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OBHIASA XAPAKTEPUCTHUKA PABOTbI

AKTYaJIbHOCTH T€eMbI HCCJIETOBAHUS

OUTOrOPMOH ayKCHH UTPAET BAKHYIO POJIb B PETYIISAIUHA POCTA U PA3BUTHS KOPHS
pacTeHus. 3HayuTeNlbHAasT YacTh ayKCHHAa CHHTE3HpPYETCS B HAJ3€MHOM YacTu W
MEPEHOCUTCST K KOpHIO, oOecredwBasi IOJJACPKAHUE HHUIMU CTBOJOBBIX KIETOK B
MEpHCTEME TJIABHOTO KOPHS, a TAaKKe 3aKJIaJKy U MOJAepKaHUE MEPUCTEM OOKOBBIX U
NPUIATOYHBIX KOpHeH. B amukanpHON Mepucreme kopHs (AMK) aykcuH perysiaupyer
MOJIOKEHHE KIIEeTOK nokosiierocs nentpa (1), noanepkanue MAeHTUYHOCTH CTBOJIOBBIX
KJIETOK, Tponudepanuo WX  JOYEPHUX  KIETOK W, HaKOHEl, YAJUHEHUe
i depeHIUpyOMUXCs KIETOK. MHorooopasue ¢uznonorudyeckux 3(@eKToB 3TOro
TOPMOHA 00BACHSETCS J10303aBUCUMBIMU MEXaHU3MaMU JCHCTBHUS U €T0 HEPABHOMEPHBIM
pacnpenesienreM B Tkausx [Benkova et al., 2009]. MexkierodHoe nepeMelieHne ayKCHHa
OCYIIECTBIISIETCS 32 CYET aKTHBHOTO TpAHCIOpTa W TaccuBHOW Auddy3uu. ['eHbl
cemeiictea PIN-FORMED (PIN) koaupyrooT TpaHcMeMOpaHHBIE OCIKH-TPAHCIOPTEPHI,
KOTOpBIE OCYIIECTBIIIOT OTTOK aykchHa u3 kietku [Petrasek et.al., 2006; Wisniewska,
et.al., 2006]. B cuny HepaBHOMepHOTO (mOsIsipHOr0) pacmonoxenus PIN Tpancnmoprepon
Ha MeMOpaHe KIETKH, B TKaHIX (OPMHUPYIOTCS HampaBiCHHBIC TOTOKHM ayKcWHA. B
pe3ynbTare O0bEAMHEHHS U B3aUMOJICHCTBHUS STUX MTOTOKOB, HAITPUMEDP, B KOHUUKE KOPHS
dbopmupyeTcs pacmnpeneneHue aykcuHa ¢ MakcumMymoM B kietkax [IL, xoTopwrit
oTpeiesIsieT MoAepKaHUe HUIIM CTBOJIOBBIX KJIeTOK B kKopHe [Feraru and Friml, 2008].
[InacTuyHOCTH pacmpeneneHus ayKChHa B OONbIIONH CTENEeHU peau3yeTcsl uepe3
MOJICKYJISIPHO-TEHETHYECKYI0 peryismnuio skcnpeccuu PIN 6enkos. [loaTromy nonnmanue
MEXaHU3MOB perymsiiuu dKkcrpeccur PIN OenkoB aykCHMHOM SIBISIETCS KIIIOYEBBIM B
UCCJICIOBAHUU MHOTUX MOP(OTEHETHICCKUX MPOIIECCOB PACTEHUS.

N3BecTHO, YTO ayKCHH PETYIHPYET IKCIPECCUIO CBOMX TPAHCIIOPTEPOB HA Pa3HBIX
YPOBHSX, BKJIIOYasl TPAHCKPHIIHMIO, CTaOWIBHOCTh OCIKOB W MX JIOKAJIU3AIHUIO Ha
mem6Opane [Friml et al., 2004; Geldner et.al., 2001; Sauer et.al., 2006; Vieten et.al., 2005].
HccnenoBanue BIMSHHS TOJIOKUTEIBHBIX U OTPUIIATCIIEHBIX OOPATHBIX CBS3€H B TEHHOM
CETH PEryJsIuu TPaHCIOpTa ayKCMHA Ha (pOopMHUpOBaHHE €ro pacupeencHus Tpedyer
NPUMEHEHHsI ~ KOMOWHHPOBAHHBIX  JKCIIEPUMEHTAIBHO-KOMITBIOTEPHBIX  METOJOB.
Pe3ynpTaThl  pacyeToB  MaTEMaTHYECKUX  MOJEIEH HE  TOJbKO  OIMCHIBAIOT

