuTh JaHHbIE MOHATUS AN KOPPEKTHOTO OMHMCAaHUS TpPAHCIOpTa ayKCHHA
MEXIy KIETKaMH C pa3HbIMH OOBEMOM U KOHIEHTpalUMeHd ayKCHHa Tpu
HENpephIBHOM pocTe. [l omnucaHuss W3MEHEHHsS KOHLEHTPALUK BELIECTB BO

BPEMEHH HCIIOJIb30BAIOCH CIIEAyIoIIee peoOpa3oBaHue GopMyIIb:

dt dt it v dt v?

dc d(%) dm 1 dv m _ 1 (dm av
R S s ) @

[TockonpKy MOJENb OJHOMEpHAs, TO Kaxaas KJIeTKa Obula Mpe/CcTaBicHA B
BUJIE MPSMOYTOJBHOTO MapajieNienuieaa AIuHbl L, B ToO BpeMs Kak IIyOuHa U
BbICOTA OBLIM MPHUHATH 3a €AMHULY UIMHBI. COOTBETCTBEHHO OOBEM KIIETKU B
JAaHHOM ciy4ae ObUT SKBHBAJICHTEH ee JiuHE. B To ke BpeMsi u3MEHEHHE MacChl
HCCJIETyEMOI0 BELIECTBA MOYKHO 3aIIMCaTh 10 AHAJIOTUHU C AIBYMEPHOU MOJIEIBIO.

B pabore Tuana u coaBTOpOB ObUIM YCTAHOBJIEHBI OOpATHBIE CBS3U MEXKAY
CUTHaJIbHBIM myTeM aykcuHa u reHoM WOX5 (Tian et al., 2014), ¢ apyroii cTropoHs!,
TAA1 skcnpeccupyercst JUllb B KJIETKaX ¢ BBICOKMM COJIEPKAHUEM ayKCHHA, YTO
MO3BOJIMJIO HAaM onucaTh dKkcnpeccuto oenka TAAL B 3aBUCHUMOCTH OT ayKCHHA.

Ha ocHOBaHMM BCEro BBIIIEU3IIOKEHHOTO ObUIA COCTaBJIEHA CHUCTEMa

i depeHIranbHbIX ypaBHEHUH AJA N KJIETOK B 00ILEM BUJIE:

dL
da; (ka + kg + kpga x TAA; — kgay — Tpasy,e1 — Tactyye 1 + Tpasy,, + Tacty, 1 —ay * d—;) /Ly

(ks + kpgg * TAA; — kga; — Tpasyy,; — Tactyy,; + Toasy,; + Tacty,; — a; * %) /Ly fori=2,..,n

ap\h
<dTAAi:<KS* (Z) h—Kd*TAAi—Li*ﬂ>/Li 1(33)
dt 1+(%) at

Z2
an {0, ifa; >sgcand L; = 1

(Lmax—Li) * K
a; g
i

dt rows €lse

IJie a; — KOHIIEHTpAlKs ayKCHHA B KJIeTKe 101 HomepoM i, TAA; — KOHLIEHTpaLus

oenka TAAI B KiIeTKe 1o HOMEPOM I, k, — HHTEHCHBHOCTh IMOTOKA ayKCHHA U3
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BEPXHEH 4acTH KOpHSI, Ks — KOHCTaHTa CKOPOCTH 0a3aIbHOTO CHHTE3a ayKCHHA, K144
— koHcTaHTa ckopoctd TAAl-3aBucMMOrO OMOCHMHTE3a ayKCHHA, K; — KOHCTaHTa
CKOPOCTH JIETPaJalluy ayKCHHA, TPasyy,s i — GYHKIHMSA, ONUCHIBAIOIIAs TACCUBHBIN
TPAHCIIOPT ayKCHHA U3 KJIETKU 110J HoMepoM I, Tact,,,, ; — yHKIus, onuchIBaroIas
aKTHBHBIA TPAHCIOPT ayKCHHA W3 KJIETKU Hox HomepoM i, Tpasy,; — byHKius,
OIMCBHIBAIOIIAs TTACCUBHBIN TPAHCIIOPT ayKCHHA B KJIETKY IO HoMepoM i, Tact, ;
— (pyHKIIMS, OMMCHIBAOIIAS AKTUBHBIA TPAHCIIOPT ayKCHHA B KJIETKY O]l HOMEPOM
I, K; — KoHCTaHTa cKopocTH cuHTe3a Oenka TAAL, K; — KOHCTaHTa CKOPOCTH
nerpamanuu 6enka TAAL, z; — mopor akTUBAaIlMM ayKCHH-3aBUCHMOTO CHHTE3a
oenka TAAL; z, — Opor HaChIIICHUS ayKCHH-3aBUCUMOT0 cuHTe3a Oenka TAAL; h
— kod(ppurmenT Xusuia, KOTOPBIHM ONMpeesieT CTENEeHb HEMTUHEHHOCTH BO3/IEHCTBUS
KOHIICHTpAI[UX BHYTPUKJIETOYHOTO ayKCHHA ai HA CKOpOCTh cuHTe3a Oenka TAAL,
L; — MHA KJIETKU TMOJ HOMEPOM |, L, — MaKCHMAJIbHO JOMYCTUMBINA pa3Mep
KIIETKH, Koy, — KOHCTAHTa CKOPOCTH POCTA, Soc — IIOPOT HA POCT KJIETKH.

[TaccuBHBIN TpaHCHOPT dYepe3 MeMOpaHy KJIETKH, OINHCAaH CIEIYIOIUMHU

byHKIUSIMU:
_(2+%Dxa;+ (1 —pyg) *2L;*Dxa;, fori=1,..,n—1
Tpasout;i = {D xa;+ (1 —pae) *2Li* D xa;, fori=n (34)

Dxajq,fori=1
Tpasiy; =D * a1 +D*a;_q,fori=2,..,n—1 (35)
Dxa;_q,fori=n

rAe a; — KOHLEHTPaIMs ayKCHHA B KJIETKE IO HOMEPOM |, Tpas,y,; — GyHkuus,
ONHUCHIBAIOMIAS TACCUBHBII TPAHCHIOPT ayKCHHA U3 KIETKU IO HOMepoM |, Tpas;, ;
— (pyHKIIMS, ONTHUCHIBAIOIIAS TACCUBHBIN TPAHCIOPT ayKCHHA B KJICTKY 10 HOMEPOM
I, L; — OIWHA KIETKHA MOJ HOMEpOoM I, D — KOHCTaHTa CKOPOCTH IACCHBHOTO
TPAHCIIOPTA, P;,; — MApaMeTP KOMIICHCAIIMH JaTePaIbHOTO MOTOKA.

AKTUBHBIA TPaHCIIOPT Yepe3 MeMOpaHy KJICTKH, OMOCPEIOBAHHBIN OeIKOM
TpaHcnoptepom cemerictBa PIN, onucan cnenyrommu GyHKITUSIMHU:

# Fping * a; + (1 = piar) * s * Fpin; * a;, for i = 1,n

2x*Li+1 2xLi+1
Tactyue; =14 4 by . (36)

* Fping * a; + (1 — prae) * Z*ZLL-iz * Fpin; *a;, fori=2,..,n—1

2+L;+2
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1 . .
(5 * Fpinig * @iy, fori=1

2xLiy1+2
2ely+1 Fping_y*a;—, + m * Fpingq * ajyq, fori =2

TaCtin,i = 9 2*—Li—1+2 * Fping_q xa;_1 + m * Fping q * j4q, fori=3,..n—2, (37)
2%Li_1+2 *Fping—q * a1 + 2eLig 1 * Fpinjyq x ajpq, fori=n-—1

—— s« Fpin;_, *xa;_q, fori=n
\Z*Li_1+2 p i—1 i 1»f

rje a; — KOHIEHTpalys ayKCUHa B KIeTKe moa HomepoM i, Tact,,,; — byHKuus,
OIMCBHIBAIOIIAS aKTUBHBIN TPAHCIOPT AyKCUHA U3 KIETKHU o1 HomepoM i, Tact;, ; —
(YHKIIHS, ONMCHIBAIOIIAS aKTUBHBIN TPAHCIIOPT ayKCHHA B KJICTKY 1O HOMEPOM |,
L; — nMHA KISTKU 1Mo HoMepoM i, Fpin; — yukuus ckopoctu PIN-3aBucumoro
aKTUBHOTO TPAHCIIOPTa ayKCHMHA B KJIETKE IIOJI HOMEPOM i, Pjqr — Iapamerp
KOMIICHCAIINH JIATePAITbHOTO TIOTOKA.
Oyukiuss ckopoctd PIN-3aBUCHMOro akTHBHOTO TpaHCIOPTa ayKCHMHA B

KJIETKE MpeCTaBjIeHa B BUJC:

\S

(:;_;) Sy

P

(2

I7Ic @; — KOHIICHTpAllMs ayKCHMHA B KJIETKE MOj HoMepoM 1, Fpin; — GyHKuus

Fpin; = (38)

ckopoctu PIN-3aBHCHMOro akTHBHOTO TpaHCIIOPTa AyKCHHA B KJIETKE 1101 HOMEPOM
I, g; — TOPOT aKTMBAIMK ayKCHH-3aBUCUMOro cuHte3a Oenka PIN; g, — mopor
HACBIIIECHUS ayKCUH-3aBUCUMOTO cuHTe3a Oenka PIN; S — xoaddunuent Xumna,
KOTOpPBIA OMNpPEAEIsACT CTENEHb HEIMHEMHOCTH BO3IACWUCTBUS KOHUEHTpPAIUU
BHYTPHKJIETOYHOTO ayKCHHA a; Ha CKOPOCTh cuHTe3a Oenka PIN.

Bce pacueTsl inHaMU4YeCKOM OTHOMEPHOM MOAEIH MPOBOJAWINCH B IPOTPAMME
MATLAB. /i 4MClIiEHHOrO pacyeTra peleHuil cucteMbl AuddepeHInaIbHbIX
ypaBHEHUN  UCHOJIb30BaNach (YyHKIMA HHTErpaTtopa auddepeHnrarIbHbIX

ypaBHeHuii 0del5s.

3.3.3. OnucaHue KJIE€TOYHOM JTMHAMMKH B O/THOMEPHOI Mo/1eJIH
Jlnst perynsmuu pocta, JCICHUS W CIYIIMBAaHUSA KJICTOK, MO aHAJOTHUU C
mogenbto (Dubreuil et al., 2018), Obutn BBeZCHBI TPU MOPOTOBBIX 3HAYCHHUS: Sqc,

Scsc, Spet, @ JUIST KaXJIOW KJIETKM MOXXHO OBLJIO OMpPENETUTh €€ COCTOSHUE B
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COOTBETCTBUM C 3TUMH IOpPOraMu. Tak eciy KOHLIEHTpauus ayKCHMHA B KJIETKaX
BBIIIIE TIEPBOTO MOpPOTa (Sgc), YTO COOTBETCTBYET COCTOSHHIO IOKOS, TO TaKHe
kiaetku He pacTyT («[lokoi» Ha Puc. 24). Eciu KoHIIEHTpaIHsl ayKCHHA B KIIETKaX
HIDKE TEPBOTO TOpora (Sqc), HO BHINIE BTOPOTO Topora (Scsc), KIETKH PacTyT U
MNOTEHIIMAIBHO CIIOCOOHBI TMOACIUTHCS, M OTO COOTBETCTBYET CTBOJIOBOMY
cocrosiauio («Poct u Jlenenue» Ha Puc. 24). Ecau KoHIEHTpamMs ayKCHHa B
KJIETKaX HUXKE BTOPOTrO MOpora (Scsc), HO BBIIIE TPETHETO MOPOra (Spet), TO KIETKU
BCE €IIe pacTyT, HO YXE€ HE CIOCOOHBI K JIEJICHUIO, YTO COOTBETCTBYET
muddepenimpoBanHomy coctostauto («Poct» Ha Puc. 24). Ecnu koHIEHTparus
ayKCUHA B KJIETKaX HUXKE TPETHEro MOPOra (Spet), TO TAKHE KJIETKH CIYIHMBAOTCH,

T.C. YIQISIOTCS U3 KiaeTouHoro ancamoOis («CiymuBanue» Ha Puc. 24).

Mokoi Sac
~PoCcTY NeneHne”
Scsc

Cnvu.maauyge

L] [ ]

Puc. 24. Cxema, oTpaxkarolias CMEHY COCTOSIHUH KJIETKU B 3aBUCUMOCTH OT KOHIICHTPAIIMH

AyYKCHWHa B KJICTKEC. IIo ocw OpAWHAT OTJIOKCHA YCIIOBHAA KOHICHTPAHA ayKCHHA B KJICTKE, IO OCHU

8.6CI_II/ICC OTJIOKCHA JJIMHA KJICTOK, 3a HYJICBOC 3HAYCHHUC IIPUHATA BEPXHAA I'PaHULld KIICTKH H]_[

CTOHUT OTMETHUTb, YTO IJIS TOTO YTOOBI COOBITHE AEICHHS KIIETKHA COCTOSIIOCH,
KJIeTKa JOJDKHA ObITh onpeneneHHoro pasmepa (Lgivi<Li< Lgiv2), TO €CTh CaUIIKOM
MaJICHbKHE W CJIMIIKOM OOJIBIIHME KJIETKH JSIUThCS He MoryT. HecrocoOHOCTh K
JICTICHHUIO KJIETOK JI0 TOCTHXKEHUS MU MHUHHUMAJIbHO-HEO0X0AMMOT0 pa3Mepa Obljia
NoKa3aHa JKCIEpUMEHTaIbHO B psge padot (Schiessl et al., 2012, Sablowski,
Dornelas, 2013). ITpu 3TOM Ui KJIETOK, pa3Mep KOTOPBIX MPEBbIIIAET Lgiv, MBI
mojaracM, 4r0 OHH YK€ BCTYINWIA Ha TyTh AU((OEPEHIUPOBKH U IOTEPSIIH

CIIOCOOHOCTH K JICJIEHUIO.
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Pacuer Moaenu mMpoMCXOIUT UTEPATUBHO: CHauyalla MPOUCXOAUT YMCICHHBIN
pacuer muddepeHnUANTBHBIX ypaBHeHH B TedeHmn 100 eauHWIl MamMHHOTO
Bpemenu (fu), 3aTeM KJIETKH MPOBEPSIIOTCS HA YCJIOBHS JCJICHUS W/WIK THOEIH,
MPOUCXOIUT U3MEHEHUE HyMEpallluK KJIETOK U YUCIIa YPaBHEHUM B CUCTEME, 3aTEM
pacyeT MpOAOIKACTCS CHOBAa JO HOBOM NPOBEPKH YCIOBUM Ha JCJICHHE U

OTMHPAHUC KIJICTOK 4CPC3 100 CANHHUIL MAaIIMHHOT'O BPCMCHU.

3.4. HauajbHble JaHHBIE JJIS pacyeTa THHAMHYECKOH MOoIeTH

B kavecTBe HaYalbHBIX JAHHBIX JUISI pacyeTa JUHAMHYCCKOH MOJIEIU MBI
UCTIONB30BATI  CTAl[MOHAPHOE  pEIICHWE, IOJy4YeHHOe B  pe3ylbTare
IpeBapUTEIILHOTO pacueTa ¢ (UKCHPOBAHHBIM YHUCIOM KJIETOK M 33JaHHBIMU
pa3MepaMu KJIETOK TpH BbIKmodeHHOM pocte (Kgrow=0). Pa3zmepsr kierox s
NPEBAPUTEIILHOTO pacdeTa ObUIM IOJYYEeHbI HAa OCHOBAaHHMU H3MEPCHHS JIJIHH
KJIETOK Ha pEMpe3eHTaTUBHOM OSKCIIEPHUMEHTAIBHOM W300paKEHUH KOpPHS H
HOPMHPOBAHUU MX OTHOCUTENBHO pa3mepos 111 (Tadmmma 6).

Tabauna 5. 3Hauenus ayuH kieTok [11] u KoxyMenibl, HCIOJIb30BAHHbIE B KAUECTBE HaYaJIbHbIX
JAHHBIX B YCIOBHBIX €AUHULIAX JJIUHBIL.

TIIY UK KUK JIKK1 JKK2 JIKK3
1 1,03 2,14 2,79 3,14 4,74

3.5. Iloxdop mapamMeTpoB Mojae/IH

HaGop 3HayeHuwii mapamMeTpoB OJIHOMEPHOW JMHAMHYECKOW MOJETH
pacripe/iesieHusl ayKCUHa B KOJlymesuie npejcTaBiieH B Tabnuie 6. bonbinas yacthb
napamMeTpoB MoOJeNu ObUIM TIONYy4eHbl W3 MOAUGUIIUPOBAHHOW JBYMEPHOU
MaTeMaTUYECKOW MOJENHU. 3HAUYCHUsS [JIi TaKUX MapaMeTpoB, KaK KOHCTaHTa
ckopocTH jaerpaganuu aykcuna (Kq), KOHCTaHTa CKOPOCTH MACCMBHOI'O TPAHCIIOPTa
aykcuHa (D), koHcTaHTa CKOpOCTH 0a3aabHOro cuHTe3a aykcuHa (Ks), a Takke Bce
napaMeTphbl, OMMCHIBAIONINE aKTUBHBIN TpaHCIOPT aykcuHa ((1, 42, S), ObUIH B3SATHI
0€3 U3MEHEHHI 13 IBYMEPHON MaTEMaTUYECKON MOJIEITH.

3HaueHue mapaMeTpa KOMIICHCAIMH JIATEPAIbHOTO MOTOKA ayKCHHA (Pjat) OBLITO

OLIEHEHO JUISl CTAallMOHApHOIO pEIIEHUS ABYMEPHOW MOJAENU MJii KOHTPOJIS.
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Hcnonb3yst ypaBHEHUS ISl IByMEPHOUH MeToamdeckoi mojaenw (YpaBHenus 14-25),
ObUT paccuuTaH JaTepaibHBbIA MOTOK ayKCHHA 3a CUYET aKTUBHOTO M MACCHUBHOTO
TpaHCIIOpTa W3 KIETKH MoJ HomepoM (4;5) B kietky (4;4) u oOpaTHO B
CTallMOHapHOM peniennd. Ha ocHoBaHuM 3TOro pacuera ObUIO OLICHEHO 3HAYEHHE
napameTpa KOMIEHCAIH JIaTepaIbHOTO MOTOKA ayKCHHA C TOYHOCTHIO 10 MIEPBOTO
3HaKa MOoCJIe 3aMsTOM.

[TonGop ocTaBIelics YaCTH TapaMeTPOB MOJIEIIH OCYILIECTBIISUICS B PE3yJIbTaTe
MpPEeABAPUTENLHOTO pacyeTa ¢ (PUKCUPOBAHHBIM YUCIOM KIETOK M 3aJaHHBIMU
pa3mMepamu KJIETOK mpu BeIKITFOUeHHOM pocte (Kgrow=0).

[Tonbop mapameTpoB aisd ayKCHH-3aBHCHMOro cuHTe3a TAA1 (21, Z2, h) B
KOHTpOJIE€ OB BBIMIOJHEH TaKUM 00pa3oMm, yToObl AJoMeH skcrnpeccun TAA1 ObLn
orpannyeH I11] u 1BymMs cocemHUMH KIIETKaMH, a MAKCUMYM SKCTIPECCHH JISKAT B
rpaHuiiax BapbupoBaHus K taara JJIsI IBYMEPHOUM MOJIEIH.

[Torok aykcuHa u3 BepxHe# yactu kopHs (K,) 1 koncranta TAAL-3aBuCHMOTO
cuHTe3a aykcuHa (Kraa) moaoupainch TakuM odpa3om, uToOsl B I11] B pe3ynbrare
MpEeIBApPUTEILHOTO pacyeTa i KOHTPOJS HaOMoJalics TakoMl e YpOBEHb
ayKCHHA, KaK U B IBYMEPHON MOJIEIIH.