BKCHCpI/IMeHTaJIBHO'Ha6J'IIOZ[aeMBIe MMPOLECChI, HO TAKKC MPCAOCTABIIAOT NPCACKA3aHUA,
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KOTOpPhIE MOTYT OBITh TPOBEPEHBI SKCIEPUMEHTATHHO. METOIbl MaTeMaTHYeCKOTO
MOJIETUPOBAHUS JaBHO M YCIIEUIHO NPUMEHSIOTCS B MCCIEIOBAHMIX pacIpeneseHus
aykcuHa B KopHe pacrenus [Band et.al., 2014; Grieneisen et al., 2007; Mironova et.al.,
2012]. HecmoTpss Ha 3HAYMTCIbHBIC YCIOEXH B OTOW 007acTH, B OOJBIIHHCTBE
MaTeMaTHUYEeCKUX MOJENe maTTepH sKcrnpeccuu U mnossipHocTh PIN-Tpancmoptepos
3a/laeTCsl M3HAYAJIbHO M HE MEHSeTCS B Tpolecce pacyeTa. AKTyaJdbHBbIM SIBIISETCS
pa3BuTHE albTepHaTHBHOrO moaxona [Mironova et al., 2010; Mironova et al., 2012], B
OCHOBE KOTOPOTO JIeKaT MEXaHW3Mbl CaMOOpraHu3aluu narrepHoB skcnpeccun PIN B
3aBUCHUMOCTH OT KOHIIEHTpAIMKM ayKCHHA, TaK KaK TaKyl MOJEIb MOXHO aJanTHpOBaTh

JUISl UCCTIEI0BAHUS IEHCTBUS ayKCMHA HAa MOp(OreHes.

Lenu u 3aga4u uccae0BaHUS

Lenbto ganHON pabOTHI ABIISAETCA ONPEEICHUE PO ayKCUHA B (POPMHUPOBAHUHU
naTTepHOB dKcnpeccuu cemelictBa PIN-TpancnoprepoB B Mepucteme kopHst Arabidopsis
thaliana L. /11 5TOro OBLIO PEIICHO HECKOIBKO 3a/1a4:

1. Jlu3aiiH W SKCTIEPTHOE COMPOBOXKACHHUE IN VIVO SKCIEPUMEHTOB IO HCCIICAOBAHHIO
narrepHoB 3kcnpeccuu PIN TpancnoprepoB aykcuHa B kopHe A. thaliana B Hopme u
MIPU U3MEHEHUU KOJIMYECTBA ayKCUHA;

2. KoMmploTepHbIi aHaIM3 3KCIEPUMEHTANIbHBIX H300pakeHUM, ¢ KOH(POKAIBHOTO U
(IyOpeclleHTHOTO  MHUKPOCKONOB €  II€JIbI0  BBISBJICHHUS  KAUECTBEHHBIX U
KOJMYCCTBEHHBIX N3MeHEeHUH B akcrpeccuu PIN 6enkos.

3. Maremarnueckoe MojaenupoBaHue (popmupoBaHus mMarTepHoB skcrnpeccun PIN-

TPAHCIIOPTEPOB B MEPUCTEME KOPHS MO/ YIIPABICHUEM ayKCHHA.

Hay4ynast HoBM3HA

BrnepBrie n1aHo ncuepnbiBaroiiee onrMcanue ocooeHHocTel sxcnpeccuu 6enxoB PIN1-
PIN4, PIN7 B mepucteme kopast A. thaliana n onpenenena BapuaOeIbHOCTh HX JOMEHOB
B pacTeHUSIX TUKOro Tuma. Ha ocHoBe comocTaBieHus: marTrepHoB skcnpeccun PIN 6enkoB
U paclpeesieHus] ayKCHHa MIPeIIoKeHa TMIoTe3a 0 TOM, 4To 3Kkcnpeccus cemerictsa PIN
TPaHCIOPTEpPOB W WX TMOJSpHas JIOKajdu3aluMsg Ha MeMmOpaHe oIpejaensercs
cnenu(puuecKuMU KOHIIEHTPALMsIMHU ayKCHHA B KJIETKaX MepUCTeMbl KOpHs. B pacTenusix
C U3MEHEHHBIM YpPOBHEM ayKCHHA BBISBIEHBl KAau€CTBEHHbIE U KOJIMYECTBEHHbIE

n3MeHeHus B marrepHax PIN GenkoB, moaTBepKAaroNue MPEAI0KEHHYIO TUTIOTE3Y.



Baxnoit ocobennocteio PIN 0enkoB sBIsieTcs WX CIOCOOHOCTH OBICTPO
NePeIMCIOLUPOBATHCS HA MOBEPXHOCTH MEMOpaHbI KJIETKH, U3MEHSSI TEM CaMbIM IOTOK
ayKCHHa B OTBET Ha BHEIIHEE BO3jAeicTBHE. J|0 HACTOAIEro BpEMEHU MaTeMaTHYeCKOe
MOJIETUPOBAHNUE TAaKUX MPOLECCOB OBLJIO 3aTPYAHEHO, TaK Kak 3TO MOTpeOoBasio Obl
JUHAMUYECKOr0 MEepPENUChIBaHMs YpaBHEHUM Mozenu. B nanHo#l paborte pacnpeneneHue
ayKCHHA MCCIIEIOBAIOCH B MOJIENTU TUIA «KJIETOYHBIA aBTOMAT», B KOTOPOW M3MEHEHHS
MOJISIPHOCTU KJIETOK M Habopa skcnpeccupyromuxcs B HuX PIN OenkoB ObUIM 3a/1aHbI B
BU/IE JIOTUYECKUX MpaBwil. Takol moIX0/1 MO3BOJIUI BIIEPBBIE ONMUCATh CAMOOPTaHU3AIUIO
PIN-onocpegoBaHHBIX IOTOKOB ayKCHHA B MepucTeMe KopHs. [Ipenckazanus moaenu st
natTrepHoB dkcrpeccun PIN GenxoB B nuuum  35S::PIN1 Obutn  moaTBep acHBI

OKCIICPUMCHTAJIbHO.

Teopernyeckasi M NPAKTHYECKAsI HEHHOCTH

OUTOropMOHBI, 0COOEHHO AYKCHH, JaBHO U aKTUBHO HCIOJB3YIOTCS B CEIbCKOM
XO3HMCTBE, HAIpUMEp, I BEreTaTUBHOIO pa3sMHOXKEHUS pacTeHHU. PesynbpraTsl,
MOJIYYCHHbIE B JaHHOW JMCCEPTAIMOHHONW paboTe, CHOCOOCTBYIOT Oojiee MOJTHOMY
MMOHUMAHUIO MEXaHU3MOB JICVCTBUS ayKCHUHA, YTO UMEET LIEHHOCTh KaK VISl PUKIIATHON
00J1lacTh HayKH, TaK W JUIsl U3ydeHus: (PyHIaMEHTAIbHOW OMOJIOTHYECKON MPOOJIEMBI -
Mop(doreHesa pacTeHUH.

MaremaTuueckasi MoJeib, MPEAJOKeHHas B JaHHOW JUCCEPTAallMOHHON paboTe
MOJKET OBITh MCIOJIb30BaHa JUIsl UCCIIEIOBAHUS (DYHKIIMOHUPOBAHUSI MEPUCTEMBI KOPHS B
OTBET Ha BHEIIHME CTUMYJbl. Hampumep, Moaenb MOXET MpeACKa3bIBaTh CIOCOOBI
COXpaHEHHMs HUIIK CTBOJOBBIX KJIETOK KOPHS MPU HEOIArONPUSATHBIX (DakTOpax BHEIIHEH
Cpeapl.

[IpakTrueckass 1EHHOCTh JaHHOM pabOThI COCTOMT B TOM, YTO 3HAHUS O
JTI0303aBUCUMOM peryJsiuu aykcHHOM dKcrpeccur PIN 6enkoB, MO3BOJIAT UCIIONB30BATh
TH OelKM B KayecTBE MAapKepoB B HccieqoBaHHUsX MopdoreHeza. Hampumep, npu

HHAYKIWK COMATHYCCKOI'O 3M6pI/IOI‘eH633 AJI1 KOHTPOJIA 403bI O9K30I'CHHBIX TOPMOHOB.