[Toporu Ha pocT, eIeHUE U CIyIMBaHUE KJIETOK ObUTM BBHIOpAHBI TaK, YTOObI
B TMpOIECCe pacyeTra IUHAMHYECKOM MOJETu JUIsi KOHTPOJS HaOII0anoch
COCTOSIHME TOMEOCTa3a, TO €CTh MPOIECCHl ENCHUS M CIYUMBaHUS ObLIH
COrJIacOBaHbl BO BPEMEHH U KOJUYECTBO KJIETOK B KOJyMEJUie COXPaHSIOCH
MOCTOSHHBIM, TO €CTh 3a KaxabiM neineHueM WK cremoBano ciyniyMBaHue
nocnenern JKK. Ilpm 3TOM cocTOosiHME NEPBOM KIETKH COOTBETCTBOBAJIO
cocrosiuuto IIIl, To ecTh mepBas KieTka B MOJEIM HE JOJDKHA ObLIa pacTd U
JICIATHCS B TEUCHUE pacyeTa.

KoHcranThl ckopocTu cuHTe3a u aerpaganuu O0enka TAAL ObUH TIPUHSTHI
DKBUBAJICHTHBIMA W PaBHBIMU | g KOHTpOJs. J[ns ydeTa W3MEHEHUs YPOBHS
skcnpeccuun TAA1 B tpancrennoit muaun 35S::WOX5-GR u mytanTe WOX5-1 Mbl
M3MEHSIA KOHCTaHTy ckopocTH cuHTe3a TAA1 (Ks) aHamoruuHo ToMy, Kak Mbl 3TO

JIeJIaJIA B JOMOJIHEHHOW IByMEPHON MOJIEIIHN.
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Tabauua 6. 3HaueHus mapaMeTpoB, NCIIOIH30BaHHBIE B OJHOMEPHON TMHAMUYECKOW MOIEITH. MU
— €AUHUIBI MAaCCHhI, CuU — CANHHUIIBI KOH]_IGHTpaI_II/II/I, tU — CAUHUIbI BpeMeHI/I, VU — € IUHULBI O6’beMa,

dl — 6e3pa3mepHsIit mapamerp.

Hassanue napamerpa CumBoa E st 3HaveHue
H3MepeHust

VHTEHCUBHOCTH TMOTOK AyKCHUHA M3 BEPXHEH YaCTH KOPHS K mu/tu 3,1
KoHCTaHTa CKOPOCTH Jerpaialiii ayKCHHA Kq vu/tu 0,005
KoHcTanTa CKOPOCTH MACCHBHOT'O TPAHCIIOPTA ayKCHHA D 1/tu 0,08
Koncranra ckopocTu 6a3aapHOTO CHHTE3a ayKCHHA Ks mu/tu 0,001
Koncranra ckopoct TAAL-3aBUCMMOTO CHHTE3a ayKCHHA Kraa vu/tu 6
Koncranra ckopoctu cunresa Oenka TAAL Ks mu/tu 1/2,2/0,2*
Koncranra ckopoctu aerpanaryu oenka TAAL Kg vu/tu 1
[opor akTuBanmu ayKCUH-3aBUCHMOTO cuHTe3a Oenka TAAL 71 1/cu 10
[Mopor HaceIlIeHUs ayKCHH-3aBHCUMOTO ciHTe3a Oenka TAAL 2 1/cu 7,8
KoadPpumment Xumna, onpenensomuii cTereHb HeTMHEHHOCTH
BO3/ICMCTBHSI KOHLIEHTPAaLMUd BHYTPHUKJIETOUHOTO ayKCHHA Ha H dl 12
ckopocTh cuHTe3a Oenka TAAL
[lopor akTuBamuu aykcuH-3aBHCUMOTO cuHTe3a OenkoB PIN B 0 1/cu 10
KOJIyMeJuie
[Mopor HacwlleHusl ayKCHH-3aBUcUMOro cuHTe3a OeikoB PIN B P 1/eu 10
KOJIyMeJlIe
Koadpdumment Xunna, onpeaensonii CTeNeHp HEMHHEHHOCTH
BO3JICHCTBHS KOHIICHTPAIIMU BHYTPUKJIETOYHOTO ayKCHHA Ha S dl 4
ckopocTh cuHTe3a OenxoB PIN B komymerure
KoHcTanTa CKOpOCTH pocTa Kgrow dl 0,0001
[TapameTp KOMIIEHCAIMH JIATEPATBLHOTO ITOTOKA ayKCHHA Piat dl 0,9
MakcuMalIbHO JONYCTUMBINA pa3Mep KIETKU Lmax vu 5
MUHHAMAIIBHO TOIIyCTUMBIN pasMep KIETKU IS JCJICHUS Laiva vu 1,5
MakcuMalIbHO AONYCTUMBIN pa3Mep KIETKU IS JEJICHUS Laivz vu 2,5
[Topor Ha pocT KIETKU Sqc cu 12
[Mopor Ha neneHue KIeTKN Scsc cu 10
ITopor Ha ciyniuBanue SDet cu 1,5

* 3HAYCHUS JUTS Pa3HbIX JUHUI: KOHTPosb/35S::WOX5-GR/wox5-1

B xome nuccepTaMOHHOTO HMCCIAEAOBAHMS OBUIO MPOBEACHO MOJIPOOHOE
UCCIIEIOBAHUE TOBEJEHUSI OJHOMEPHOW KOMIIBIOTEPHON MOJENM pacrpeicsieHus
ayKCHHA C POCTOM U JEJIEHUEM KJIETOK MPH BAPbHUPOBAHUM IO MapameTrpam. B
pe3yibTaTe MPOBEIEHHOIO aHajau3a ObUIO TOKa3aHO, YTO  OJHOMEpHAs
TUHAMUYECKAsl MOJIENbh paclpesesiecHus] ayKCchMHa Hanbojee YyBCTBUTEIbHA K
M3MEHEHUIO MHTEHCUBHOCTH MOTOKA ayKCHHA U3 BEpXHEW YaCTU KOPHS U HaMEHEee
YyBCTBUTEJIbHA K HW3MEHEHHIO CKOPOCTH Jerpajaiuv U 0a3ajlbHOTO CHHTE3a

aykcuHa. Pe3ynbTaThl BApbUPOBAHMS 110 MapameTpaM npuseAeHbl B [Ipunoxenun 1.
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3.6. Pe3yabTaThbl MOJAEJMPOBAHUSA C UCIOJIH30BAHUEM OITHOMEPHON MO/eJIN ¢
POCTOM, JIeJIeHHEM U CJOYIIUBAHUEM KJIETOK

[Tocne mombopa mapaMeTpoB [Jisi KOHTPOJIA OBLTH TPOU3BEIEHBI PACUETHI
JTUHAMUYECKON MOJIENIM, UMHUTHPYIOUIUE IOBEJECHUE BCEX TPEX THUIIOB KOPHEH:
KOHTpOJIb (aukuid Tui), Wox5-1 u 35S::WOX5-GR.

B pesynprare pacyeta IUHAMUYECKOW OJHOMEPHOM MOJEIM B Cllydae
KOHTPOJIs1 HaOmoAaica 0anaHc MKy JIEIEHUEM U CITYIIMBAaHUEM KJIETOK, TaK, YTO
YUCIIO KJETOK OCTaBaJlOCh TMOCTOSIHHBIM (6 KIJETOK), KakK TOJbKO KJIETKa
cootBercTBytomas MK penunacek, To yepe3 1-2 miara mpoucxXoiuiio CIyIIMBaHUE
nocieaneit JIKK. Ha mpotspkenun Bcero Bpemenu pacuera (10 3000 maros) neppas
KJIETKa HaXOJuJIach B COCTOSIHMM TOKOs, 4To cooTBeTcTBYeT 1L, BTOpas kierka
HaxOJWJIACh B CTBOJIOBOM COCTOSIHMH, 4TO cooTBeTCTBYeT UK, ocTaiibHbIe KIETKH
KJICTOYHOTO aHCaMOJIs HaXoaWiIuch B muddepeHimpoBadHoM coctosiauu (Puc. 25).
CTouTt OTMETUTh, YTO B MOJIEIM BCET/Ja COXpPaHsIach OJIHA KJIETKAa B CTBOJOBOM
coctostHuu. [Tpu nenennn UK, yxe Ha cienyromem mare cocenusis ¢ 11 nouepnsis
KJIETKA COXpaHsijia CTBOJIOBOE COCTOSIHUE, B TO BpEMsI KaK BTOpasi JOUEPHsIS KJIETKa
nepexoamia B TudPpepeHimpoBaHHOE COCTOsIHME. Takke JOMEH dKCIpeccuu Oernka
TAAL B Mozenu ocTaBalicsl CTaOWIICH Ha MPOTSHKECHUH BCETO BPEMEHH pacuera.
(Puc. 25)

B pesynbrare pacuera JUHAMHYECKOH OJHOMEPHOW MOJICITH JJisg WOX5-1
MyTaHTa B CpeHEeM HaOJI01aJIOCh YMEHBIIICHUE IJIMHBI KJIETOYHOTO aHCaMOJsl Ha
OJIHY KJIeTKY. BTOpas kieTka KJieTO4HOTro aHcamOJis, COOTBETCTBYIOIIAs B KOHTPOJIE
UK, naxommwnace B nuddepeHIMpOBaHHOM COCTOSHUU, YTO COOTBETCTBYET
AKCTIIEPUMEHTANIbHBIM JaHHBIM. JlomeH skcnipeccun 6enka TAAL Obut MeHbIne Ha 1
KJIETKY, 10 CPAaBHEHUIO C KOHTPOJIEM MPU OJHOBPEMEHHOM CHUKEHUU YPOBHS €T0
AKCIPECCUU, YTO COOTBETCTBYET AKCIEPUMEHTAIbHBIM JaHHBbIM. OJIHOBPEMEHHO C
ATUM COJIep)KaHHE ayKCHHA B KJIETOUHOM aHCaMOJie JIUIb He3HAYUTEIBHO TaJIaeT,
YTO TAKXKE COOTBETCTBYET DKCIIEPUMEHTAIBHBIM JAaHHBIM. BakHO OTMETHTH, YTO
nepBasi KJeTka KJIETOYHOro aHcamOisi, coorBercTByromas 1L, maxomwmace B

CTBOJIOBOM COCTOSHHH, BMCCTO COCTOSAHHA ITOKOA, U OblIa criocoOHa K ACICHHIO.
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Takum 00pa3om, Haima MOMAENTh MpeAcKazalia, 9YT0 B MyTaHTE WOXS5-1 HOMKHBI
HaOMrOAaThCs MpekaeBpeMenHblie/yuamenubie nenenus [11[. Tem nHe menee, mis
MyTaHTa WOX5-1 B Mojenu ObLIO XapaKTEpHO COXpaHEHHE OajlaHca MEXIy
JIeJICHUEM U OTMHUpaHUEM KIJIETOK, KaK M B cliydae KOHTpoJisa. CrenoBaTenbHO,
HapymeHus B pabote IIl] He OKa3pIBalOT CHIIBHOTO BIUSHUA Ha MOJJEp>KaHUE
OamaHca MeXIy JelneHueM U ciymuBaHueMm kietok KY, uro cormacyercs c
AKCIEPUMEHTAbHBIMU TAHHBIMH.

B pe3ynbTaTe pacuera IMHAMHUYECKOW OJHOMEPHOMN MOJIETH Jisi TPAHCT€HHON
muann - 35S::WOX5-GR  Habmomamoch 3HAYMTENBHOE pACIIUPEHUE JTOMEHA
skcrpeccun Oenka TAALl B TeueHue BpeMeHM pacyéra, 1O pa3MepoB Bcel
koiaymesuisl Ha 1600 mare (Puc. 25B). B To ke BpeMs KOHIIGHTpalus ayKCHHa B
KJIETOYHOM aHcaMOJie O4€Hb CHJIBHO pacTeT co BpeMeHeM. CTOUT OTMETHUTh, YTO B
JTAHHOM JIMHUY TIPOMCXOJIUT HapyIlIeHue OajaHca MEXIy JIEJICHUEM U CITYIIMBAaHUEM
KJIETOK KOJIYMEJUIbl, TO €CTh JIEJICHUS MPOUCXOASAT Tropa3fo dalie COOBITHI
cinymuBanus nociuenneit JIKK. B Moaenu, kak v B 3KCliepUMEHTE, Mbl HA0JII01aeM
YBEJIMYEHHUE KOJIMYECTBA MaJIeHbKUX KJIeToK. Tak Ha 1600 mare pacuera ocraercs
JUIIh 01HA Oonbinas nuddepernupoBannas kietka (Puc. 25B). Onaako, HeCMOTps
Ha OOJIBIIIOE KOJIMYECTBO MEJIKUX KJIETOK, B CTBOJIOBOM COCTOSIHUM HAXOJATCS HE
BCE KJIETKH, a JIMIIb PACIOJIOKEHHBIE B IUCTAIIBHOW YacTu KOIyMeuibl. CoriiacHo
pe3yabTataM MOJCIIUPOBAHMS, B MMPOKCUMAIBHON YacTH KOJYMEIUIbI (CO CTOPOHBI
[1I]) oOpasyercs Tyl HENCISAIMIMXCA KIETOK B COCTOSHUM TIOKOS, TMPUYEM
KOJIMYECTBO KJIETOK B COCTOSIHUM TOKOS YBEJIMYMBACTCS B TEUEHUE BPEMEHU
pacuyéra.

[Ipu nmuTenrHOM pacyeTe MOJIETU MPOUCXOIUT OUYCHb OBICTPOE YBEIMYEHUE
pa3MepoOB KOJIYMEJUIBI 3a cUeT OOJIBIIOTo KojinyecTBa aesieHuil. Yxe Ha 1900 mrare
KOJIMYECTBO KIIETOK KOJyMeJUIbl JocTuraer 26 kierok, a udepe3 3000 maros
KoJindecTBO KieTok mpeBbimaer 200. M3 3Toro mMbl MOXkeM 3aKJIIOUUTh, YTO B
pealbHOM KOpHE JejeHUs OyIyT MPOAOSIXKAThbCSI 10 TeX IMOop, MoKa He OyayT

MCYEpIIaHbl BCE CHJIBI OpPraHU3Ma, U pacTeHHe He MorubHeT. B skcmepuMenTax 3a
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pactenusamu JuHuU 35S::WOX5-GR 00bp14HO HEe HA0OMIOAAIOT Oosiee IBYX JAHEH, Ha

MPOTSKEHNUU KOTOPBIX MPOJOJIKAETCS POCT Pa3MEPOB KOTYMEILIHI.
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Puc. 25. CpaBHeHUe pe3ylIbTaTOB MOJISTHPOBAHUS C UCIIOIE30BaHUEM OTHOMEPHOIN MOIEIH
C pocToM, JelieHneM u rudenbio kietok. A. Pacnpenenenne Oenka TAAL (3eneHslit), aykcuHa

(cuHMIT) ¥ KJIETOYHBIX COCTOSIHUM (CephIii) B KJIETOYHOM aHcaMmOie Ha 350 mare pacuera Moaenn
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JUTs TpeX JiuHuN: WOX5-1, koHTpois u 35S::WOX5-GR. b. Pactipenenenne 6enka TAAL, aykcuHa,
KJIETOUHBIX cocTosiHui Ha 500 mare pacuera monenu. B. Pactipenenenue 6enka TAAL, aykcuna,
KJIETOYHBIX cocTossHUM Ha 1600 mare pacueta Moaenu. CocTOSIHUSA KIETKH: 1 — COCTOSTHUE MTOKOS
(HEe cocoOHa ACIUTCS, HE PacTeT), 2 — CTBOJIOBOE COCTOSIHUE (CTIOCOOHA PacTH U JEIHUTHCS), 3 —

nuddepeHIMPOBaHHOE COCTOSTHHE (CITOCOOHA TOIBKO PACTH).

[Tony4yeHHbIe pe3ynbTaThl PACUETOB AMHAMUYECKON MOJEIH IS TPEX JIMHUN
(koHTpONb, WOX5-1 m 35S::WOX5-GR) noka3piBalOT HEMPOTUBOPEYHBOCTH H
JIOCTAaTOYHOCTh BBIIBUHYTOM THIOTE3bl O TOM, YTO BaxKHOH poibio reHa WOX5 B
npoliecce MojiepKaHusl HUIIU CTBOJIOBBIX KJIETOK, B ocobeHHoctu UK, siBnsiercs
aktuBaus u nogaepxkanue TAALl-3aBucumMoro cuHTesa aykcuHa. B mozxenu Obuio
nokazaHo, uro ydera WOX5-3aBucumoil MOAYJSIUU dKcOpeccun GepMeHTa
cunte3a aykcuHa TAALl pocratouHo s OOBSICHEHHS HAOIIOaeMbIX B
OKCIIEPUMEHTE H3MEHEHH B CTPOSGHHMH KOPHEBOTO YEXJHKAa B PACTCHHSX

tpaHncrenHou JuHuM 35S::WOX5-GR 1 MyTaHTHBIX pacTEHUAX JIMHUH WOX5-1.

3.7. OJkcnepuMeHTaJIbHasi BepuduKauus NpeAcKa3aHWH MaTeMaTHYeCKHX
Moaesen

Jns Bepudukanuu mnpenckazanuii mojenu Tapacom IlactepHakom ObuIH
MPOBENICHbl JKCIEpUMEHThl B YyHuBepcurere PDpaiiOypra B [epmanuum. s
IPOBEPKH TpeJCcKazaHusd 00 YBEJIWYEHUM TIyJla HEOSHSIIMXCSd KIETOK B
tpancrenHor JuHuUK 35S::WOX5-GR Bo BpeMeHnu, ObUT MpPOBENEH aHAIU3
pacnpenenenusi coosrtuii perukanuu JJHK 8 AMK B koHTpoOJie U B TpaHCT€HHON
muanE 35S::WOX5-GR yepes 16 u 48 yacoB 00padoTku nekcamerazonoM (Puc. 26).
st oxkpammBanus sinepHoit JIHK Bo Bpemst cOOBITHS peTuTMKaIMy ObLIT IPUMEHEH
bayopecuentHslii  kpacutenb EdU. TpexmepHble H300paXeHUs KOpHEH C
KOH(OKATBLHOTO MHKPOCKOMNa aHaiu3upoBaiuch B mporpamme IROCS Toolbox
(Schmidt et al., 2014) mast TpeXMepHOrO0 aHHOTHPOBAHUS OPraHHM3AlMU KOHYHMKA

KopHs JlaBpexon B.B.
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35S::WOX5-GR 35S::WOX5-GR
DEX 16 yacos DEX 48 yacos

KoHTponb

PacctoaHue ot ML, Mkm

-100

Puc. 26. Pacnpenenenue cobbituii perummkanuu JJHK 8 AMK. PomOamu 00603HadeHBI
IMOJIOKCHUA AACP, OKPAIICHHBIX EdU OTHOCHUTCIIBHO ITOJIOKCHU A IMOKOAIICTOCA ICHTPA. KpaCHI)IM

OBAJIOM BBbIJIEJICHA 00J1aCTh, B KOTOPOH HE MPOUCXOIUT coObITUi perumkanuu JTHK.

Kak BUIHO U3 MpeACTaBIEHHOr0 pacnpeaeneHus coobituil perunkanuu JHK
B nuHun 35S::WOX5-GR, mnocime 00paboTku JeKcamMeTa3oHOM TMPOUCXOJUT
paciipeHnue o0jacTy, B KoTopor He mpoucxoauT perunkanuu JIHK ¢ Teuenunem
BPEMEHU B CpPAaBHEHHWH C KOHTpoJieM. KieTku, B KOTOpPBIX HE IPOUCXOIUT
permmkanuu JJHK, kak pa3 cooTBETCTBYIOT HaOIIOAaeMbIM B MOJEIHN KJIETKaM B
COCTOSIHUU TTOKOS.

Jlisg nokazareiabCcTBa OCHOBHOM pOJIM CHHTE3a ayKCHHAa B (OPMHUPOBAHUU
paspactanus B konymeruie TpaHcreHHo JuHuM 35S::!WOX5-GR 3a cuer
nponudepanun B IUCTaNbHOW YacTh KoiayMeluibl Tapacom IlacrepHakom ObLin
IOPOBEJCHBl 3KCIEPUMEHTHl MO 00paboTke L-KHHYpEeHHHOM, KOHKYpPEHTHBIM
uHruOUTOpOoM cuHTe3a aykcuHa yepe3 TAAL (5MkM, 48 dacoB), KOpHEH AUKOTO

THUIA U aKTUBUPOBAHHOM JekcameTa3zoHoM yimHuH 35S::WOX5-GR (Puc. 27).
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KoHTponb 35S5::WOX5-GR

-KUHYPEHUH

+KUHYPEHWH

Puc. 27. Mukpodororpadhun MeaHaIbHOTO cpe3a KOHUYMKOB KOPHEH C OKpacKo siep ¢
nomotnsio EAU (3enensriit), DAPI (kpacHbIil) U KJIETOYHBIX CTEHOK ¢ momoribio BR28 (6embiit).
A. PacripeieneHre MUTO30B (3€JICHBIN CUTHAI) B KOHTPOJIEe 0€3 00pabOTKH HHTHOUTOPOM CHHTE3a
aykcuHa L-xunypenunom. b. Pacnipenenenrie Muto3oB (3enensiit curnan) B auaun 35S::WOX5-
GR mnocne 48 wyacoB 00paboTku JexcameTa3oHOM 0e3 o00pabotku L-kunypenunom. B.
Pacnpenenenre MuTO30B (3€J€HBIM CHTHal) B KOHTpoje mocie 48 wyacoB 00paboTKH
L-kunyperannom. I'. Pacripenenenue Muto30B (3enensiii curnan) B uHuH 35S::WOX5-GR nocne

48 yacoB 00pabOTKH JeKCAaMETa30HOM M L-KHHYpEeHHHOM.

B pesynbrare mpoBEIEHHOTO 3KCIEPUMEHTa ObLJIO MOKa3aHO MOYTH MOJHOE
MCUYE3HOBEHUE MPOH(PEPATUBHON aKTUBHOCTH (MCUE3HOBEHHE 3€JICHOTO CHUTHANA)
B JHUCTAIbHOM 4YacTu KosyMmesuibl B nuHuUK 35S::WOXS5-GR npu uHrnbupoBanuu
CHHTE3a AayKCHUHAa B KOHYMKE KOpPHS TOJ JEHCTBUEM L-KMHYpEHWHA, YTO
CONPOBOXK/IAJIOCh COXPAHEHUEM CTPYKTYpPbl KOJYMEIIbI, TO €CTh B OTCYTCTBUH
CHUHTE3a ayKCHHA MyJ MEJKUX Heau(depeHIIMPOBaAHHBIX KJIETOK B KOJIyMEJIEe HE
dbopmupoBaics. DTH NaHHBIC MOJATBEPKIAIOT MPEACKa3aHUE MOJEIU O TOM, UTO
U3MEeHeHUs:  MoOp(QoJoruh  KOMyMelibl  siBisitorcs  cieactBueM  WOX5S-
ornocpenoBanHas aktTuBamus [ AAl-3aBUCUMOro CHHTE3a ayKCHHA.

[ToarBepxkaeHue npeackazanus Mojenu o aenenuu 1L B MyTaHTHON MMHUAK

WOX5-1, ObUTO HalIeHO TpU aHanu3e JuTeparypbl. Tak, B pabore dop3zanu u
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coaBtopoB (Forzani et al., 2014) 6put0 MOKa3aHO, YTO B IMOPHOHAIBLHBIX KOPHSIX
MyTaHTOB ¢ morepeil ¢ynkuuu rena WOXS Habmoganoce 3HAYUTEIHHOE
yBenumueHue konudectBa AencHur Il B cpaBHeHMM ¢ OuKUM TUNOM. Tak y
MYTaHTHBIX paCTCHUN HAOIIOAAIOCH B cpefHeM 1,4 neneHne Ha KOpeHb, B TO BpeMs
KaK JUI1 pacTeHUW JUKOTO THMa ObuTo XapakTepHo B cpenneMm 0,013 nmenmenust Ha

KOPEHb.

3.8. BebIBoabI 1O riase 3

C momoIpl0 METOJ0B MaTeMaTHYECKOr0 MOCIMpOBaHUs OblIa IMOKa3aHa
HEMPOTUBOPEYMBOCTh M JOCTATOYHOCTHh BBIIBUHYTOH THUIOTE3BI O TOM, YTO
M3MEHEHMs B MaTTepHax skcnpeccuu 6enkoB PIN, ypoBHE 3kcmpeccuu penoprepa
aykcmHa DR5::GFP u wmopdomorun koaymemtsl B JmHusax Col-1, wox5-1,
35S::WOX5-GR asmsrorest ciieacrBueM WOX5-3aBHCUMOTO M3MEHEHUSI CHHTE3A
ayKCHHA B alMKajabHOU MepucteMme KopHs A. thaliana, ams BoctipousBeneHus Bcex
ocobennocterr ymHuA Col-1, wox5-1, 35S::WOX5-GR (cm. pasgen 3.1). C
MTOMOIIBI0O THOPUIHON OJHOMEPHOM KOMITBIOTEPHON MOJEIN OBLIO IpeCcKa3aHO
dbopMUpOBaHUE TPYIIBl MaJEHBKUX KJICTOK, MOP(QOJIOTHYCCKH ITOXOXKHMX Ha
CTBOJIOBBIE KJIETKH B MPOKCUMAJIIBHON YaCTH TUCTATbHOW MEPUCTEMBI TPAHCTEHHOM
muann 35S::WOX5-GR, Haxomdnuxcs B «IIOKOSIIEMCSI COCTOSIHUHU», TO €CTh B
JTAaHHOM TPYIIE KJIETOK HE MPOUCXOAUT JieJiecHu. Bee npeackazanus, moJly4YeHHbIE

B MOACJLIX, ObLIH IMOATBCPIKACHBI SKCIICPUMCHTAJIBHO.
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4, HccaenoBaHue BJIHMSIHUS OCOOEHHOCTEH CTPOEHHUS KOPHEBOIO
YyexJIMKa Ha pacnpeaejieHdsi ayKCMHAa B MepHCTeMe KOPHA
Arabidopsis thaliana B Momean ¢ peaJMCTHYHBIM KJIETOYHBIM
aHcam0J1eM

Hecmotps Ha TO, 4TO HEKOTOPBIE MTPOLECCHI, TpoTeKatomue B AMK B nienom u
B KOPHEBOM YEXJIMKE B YACTHOCTH, MOTYT OBITh OITUCAHBI U UCCIIEOBAHBI B paMKax
PSIMOYTOJIBHOTO KJIETOYHOTO aHCaMOJIsl, Kak ObUIO TOKAa3aHo B riaBax 2 u 3, TeM
HE MEHEE, CTPOCHUE KOPHEBOTO 4YexJiMKa, a UMeHHO BKY, m HUIM CTBOJIOBBIX
KJIETOK HE MOXET OBbITh MOJHOCTHIO OTPAXXEHO B pPAMKaxX MCIOJIb30BAHMS
IPSIMOYTOJIBHOTO KJIeTOuHOro ancamO:si. CienoBaTeNbHO, 7S MOJACTUPOBAHUS U
WCCJICIOBAHMS TPOIECCOB, MPOTEKAIOMIMX B KOPHEBOM YEXJIMKE, O00JIaaloluM
CJIOKHOW aHaTOMHEW U OOJBIIUMH PA3IMYUSIMU B pa3Mepax U (popmax KIETOK,
HEOOXOJMMO  HCMOJB30BaTh  MaTeMaTHYECKHE  MOJEIH,  YYUTHIBAIOIINE
aHATOMHYECKOE CTPOCHHE KOHUMUKA KOPHSI.

HecMoTtpst Ha TO, 4uTO paHee yxke ObUl pazpaboTaH psij MOJOOHBIX MoOjEeH
(Cruz-Ramirez et al., 2012; Cruz-Ramirez et al., 2013; Band et al., 2014; Muraro et
al., 2016), H1 B OJJHOM U3 HUX HE YUYUTHIBAJIOCH HAIMYKE OOPATHBIX CBS3CH MEXTY
CUTHAJIbHBIMU Ty TSIMU ayKCHUHA M DKCIIPECCUEH eT0 OETKOB IMePEHOCYHKOB.

HiMeHHO 1M03TOMY OBLIO PEIICHO pa3paboTaTh ABYMEPHYIO MATEMaTHYECKYIO
MOJICNIb pachpesieficHuss aykcuHa B MepucteMe KopHs Arabidopsis thaliana,
YYHUTHIBAIOIIYI0O KaK MOP(OJOTHI0O KOHYMKA KOPHS, TaK W ayKCHH-3aBUCHMYIO

PETYJISAIMIO SKCIIPECCUU OSIKOB IepeHocunkoB cemericTta PIN.

4.1. TloayyeHHe KOJUYECTBEHHBIX XaPAKTEPUCTUK CTPOEHHUSI TKAHE KOPHSA

Krnerounsiii aHcamOib TOPTPETHOM MOJEIU COOTBETCTBYET peEalbHOMN
CTPYKType TMpOJOJBHOTO cpe3a pernpe3eHTaTuBHOro kopHs A. thaliana
(u300paxkeHue TOJNYy4eHO ¢ KoH(okanbHOro wmukpockona) (Puc. 28). C
ucnonp3oBanrem Matlab Image Processing Toolbox oObiia paspaborana mporpamma
wis OBM «Co3znanune qByMepHBIX Mojennel Tkaned pactenmii (PlantLayout)» mis

CO3MIaHMsI CTPYKTYPHBIX KOMITBIOTEPHBIX MOJEIel TKaHe# pactenuii. PlantLayout
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MO3BOJIAET TMOJYYUTh KOJMYECTBEHHBIE M KAYECTBEHHBIE XapaKTEPUCTHKHU
pPEATMCTUYHOTO  KJIETOYHOTO aHcaMOyIsi B TOJYyaBTOMAaTHYECKOM  PEXHME.
[Iporpamma pabotaer ¢ mnpenoOpabOTaHHBIM H300pPAKEHUEM, MNPUMEpP TaKOIro
u300pakeHusi TpejacTaBieH Ha puc. 28. Pa3paOoTaHHBIN CKPUNT MO3BOJISIET
onpenenuThb: 1) Pazmeps! kax 101 KieTku (00beM U IEpUMETP KIETKH); 2) Pazmepbl
KQKJI0M KJIIETOYHOM CTEHKHU MEXAY JIIOOBIMU ABYMS COCETHUMU KJIETKaMHu (JJIMHA U
mmpuHa); 3) OpHUeHTAIUIO0 KIETOYHBIX CTEHOK (1 — BepxHss, 2 — HIDKHAL, 3 —
npaBasi, 4 — ieBas) JUIs KaKJI0M KICTKHU.

Knetkn u kneTo4yHbIe CTEHKH OBLIM OMpeieNieHbl KaK CBA3HBbIE 00JIacTh ¢
ucnonb3oBanueM QyHkiuu bwconncomp u3 Matlab Image Processing Toolbox.

4

Puc. 28. IIpenobpaboranHoe ABymMepHOe M300pakeHHe KoHumka kopHs A. thaliana mis

pabotsl nporpammsl PlantLayout.

Kretkn ancamOIis moydaroT YHUKAIbHBIC HICHTU(PUKATOPHI, HHIAEKCH OT 3
10 N+2 (N — koJIn4ecTBO KJIETOK B KJIETOYHOM aHcaMOJie) 1 MM B aBTOMaTHYECKOM
pekrMe TPUCBAMBAIOTCSA 3Ha4YeHUs Xapakrtepuctuk. WMHmekc 1 3akperuieH 3a
BHEITHEHW cpeoil, a MHACKC 2 3aKpeIyieH 3a YacThl0 OpraHa/TKaHW, KOTopas He
BOIITA B MOJCIMPYEMbIi KIeTOYHbIN aHcamOmab (Puc. 28). KoswuecTBeHHBIC
XapaKTEPUCTHKH KJICTOK MIPEICTABIICHBI B BUJIC BEKTOP-CTOJIOIIOB, T/Ie pa3MEPHOCTh
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BEKTOpa COOTBETCTBYeT N+2, a MHIEKChI BEKTOpa COOTBETCTBYIOT YHHUKAIHHBIM
uacHtudukaropam. KonwuecTBeHHbIE W KAYeCTBEHHBIC  XapaKTCPUCTHKH
KJICTOYHBIX CTCHOK MpejcTaBiIeHbl MaTpuliamMu pasMeproctu (N+2) x (N+2), mpu
ITOM sTUeiKe ¢ HOMepoM (I, J) COOTBETCTBYET KIIETOYHAS CTCHKA MEX Ty KICTKaMH C
uHIeKkcaMu | 1 j. Ecii Mex 1y KJIeTKaMu ¢ MHICKCaMH | ¥ ] HET KJICTOYHOM CTCHKH,
TO €CTh KJICTKH C HHACKCAMH | ¥ | HE SBIIAIOTCS COCCIHUMU, 3HaUeHHe stuciiku (1, j)
I0JIaraeTCs paBHBIM HYJIIO. B cllydae KOJMYECTBEHHBIX XapaKTePUCTHK, JUTHHA W
mupuHa Kietounoi crenku (i, j) = (J, 1). B ciaydae ¢ MaTpuiieii, onuchIBaroIei
OpUCHTAIMIO KiIeTouHOW cTeHku (I, J) # (J, 1). B To Bpems kak Ui KIETKH |
KJICTOYHAs CTECHKA SIBJIICTCS HIDKHEH (JICBOM ), VTS KIICTKH | Ta JKe KJIETOUHAs CTeHKA
OyzeT BepxHei (IpaBoi).

Jns  ompeneneHuss OpPUEHTAMU KJIETOYHBIX CTEHOK ObUT pa3paboTaH
CTHCIMAIILHBIA aNTOPUTM. J[JIs1 3TOTO BBIYHMCISUINCH CICIYIONINE XapaKTePUCTHKH
JUIS KJIETOK W KJIETOYHBIX CTEHOK, PAacCMaTpPUBAEMBIX B KadeCTBE CBSI3HBIX
obnacreii: 1) meHTp Macc (IIEHTPOU) KaKI0W CBI3HOM 00J1acTH, 2) MUHUMAIbHBIN
NPSMOYTOJIbHUK, BKJIFOYAIONIMN KXyl CBS3HYIO 00JIacTh, 3) OpHEHTAIHs
CBSI3HOW 00JIACTH, TO €CTh YroJl MEXIY X-OChI0 U MaKCHMAaJIbHON OCBHIO DJLIHIICA,
OKCIIEHTPUCUTET KOTOPOTO, COBIATACT C AKCIEHTPUCUTETOM CBSI3HOW OOJIACTH; W
HEKOTOpBIC JPYrue XapakTepucTHku. OmpesesieHne OPHEHTAIMU KJIETOYHBIX
CTCHOK JUISl Ka)KJIOM KJICTKH: BEPXHsSA, HYDKHSS, MpaBas, JieBas, IMPOUCXOINT IO
CJICTYFOIIAM TTPaBHIIAM:

1. Ecim max m min KoopauHATBl CTEHKH LIEJTUKOM JIS)KAT MEXIy
IEHTPOUIAMHU KJICTOK | W | TI0 BEPTUKAJIN/TOPUIOHTAIN 3HAYMT JUIsl KJICTKH | OHA
HIDKHSIS/TIpaBast, a st KIICTKH | oHa BepxHss/aeBas (Puc. 29A).

2. Ecnu crenka pacnosioxkeHa BepTUKaIbHO (YTOJI ¢ TOPU3OHTAIIBIO > 45°)
U MIPH 3TOM IICHTPOU KICTKH | MpaBee HEHTPOUaa KIETKH I, TO CTCHKA SBISCTCS
NpaBoOi I KJIETKA | W JICBOW M KIETKH |. Eciau CTeHKa pacmojiokeHa
TOPU30HTAIBHO (YTOJI C TOPU3OHTANIBIO < 45°) M IIPU 3TOM LIEHTPOU/] OJTHON KIICTKU
BBIIIIE IEHTPOUIA APYTOU KIIETKH, TO CTEHKA SBJISCTCS HUKHEW JUIsl BEPXHEU KIIETKH

U BepxHel 111 HkHel kinetku (Puc. 29B).
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3. OmnpeneneHve ¢  TOMOMIIbIO  HAaWMEHBIIETO  MPSIMOYTOJbHUKA,
cojzieprkariero oojacTh creHkd. CTeHKa MEXIy KieTkamu | 1 |. Ecin kieTka | Bbiie
NPSIMOYTOJIPHUKA, a KJICTKA | HUKE MPSIMOYTOJIbHUKA CTCHKA CUNTACTCS HUKHEH JIs
| U BepxHEW IUIs |, aHAJOTMYHO /sl MpaBod M JeBod. Ecim He BO3HHKaeT
HEOJTHO3HAYHOCTH (OTHOBPEMEHHOTO TPHU3HAHUS CTCHKH BEPXHEU/HIKHEH U
MIPaBOM/JIEBOM ), TO OPUEHTAIMS KJIETOYHOM CTeHKH omnpeneneHa (Puc. 29B).

4. Ecnu no 2 m 3 mMyHKTY ONpeAesieHbl OJIMHAKOBO M OJHO3HAYHO, TO
OpPHUEHTAINS KJIIETOYHOW CTEHKH OTpeiesicHa.

5. Ecim ecTh HEOAHO3HAYHOCTD UIIIEM OOIIUX coceell KICTOK I 1 |.

6. Ecnu | 1 ] UMEIOT OJTMHAKOBO OPUEHTUPOBAHHBIE CTEHKH C KJIETKOH (,
TO COBMECTHas CTEHKa KJIETOK | W | Oyaer meprneHauKky/spHa. [IpaBas/meBas
(BEpXHSISI/HIDKHSISA) OMNpEAEseTcs MO B3aUMHOMY PACIOJIOKEHUIO IIEHTPOUIOB
kietok 1 u j (Puc. 29I).

7. Ecnu | 1 ] UMEIOT pa3HO OpUEHTUPOBAHHBIC CTCHKU C KJIETKOW (|, TO
€CITU OPUCHTAIUSI COBMECTHOW CTEHKH KJIETOK | U | (OIpeesieHHas Ha 1mare 2 win
4) coBmasaeT ¢ OpPHEHTAIMCH COBMECTHOW CTEHKU KieTok | u  wm j u . To

OpHUEHTAIMS KJIETOUHOU cTeHku onpezeneHa (Puc. 29/).

-._l

Puc. 29. BHByaﬂHSaHI/IH MpaBUJI OIPCACIICHUA OPUCHTAIUN KIICTOYHBIX CTCHOK.
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C momomipio mporpammbl «PlantLayout» ObLIO co3maHO NBE CTPYKTypHBIE
KOMITBIOTEPHBIE MOJIETHN (KJIETOYHBIE aHCAaMOJIN) peaTbHBIX KOHYMKOB KOpHEH A.
thaliana guxoro tuma (3xotun Col-0) mis mpoaoabHOTO Cpe3a KOHYMKA KOPHS:
KJIETOYHBINA aHcaMO1b 1: anmuHoit 200 M 1 KIeTouHbIH ancaMOub 2: anuHoi 300 um
(Puc. 30).