MeTon0/10rusl 1 METOAbI HCCJIETOBAHUS

B nauccepranmonHoii pa0oTe MNPUMEHSUICS CHUCTEMHBIM TOJXO0M, KOTOPBIN
BKJIIOYAET DSKCIIEPUMEHTAIIBHBIE METOAbl M MAaTeMaTU4YECKOE MOAEIUpOBaHHE. Ml
pa3pabaTbIBaIu CXEMbI SKCIEPUMEHTOB (TUIAHUPOBAIM YCJIOBHUS M TMOCJIEI0BATEIBHOCTD

NEeUCTBUM, TmOAOWMpaNM KOHIEHTPAMH JCHCTBYIOIIMX BEIIECTB), AKCIIEPUMEHTHI
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npooawinck Tapacom Ilacrepnak B yHuBepcurere ®paitObypra (I'epmanus). beuin
UCIIOJIb30BAaHbI caMbIX COBPEMEHHBIX METO/IOB: PENOPTEPHBIX T'€HOB,
uMMyHOJIOKam3anun OenkoB [Pasternak et.al.,, 2015], koH(oOKaIbHOH MHUKPOCKOIHH.
KauecTBennslil ananu3 AByxMepHsbIX (2D) u TpexmepHbix n3zobpaxenuit (3D) KOHUUKOB
KopHel ¢ Bu3yanuzanueit PIN OenkoB, MOJYyYEHHBIX C MOMOIIBIO 3THUX METOJIOB, ObLI
npoBeaeH Muoro B mporpammax ZEN u iRoCs Toolbox [Schmidt et.al., 2014]. Ha ocHoBe
MOJIYYE€HHBIX JAHHBIX OBLIO COCTABIIEHO MOAPOOHOE ONMCaHNE OCOOEHHOCTEHN IKCIIPECCU
U ToJIsipHOM Jokanu3aiuu PIN O6enkoB B KOpHSIX pacTeHH B HOpME, Mocie o0paboTKu
HK30TCHHBIM ayKCHHOM, a Takke B TpaHCTeHHBIX pacteHusx Yucl-D; 35S::PIN1 u
OJIMHOYHBIX MyTaHTaXx IO reHam Pin.

C mnomompro mporpammbel Image)J [Schindelin et al., 2012] npoBoamics
KOJMYECTBEHHBIM aHaIN3 U300paKEHUW, W3MEPSIUCh CPeIHsAs W MaKCUMallbHas
WHTEHCUBHOCTH cBeueHus. (CrTaTUCTHYecKas JOCTOBEPHOCTh pa3NIM4Mi 3HAuYCHUU
WHTEHCUBHOCTH CBEUCHHS B OOpaOOTaHHBIX ayKCMHOM oOpaslax B CpaBHEHHH C
KOHTpoJsieM omnpenensiiachk no U-tecty ManHa-YuTtHu.

MeTtoaMu  MaTeMaTHYecKOro MOJIEIUPOBaHUsS ObLI  HMCCIIENOBAaH TPOIECC
dbopmupoBanus pacnpenencHus aykcuaa u narrepusl PIN OenkoB B MepucTteme KOpHS B
nukoM ture U pacteHmsx 35S::PIN1. 3a ocHoBy ObuTa B3siTa MaTeMaTHuyecKash MOJIEIb
TUIA «KJIETOYHBIA aBTOMAaT», paspadorannas denopom Kazannessim (MLul" CO PAH) B
nakete MatLab©. Mozens Oblla aganTUpOBaHA JJIS U3y4aeMOTO MPoIiecca CICIYOIINM
obpazom. Moaenupyemasi 06J1acTh KOpHs (PUKCHPOBAHHOTO pa3mepa Oblia MpecTaBiIeHa
B BHUJE MPSMOYrOJIBHOTO MaccuBa 25%14 kieTok, JHHEHHbIE pa3Mepbl KOTOPBIX
pasnuyanuchk Juisi pa3Heix cioeB U psagoB (Puc. 1A). Urto6er 2D ancambnb KieTOK
UMUTHPOBAT TUPGEPEHIUPOBKY U TOJAJEPKAaHUE KIETOK MEPUCTEMBI, B MOJIETU ObLIU
3aJI0)KEHbl OTPAaHWYEHUsS Ha CHHTE3 M JIETPaJlalliio 3aJaHHBIX B KIETKE OEIKOB-
tpancmoptepoB PIN B 3aBucumoctn ot nosoxenus B maccuse (Puc. 1B). Pacnpenencuue
ayKCHHA M0 MAacCUBY KJIETOK MOJICIMPOBAJIOCH C MOMOIIBIO Heperynupyemon nuddy3uu
(Puc. 1B) u PIN-omocpenoBanHoro aktuBHOoro Tpancmopta (Puc. 1T, MI). CkopocTh
aKTUBHOTO TpaHCIOpTa, omocpenoBaHHoro pasHeiMu PIN Oenkamu, Obuta 3amaHa
onuHakoBoW. Bxmouenume u BbikmoueHue PIN OenkoB 3amaHo KycOYHO-JTHMHEHHON