O0a KJIeTOYHBIX aHCAaMOJIsT OTpakaroT aHATOMHYECKOE CTPOSHHUE aluKaIbHOU
mepuctembl kKopHs A. thaliana B Hopme. ['paHuna kieTodHbIX aHcamOien
NPOXOJMiIa TI0 TPaHUIE aNWKAILHOW MEpHCTeMbl KOpHs. Vcroib3oBaHHE ABYX
Pa3IMYHBIX KJICTOYHBIX aHCAMOJICH IMO3BOJIUT HCCIEIOBATh WHIWBUIYAIbHBIC

OCOOEHHOCTH B paclpeieIeHNH ayKCHHA Y PACTEHHI IUKOTO THIIA.

A
=il
S
B

Puc. 30. Cxembl konumkoB kopueit A. thaliana (Col-0), ucronb3yembie 1t co3maHUs
CTPYKTYpHBIX Mojienell. A. CTpykTypa kierouHoro ancamo6ms 1, mmmnoit 200 pm. B. Ctpykrypa

KJIETOYHOTO aHcamoOJis 2, niuHoit 300 pum.

Ha ocHOBaHMM 3THX KJIETOYHBIX aHCaMOJel TPOJOJILHOTO Cpe3a KOHYHKA
kopHs A. thaliana 6putn pa3paboTaHbl KOMITBIOTEPHBIC MAaTEMAaTHYECKHUE MOJICIH
pacrpeieneHus ayKCuHa ¢ TsAThio Oenkamu nepeHocurnkamu cemeiictsa PIN (PINI,

PIN2, PIN3, PIN4, PIN7).

4.2. OnmucaHue MOPTPETHOH MaTeMaTH4yeckoil mMonaeau KopHs Arabidopsis
thaliana

Marematudeckass wmojaelb ¢ Tpemsa o00oOmeHHbiMu PIN Oenkamu u

MPSIMOYTOJILHBIM KJIETOYHBIM aHCaMmOJieM, OnucaHHas B paszzene 2.2 Oblia B3sTa 3a
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OCHOBY TIpH pa3pabOTKe HOBOW MAaTeMaTHYeCKOW MOJEIH, YYUTHIBAIOIICH
PEATMCTUYHYIO CTPYKTYPY KJIETOYHOTO aHCaMOJIsL, C y4eTOM IUIOIIAJAEeH KIETOK U
HAJIMYUS y KJIETOK PA3JIMYHOrO YUCIIa cocelel. A Takke B MOJEIM ObUIO 3a7aHO
nsaTe OenkoB cemerictBa PIN, BMecTo Tpex 00OOOIIEHHBIX OENKOB, 3aJaHHBIX B

MOJIEJIU C TIPSIMOYTOJIbHBIM KJIETOUHBIM aHcamMOJieM (cM. pazzen 2.2).

4.2.1. DieMeHTapHble TMpPoIeCChl, PACCMOTPEHHbIe B IOPTPETHOI
MaTeMaTH4eCcKoi Moae/n

B Mopmenu paccMaTpuBarOTCs BCE IATH OEJIKOB-IIEPEHOCUYMKOB ayKCHHA

cemeiictBa PIN: PIN1, PIN2, PIN3, PIN4, PIN7 (Puc. 31).

e PIN2 »skcmpeccupyercs TOJIBKO B KIETKaX, COOTBETCTBYIOIIMX KOPTEKCY H
AMUJEPMUCY, TIpU 3TOM B KopTekce PIN2 nmokanu3yercs Ha MeMOpaHe KJIETKH,
oOpalieHHOM K KOHYMKY KOPHS, a B ANUJAEpMHCE HA MeMOpaHe, OOpallleHHON K
nobery, u B 00euxX TKaHSIX Ha BHYTPEHHEW MeMOpaHe, oOpalleHHOM K
LHEHTPaJIbHOM OcH KOpHsA. lIpruemM Ha BHyTpeHHEW MeMOpaHe JIOKaJIU30BaHO
TosibKO 20 % ot Bcero PIN2 BripabaThiBaeMoro B KJeTKe.

* PINI skcnpeccupyercs B KJIETKaX, COOTBETCTBYIOIINX 3HI0AEPMUCY, TEPULIUKITY
U COCYJIUCTOMY IWIMHJIPY, C JIOKAJU3aLMeN M0 HAMpPaBJICHUIO K KOHYUKY KOPHSA
BO BCEX TKaHAX W HAa BHYTPEHHHX MeMOpaHaxX KJIETKM B KJIETKaxX MepULUKia U
SHAOJIEPMHUCA, HA BHYTPEHHUX MEMOpaHax JOKaIM30BaHO TOIbKO 20 % OT Bcero
PIN1 Bbipa®aTbiBa€MOro B KJIETKE.

* PIN4 skcnpeccupyrotcst Bo Bcex TKaHsax KopHs, a PIN3 u PIN7 Bo Bcex TkaHsIX
32 MCKJIKOYEHUEM dIUAepMHca U Koprekca. IIpudem, B ciiydae 3KCIpPECCUU B
kieTke coBmecTHO ¢ PIN1, nokanu3anus Ha MemOpaHax COBIAAAET C TAKOBOM ISl
PIN1, ananorununo npu skcnpeccun coBmectHO ¢ PIN2. Ilpu sTom, ocranbHbie
kiieTku 3kcnpeccupyrome PIN3, PIN4, PIN7 sBist0TCS HENOJISAPHBIMH, TO €CTh
oenku PIN paBHOMepHO MO BceM MeMmOpaHaMm KIJIETOK, 3a HCKIIOUEHHEM TeX
MeMOpaH, KOTOPbIE TPAaHUYAT C OKPYXKAIOIIEH CpeIoH.

DNeMeHTapHble MPOLECChl, paccMaTpuBaeMble B MOPTPETHOM MOMEIH,

ITIOJJHOCTBIO aHAJIOTMYHBI TAKOBBIM JI1 HpHMOYFOHBHOﬁ MOICIIN.
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4.2.2. YpaBHeHUSI MOPTPETHOI MaTeMaTH4YeCKOH Moaean

Martemartuueckass MoAelb Oblla OMKMCAaHa B TepMUHAX Au(QepeHITnanbHbIX
ypaBHEHHUH, OMUCHIBAIOIINX CKOPOCTH M3MEHEHUS KOHIIEHTPAUNA ayKCHHA U TISITH
OEJIKOB TPAaHCTIOPTEPOB B KAXKIOW KIIETKE KIIETOYHOTO aHcaMOI1si, Bcero 6osee 1500
nepemMeHHbIX U 37 mapameTrpoB Mojenu (Tabnuma 7). Dkcnpeccus OenkoB
TpaHCIOPTEPOB aykcuHa cemercTBa PIN 3aBucena OT KOHUEHTpanuy ayKCUHA U
OblJIa omucaHa C MOMOIILI0 0000mIeHHbIX (PyHKIMK Xuiia (cMm. paszgen 1.8.2).
YpaBHEHHsI TOPTPETHOM MaTeMaTHYECKOW Mojaenu ObUid pa3paboTaHbl Ha
OCHOBAaHHH JBYMEPHOH MaTeMAaTHYECKOW MOJICTH C MPSIMOYTOJbHBIM KJICTOUYHBIM
ancamOiieM (ypaBHeHus 14-25) ¢ y4eToM pa3HHUIIBI B pa3Mepax KIETOK (ypaBHEHHE
32) u pacnpeeacHus MOTOKOB ayKCHHA, TIpeacTaBieHHoro Ha Puc. 31 (ypaBHeHUs
39-43). Tax mis OenxoB PIN1, PIN2, PIN3, PIN7 Obliu BBeICHBI ayKCHH-
3aBUCUMBIN CUHTE3 U ayKCHH-3aBUCHUMAasl JIETpajalus, B TO BpeMs Kak 1 Oerka

PIN4 Ob11 3a1aH TOJBKO ayKCUH-3aBUCUMBIN CHHTE3.

ul - PIN1

PIN2

PIN3,PIN7

=
=
-

PIN4

W
7

Puc. 31. Tlorokm aykcMHa B KICTOYHOM aHCaMOJie MaTeMaTHYeCKOW MOJAETH C

o '

o
L AT

+» '

A AP
v

PCATUCTUYHBIM KJIICTOYHBIM ancaMmOIeM. qepHLIMI/I CTpCIIKaMU 0003HaYEHBI TTOTOKU aKTHBHOIO
TpPaHCIOPTa ayKcHHa c nomolbio OenkoB cemeiictBa PIN. KpacHbimMu cTpenkamu 00603HauYeH
IIOTOK ayKCHHA U3 BEPXHEN 4acTH pacTeHus. Pa3Hble TUIIBI KIETOK MO MOJSPHOCTH U XapakTepy
skcripeccun OenkoB cemeiictBa PIN oGo3nauenbl pasHeiM 1BeToM. KpacHbIMEH MeTKaMu

o0o3HaveHa jokanuzanus PIN 6enkoB Ha MeMOpaHe KIETOK.
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Cucrema muddepeHIMaIbHbBIX ypaBHCHUH TOPTPETHOM MOJCIH IS
KOoHIeHTparui kaxaoro Bemectsa [a]i, [PIN1];, [PIN2];, [PIN3];, [PIN4];, [PIN7]i B

K&)KI[Oﬁ KJIETKE KJICTOYHOI'O aHCaMOJIs BBITTEAAUT CIICAYIOIIUM O6p8,30M:

(d[PCIiItV:l]i = (FS,PINl([a]i) - Fd,PINl([a]i) X [PINl]l)Vll
d[PLIiItVZ]i = (FS,PINZ([a]i) - Fd,PINZ([a]i) X [PINZ]l)Vll
d[P::3]i = (Fspivs(lal) — Fapvs([al) x [PIN3]1-)&
\ alpinal; ) i (39)
dt - = (FS,PIN4([a]i) - Fd,PIN4 X [PIN4]L)V_l
d[P::ﬂi = (Fspins([al) = Fapivs([al) % [PIN7]i)Vii
\d([f?i - (ka *Pi + Ksa(D) = Kgalali + D X Xinen, (([a]m ~[aly li,m) S en)s (i))Vii

rie k, OMUCHIBAET MOTOK ayKCHHA W3 30HBI PACTSHKCHUS, Pi — OIS MOTOKA ayKCHHA
13 30HBI PACTSDKEHUS, MPUXOAsIascs Ha KIeTKy i; K (i) — koHcTanTa ckopocTu
CHHTEe3a ayKCcuHa; K; ; — KOHCTaHTa CKOPOCTH Jierpajiallii aykcuHa; D — koHcTaHTa
CKOPOCTH MTaCCUBHOTO TPaHCIIOPTA; N; — MHOKECTBO COCEIHUX KJIETOK JIJIST KIICTKH
I; ], (i) — moToku aykcuHa, peryimpyembie Tpancnoprepamu X, rae XE{PIN1, PIN2,
PIN3, PIN4, PINT7}; F; , —CKOpOCTb ayKCHH-3aBHCHMOI'0 CHHTE3a 0elKoB X; Fy , —
CKOpOCTh Jierpaiaiuu 0enkoB X; Vi — 00beM KJICTKH | KJIETOYHOro aHcamOis (B
cllyyae JBYMEPHON MOJEIM — IUIOIIAb CEUCHUsS KIETKNU); |im — IIMHA KIeTOUHOM
CTCHKH MEXy KJIETKaMHu | 1 M.

B wmarematumyeckoil Mojenu perieHo ObUIO Y4YUTBHIBaTH ToJibko [AAl-
3aBUCUMBI CHHTE3 ayKCHHA, TO €CTh CHHTE3 ayKCHWHA TPUCYTCTBOBAJ JIUIIHL B
kietkax [ u UK (tabauma 7).

B TO ke Bpems MOTOK ayKCHHA W3 30HBI PACTSHKCHUS XapaKTEPEeH TOJIBKO IS
BEPXHUX KJIETOK COCYAUCTOTO IUIWHJIPA, COCEJICTBYIOIIMX C S4YEUKOW 2 B

CTPYKTYPC KIICTOYHOI'O chaM6J'I$I, TO €CTh IJIA KJICTOK COCYAUCTOIO HMIMHAPA.

_ b
pl Z] lj,Z (40)

rie li; — nmMHa KIIeTOYHOM CTEHKH KJISTKHU | COCYIHMCTOro IMIIMHAPA, FTpaHnvalei

¢ seiikoii 2 (BepXHel 4acThio KOPHS, He BOLIELIEH B MOJENb), ), ; L; » —cymMMa Bcex

CTEHOK KJIETOK COCYJAMCTOrO HWJINHAPA, TPAHUYAIIUX C TYECUKOH 2.
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B 10 xe BpeMms, I KIETOK, HE MPUHALIEKAIUX K COCYAUCTOMY LUJIUHIPY,
pi=0.
Oynxuun F; ., Fy, aHAIOTUYHBI TaKOBHIM JJISI MATEMaTUYECKOH MOJIEIN

PaclpCaACICHUS aYKCHHA C IIPAMOYI'OJIbHBIM KJIICTOYHBIM aHcaMOJIeM:

(2"
q1,x

Fox([al) = Koy =2, x = PIN1,PIN2, PIN3, PIN4,PIN7,  (41)
+(gz)
Koel1+ ([“]")hx x = PIN1,PIN2, PIN3, PIN7
Fgx([aly) = x d3,x ’ ’ ’ ’ , (42)
Kq. x = PIN4

rae K ,, onmchIBaeT KOHCTaHTy CKOPOCTH cHHTe3a Juis Oenka X = PIN1, PIN2,
PIN3, PIN4, PIN7; q, ,, — Iopor akTHBalMy ayKCHH-3aBHCMMOTO CHHTE3a OelKa X;
(2 x — TIOPOT HACKHIIICHUSA ayKCHH-3aBUCUMOI0 CHHTE3a OelKa X; S, — KO3 OUIUECHT
Xuta, KOTOPBIA OMpenesisieT CTeNeHb HEMTMHEHHOCTH BO3ICHCTBUS KOHIICHTPAIIUU
BHYTPHUKIIETOUYHOIO ayKCHHA [a]i Ha ckopocTh cuHTe3a Oenka X; K; , — KOHCTaHTa
CKOPOCTH Jerpajanuu Oenka X; (3, — MOpOr aKTHBALMKM ayKCHH-3aBUCHMOM
nerpaganuu Oenka X; h, — Ko3(pUIMEHT, KOTOPHIN OmpeaesieT HeTMHEHHOCTD
ayKCHUH-3aBUCUMOT'O MHTMOMpOBaHusl Oelka X.

BaxxHO OTMETUTB, UTO B MOJICIIA PACCMATPUBAETCS TOJIBKO JUCTAIBHBINA TOMEH
skcnpeccun OenkoB PIN3, PIN7 u urHopupyercss Hanuuue NPOKCUMAIBHOTO
JIOMEHa DKCIIPECCHH, IMOCKOJIBKY OH TOJHOCTBIO TMEPEKPHIBAIOTCS C JOMEHOM
skcnipeccuu O6enka PIN1, u moiasipHOCTB KJIETOK BHYTPH JJAHHOTO JIOMEHA COBITa1aeT
1151 Beex paccMmarpuBaeMbix PIN 6enkos (PIN1, PIN3, PIN7).

Oynkumu J, onpenensiroTcsl pacupeaeieHieM noTokoB aykcuna (Puc. 31). B
oO1mieM Buje GYyHKIHUIO J,, MOYKHO OIUCATD:
]x(i) = ZmeNi(krjil,i[a]m[x]m - kl),cm [a]i[x]i)l (43)

rae N; — MHOXECTBO COCEJHHX KIETOK A KJIETKHM i; kj, ; — KOHCTaHTa,
oTpaxaromasi o0 OenKa X, paclojoKeHHOTO Ha MeMOpaHe KIeTKH M,
rpaHUYamell ¢ KIEeTKOH i, oT obmero comepxanus Oenka X B KIeTke M; ki, —

KOHCTAaHTa, OTpaxKaromas J0JIr0 Oenka X, paClOJIO’)KECHHOT'O Ha MeM6paHe KJIICTKHA i,
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rpaHuyaIeil ¢ KJISTKoM M, oT obmiero coiepxanus oenka X B kinerke i; XE{PINL,
PIN2, PIN3, PIN4, PIN7}.

JIsl KJIETOK, B KOTOPBIX CYIIECTBYET OOKOBOW IMOTOK ayKCHHA (TICPHITUKII,
SHAOJIEPMHUC, KOPTEKC U AMUIACPMHUC), OBLTO MPUHATO CYUTATh, YTO HA OOKOBYIO
MOBEPXHOCTh KJIETKU mpuxoautcs 20% Bcex OEIKOB OJIHOrO THIA B KJIETKEe. A B
ciydae HemojsapHoro Tpadcmopra (IIII w  kopHEBOW YeXJIMK), OCIKH,
CUHTE3UPYEMbIC B KJIETKE, PACIPEACIISIIOTCS TPOMOPIMOHAIBLHO IO BCEH JTMHE
KJIETOYHBIX CTEHOK.

PIN1 1,PIN2

. PIN3 ,PIN4 ,PIN7
Takue mapamerps, kak Vi, lij, kij ki; ki;

v Pi,

OonpcACIIMCb Ha OCHOBAHWH CTPYKTYPHBIX MOI[CJ'IGIZ JJIA KaXXKJ0Iro KJICTOYHOI'O

aHcamOJsl B OTJEJIBHOCTH.
Jlnst pacuera JABYMEPHOM MAaTEMaTH4YECKOM MOJEINM C PEATUCTUYHBIM
KJIETOYHBIM  aHCcamMOJIEeM MCHOJIb30BAJICS  MHTErparop AuddepeHunaIbHbIX

ypaBHeHMit 00e15s, pacueTsl npoBoawinch B mporpamme MATLAB.

4.3. Tlopbop mnapamerpoB nopTpeTHO ™Momenu ¢ narbio  PIN
TPaHCOpTepaMu

Panee B Hamen rpynne B MuctuTyTte LluTonormm m I'eHetnkm B pamkax
nucceptaronHon pabotsl KoBpmxkabsix B. B. Obuta chopmynupoBana rumotesa o
KOHLIEHTPAIMOHHO-3aBUCUMOI  PEryJsiiud ayKCMHOM O€JKOB TPaHCIOPTEPOB
aykcuHa cemeiictBa PIN (Puc. 32) u moka3aHa ee¢ HENPOTUBOPEUYHUBOCTD
(KoBpmxHsix, 2016).

CornmacHo »arton rumore3e PINl MakcuManbHO 3KcnpeccupyeTcs IIpU
IIPOMEKYTOUHBIX KOHLEHTpalusax aykcuHa. Jkcrnpeccuss PIN2 HaumHaerca npu
CaMbIX HU3KUX KOHLUEHTPALUIX U CHWKAECTCS IPU NPOMEXKYTOUHBIX. benkn PIN3,
PIN4, PIN7 npennonoXKATeIbHO pearupyroT Kak Ha HU3KUE, TaK U Ha BBICOKHE
YPOBHU ayKCHHA, CJEAYIOUIMM 00pa3oM: CHIDKEHHE KOHLEHTPalUd OT
MIPOMEKYTOUYHOM [0 HU3KOW MOCienoBaTesbHO akTtuBupyeT rensl PIN7, PIN4,
PIN3, a moBsIlIeHrEe OT MPOMEKYTOYHOM 10 HAMOOJIBIIIECH KOHIIEHTPAIIMH TPUBOIUT

TaKXe nocienoBaTesbHO K skcnpeccun PIN7, PIN3, PIN4.
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;-,f HH3KHIT CpeIHHIT BBICOKHIT OHIOreHHBII
YPOBCHb YPOBCHBb YPOBEHb

YPOBEHb ayKCHHaA

Puc. 32. Yposens 3xcnpeccuu PIN 0enkoB B 3aBUCUMOCTH OT KOHIICHTPALIUH SHOTEHHOTO
ayKCHHA COTJIACHO TUIIOTE3€ O KOHIIEHTPAIIMOHHO-3aBUCUMON PEryisilii ayKCHHOM IKCIIPECCUU

PIN GenkoB (AnmantupoBano u3 Kospmxkasix, 2016).

[TockonbKy MBI HE paccMaTpuBalid B MOJCIHU MPOKCUMAIbHBIA JIOMEH
skcnpeccuu 6enkoB PIN7, PIN3, a o61acts, B kotopoii PIN4 skcnipeccupyeTcs npu
HU3KUX KOHIICHTpAIUSAX ayKCHHA, HAXOAUTCS 3a TMpPEACIaMH HCIOJIb3yEeMBIX
KJIETOYHBIX aHCAMOJIEH, TO JUIsl 10100pa MapaMeTpOB MOJIENIA Mbl OPUEHTHUPOBAIIUCH
Ha TpaByo 4acTh KpuBbIX i 0enkoB PIN3, PIN4, PIN7, cauras, 9To ipu HU3KHX
KoHneHTparusax aykcuHa oenku PIN3, PIN4, PIN7 ue skcnipeccupyroTcsi.

st onmcaHus perynainuu ayKcuH-3aBucuMon skcnpeccun PIN GenkoB u
moa0opa mapaMeTpoB MbI ONMUPATUCH HAa OMMMCAHHYIO THMoTe3y. [ ynoOcTBa MbI
MPUHSUTA 32 YCIOBHYIO €IMHUIY MAaKCHMaJIbHO BO3MO>KHBIN YPOBEHb SKCIPECCUU
s Becex PIN 6enkos (PIN1, PIN2, PIN3, PIN4, PIN7).

[Togbop mapamMeTpoB ayKCHMH-3aBUCUMOM  dkcmpeccun OenkoB  PIN
OCYIIECTBJISUICS B JIBa dTara. 3a HU3KUI YPOBEHb ayKCHHA ObLIN MPUHATHI 3HAUCHHUSI
menbie 0,3 CU, 3a BeICOKHMIA — 3HadeHus Oosbmie 0,7 cU. Ha mepBom srame mms
kaxaoro PIN B otnenbHOCTH OBLITM OTOOpaHbl HAOOPHI TAPAMETPOB, MPU KOTOPHIX
KpUBbIE ayKCHH-3aBUCHUMOM dkcripeccur PIN Oenka B cTalimOHapHOM COCTOSIHUH,
ONMCaHHbIC ypaBHCHUEM (44), yHOBJICTBOPSUIM  CICAYIOUIMM  YCJIOBHUSM:
MaKCHUMaJIbHOE 3HAYeHHE JKCIpeccuu HaxomuTcs B mpomexytke [0,95; 1,05], u
MakcuMyM dkcnpeccun it PIN2  gocturaercs npu HU3KOM KOHIIEHTpaIlUU

aykcuHa, 11t PIN1 — nipu cpenneit, a nist PIN3, PIN4, PIN7 — ipu Beicokoii. Beioop
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HaOOPOB MapaMeTPOB MPOBOAUIICS MOTHBIM MepebopoM 1o mapamerpam (i, Jz, g3 B

uaTepsaie [0,01; 2] ¢ mocTossHEBIM marom 0,01.

— Fs,x([a] i)
F d,x([a] i) ’

x = PIN1,PIN2,PIN3,PIN4,PIN7 (44)
Ha BTOpoMm sTame momydeHHsle HaOopbl mapametpoB ais natu PIN Genxos
ObUTM  HMCHOJB30BAaHBl IS  PAcyeTOB  YHUCICHHOTO  PEIICHUS  CHCTEMBI
nuddepeHnanbHbpIX ypaBHeHHM (39) B pasnuuHbIX KoMOuHamusaxX. llaTTepHbl
pacnpenenenus aykcuHa u 3kcrpeccun PIN 6enkoB, mosrydeHHbIE B CTAITMOHAPHBIX
pEelIeHUsIX C Pa3IuYHbIMU KOMOMHAIMSIMU HaOOpOB MapaMeTPOB CPaBHUBAIHUCH C
HKCIIEPUMEHTAJILHBIMU TaHHBIMU. B pesynbTaTe moadopa napameTpoB MoeNId HaM
yZaJ0Ch MOJIYYUTh pacilpeneseHus] KOHIICHTPAIlMN ayKCHHAa M OEITKOB ceMencTBa
PIN, KoTOpbIE XOPOIIIO COMIACYIOTCS C IKCIIEPUMEHTAIbHBIMU JaHHbIMU (Prc. 34).
Ha puc. 33 IlpencraBnensr rpaduku sxcnpeccun 6enkoB PIN1, PIN2, PINS,

PIN4, PIN7 B 3aBUCUMOCTH OT BHYTPUKJIETOUHOMN KOHIIEHTPAIIMU ayKCUHA B MOJICIIN

C pCAIIMCTUYHBIM KIJICTOYHBIM aHcaMOJieM ¢ HO,Z[O6paHHI>IM Ha60pOM [mapamMcTpOB

(Tabnuma 7).

FIN1
PINZ
PING
PliN4
PINT

0.9

0.8

0.7

0.6

0.5

0.4

0.3

0.2

0.1

Puc. 33. I'padux koHIEHTpanMOHHO-3aBHCHMON dKcripeccnn OenkoB PIN1, PIN2, PIN3,
PIN4, PIN7 B Mozen# ¢ pealuCTUYHBIM KJIETOUHBIM aHCaMOJIeM OTHOCUTENBFHO YPOBHS ayKCHHA

B KJICTKC.
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Tadauua 7. 3HaueHUS MapaMeTPOB, UCIIOIE30BAHHBIC B MOJICIH C PEATUCTUIHBIM KJICTOUYHBIM aHCaMOJIeM
JUISL pacdeTa. MU — eMUHUTIIEI MacChl, CU — € IMHUITB KOHIICHTPAITHH, (U — e IMHHUITEI BpeMeHH, VU — ¢ IIMHATIBI

ob6bema, lu — equnmnirsr gaunel, dl — 6e3pasMepHEIil mTapaMeTp.

EnuHunel

Haspanue mapamerpa Cumon | 0 epeHHst 3nayenune
VHTEeHCUBHOCTH MOTOK ayKCHHA U3 30HBI PacTKEHUS K, mu/tu 1,15/1*
Koncranra ckopoctu aerpaganun 6enka PIN1 Ka,ping vu/tu 1000
Koncranra ckopoctu aerpaganun 6enka PIN2 Ka,pinz vu/tu 1000
Koncranra ckopoctu aerpanaiuu 6enka PIN3 Kd,ping vu/tu 1000
Koncranra ckopoctu aerpaaiuu 6enka PIN4 K ping vu/tu 1000
Koncranra ckopoctu aerpanaiuu 6enka PIN7 Kd,ping vu/tu 1000
KoHcTanTa CKOpOCTH JeTpajaluy ayKCHHA Kaa vu/tu 0,005
Koncranra ckopoctu curresa 6enka PIN1 Kspint mu/tu 1000
Koncranra ckopoctu curresa 6enka PIN2 Kspin2 mu/tu 1000
Koncranra ckopoctu cunaTte3a 6enka PIN3 Ks.pins mu/tu 1000
Koncranra ckopoctu cunresa 6enka PIN4 Ks,pina mu/tu 1000
Koncranra ckopoctu cunresa 6enka PIN7 Kspin7 mu/tu 1000
KoHCTaHTa CKOPOCTH CHHTE3a ayKCHHA Ksa mu/tu 0,01/0**
KoHCTaHTa CKOPOCTH MAaCCHBHOTO TPAHCIIOPTA AyKCHHA D lu/tu 0,08
[Topor akTuBamy aykCHH-3aBUCHMOTO crHTe3a Oenmka PIN1 01,PINL 1/cu 0,2
[Topor HaceIeHNns ayKCHH-3aBUCUMOTO crHTe3a Oemka PIN1 O2,pINL 1/cu 0,33
ITopor akTHBaIMK ayKCHH-3aBUCUMO merpaganuu oeaxa PIN1 03PN 1/cu 0,42
Koadppumment Xwuna, OTIPEACTISIOTIIHIA CTETIeHb
HEJIMHEHHOCTH BO3/ICHCTBHS KOHIICHTPALIHU SPIN1 dl 2
BHYTPHUKIICTOYHOT0 ayKCHHA Ha CKOPOCTh CHHTE3a oenka PIN1
T e L I
J1,PIN2 1/cu 0,09
02,PIN2 1/cu 0,53
ll;Ilz;{lagMeTpm ayKCHH-3aBUCHMBIX CHHTE3a H Jerpaialmu Oenka Jorinz 1/cu 0.13
SPIN2 dl 2
hpinz dl 4
01,PIN3 1/cu 1,47
02,PIN3 1/cu 1,82
[TapameTpsl ayKCHH-3aBUCHMBIX CHHTE3a M JIeTpajialiuy Oenka Qarin 1/cu 1.83
SPIN3 al 6
hping dl 10
O1.piNg 1/cu 0,83
[NapameTpsl aykcuH-3aBUCHMOTO cuHTe3a Oenka PIN4 O2,pINg 1/cu 0,83
SPINg dl 6
J1,PIN7 1/cu 0,8
02,PIN7 1/cu 0,99
II;II%)%MeTpm ayKCHH-3aBUCHMBIX CHHTE3a H JIerpajaliuy Oenka Qorin? 1/cu 1
SPIN7 dl 6
hpin7 dl 10

* xyieTouHbIM ancaMOuIb Ne 1 / xireTouHslii ancamOis Ne 2
** mrs kiretok I u MK / mist ocTaabHBIX KIETOK
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4.4. Pe3ynabraThl MOJEJMPOBAHHUSA pacnpeneeHUsi AyKCHHA U IKCIPECCHU
oeaxoB PIN1, PIN2, PIN3, PIN4, PIN7

brina pa3paboTaHa KOMIBIOTEpHAsT MaTeMaTHYECKash MOJCIb PACIIPEACIICHUS
ayKCHHa ¢ TsAThio Oenkamu mepeHocunkamu cemeiictBa PIN (PIN1, PIN2, PIN3,
PIN4, PIN7). Ha puc. 34 npencraBicHbl CTAlIMOHAPHBIC PEIICHUS MOJICIIH JIJIS IBYX
kieTouHbix aHcamb6mneit (Nel m No2), monydeHHBIX Ha OCHOBaHHHM CTPYKTYPHBIX
MoJieNiel JIByX WHIMBUAYaJIbHBIX KOHYMKOB KopHed A. thaliana nukoro Tuma
(muaust Col-0), B cpaBHEHHH C AKCIIEPUMEHTAILHO HAOJI0JaCMBIMU TIATTEPHAMM

skcnpeccuu 6enkoB PIN u peroprepa aykcuna DR5::GFP.

-

Puc. 34. CpaBHeHue pe3ynbTaTOB MOICTUPOBAHHS IS JBYX DPa3UYHBIX KIETOYHBIX
aHcaMOJIelt ¢ SKCIIepUMEHTAIHBIMU JaHHBIMU. A. DKcrpeccust penoptépubix reaoB DR5::GFP,
PIN1-GFP, PIN2-GFP, PIN3-GFP, PIN4-GFP, PIN7-GFP B HOpMampHBIX YCIOBUSX
npencraBiena 3eneHbiM nBetom (Hong et al., 2017), kpacHbIM (IyopeceHTHbIM KpacHTeleM
OKpallleHbl KJIeTouHble cTeHkH; b. CrannonapHoe penieHrne MOJeNnu AJisl KJIeTOYHOro aHcamOIs

Ne 1; B. CranimonapHoe perieHnue MoIeu I KIeTOYHOro aHcamours Ne 2.

BakHbIM NpenMyiiecTBOM pa3pab0TaHHONW MaTEMaTHUUYECKON MOJIETN CITYKHUT
dbopMHupoBaHHEe B CTAI[MOHAPHBIX PEIICHUSX MOJEIH SBHO BBIPAKEHHBIX

I'paJMCHTOB B pacIpeieicHin aykcuHa u 0enkoB cemeiictBa PIN (Puc. 34B,B).
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[IpucyrcTBHEe  MOAOOHBIX  IPagUEHTOB  OTYETIMBO  3aMETHO  HA
IKCIIEPUMEHTATBHBIX U300pakeHMsIX ¢ penoprepoM aykcuHa R2D2 (Liao et al.,
2015). Panee B UHcTuTyTe [IMTOMOTMU M TEHETHKU B paMKaX JTUCCEPTAIIMOHHOM
pabotel KoBpmxHbeix B. B. Ha OoCHOBaHMM KOMIUIEKCHOTO aHalii3a SKCIPECCUU
ayKCUH-YYBCTBUTEIBHBIX pernopTepHbIX KoHCTpYKIuaM: DRS, DII::VENUS, R2D2
U JaHHBIX MacC-CIIEKTPOMETpHH ObUIa COCTAaBJICHA WHTETpalbHAs CXeMa
pacnpenenenus aykcuHa (Puc. 35E), a Takyke MHTErpajbHbIE CXEMbl MATTEPHOB

skcrpeccun OeakoB TpaHcmoptepoB cemerictBa PIN (Puc. 35A-/1) (KoBprKHBIX,

2016).

Puc. 35. I'paanenTsl pactipesienienus ayKCUHa U OeJTKOB TPaHCIIOPTEPOB ayKCHHA ceMeiicTBa
PIN. A. ITarrepn sxcnpeccun PIN1. B. ITartepn sxcnipeccun PIN2. B. I1attepn sxcripeccun PIN3.
I'. Tlatrepn skcnpeccun PIN4. JI. IMarrepn skcmpeccuu PIN7. E. Pacnpenenenue aykcuHa.
VHTeHCUBHOCTh 1IBETAa MPSMO MPONOpLMOHaNbHAs conaepkaHuio aykcuHa (E) u ypoBHIO

skcnpeccun 6enkoB PIN (A-J1) (Axantuposano u3 Kospuxkubix, 2016).

OpHako B MareMaTHYECKUX MOJIENSAX, pa3pabOTaHHBIX paHee KaK B Hallei
rpymnmne (Mironova et al., 2012; Hong et al., 2017), Tak u ApyruMu ucciaeoBaTeIsIMU
(Grieniesen et al.,, 2007; Cruz-Ramirez et al., 2013), Haguume MMOZOOHBIX
TPaIUCHTOB /I ayKCHWHA, OCOOCHHO B MPOKCHUMAIBHOW MEPHUCTEME, YAaBalIOCh
MOKa3aTh TOJIBKO C UCIOJIb30BaHUEM JIOTapUMHUUECKON mIKaibl. UTO ke KacaeTcs
pacmpenenenus 6enkoB cemerictBa PIN, ux skcnpeccust 1m60 HE MOACIUPOBATACH

BoBce (Grieniesen et al., 2007; Cruz-Ramirez et al., 2013; Band et al., 2014; Muraro
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et al., 2016), mubo B Mozenu paccMaTpuBaivch o0oOmeHHbIe Oenku (ImaBa 2,
Mironova et al., 2012).

Takke CTOUT OTMETHTh, YTO MAaKCHUMajbHasi pacueTHas KOHLIEHTpaIus
aykcuHa (4To cooTBeTcTBYyeT kieTkam [II[) B cranmoHapHOM pelieHUHd MOJAETH C
pEaTMCTUYHBIM KIJIETOYHBIM aHcaMmOjeM Bcero B 10 pa3 MpeBBINIAET CPEIHION0
KOHIIEHTPAIMIO ayKCHMHA B KJIETKaX MPOKCUMAIbHOM MEPHUCTEMBI, YTO TOpa3io
Jy4Ille COOTHOCUTCSI C KOJIMYECTBEHHBIMH HKCIEPUMEHTAJIbHBIMU JaHHBIMH, IO
KOTOPBIM OIICHKA TOTO K€ ImapaMeTpa cocranisieT okoJo 4,5-5 pa3s (Petersson et.al.,
2009). [lns cpaBHEHHS B MOJEIH C HPSIMOYTOJIbHBIM KJIETOYHBIM aHcaMOJieM,
ONMCAHHOM B IJIaBe 2, MAaKCUMaJbHAs pacueTHas KOHIEHTpalus aykcuHa B 30 pas
IPEBBIIIAET CpPEAHEE 3HAUYCHHWE KOHLEHTPAlMU B KJIETKaX, COOTBETCTBYIOIIHUX
IIPOKCUMAJIbHON MepuCTEME. A B MOJIEIISX IPYIIIBI TOJ PYKOBOACTBOM [ prHaiiceH
no00HbIN mapameTp npebimmaeT 100 pa3 (Grieniesen et al., 2007; Cruz-Ramirez et
al., 2013).

Takum oOpa3zoM, pa3paboTaHHasE MaTeMaThyeckas MOJENb Haubosee
KOPPEKTHO OIMCHIBACT (OPMUPOBAHUE NATTEPHOB pACIpPENEICHUsS] ayKCHHA HU
skcrpeccuu 6enkoB cemeiictBa PIN B cpaBHeHNU ¢ aHAOraMu.

CTOUT OTMETHUTD, YTO B CTALIMOHAPHOM PELICHUH MOJEIIU CYIECTBYET MPaBo-
JeBas acummeTpusi B pacmpeaenenun Oenka PIN2 B Mepucreme KopHs
OTHOCHTENbHO TeHTpanbHOW ocu (Puc. 34b,B). Ilpuuem acummerpus B
pactipeneneHun 6enka PIN2 xopormro cootHocuTces ¢ acumMerpueit crpoenns bKY:
MakcuMyM dKcripeccun 6enka PIN2 cosnanaet ¢ rpanutiamu Broporo ciost BKY mis
kieToyHoro ancamo6is Ne 1, a s kierounoro ancam6uist Ne 2 konrertparus PIN2
B IIHJIEPMHUCE BBIIIE C TOM CTOPOHBI, KOTOPAsl MOJIHOCTHIO MPUKPHITA CIOEM KIIETOK
BKY (cneBa), mo cpaBHeHUIO ¢ Apyroil croponoi, rae BKY 3akanumBaeTcs mo
cepearHe KIETOYHOTO aHCaMOJIs.

[lomo6nass acummeTpus B pacnpeneneHuu Oenka PIN2  npuBogut
(GbopMHPOBAaHUIO TIPABO-JIEBOM ACUMMETPHH B paclpe/ieieHnu aykcuHa. V3BecTHO,
YTO ayKCHUH OKa3bIBa€T KOHIIEHTPAI[MIOHHO-3aBUCUMOE BIMSIHHE HAYaCTOTY JI€JICHUS

N CKOPOCTb PpOCTa KIICTOK, CJICAOBATCIIBHO, ACHMMMCETPUYHOC PpaClpCACICHHUC
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ayKCHHA MOXXET CIIYXKHUTh OOBSICHEHHEM BOJIHOOOPA3HOTO XapaKTepa pocTa KOpHS
A. thaliana (Osmont et al., 2007; Vaughn, Masson, 2011), To ectb B poiiecce pocta
KOPEHb HE3HAUUTEIIFHO H3TH0ACTCsI CHavasa B OJHY CTOPOHY, 3aTeM B ApyTyio (Puc.
36). B TomM umcine B Momenu HaONIOMAeTCs TpaBO-JeBask acCHMMETPUS B
pacmpeeieHny ayKCHHA Ha BBIXOJIE U3 MEPUCTEMBI, UTO TAKKE MOXKET OOBSICHSITH
aCUMMETPUYHBIN XapakTep 3akiaaku 00koBbiX KopHei (Puc. 36A) (Osmont et al.,
2007; Dubrovsky et al., 2008). M3BecTHO, YTO IS 3aKJIaJKH OOKOBBIX KOpHEH
HE00X0aMMO (OPMUPOBAHKE JIOKATLHOTO MaKCHMyMa KOHIICHTpAIlMH ayKCHUHA B
nepunukire B 30He pactsokerus (Blilou et al., 2005; de Smet et al., 2007). B cirygae
HA0JII0JTacMOM B MOJICIIM aCHMMETPUHU B paclpe/eICHHH ayKCHHA Ha BBIXOJC U3
MEPHCTEMbI, HEOOXOIUMBINA JIOKAIbHBIA MaKCHMyM KOHIICHTpPAIlMM ayKCHHA,
JOJKeH CPOPMHUPOBATHCS PAHBIIE C TOW CTOPOHBI, TJIe HAOIIOaeTCS TIOBBIIIICHHAS
KOHIICHTpaIusi aykcuHa. [Ipoliecchl BOIHOOOpa3HOTO pocTa TJIABHOTO KOPHS U
3aKJIaIKi OOKOBBIX KOPHEH B TaKOM CIIy4ae JOJDKHBI OBITh COTJIACOBAHBI MEKIY

co00if, 4To ¥ HaOMroAaeTcs B akcrepumente (Puc. 36).