dbynkueit ot koHuenTpauu aykcuna (puc. 1I'). PIN Genku, skcnpeccupyromuecs npu



I[&HHOﬁ KOHIICHTpAaIN ayKCHUHA B KIICTKC, pa6OTaJ'II/I B OIIPCACIICHHOM HAIIpaBJICHHUU B

COOTBETCTBUU C IPABUIIAMH CMEHBI NOJspHON Jokanu3auuu (Puc. 1]1).
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Pucynok 1. OcHOBHbIE NPUHUMIIBI, 32J10KEHHbIe B MATEMATHYECKYI0 MOJIeJIb PeryJisiiiuu
skcnpeccuu PIN 0esikoB B 3aBUCHMOCTH OT YPOBHS JHAOT€HHOT0 AyKCHHA.

A. Mojgeaupyemasi 4acTb KOPHS, NpeACTABJIEHHAsi B BHJe NPAMOYIroJbHOr0 MAacCHBa
KJIeTOK (25%14 kietok); b. Orpanuvennss B 3aBUCMMOCTH OT cJ10s1 Ha 3kcnpeccuio PIN; B.
Pacnpenesienne aykcuHa 1o MacCMBY € NOMOIILI0 AU(PPY3HUH U AKTHUBHOIO IOJISPHOIO
Tpancnopta; I'. [lpoduias 3xcnpeccun PIN B 3aBUCMMOCTH 0T KOHUIEHTPaluu aykcuHa; /I,
IIpaBusia cMeHbl NoAsApHON Jokaau3anuu PIN B 3aBUCHMOCTH 0T KOHIEHTPALMM ayKCHHA.

IloJ10:keHUs, BBIHOCHMbIE HA 3aIIIUTY

1. JlocTaTo4HOCTh MEXaHU3Ma J10303aBUCUMON PETYJISALUN IKCIPECCUH ayKCUHOM
CBOMX TpaHCHOPTEPOB Uil (OPMUPOBAHMUS MAKCUMyMa KOHIIGHTpAllMM ayKCHMHa B
MOKOSIIIIEMCS [IEHTPE MEPUCTEMBI KOPHsI B pacTeHusx qukoro tuna u 35S::PIN1 noka3ana
METOJIOM MaTeMaTH4YeCKOro MO/ICIMPOBAHMUSL.

2. Okcmnpeccus 6enkoB cemeiicTBa PIN 1 ux monsipHas mokanu3aius Ha MeMOpaHe
omnpezensercs creunGuueckuMH J03aMU ayKCUHA B KJIETKaX MEPUCTEMBI KOPHSI.

3. BapuabenbHocTh JoMeHOB dkcrpeccun PIN TpancmoprepoB aykcuHa B
mepucteme kopHsi Arabidopsis thaliana cesizana ¢ pa3nmuuusMu B 3HIOTCHHOM YPOBHE

AYKCHHAa B HHAWBUAYAJIbHBIX KOPHIX.

Anpobdanusi padboTsbl



Marepuansl paboTel BOLUIM B OT4YEeTHI N0 rpaHTam Poccmiickoro ¢onma
dbyHnaMeHTanbHbBIX uccienoBaHuii u  Poccuiickoro HayuHoro ¢onga. OCHOBHbIE
pe3yabTaThl pabOTHI OB IPEACTABICHBI Ha CICTYIONIUX HAYYHBIX KOH(EPEHIIUIX B BUJIC
YCTHBIX U CTEHJOBBIX JOKJIAM0B: MexIyHapoaHbIe KOHPEPEHIINH 110 OMOUH(POPMATHKE,
cTpyktype u perysimun remoma (BGRS2012, BGRS2014, r. Hoocubupck), 11(X)
MEXIyHapoaHas OoTaHWYecKas KoH(epeHIus Moionabix ydeHsix (2012, r. CaHKT-
[TerepOypr), mexxayHapoaHbie KoHbepeHunn «I eneTuka, reHoMHKa, OnonHpopmMaTuKa 1
omorexHosoruss pacrenuit» (2012, 1. Hpkyrck, 2015, r. HoBocubupck), 4-om
MexkayHapogHoMm cummosuyme «Plant signaling and behavior» (2016, r. Cankr-

[TerepOypr), koHpepermmu «Auxiny (2016, r. Canbs, Kurait).

JIMYHBINA BKJIAJ aBTOpPa
OCHOBHBIE  PE3yJbTaThl, M3JIOKEHHBIE B  JHCCEPTALUM, TOJIYYEHBl H

IMpOaHaJIM3UPOBAHBI ABTOPOM JIMYHO.

CTpykTypa u 00beM quccepTaANU

PaGotra coctouT u3 BBeAECHHs, 0030pa JUTEPaTyphbl, SKCIEPUMEHTATBHOU U
TEOPEeTUYECKOM  vacTel, 3aKilo4YeHHs, BBIBOJOB, cmucka Juteparypbl (108
HAaMMEHOBAaHMI), a TaK)Ke CIUCKa HUCIOJb3yeMbIX B paboTe cokparieHuid. Martepuan

u3nokeH Ha 102 crpaHunax, couep XUt 22 pucyHka u 3 TaOJIuIbI.



OCHOBHOE COAEPKAHUE PABOTbI

I'masa 1. O030p JuTepaTypsbl

[lepBas riaBa nauccepTanuu npejacTaBiseT co0oil 0030p nurepaTypsl. B pa3nene
1.1. onucana anatomust Kopus A. thaliana u ctpykrypa AMK. B crneayromem pasnene
IOPUBOJATCS MEXaHU3Mbl JCHCTBUS ayKCHMHA, €ro MeTabonu3M B pacTeHHH, ApYyrue
BEIIECTBA C aYKCMHOBOM aKTUBHOCTBIO, METObl U3MEPEHUS KOHIICHTPALMU B TKAHSAX U
IOJIyUEHHbIE C MX I[IOMOIIBIO JIaHHble O pacnpeneneHun aykcuHa B AMK.
3aKIIOYUTENFHOM YacThIO ATOTO pas3jiena SIBISETCS OMHMCAHHWE TPAHCIOPTa ayKCHHA B
pactenun. Paznen 1.3. comepxut noapobHoe onucanue cemeiicta PIN Tpancnoprepos
ayKCHHa, UX ponu B nojaepxkanun AMK, ux nokanuzanum B KIETKE, peryssiuuu
skcripeccur TeHOB PIN aykcmHOM Ha pa3iIUyHBIX YPOBHSX (TPaHCKPHUIIIIMOHHOM,
NOCTTPAHCISIIMOHHOM, B TOM YHCIE PETyJSIHMU JIOKATH3allMd Ha MeMOpaHe),
KOMIIEHCATOPHBIX M3MEHEHUH marTepHoB dkcrpeccuu PIN B cioydae MmyTanuu ogHOTO U3
Hux. B pasznene 1.4. npencraBieHbl METOJbl KOMIBIOTEPHOTO aHaIW3a M300paKeHH ¢
KOH(OKaJIbHOTO MUKPOCKOTA U UCTIOIB3YEMBIE JUISI ATHX IIeJIel MPOrpaMMBbI ¢ IpUMepaMu
JUIsL ACCIIeNyeMOro B JaHHOM pabore oObekta. B pasmene 1.5 mpuBoautcs obiiee
ONMHMCAHME MaTeMaTHYECKOr0 MOJIEIMPOBAHUSA MPOCTPAHCTBEHHOIO paclpeeieHHs
MOpP(}OTeHOB U MPUMEPHI MATEMATUYECKUX MOJIENIeH TUHAMUKH paclpeeeHHs] ayKCUHA
PIN-tpancoprepamu B AMK. 3BaxmouutensHbii  pazgen 1.6.  cymmupyer
OIyOJIMKOBaHHbIC PaHEe JaHHBIC U 3aKaHUYMBAETCS (POPMYIUPOBKOMN 3a7a4 UCCIIEIOBAHMS,
JUISL pEIlIeHUs KOTOPBIX MCIOJB3YETCS CHCTEMHBIH TMOAXOJ, KOTOpBIM BKIIOYAET
MIPOBEACHUE SKCIEPUMEHTAIBHOIO HCCIIeIOBaHMs (TJIaBa 2) U NPUMEHEHUE METOJIOB

MaTeMaTUYeCKOIro MOJIeJIMpoBaHus (r1aBa 3).