Puc. 36. Mopdomnorus kopus Arabidopsis thaliana. A. M3o00paxkeHust B3TO U3 CTaThH

Osmont et al., 2007; b. N300paxxeHust B3sTo 13 crathu Vaughn and Masson, 2011.

Pe?;y.]]BTaTBI MOJACIMPOBAHUA  IMOKA3bIBAIOT, 4YTO  JJIA (bOpMI/IpOBaHI/ISI

HaOII0aeMO B OKCIIEPUMEHTE ACUMMETPUU B PACIPEICICHUM ayKCHHA U
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skcrpeccun O6enka PIN2 noctatouHo ecTeCTBEHHOW aCUMMETPUH B aHATOMUYECKOM
CTPOCHHUH KOPHSI.

UroObl MOKa3aTh pOJIb, €CTECTBEHHO BO3HUKAIOIICH B XOJ€ pa3BUTHA,
ACHMMETPUU B aHATOMHYECKOM CTPOCHUHU KOpHS B (POPMHUPOBAHUU ACUMMETPHH
nartepHa 3kcnpeccur PIN2 6wt pazpabotan TpeTuid, abCOMIOTHO CHUMMETPUYHBI
KJIETOYHBI aHcamOnb. HOBBIH KJIETOYHBIH aHCaMONb OBUT TONyYeH ITyTEM
3€pKaJIbHOTO OTpPaXEHHsI MPaBOil MOJOBHHBI KieToyHOro ancamoOmst Nel. Jlms
pacdeToB MOJIeNIH OBLT UCIIOJIb30BaH HAOOP MapaMeTpoB ISl KIIETOYHOTO aHCaMOJIs
Nel (Tabmuma 7). PesymbTaThl MOJEIMpOBaHUS, MPEACTABICHHBIE Ha puC. 37,
MOKA3bIBAIOT, YTO B CIIy4ae ¢ a0COMIOTHO CHMMETPUYHBIM KICTOYHBIM aHCAMOJIEM,

OIMMCAHHOMU BBIIIE ACUMMCTPHH HC BO3HUKACT.

Puc. 37. Pacnpenenenue aykcuna u 6enka PIN2 B aGCOMIOTHO CUMMETPUYHOM KJIETOYHOM

a"caMmouIe.

IIpaBo-neBast acUMMETPUS B PACIPEIEICHUN ayKCUHA XapaKTepHa TaKxKe U
WHHLMAJIEN BCEX OCHOBHBIX TKAHEW KOPHS B CTALMOHAPHOM PEIIEHUN MOJEIN IS
oboux kiaetouHbix ancamoOsei (Ne 1 u Ne 2) (Puc. 34, 38.). Ha quarpamme BuHO,
YTO MHULIMAJIM PA3HBIX TUIIOB PA3JIM4AOTCA 10 KOHUEHTPALUK B HUX ayKCHHA. UYTO
MO3BOJIIET HAM MPEIIIOIO0KNTh, YTO JEJIEHUS Pa3HbIX TUIOB MHUIMAIEH B TAaKOM
aHcamOyie OyIyT MPOUCXOIUTH C Pa3IMYHON YacToTo. UTO mMOATBEpIKIACTCS
JAHHBIMU 1oy4yeHHbIMU Paxuu u bepubaymom B 2018 rogy B x0/1e HENPEPHIBHOTO
HAOJIIOJIEHUS 32 POCTOM M JIEJICHHEM KJIETOK B alMKalbHON Mepucreme KopHs A.

thaliana B Teuenune nenenu (Rahni and Birnbaum, 2018).
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A KneTouHblit aHcambb 1
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MHuupranm WMHnumranm bBKY m WUHWLManm WMHWuranm
KopTeKca 1 3nuaepmmca KoNymenbi KONYMen bl
sHAogepmMKuca (ueHTpanbHbIE) (6okoBele)

M /leBan kneTka M [IpaBan KNeTKa

b KneTouHbit aHcambb 2
14
1,2

1
0,8
0,6
0,4
0,2

0

WMHnupmanm Unnuymanm BKY m UHnumanu WMHuupmanm

KOpTEKCa U anuaepmuca KONYMENbI KONYMENAbI
sHAoaepMUCa (weHTpanbHbIE) (BokoBbIe)

M NleBaa kneTka M [MpaBaA KNeTKa

Puc. 38. Konnenrpanus aykCHHa B HHIIE CTBOJOBBIX KJIETOK, IPEJCKa3aHHAS C IIOMOIIBIO
JBYMEPHOM MaTEeMAaTUYECKOM MOJEIM PACHpPENETICHUs ayKCHHA C PEAJTUCTHUYHBIM KJIETOYHBIM

ancambnem. A. Knetounsrii ancam6mps Ne 1. b. Kierounsrit ancam6ib Ne 2.

I[Ipy »>3rOoM AN HMHUOHAIEM OOHOIO THWIA, PACIOJIOKEHHBIX  Ha
MIPOTHUBOIIOJIOKHBIX MOTI0cax oTHOocuTeNnbHO [11] Taxke HAOIIOMAOTCS pa3Iudus B
conepanun aykcuHa B mozenu (Puc. 38). DTo roBopuT O TOM, 4YTO JACICHHUS
VHHUIMAJIEW OJHOTO TUIIA, HAIIPUMEP WHHULMAIM KOPTEKCA U SHAOAEPMUCA, MOTYT
MPOUCXOJIUTh HEOJTHOBPEMEHHO. J[eMCTBUTENHbHO Ha M300paKEHUSIX, MTOTYUYESHHBIX
DKCIIEpUMEHTaIbHO B Jaboparopun mpod. Yen Kcy w3 HanmonamsHoro
VYuuBepcurera CuHramnypa, Mbl MOKE€M HaOJIOJaTh MPABO-JIEBYID ACUMMETPUIO
neneHuit naunuanei ogaoro tumna (Puc. 39b-T)

Hentpanbasie MK B CcTanMOHApHOM pEMIEHWH MOJEIM 3HAYMUTEIBHO
OTJIMYAIOTCS IO KOHIICHTpAIlMd B HUX aykcuHa oT OokoBbix MK (Puc. 38),

CJICA0BATCIIbBHO, MBI MOJKCM IIPCAIIOJIOKHUTL, YTO OJ[HA IIapa I/IHI/IHI/IaJ'Ief/'I MOXKCET
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MNOACINTBCA pPaHbIIC, 4YCM JApyrasd. Yto Takxke IMOATBCPKAACTCA IIpU aHAJIN3C

IKCIIEPUMEHTATbHBIX JaHHBIX (Puc. 39A).

= | N
\ seflbeof

Puc. 39. AcumMeTpus JeJeHUsT HHUIMAIEH B anmuKaibHON Mepucteme kopHs A. thaliana.

OKcrepuMeHTallbHble  JaHHble U3 Jjabopatopun mnpod. Yen Kcy wu3 HammonamsHoro
VYuusepcurera Cunramypa. A. Acummerpus aeneHuil neHtpaabHbix 1 6okoBbix UK. B. IIpaBo-
nesas acummerpus ngenenuit K. B. [IpaBo-neBas acuMMeTpus IeI€HNA MHULUAIEH KOPTEKCca U

supoaepmuca. I'. IIpaBo-neBas acummerpus aenennii nannuanerd bKY u snuaepmuca.

CTouT OTMETHTB, UTO XapaKTep pachpeneieHus aykcuHa ((popMupoBaHHe
makcumyma B I1L] u obmas cTpykrypa GopMUpPYEMBbIX IPaJUEHTOB) U IKCIIPECCUU
PIN GenkoB cOXpaHsIUCh HE3aBUCUMO OT MCIOJIb3yeMOro KJIETOYHOTO aHcaMOIs,
OJIHAKO CYUIECTBYIOT HWHAWBHAYAJIbHBIE pa3auuud. Tak, HaIpuUMeEp, MOKHO
3aMETHUTh, YTO JJIS JIBYX KIJIETOYHBIX aHCaMOJIell COOTHOIIEHWE KOHIICHTpalUn
ayKCHHA B MHULHAIAX KOPTEKCAa M dHHoAepmuca no cpasHenuto ¢ MK pasnuuno
(Puc. 38). [Insa xnetounoro ancamOis Ne 1 KOHIIEHTpaIus ayKCHHA B WHUIIAAJISIX
KOpTEKCa M YHA0JIEPMICA HAXOIUTCS Ha yPOBHE KOHIICHTPAIIUU ayKCMHA B OOKOBBIX
UK, B TO Bpemst Kak AJisi KJIETOYHOTO aHcambOist Ne 2 — Ha ypoBHE KOHIIGHTPAIUU
aykcuHa B ueHTpanbHbix WK. @opmupoBaHue MNOMOOHBIX OTJIMYUN B
pacnpeneneHud  ayKCHHa  SIBJISICTCSl  NPSAMBIM  CIEACTBUEM  HAJIW4uUA
WHJUBUAYAJIBHBIX 0COOCHHOCTEN CTPOCHHUSI alTUKATLHON MEPUCTEMBI KOPHS M HUILIN
CTBOJIOBBIX KJIETOK B yacTHOCTH (Puc. 30).

B 3akmioueHume BaKHO CKa3aTh, YTO MCIOJb30BaHUE pa3pabOTaHHOU

MaTeMaTU4YEeCKOM MOJACIIN C PA3IMYHBIMU KJICTOYHBIMHA aHcaMOJIIMH MOJKET OBITh
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MOJIE3HO B OyaylleM MpH aHaldu3€ MHIWBUIYaTbHBIX Pa3IudMidl y PaCTCHHM Kak
JVKOTO THUIIA, TAK M MYTAHTHBIX PACTEHHM, C BBIPAKCHHBIMM HAPYLICHUSIMHU B

MOP(OJIOTUU KOPHSI.

4.5. BapbupoBaHue N0 mnapaMerpaM JBYMEpPHOW MojejH pacrnpeaeaeHust
AYKCHHA ¢ PeaMCTHYHBIM KJIETOYHBIM aHCaMOJ1eM

Jlnst ompeneneHuss yCTOWYUBOCTH PEIICHUS MOJICTN K M3MEHEHUIO YPOBHS
ayKcuHa ObLI MPOBEJICH aHAJU3 MOBEICHUS MOJIEIIU MPU BapbUPOBAHUU TAPAMETPOB
MOJENIA, OTBEYAIONIMX 3a IOCTYIUICHHE ayKCHMHA B CHCTeMy. BapbupoBaHue
napamMeTpoB MOJENIU MPOBOJIUIIOCH JUIsl BapUaHTa MOJEIU C HMCIHOJb30BaHUEM
KJIETOYHOTO aHcaMOJ1st Ne 1.

B pe3ynbraTe BapbHUpOBaHUS apaMeTpoB K,, ONMMCHIBAIOIIET0 HHTEHCUBHOCTD
MOTOKA ayKCHHA U3 30HBI PACTsHKEHUS KOPHSI, B pu3noornyeckux npeaenax ot 0,5
10 5 1 K 3, KOHCTaHTBI CKOPOCTH CHHTE3a ayKCHHA, B (PU3MOIOTHIECKUX TIpeIesiax
ot 0 10 0,1 ObuIa MOKa3aHa CTAOMIIBHOCTH (POPMUPYEMOTO MATTEPHA paCIIpEICICHUS
ayKCHHa.

Pacnipenenenne Takux 6enkos, kak PIN1, PIN2, PIN4 taxxe kaueCTBEHHO HE
U3MEHSUIOCHh TIPU BapbHupoBaHuu K, B mpenenax ot 1 go 1,5. Bapsuposanue k, B
npeaenax 1,5 — 5, kak u mpexe, MpakTUYSCKH HE CKa3bhIBAJIOCh Ha XapakKTepe
dbopmupyemoro mnarrepHa pacnpeaenenuss PIN1, opgHako mnpuBoaMiio K
COKpalleHuto fomeHa sxcpeccun PIN2, ¢ 0o1HOBpeMEHHBIM pacuIiupeHrueM I0MEHa
skcnipeccun PIN4 B moaenu. [1pu BapsupoBanuu napametpa K, B mpeaenax 0,5 — 1
Ha0I01aI0Cch oOpaTHOe, TO €CTh COKpaileHue jgoMeHa skcnpeccun PIN4 u
pacmpenue goMmena skcnpeccuu PIN2, ¢ coxpanennem xapakrepa pacrpeneieHus
aykcuna u PIN1.

BaxHO OTMETHTH, YTO MpPH BapbUPOBaHWU K, B OIMMCAHHBIX Mpeieax
CTAOMJILHO COXpaHsiach acuMMeTpus pacnpenenenust PIN2 B moaenu.

AHAJIOTUYHOE TIOBEJACHHWE MOJETU OBLIO TIOJYYEHO B  pe3yJbTaTe
BapbUPOBAHUSI KOHCTAHTBI CKOPOCTH CHHTe3a aykcuHa Kg,, Tpu 3HAUYCHHSIX
kKoHCTaHThl K;,<0,005 wHabmtomanoch 3HAYUTENBHOE COKpallleHHWe JOMEHa

skcrpeccuu PIN4 u 3nauurtensHOoe pacmmpenue noMmena skcnpeccuu PIN2. Ipu
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Ks2>0,05, Haob6opoTt, momen skcnpeccun PIN4 Obun pacmmpeH, B TO Bpemsi, Kak
nomeH skcnpeccuu PIN2 cokpainancs.

HecmoTps Ha u3MEHEHHME pa3MEPOB JIOMEHA DJKCIIPECCHH  XapaKTeEp
pacnpenenenus 6enkoB PIN2 u PIN4 octaBaicss HEeM3MEHHBIM.

C npyroii croponsl, pactipeaenenue 6enkoB PIN3 u PIN7 B Moaenu okazanoch
KpaifiHe 4yBCTBUTEIILHO K U3MEHCHUIO PACCMOTPEHHBIX MapaMeTpOB MOCIH K, u

Ksa (Puc. 40), B oTiimume ot 6enkoB PIN1, PIN2, PIN4.
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Puc. 40. [Tarrepus sxcnpeccun 6e1koB PIN3 u PIN7 npu BapbupoBanuu napamerpa K, B
JBYMEPHOM MOJIENH paclpeeseH!s] ayKCUHa C PeaTMCTUYHBIM KJIeTOYHBIM aHcaMmbOiiem Ne 1. A.
Cranuonapuoe perrenre moaean 1 PIN3 u PIN7 mpu k. = 0,75. B. k. = 0,95. B. k, = 1,25.
I'. ke =1,55.

Tax npu ymensbinennn napamerpoB K, u Ksa Mbl HaOMomaan HanOOIIBIIHIA
ypoBeHb skcnpeccun 6enka PIN7 B mogenu B kietkax UK u I1L (Puc. 40A,B), uto
HE COOTBETCTBYET DKCMEPUMEHTAIBHO HAOI0aeMbIM JoMeHaM dkcrpeccun (Puc.
34A). B To ke BpeMs npu yBeauueHUH mapameTpoB K, u Ks, MbI HaOIIOdQTIH

HanOoJbui ypoBeHb 3kcnpeccuu PIN7 B kiietkax BKY 1 nnnnmpansx cocyiucToro

umaapa (Puc. 40B,T). [{ns 6enka PIN3 npu yBennueHunn mapametpos K, 1 Ks a MbI
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HaOmonamu nosienenue PIN3 B mocnemanx JIKK (Puc. 40B,I'), B TO Bpems kak
yMeHbIeHne napamerpoB K, u Ks; He IpUBOIMIIO K 3HAYNTEIPHBIM U3MEHEHUSM B
nomene skcipeccur PIN3 (Puc. 40A,b). [IpuueM, cTOUT OTMETUTh BO3HUKHOBEHHE
«KOHKYpEeHIIMM» 3a 00nacTh sKkcrpeccun Mmexay Oenkamu PIN3 u PIN7 mpum
yBenuueHuH mapametpoB K, u Ksa (Puc. 40B,IN). To ecth nosiBienue 6enka PIN3 B
JIOTIOJTHUTENIBHBIX KJIETKaX, MPUBOAUT K 3HAYUTEILHOMY CHIDKeHHIO Oenka PIN7 B
3THX KieTkax. C Jpyrod CTOPOHBI, NPHU YMEHBIICHHH mapameTpoB K, u K,
HaoOopoT, 6enku PIN3 u PIN7 craHoBATCS «OIWHAKOBBIMHU», 3aHUMas OOIIWN
JIOMEH SKCIIPECCUH M HE TTOKa3bIBas pa3nuunii B pacupenenenuu (Puc. 40A).
JlaHHBIN Pe3yNnbTaT MOXKET CBHACTEILCTBYET O TOM, YTO MPUHATOE B MOJCIH
JTOMYIIEHUE O TOM, YTO Peryisaius skcupeccuu aisa 6enkoB PIN3 u PIN7 zaBucur
TOJIBKO OT KOHIICHTPAIIMM ayKCHHA, OKa3aJIoCh HeBepHBIM. [lo Bcell BUIUMOCTH,
CYIIECTBYET  HEKOTOpPBIM  HEYYTEHHBIM  MeXaHu3M,  00eCleYnBaIOIIHMA
crabunuzanuio JaoMeHoB skcrpeccun OenkoB PIN3 u PIN7. Jlansblii Bompoc

TpeOyeT Oojee MoAPOOHOTO U3YyUECHUS B OyAYIIEM.

4.6. BoiBoabl 1o riase 4

beina paspaGotaHa AByMmMepHass KOMIIBIOTEpHAs MOJEIb paclpeaeiaeHus
aykcMHa B amnuKajdbHON Mepucteme kopHs A. thaliana ¢ wucmons3oBaHreM
PEANMCTUYHOTO KJIETOYHOTO aHCaMOJIsl, YUUThIBAOUasi CyIIECTBOBAHUE BCEX MATU
TUMOB TpaHcnopTepoB aykcuna u3 kiaetku PIN1, PIN2, PIN3, PIN4 u PIN7.

BaxxHbIM  mIpenMyIecTBOM  pa3pa0OTaHHONW MaTEeMaTUYECKOH  MOeNn
pacnpeneneHuss ayKCMHAa C PEATMCTUYHBIM KJIETOYHBIM aHcamMOJIEM CITY>KHUT
dbopMHpoBaHUE SIBHO BBIPAKEHHBIX TPAJMEHTOB B paCHpElCIICHUU ayKCUHA U
oenkoB cemeiicTBa PIN, HaOmo1aeMbIX B 3KCIEpUMEHTAX.

BnepBbeie B Mojensx mogoOHOro TUIAa HaMU OBLIO TMOJYYEHO MpaBO-JieBas
aCUMMETpHS B pactpe/ierieHnn aykcuna u oenka PIN2 B Mepucteme KopHs, KOTopast
MOJKET CITY)KUTh 00BSICHEHUEM BOJTHOOOPa3HOT0 XapakTepa pocrta kopHs A. thaliana

U XapakTepa 3aKjaJKd OOKOBBIX KOpPHEW, a TakKe AaCHHXPOHHOCTU JEJICHUS
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VHULMAJIEW OJIHOTO THUIIA M PA3JIMYMi B YaCTOTE JCJICHUNA MHULIHAIEH pPa3HBIX
THUIIOB.