I'nmaBa 2. JxcnepuMeHTaJIbHOE MCCIeJ0BaHUe NATTepHOB Kcnpeccun PIN B
KOpHe

B paznenax 2.1. —2.3. npuBOAMUTCS ONKUCAaHNE PACTUTEIBHOIO MaTepuaia U yCIoBUI
BBIPAIIUBAHUs, MUKPOCKOITMYECKUI aHATTN3 U METO/IbI aHan3a n3obpaxenuii. Pazmen 2.4.
BKJIIOUAET BCE MOJYYEHHbIEC B OKCIIEPUMEHTAIBHON YacTH pe3yabTaThl. Huke mpuBeaeHbl
OCHOBHBIE PE3yJIbTaThl.

Omucanue ocodbeHnocTeit 3kcapeccur PIN GeIKOB B JIMKOM THUIIE

OxcnepumenThl 1o Busyanmsanuu PIN1 — PIN4, PIN7 ¢ npumenennem MeTomoB

PCIIOPTCPHBIX TCHOB U I/IMMYHOFI/ICTOXI/IMI/I‘-IGCKOI\;I OKpaCku cO CHGI.II/I(I)I/I‘-ICCKI/IMI/I
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AQHTUTEJIAMH HE TOJBKO IMOATBEPIUIN ONMCAHHBIC PAHEE MATTEPHBI SKCIIPECCUU KAXKIIOTO
otaenbuoro PIN oeska [Blilou et.al., 2005, Friml et.al., 2002a, Friml et.al., 2002b], xo u
MO3BOJIJIA 3aMETUTh HEKOTOPHIC HEW3BECTHBIC paHEe 3aKOHOMEPHOCTH. Tak, Obuia
omnucaHa BapuabenbHOCTh dKcnpeccur PIN OenkoB B MHIUBUAYATbHBIX KOPHAX. AYKCHH
PETYJIHPYET SKCIPECCHUI0 CBOUX TPAHCIOPTEPOB, IMOATOMY MOXKHO MPEIIOJIOKHUTH, YTO
BapraOebHOCTh JTOMEHOB dKcripeccun PIN cBsizaHa ¢ pa3InyusiMH B paclpeeiICHUN
ayKCWHA B 3THX KOPHSIX.

Omnpenenenue poiu aykcrua B dxkcrpeccun PIN GenkoB

Ha ocHoBe comoctaBnenust marrepHoB skcnpeccun PIN GenkoB (Puc. 2A) ¢
pacnpenaenenrem aykcuta (Puc. 2b) Ob1na copmynupoBana runoresa o 10303aBUCUMOMN
PEryISIMN ayKCUHOM JKCIPEeCcCHH CBOMX OelkoB-TpaHcmopTepoB cemerictBa PIN u ux
nojsipHoit okanu3aruu (Puc.2B-I"). A umenno, PIN1 mMakcuMaabHO 3KCIpecCHpyeTcs
Ipy TPOMEXYTOUYHBIX KOHIEHTpanusx aykcuHa. Okcmpeccusi PIN2 naumnaercs npu
CaMbIX HU3KHX KOHIIEHTPAIUSIX M CHIDKaeTcsl mpu npoMexxytounsix. bemku PIN3, PIN4,

PIN7 npennonoXuTensHO pearupyroT Kak Ha HU3KKE, TaK U Ha BRICOKHE YPOBHU ayKCHHA.

PIN2 PIN1 PIN7 PIN3 PIN4
&
(=P}
v
o=
[S 3~
Q2 Q9
2 3
(=B
~ =
¥ o t
% HI3KHIT cpesHuii BBICOKHIT DHIOTeHHBII
YPOBECHB YPOBEHbL YPOBCHB YPOBEHb ayKCHHa
|
—-_—
= —
e |
S — —
¢ [MTonspuas
nokanusauus PIN
) .”LJ.
) J &3
. ok cpeannii o DHAOrCHHBIH
PIN1 PIN2 PIN3 PIN4 PIN7 Pacnipenenenue yponets YPonet it