B 3akirodyeHue BaXHO CKaszaTh, YTO HCIIOJIb30BaHUE pa3paOOTaHHOU
MaTEMaTUYECKOW MOJCIH C PA3IMYHBIMH KJIECTOUYHBIMU aHCAMOJISIMU MOXKET OBITh
MOJIC3HO B OyayIIeM IMpU aHalW3e WHAUBUIYAIbHBIX Pa3IUuui y pacTeHHUM, Kak
JUKOTO THUIA, TaK WU MYTAHTHBIX PACTCHWH, C BBIPAKCHHBIMU HApYIICHUAMHU B

MOP(}OIOrHH KOPHSL.
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3akJII04YeHue
I/I3yquHe MEXAHU3MOB HOI{I[ep)KaHI/IH HUIII CTBOJIOBBIX KIICTOK SABJIACTCA

OJTHOM M3 Ba)KHEHIIMX 3a/1ad OWOJOrMH pa3BuTHs. biaromaps crenududeckomy
MHUKPOOKPY)KEHHIO B HHINAX CTBOJIOBBIX KJICTOK CTBOJIOBBIC KJICTKH MOTYT
COXPSIHATHh IUTFOPUIIOTEHTHOCTh uuTenibHoe Bpems (Imin and Rolfe, 2007,
Sugimoto et al., 2011).

BakHyro poJib B pa3BUTUH KOPHS M IMOJJICP)KaHUH HUIIKM CTBOJIOBBIX KJIETOK
aNMKaJIbHOW MEPUCTEMbI KOPHS BBITTOJIHSACT KOPHEBOH YEXJIMK, PACIIOJIOKECHHBIN Ha
ero koHunke (MBanos, 1987). KopHeBoit 4ex/IMK pearupyer Ha U3MEHEHHUE YCIOBUM
OKpYy’)KafoIeld cpeapl M0 Mepe pocTa KOPHS PACTCHHWsS, BBIMIOJHSSA 3allUTHYIO,
CCKPETOPHYIO, CHTHAIbHYIO (QYHKIMH, W, B TOM YHCJE, TOJACPKUBAIOT
MUKPOOKPY)KEHUE HUIIHM CTBOJIOBBIX KieTok (MBanos, 1987; Driouich et al., 2013;
Fendrych et al., 2014; Kumpf, Nowack, 2015).

[lenTpanpHas YacTh KOPHEBOTO UEXJMKA, KOJIyMeIIa, XapaKTepU3yeTCs
TIOBBIIIIEHHBIM COZiep)kaHueM QuroropmoHa aykcuHa (van den Berg et al. 1997;
Sabatini et al. 1999). [Toxnepxanne BHICOKMX KOHIICHTPAIIUN ayKCUHA B KOJIYMEILIE
U IOKOSIIEMCS IICHTPE MMEET BaKHOE 3HAYEHHWE JUIS IPOIECCOB Mop(oreHesa B
KOpHE, TOJIICPYKAHUS ICJIOCTHOCTH alMKaJIbHONH MEPHUCTEMBI, B IEJIOM, M HHIIA
CTBOJIOBBIX KJIeTOK, B dacTHocTH (Vieten 2005; Liao, 2015). IMmeHHO mo3TOMY
OCHOBHOE BHUMaHHUE NP U3YUYCHUU (PYHKIIMOHUPOBAHHUS allMKAIbHOH MEPUCTEMBI
KOPHS YACISETCS MEXaHW3MaM pacrpeie/ieHUsT ayKCHHA B TKaHSIX.

B cuiy BBICOKOW CIIO)KHOCTH CHCTEM TIEepelaydl CHTHAJIa W TPaHCIIOPTa
ayKCHHA, OTCYTCTBHS SKCIICPUMEHTAIBHBIX METOJOB, IMO3BOJISIOIIMX HAIpPsIMYIO
OTCJICIUTh U3MEHEHHUsS B COJICP)KAaHWM ayKCWHA Ha KJIETOYHOM YPOBHE, a TaKKe
HEOOXOJUMOCTH HCCJICIOBaTh paclpeje/icHue ayKCMHa B JUHAMHKE W B
npoctpanctee (Goh et al., 2014; Sabatini et.al., 1999; Brunoud et al., 2012; Band
L., 2014; Liao et.al., 2015), nccaemoBanue MEXaHH3MOB JEHWCTBHS (PUTOrOPMOHA
ayKCHHA TpeOyeT MPHUBJICUCHUS METOJJOB MATEMAaTHIECKOT0 MOICIUPOBAHUSI.

Hacrtosimass ~ guccepramoHHass — paboTa  TPEIACTaBISIET  PE3YJIBTATHI
UCCIICJIOBAHMS BIIMSIHHUSI CTPYKTYPBhI KOPHEBOIO YEXJIMKAa M aHOMAJHMA B €ro y
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Arabidopsis thaliana mpu Bo3melicTBUM HU3KUX TOJIOKHUTEIBHBIX TEMIIEPATYP WITH
npu HapymieHusx B pabore rena WOX5, ogHOTO W3 OCHOBHBIX PETYISTOPOB
MOJIEP>KaHUs HUIIIHM CTBOJIOBBIX KJIETOK.

Ha mepBom 3Tame ObUTIO TIPOBENECHO MCCIIEIOBAHNE BIMSHUS MTOBPEXKICHUIN B
KOJIyMeJUIe Ha pacrnpejiesienre aykcuHa. Hamm konabopaTopsl oKaszaid, 4To MpH
JUTUTEILHOM (24 4Yaca) BO3JICMCTBUUM HU3KHUX TOJIOKUTEIbHBIX TemmepaTyp (4°C)
HaOMromaeTcsi TUOENh BHOBH OOPa30BaHHBIX JOYEPHUX KIETOK WHHIIHAIICH
KOJIYMEJLJIbI, BCJICICTBUE oOpazoBaHus MHYIIMPOBAHHBIX X0JI0JIOM
JBYyLETIOYeYHbIX pa3pbiBoB JJHK.

B xome paboTel KOMIBbIOTEpHAasT MOAENb, pa3paboranHas B MHcTuTyTe
[utonoruu u I'enetuxku (Mironova et al., 2012), 6bl1a aganTHpoBaHa MO 3adaun
UCCIIEIOBAHUSl JTUTENBHOTO Bo3elicTBue xonona (4C, 24 yaca) Ha anmuKaJIbHYIO
mepuctemy KopHs Arabidopsis thaliana. KommnbroTrepHoe MozenupoBaHHe ¢
WCIIOJIb30BAHUEM MAaTeMAaTHYECKOW MOJEIN C NPSIMOYTOJBHBIM  KIJIETOUYHBIM
aHcaMOJieM [I0Ka3ajo, YTO XOJIOJOBOW CTpecC MPUBOAUT K YMEHBIICHUIO
KOHIIEHTpaIlMu ayKCMHA B KOHYHMKE KOpHS. B pesynbrare neneHue HHUIMAICH
KOJlyMEJUIbl TMPUBOJUT K TOTEpPE MaKCUMyMma KOHIICHTpAaIlMd ayKCHMHa B
MOKOAIIEMCSl IIEHTpPE. OTU pe3yJIbTaThl CBUAECTEIBCTBYIOT, YTO B PE3yJbTaTe
XOJIOJJOBOTO CTPECCa MOKET MPOUCXOJUTh MOTEPS HACHTUYHOCTH MOKOSIIErOCs
IIEHTpa, TO €CThb OH MO’KET HauaTh JACJIUTHCS, a 3HAYUT, COXPAHCHUE HUIIU
CTBOJIOBBIX KJIETOK HAXOJUTCS MO YIPO30.

B pe3ynbTare 4MCIEHHBIX PacyeTOB MOKA3aHO, YTO THOEb JOYEPHUX KIIETOK
WHULMATIEH KOJYyMEJUIbl MPEeJOoTBpaIlaeT CMEIICHHE MaKCUMyMa KOHIEHTpalluu
ayKCUHA U3 MOKOSIIETOCs IEHTpa. A 3HAYUT, MBI MOXKEM 3aKJIIOYUTh, UTO THOEIb
JIOYEPHUX KJIETOK WHHUIMAICH KOJYMEIIbI SIBJISICTCS 3alllUTHBIM MEXaHU3MOM,
MO3BOJISIONIMM TIPEIOTBPATUTh HApYIICHWE (DYHKIIMM HUIIKA CTBOJIOBBIX KIIETOK
IIOCJIE CTPECCOBOTO BO3AECMCTBUS X0JI0/1a.

[Ipenckazanuss Mojaelu ObUTM MOJATBEPKICHBI AKCIEPUMEHTAIBLHO TPYIION
3apyOeXHBIX Yy4eHbIX W3 HarmonampHOro VYHHBepcutera B CHHramype moj

pykoBoactBoM mnpocdeccopa Yen Kcy. Oxcnpeccus rena WOXS B auHHM
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WOX5::GFP npu anuTenbHOM BO3ACHCTBHM X0J10/1a Obljla CYIIECTBEHHO BBIIIE B
KOpHSX, JUIS KOTOPBIX HaOmoAanach THOENb JOYEPHHX KJIIECTOK WHHIIHAIICH
KOJYMEJUIbl, TO CPaBHEHUIO C KOPHSIMH, B KOTOPBIX JIaHHOE COOBITHE HE
HaOMrOMaIOCh. PacTeHus, B KOTOPBHIX MPOU3ONIIO COOBITHE THOETH JOYEPHHX
KJIETOK  MHUIMAJIeH  KOJyMeIUIbl, OBICTpEE  BOCCTAHABIMUBAIOTCA  IOCIE
nocienyronux 3aMmopo3koB (0°C) u jerde mepeHocsT 3acyxy, MO CPaBHEHHUIO C
pacTEeHUSIMU, B KOTOPBIX TAHHOE COOBITHE HE HAOII01aI0Ch.

Ha ocHOBaHMM 3TOM KOMIUIEKCHOM KOMIIBIOTEPHO-3KCIIEPUMEHTAIbHON
paboThI OBLT MPEJIOKEH MEXaHU3M aJIalTallii KOPHEBOM alMKaIbHON MEPUCTEMBI
K BO3JICHCTBUIO HU3KUX MOJOXUTEIBHBIX TeMmIiiepatyp «KepTBa paau crnaceHus»
(Hong et al., 2017). KopoTko JaHHBIH MEXaHHW3M MOXKHO OITKCATh CJICTYIOIIUM
o0pa3oM: HHIYIUPOBAHHOE X0J10/10M noBpexaeHue [JHK BbI3pIBaeT CEIEKTUBHYIO
rubenb JOUYEePHUX KICTOK WHUIMATICH KOJyMEJUIbl, BOCCTAHABIMBAs MaKCUMYM
KOHIICHTPAIlMM AayKCMHAa B TOKOSIIEMCS LEHTPE, 4YTO TMO3BOJSET COXPAHUTh
I[EJIOCTHOCTh BCEH HMIIM CTBOJIOBBIX KJIETOK W Ja€T aJalTUBHbIC MPEUMYIIECTBA
P MOCJEAYIOIINX CTPECCOBBIX BO3ICUCTBUSX.

DTO OTKPBITHE AAET BO3MOKHOCTh UCCIEA0BATH BO3/ICICTBUE TaK HA3bIBAEMOM
XOJIOJOBOM aKKJIMMAaTU3alMy, KOTOpas YIydllaeT yCTOMYMBOCTH MHOTHX BHJIOB
pacTeHull K cTpeccam OT 3aMmep3aHus u 3acyxu (Seki et al., 2002; Siminovitch and
Cloutier, 1983; Steponkus, 1979), a TakXke MOXET IIOMOYh B CEJEKIIUH,
HaIpaBJICHHOW HAa yMEHBIIICHUE BO3ICUCTBUS HEOIArONMPUATHBIX YCIOBHM Cpeibl Ha
MPOAYKTUBHOCTh CEJIbCKOXO03UCTBEHHBIX KYJIBTYP.

Ha cnenyromiem stane paboThl ObUIM MCCIIEIOBAaHBI TPUYUHBI (POPMUPOBAHUS
AHOMAJIMM pa3BUTUA KOPHEBOI'O YEXJMKA. THUIWYHOW AHOMAIMEW pPA3BUTHUA
KOPHEBOT'O UYEXJIMKa SIBJISIETCS MpeKIeBpeMeHHas qudQepeHnpoBKa HHUIIMAEH
KOJIyMEJUTbI, HampuMep, B oauHOYHOM MyTanTe WOX5-1 (Sarkar et al., 2007), B
nsorinom mytante pltl plt2 (Ding, Friml, 2010), a Takxe B TpaHCTCHHOM JIMHUM
35S::CDF4 (Pi et al., 2015). WurepecHo, uto cBepxakcnpeccus WOX5
pa3pacTaHui0 B KOJyMEJIe IyJa MEJKUX KIETOK, IMOX0XHX Ha HWHHUIHNAIH

KOJIYMEJUIBl M HE COAEpKAIIUX I'paHys Kpaxmana. Cxoxull (heHoTHn HaOIoaaeTcs
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B OJIMHOYHBIX MYTaHTaX C HapyIICHUSMHU TpaHcnopTa aykcuHa pPin3 u pind (Ding,
Friml, 2010) u o6paboTtke Hu3kuMHU no3amu (30 MKM) CaTUITMIIOBOW KHCJIOTHI
(Pasternak et al., 2019). B manHoli paGoTe OBLIO HCCJICIOBAHO, YTO SBJISCTCS
NEPBOMPUYMHON TaKUX CIICHApUEB pa3BUTHs Npu HapymeHuu ¢pyHkiun WOXS.

Ha ocHOBaHWHW SKCIIEPUMEHTAIBHBIX JAHHBIX 00 M3MEHEHUU MOP(HOIOTHH U
IKCIIPECCUU T€HOB ()EPMEHTOB CHHTE3a ayKCHHA, OCITKOB-TIEPEHOCUNKOB ayKCHHA
cemerictBa PIN, a Takxe penoprepa aykcuHa DRS B mHuAX ¢ moTepeil pyHKIUU
(wox5-1) u cBepxokcnpeccueit rena WOX5 (35S::WOX5-GR) Oblia BbIIBHHYTa
runore3a o ToMm, u4Tto WOX5-3aBHCMMOTO HW3MEHEHHS CHHTE3a ayKCHMHa B
anukanpHOW  Mepucteme KopHs Arabidopsis thaliana mocrarouno s
BOCIPOM3BEICHUS BCEX HAOJIOIa€MbIX U3MEHEHUI.

C moMOImpI0 ABYyMEPHOM KOMITBIOTEPHOM MOJENH PACTIPEIEICHNS AyKCUHA B
anukanpHOW MepucteMe kopHs Arabidopsis thaliana, ¢ mnpsmoyroibHbIM
KJIETOYHBIM aHCaMOJIEM, a TaK)Ke OJTHOMEPHOUM TMOPUIHON KOMIIBIOTEPHON MOJIETTH
pacmpeziesieHus] ayKCHHA B KOJTyMEJUIE C POCTOM U JIEJICHHEM KJIETOK Oblla moKa3aHa
HENPOTUBOPEUYMBOCTh U JIOCTATOYHOCTh THUIOTE3bl O T'€HETUYECKOM pEerysuuu
reaom WOX5 okcmpeccun  ¢gepmenta OumocmHTe3a aykcmHa TAAL s
BOCITPOU3BEJICHUSI HAOII0JaeMOl B OKCIEPUMEHTE KJICTOYHOM JMHAMUKUA B
xosrymesute Arabidopsis thaliana u u3meHeHuii B marTepHax 3KCIpeccHu OENIKOB
PIN1-4, PIN7 u penoprepa aykcuna DRS kak B KoHTpoJIe, Tak ¥ py HAPYIIEHUSIX
B akcrnpeccuu rena WOXS5.

N3BeCcTHO, 4TO Apyrux BUAOB PACTEHUM KOPHEBOM YEXJIUK COCTOUT U3
OOJIBIIET0 KOJIMYECTBA CIIOEB

W3BecTHO, 4TO y ApYruX BUIOB PACTEHUM, TAaKMX KakK, HAIIpUMeEp, IMIICHUIIA
WIH KYKypy3a, KOPHEBOM UYEXJIMK COCTOUT M3 OOJBIIETO KOJUYECTBA CIOEB Kak
CTBOJIOBBIX, Tak U qudpepennupoBannbix kieTok (Hawes, Pueppke, 1986; MBaHnos,
1987; lijima et al., 2008). Ha ocHoBaHWU MPOBEICHHOIO HCCACIOBAHHUS MOYKHO
MPENOJIOKNTh, YTO y TaKUX BHUJIOB PACTCHUN CHHTE3 ayKCHHA B KOHYMKE KOPHS

OoJtee MPOIYKTHBHBIH 1O cpaBHEHHUIO ¢ HabmomaembiM y Arabidopsis thaliana.
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[IpssMmoyronbHBI aHCaMOJb KIETOK HEIOCTATOYHO XOPOIIO MOJETUPYET
CTPYKTYPY HHUIIM CTBOJIOBBIX KJIETOK, B OCOOEHHOCTH, 3TO KacaeTcs WHULHAJIEH
sHpoaepmuca/koprekca u anuaepmuca/bKY, um knerok BKY, pacnonoxenue
KOTOPBIX HE MOANAETCS MOJCIHPOBAHUIO HA MPSMOYTOJIbHOM aHCaMmOJie KIIETOK.
[ToaToMy Ha TpeTheM 3Tarne ObuIa pa3paboTaHa IByMepHasi KOMITbIOTEpPHAs MOJIEIhb
pacmpenie/icHdss ayKCHMHAa B amnuMKaibHOW Mepucteme kopHs A. thaliana c
UCIIOJb30BAaHUEM  PEAIUCTUYHOTO  KJIETOYHOTO  aHCaMOJisd,  YYHUTHIBAIOIIAs
CYILIIECTBOBAHME IISATH THUIOB OEJIKOB TpaHCIOPTepoB aykcuHa cemeiictBa PIN
(PIN1, PIN2, PIN3, PIN4, PIN7).

Jlnst co3manusi IByMEPHOM MOJENU pAclpeleeHus] ayKCMHA B alUKaJIbHOU
mepucteme kopHs Arabidopsis thaliana c¢ wucmons3oBaHHEM peEaNTUCTHYHOTO
KJIETOYHOI0 aHcamOIs1, ObuT co3man naimiaia PlantLayout na si3eike MATLAB,
KOTOPBIH MO3BOJISIET CO3/1aBaTh JBYMEPHBIE KOMIIBIOTEPHBIE CTPYKTYPHBIE MOJAEIIN
TKaHEW U OPTaHOB PACTEHUM, BHEIPATh UX B MATEMATHUYECKAE MOJIETU U YIIPOILAET
MIPOBEICHHUE YMCIEHHOTO aHAJIN3a MOJYyYEHHBIX MOJEIEH.

B crammonapHOM penieHur MOJENU ¢ PEATMCTHYHBIM KJIETOYHBIM aHCaMOJIeM
HaOmoaa0ch (hOPMUPOBAHKME JTOMEHOB JKCHpeccud penoprepa aykcuHa DRS u
oenkoB PIN1, PIN2, PIN3, PIN4 u PIN7 61u3koe k sKkcriepuMEHTaIbHBIM JaHHBIM.
BaxxHolt 0COOEHHOCTHIO OBLIIO (DOPMHPOBAHUE SIPKO BBIPAKEHHBIX T'PAJIUEHTOB
KOHIIEHTPAIIMK B TKAHSX.

[IpaBo-neBasi acMMMETpUsi B CTPOCHHMM AaNUKaJIbHOM MEPUCTEMBI KOPHS
Arabidopsis thaliana, ecrecTBeHHO BO3HUKaIOIIAs B IPOIIECCE PA3BUTHS, IIPHUBOIUT
K (DOpMHPOBAHHIO aCHMMETpHH B pactpeneieHnn o6enka PIN2, koTopasx xoporo
xopotio cooTHocutcst ¢ acummerpueit crpoenust bBKY. [lomo6Has acummeTpus B
pacnpenenenun  Oenka PIN2  mpuBoaur K  (QopMUpOBaHUIO MpaBO-JIEBOU
ACUMMETPUH B PACIPEACICHUA ayKCHUHA, YTO MOXKET CIYXHTh OOBSICHCHHEM
BOJIHOOOpa3Horo xapakrepa pocta kopHs Arabidopsis thaliana u xapakrtepa
3aknaaku OokoBbiX kopHerr (Osmont et al., 2007; Dubrovsky et al., 2008). Ha
OCHOBAaHHH HAOJIOJJAEMOI aCHMMETPHH B paCIpeIeNIeHUN ayKCHHA B MOJEIU OBLIO

npeacKasaHo, 4TO JACJIACHHA Pa3HbIX THIIOB HHI/II_II/IaHeﬁ 6Y}1YT IMPpONCXOaUTL C
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pa3IMYHOM  4YACTOTOM, TMPH OBTOM JEJIICHUS HWHHIMAICH OJHOIO  BHIA,
paclojIOKEHHBIX ~ Ha  Pa3HBIX  IOJIFOCAX  KOPHS, MOTYT  IPOHWCXOJHUTH
HEOJTHOBpEeMEHHO. [IefiCTBUTENbHO, ATO OBUIO IMOKa3aHO JKCIEPUMEHTATBHO B
pabore Paxum m bepmayma (Rahni and Birnbaum, 2018), a taxke Hammmu
KoJutabopaTtopamu Mo pykoBoAcTBoM mpodeccopa Uen Kcy.

[IpoBeneHHOE  WCClIeIOBaHWE C  TIOMOIIBIO  psga  pa3paboTaHHBIX
MaTEeMaTHUECKUX MOJICICH paclpee/ICcHusT ayKCHHA C Pa3InIHONW CTEICHBIO
JeTAIM3aliN TT0KA3alI0 BAKHYIO POJIb CTPYKTYPhl KOHEBOTO YEXJIMKa B TPOIEccax
MOJUICPYKAaHUST HHINKA  CTBOJIOBBIX KJIETOK aIlMKAJIbHOM MEPUCTEMBI KOPHS
Arabidopsis thaliana B HopMe U TIpu pa3TUYHBIX HAPYIICHHUSX B €r0 CTPOCHUHU.
PaspaboranHbie B paMKax JaHHOW PaOOTHI, HHCTPYMEHTHI MOTYT HMETh IITHPOKOES

IMPUMCHCHUC B UCCIICTOBAHUAX ITPOUCCCOB PA3BUTHA KOPHA.
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BoIiBOABI
1. Co3maHa cepusi KOMIIBIOTEPHBIX MAaTEMaTHYECKUX MOJEIEH paclpeeeHus

aykcMHa B TKaHsAxXx kopHs Arabidopsis thaliana c¢ paszauuno#l cTeneHbro
neranu3auuu: (1) ¢ OpAMOYroJIbHBIM WM PEANMCTHYHBIM  KJIETOYHBIM
ancamOneM; (2) cTaTUYECKUX WM C POCTOM U JejleHueM KieTok; (3) ¢
paznmuuHbIM unciioM PIN TpancnopTepos.

2. OTKpBIT MEXaHW3M aJaNTalliy aluKaJIbHOM MepucTeMbl KopHs Arabidopsis
thaliana x aeiicTBHIO HU3KUX MOJIOKUTEIBHBIX TeMiepatyp (4°C), mpu KoTopom
CEeJIEKTHBHAsI THOENh JOYEPHUX KICTOK HWHHIIMAJICH KOJYMEJUIBI TO3BOJISET
MOJJIeP)KaTh MAKCUMyM KOHIIGHTPAIlMM ayKCHHA B KJIETKaX TOKOSIIETOCs
[EHTPa U COXPAHUTh LIETIOCTHOCTh HUIIM CTBOJIOBBIX KJIETOK. MeXaHU3M JaeT
a/IalITUBHBIC IPEUMYIIECTBA MPH MOCIEAYIONINX CTPECCOBBIX BO3ACUCTBUSAX.

3. C moMOmpl0 METOAOB  KOMIIBIOTEPHOTO  MOJCIUPOBAHMS  IOKa3aHa
nocrarouHocth  WOX5-onocpenoBannoit  perymsuuu  TAAl-3aBucumMoro
CHHTE3a ayKCHHA JJIsi BOCIPOMU3BEACHHUS KIETOYHOW IMHAMHKHA B KOPHEBOM
YeXJIMKE, XapaKTEepHOU Jyist tukoro tura, Wox5-1 u 35S::WOX5-GR;

4. Pa3paboran maker mnporpamm PlantLayout ma s3eike MATLAB, xoTopsrii
M03BOJIAIET CO3/IaBaTh IBYMEPHbIC KOMIIBIOTEPHBIE CTPYKTYPHBIE MOJICTH TKaHEH
U OpraHoB PAcTEHUM, BHEIPATh UX B MATEMAaTUYECKUE MOJIEIH U YIPOIIAET
MIPOBEJICHUE YUCICHHOTO aHATN3a MOMyYE€HHBIX MOJIEIICH.

5. C moMompi0 KOMIBIOTEPHOTO MOJCIUPOBAHUS PACIIPEACIICHUS] ayKCHUHA B
peaTMCTUYHOM KJICTOYHOM aHcambOjie koHdwka kopHs Arabidopsis thaliana,
NOJY4eHHOM ¢ momolnbto PlantLayout, mokazano Hanu4yue SPKO BBIPAKEHHBIX
ACUMMETPHUYHBIX, OTHOCHUTEIIbHO IIEHTPAJIbHOH OCH KOpHSA, TPaJUEHTOB
pacrnpeeneHus aykCuHa. JTU TpaJueHThl MOTYT 00eCIeuynBaTh BOJIHOOOpA3HBIi
XapakTep pocTa KOpHS, aCHHXPOHHOCTh JEJICHUS WHUIMAICH OJHOTO THIA U

pas3ian4dus B 4aCTOTC I[CJ'ICHI/Iﬁ HHHHHaHeﬁ Pa3HbIX THUIIOB.
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Ipuaoxenne 1. BapeupoBanme mno mnapaMerpaM Jisi OJXHOMEPHOI

IlI/IHaMPI‘IeCKOﬁ MOJ€JIU paclpeacjaceHus ayKCHuHa

B pamkax paHHOW paOoOThl OBLIO MPOBEACHO HCCIEAOBAHUE ITOBEICHUS
paccMaTpuBaeMOW JUHAMHYECKOW CHUCTEMBI IIPU BapbUPOBAaHUU [apaMETPOB
Mozaenu (pacdeThl MPOBOAMIIUCH JJII Habopa MapaMeTpPoOB, COOTBETCTBYIOIIHMX
KOHTpoJt0). [Ipu nccneoBaHuu U3MEHSIIOCH 3HAYEHUE TOJIBKO OJTHOTO MapaMeTpa
3a pa3, Kaxapld pacuer npooawics g0 3000 miaroB, HadalbHBIC JAHHBIC,
Kacarolluecsi pa3MepoB KJIETOK, HE M3MEHSIMCh. BapbupoBaHue mapaMeTpoB €O
3HaueHueM Oouibie 0,5 ocymecTBisiioch ¢ marom 0,1.

B mnepByio ouepenb ObUIO TMPOBEACHO HCCIEAOBAHUE YYBCTBUTEIHHOCTH
MOJIEIM K MapaMmeTpaM, OTHOCSIIMMCA K TMpoIlleccaM HM3MEHEHUs COAep KaHus
ayKCHHA B MOJIENIM, @ UMEHHO CHHTE3 U JIeTpajalus ayKCHHA, MOTOK ayKCHHA U3
BepxHeEW yacTu KopHs. MccnenoBanue BIUSIHUS 3HAYEHUS! MHTEHCUBHOCTHU MOTOKA
aykcuHa U3 BepxHel yactu kopHs (K,) Ha KJICTOYHYIO TUHAMMKY IOKa3ajio, 4TO B
MOJIENIA CYIIECTBYET HECKOJIbKO peXUMOB (pyHKIMOHHMpoBaHus. [Ipu 3HaUEeHHSIX
2,8<k,<3,2 B Mojmenu mOAJEp)KUBACTCA HOpPMalbHAas KJICTOYHAS JUHAMHKA,
MPOIIECCHl JIEJICHUS. U CIYIIMBAHUS KJIETOK COrJACOBaHbI, KOJIMYECTBO KIIETOK
KOJIYMEJUTbI COXpaHsAeTcss MocTOSHHBIM. [lpu 3nHauenmsax 2,1<k,<2,7 xoim4ecTBO
KJIETOK TaK)X€ COXPAHSIETCA MOCTOSIHHBIM, HO X B CPETHEM Ha OJTHY MEHbIIE, YEM
B KOoHTpoJie. [Ipu atom IIL] Tepser cocTossHME TOKOSI U MEPEXOUT K JICJIIEHUIO, TO
€CTh BOCIPOM3BOJUTCA JUMHAMUKA XapaKTepHas JjIsi MyTaHTHOM JIMHUU WOXS-1.
IMpu k,<2 TIpoucXOAWT TMOJIHOE WCYC3HOBEHHUS IyJa CTBOJOBBIX KJICTOK U
KOJIMYECTBO KJIETOK COKpAIaeTcs 10 JBYX, MPU 3TOM OHHM PACTYT U JOCTHUTAIOT
MaKCUMAaJIbHO BO3MOXHBIX pa3mepoB k 3000 mary pacueros. IIpu 3,3<k,<5,4 B
L[EJIOM COXPaHSETCS] HOpMaJibHasl KIETOYHAs TUHAMMKA, 32 UCKIOUYEHHEM TOT0, YTO
KOJIMYECTBO TMOKOSIIMXCS KIETOK, cooTBeTcTByronux I B aTOM ciiydae paBHO
JBYM-TpeM, U 00IIee KOJIUYECTBO KJIETOK B CPEAHEM Ha OAHY-/IBE OOJIbIE, YeM B
koHTpoje. [Ipu Kk, >5,4 MOMHOCTBIO MpomaaaeT My CTBOJIOBBIX KJIETOK, TO €CTh

KOJyMcCillia COCTOUT TOJIBKO nus3 KJICTOK B COCTOAHHUHU ITIOKOs u
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nudpepeHIPOBAHHBIX KIETOK, KOTOPHIE TOJIBKO PACTYT, HO HE CIIYITUBAIOTCS W3-
3a CITUIIIKOM BBICOKOW KOHIICHTPAIIUY B HUX ayKCHHA.

BapbupoBaHue KOHCTaHThI CKOpocTH jerpamanuu (Kg) mokasano, dYTo
W3MCHEHHE TAaHHOW KOHCTAHTHI HE BIMSET CYIIECTBEHHBIM 00pa30M Ha KJIETOYHYIO
nuHaMuKy. [Ipu yBeTM4eHN KOHCTAHThI Ha OJIMH MOPSI0K HAOII0AAeTCsl CHUKEHUE
KOHIIEHTpAaIlMd ayKCHMHA BO BCEX KJIETKaX aHcamOJsl, YMEHbBIIEHHE KOJUYECTBa
KJIETOK B aHCcaMOJie, Ha OJTHY-/IBE€ B CPEIHEM, U NCUC3HOBEHUE KIIETOK B COCTOSTHUU
MOKOS, OJTHAKO MPOLIECCHI JICJICHUS U CIYIIMBAHUS OCTAIOTCS COTJIAaCOBaHHBI U
KOJIMYECTBO KJIETOK B CHCTEME MOJICPKUBACTCS Ha MOCTOSHHOM ypoBHE. I[lpu
YMEHBIIICHUU KOHCTAHTHl Ha OJWH TMPOWCXOAUT IIOBHIINICHHE KOHIICHTPAIIUN
ayKCHHa BO BCEX KJIETKaxX aHcamOJis, YBEJIUYCHHE KOJIMYECTBA KIETOK B aHcaMOIe,
Ha OJIHY B CPEIHEM, U TIOSIBJICHUE JIOMTOJTHUTEIILHON KJICTKUA B COCTOSTHUH TIOKOS.

BapbupoBaHrue KOHCTaHTBI CKOpPOCTH 0a3oBoro cuHTe3a aykcuHa (Ks) maio
aHAJIOTUYHbIE PE3yJbTaThl. TONBKO MPU ATOM YMEHBIIIEHHWE KOHCTAHTHI HAa OJHH
MOPSIIOK  TIPUBOAMIIO K yMCHBIICHHWIO KOHIIGHTpAIlMM ayKCMHAa ¥ BCEM
COITYTCTBYIOLIIUM U3MEHEHUSIM, a YBEJIMUEHUE HA OJIUH MOPSI0K HA000POT.

B ciydae e BappHpOBaHUSA KOHCTAHTBI CKOPOCTH TAA1-3aBUCMMOro cuHTE3a
(kTpa), KaK ¥ B ciIy4ae BapbUpOBaHMS 10 MapaMeTpy K,, ObUTO HalIEHO HECKOJBKO
peKUMOB (PyHKIMOHUpOBaHUs Moaenu. [Ipu Kr44<2,4 perxum QyHKIITMOHUPOBAHHUS
UCCIICTYEMOM CHCTEMBI MTOJTHOCTHIO COOTBETCTBOBAJ JTWHAMHUKE, XapaKTEPHOU ISl
myTaHTHOH smHuu WOX5-1. Tlpu 2,5<k7,,4<6,5 moBemeHHe MOMAEIH IMOJHOCTHIO
COBIMAJIaeT C IMOBEICHUEM, XapaKTepHbIM s KoHTpossa. Ilpu 6,6<kr,<11,5 B
Moaenu oOpa3yercsi 1-2 JOMOJIHUTENbHBIE KIETKH B COCTOSHUM TIOKOSI U
YBEIMYHUBACTCS 00111e€ KOJIMYECTBO KIETOK B KJIETOYHOM aHcaMOJie Ha 1-2 KIIeTKH,
IIpU COXpaHEHWHW OamaHca MEXAy IporeccaMu Mpojudepanud U CIyIIMBaHUS
kiaerok. Ilpm  11,6<kr.,<14,4 HaOmogaeTcs pekuM (QYHKIIHOHUPOBAHMS,
COOTBETCTBYIOIINN KJICTOYHBIM JieleHUsIM B TpaHcrenHou ymanu 35S::WOX5-GR
mociie aKTUBAllUM JIEKCaMeTa30HOM, C O0Opa30BaHHWEM OOJBIIOrO ITyjia MEIKHX
HenbhepeHITMPOBAHHBIX KJIETOK U C PACITUPEHHBIM JIOMEHOB KJIETOK B COCTOSTHUT

NoKOsi B jauctanbHoi vactu. [lpm Krys>14,5 Taxxke, Kak Nmpu OYEeHb OOJBIIUX
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3HAYCHHUSIX IMapameTpa K,, TOJTHOCTBIO MPOIMAgacT Iy CTBOJOBBIX KJICTOK, a
COOTBETCTBEHHO MCUYE3A0T U JAECIJICHHUS.

Takum 00pa3oM ogHOMEpHAs TUHAMUYECKAsi MOJIEb pacIipe/ielieHUs ayKCUHA
HanOoJiee YyBCTBUTEIbHA K HM3MCHCHHIO WHTEHCHUBHOCTH IOTOKA ayKCHWHA W3
BEpXHEH YaCTM KOPHS M HAMMEHEE YYBCTBUTEIIbHA K HM3MEHEHUIO CKOpPOCTH
Jerpajganuu u 6a3aibHOTO CUHTE3a ayKCHHA.

KoncTanTa CKOpOCTH pocTa HE OKA3bIBAET HUKAKOIO BIUSHUS HA MOBEICHUE
JIMHAMMYECKOM MOJIETN IPH BapbUPOBAHUHU B MIMpokux npepenax: 107<Kgron<1072,

Takxke Mopenb OblIa HMCCIEAOBaHA HA YYBCTBUTEIBHOCTh K H3MEHEHUIO
MOPOTOBBIX 3HAYEHHWW HA POCT, [EJICHUE W CIYyIIUBAaHWE [JIs1 pa3Mmepa Hu
KOHIICHTPAIIMU ayKCHUHA.

YMeHbIIICHHEe MUHIUMAJIBHO JOITYCTHMOTO JIUIS IeJIeHUS pa3Mepa KieTKH (Lgivi)
MPUBOJUT K YBEJIMUYCHHUIO CPEIHETO KOJIMYECTBA KJIETOK B aHcamOJie MPHU MOJIHOM
COXpaHEHUU JUHAMHUKHU, XapaKTEPHOM JJI1 KOHTPOJIA, & yBEJIMUYECHUE HA000POT.

[Ipu >TOM HM3MEHEHHE MAaKCUMAJIBbHO JOMYCTUMOIO I AEJICHUS pa3mepa
KJIETKU HE OKA3bIBAET BIIMSIHUS HA MMOBEJACHUE JUHAMHYECKON MOJEIH.

M3mMeHeHne Moporos Mo ayKCHHY Ha CIYIIMBAHUAE U IEJICHUE KIIETOK, Spet U Scsc
COOTBETCTBEHHO, HE MPHUBOAWIO K HapyIICHHIO OanaHca MEXIy IMpolleccaMmu
nponudepanuy 1 CIynMBaHus KIETOK B KOJdyMmelsie. TeM He MeHee, YMEHbIIICHUE
JTAHHBIX TAPAMETPOB MPHUBOAWIO K HE3HAUYUTEIHLHOMY YBEIWYCHUIO KOIUYECTBA
KJIETOK B KJeTOYyHOM aHcamOne (Ha 1-2 xierku). [lpudem mpu Spe<0,5 u mpu
Scsc<9,5 MPOUCXOAMIIO TAKXKE MOSBICHUE TOTOJTHUTEILHON KICTKH, HAXOAIICHCS
B COCTOSTHUU TIOKOs. B TO ke BpeMsi yBelWuYeHUE Mopora Ha rudesb KIETOK Spet
MPUBOJIUIO K HE3HAYUTEIbHOMY COKpAII€HUIO 4YHCIa KIETOK B KJIETOYHOM
aHcamoOuie, a yBeJIMUEHHE MTOpora Ha JIeJIEHUE Scsc HE OKa3bIBaJI0 HUKAKOTO BIMSIHUS
Ha MOBEJCHHUE UCCIIETYEMOU CUCTEMBI.

BapbeupoBaHue 3Ha4Y€HUI IOPOTa HA POCT KJIETOK (Sqc) TaKKe HE MPUBOIUIO K
HapyIICHUSIM OajaHca MEXAy JACJICHUEM U CIIylIMBaHUEM KiieToK. OJIHaKO BIMSTHUE
U3MEHEHU JTOro TmapamMeTpa Ha JUIMHY KJIETOYHOrO aHcaMOis — ObUIOo

MIPOTUBOIOJIOKHBIM. Y MEHBIIIEHUE Soc MPUBOJMIIO K COKPAILLICHHIO Ha 1-2 KIeTKn
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KOJIMYECTBA KJIETOK B KJIETOUHOM aHcaMOJie, a yBEJIMUEHUE Soc — K YBETTMUECHUIO Ha
1-2 KJETKH KOJMYECTBA KJIETOK, MPUYEM B TMOCIEIHEM Cliy4ae MTPOUCXOIUIIO
MCYE3HOBEHUE KJIETOK B COCTOSSHMM TOKOS, B TO K€ BpPEMs CTBOJIOBBIX KIIETOK
CTAHOBWJIOCH 2, IPUYEM OHHU JCIUIUCH NomnepeMeHHo. [Ipu 3ToM BTOpas KieTka,

COOTBCTCTBYHOIIAA K ACIINJIACh Yalie, 4C€M IICpBasd, COOTBCTCTBOBABIIAA HH
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