YPOBCHb ayKCHHa
ayKCHHa

PucyHok 2. I'nnore3a o 10303aBHMcUMOIi peryjiasiuuu aykcuHoMm dkcnpeccuu PIN Genaxos. A.
Cxembl mnarrepHoB »Jkcnpeccuun PIN, mnouayyeHHble 10 aHaau3y KOHG(OKAIbHBIX
u3o6pakenuii (riasa 2.4.1.1). b. Kapra pacnpenenenunsi ayKCuHa, peKOHCTPYMPOBAHHAS HA
OCHOBEe JKCINEPHUMEHTAJbHBIX [JAHHBIX MO0 AYKCHH-YYBCTBHUTEJbHBIM PeNnopTEePHbIM
koHcTpykuusim DR5, DII::VENUS, R2D2 u nannbim macc-cnekrpomerpuu. B, I'. 'unore3a
0 /103032aBHCHUMON peryJsiiiid ayKCHHOM JKCIpeccHH M MoJsipHoi Jokaam3anuu PIN
0eJIKOB, MpeVI0KeHHas1 B IaHHOI padoTe.

Kpome Toro, 06b110 OTMEUEHO, YTO KIETKM C Pa3HON KOHIICHTpalMel ayKCHHA

uMeroT pasHyio nosspHyio Jokanuzauuio PIN (Puc. 2T'). B konymemne u IILI, rne



Ha0JII0/1aeTCsl BHICOKHI YpOBEHb ayKkcuHa, Bce PIN Oenku pacmonokeHbl He ToJisipHO. B
COCYIUCTOM CHCTEeME B KJIETKaXx C [POMEXKYTOYHbIM YypOBHEM ayKCHHa BCE
AKCITPECCUPYIONIHECs OCIKM HaXOMsITCs Ha HWKHEHW ctopoHe. Bo BHemHux ciosix PIN2
MOJKET JIOKAJIM30BaThCsI KaK Ha HIDKHEH, TaK U Ha BEPXHEH CTOPOHE KIETKHU.
OkcnepuMeHTabHas 1poBepka rtumore3bl (Puc. 2B, T) Brimowana anamu3
U3MeHeHu mnartepHoB skcnpeccud PIN mpu moBbIieHMH YpOBHS ayKCHHA: IMOCIIEe
0o0paboTtku mpopocTkoB A. thaliana pa3HpIMU KOHIIEHTPAITUSIMHU SK30TCHHOTO ayKCHHA U B
pactenusix yucl-D, c moBbIlIeHHBIM 3HIOT€HHBIM YpoBHEM aykcuHa. OOpaboTKa pa3HbIMU
koHneHTpauuamu HYK nokasana, uto oOpaTHas cBsizb B perynupoBanuu sxcripeccunt PIN
TPAHCIIOPTEPOB  ayKCUHOM  SIBISIETCS  J0303aBUCUMOM, rmpuyem pasHeie  PIN
AKCIIPECCUPYIOTCS B pa3HbIX JMANa30HAX KOHIIEHTpanuu sToro ropmona (Puc. 3).
CraTucTruecKknil aHalin3 KOJMYECTBEHHBIX JAaHHBIX MHTEHCUBHOCTU 3Kcmpeccun PIN
OeNKOB B OTBET Ha PK30TC€HHBIN ayKCHH IMMOKa3all, YTO Hanboliee 3HauuMoe u3MeHeHue (p-
value<0,05, U-kputepuii) yposust sxcpeccun PIN1 mpoucxoauno pu 0,1 uM, s PIN2
- 0,01 m 0,1 uM, g PIN3 - 0,01 1 0,5 uM, PIN4 - 0,1 u 0,5 uM u PIN7 - 0,05 u 0,5 uM
HVYK. [Ipu 5ToM MakcuMaabHOE MOBBIIICHUE YPOBHS SKCIIPECCUH B OTBET Ha MOBBIIICHUE

KOHIICHTPAINX SK30T€HHOTO ayKCHHA OBLJIO B CIeAyIomel mocienoBareabHOCTH: PINS,

PIN2<PIN7<PIN1<PIN4.

_ OTHocuTeNnbHasA
MHTEHCMBHOCTb CBEYEHMA

H PINI
m PIN2
m PIN3
W PIN4
W PIN7

0 0.01 0.05 0.1 0.5 1 ’ HYK, uM

Pucynok 3. I'paduku 3aBHCMMOCTH U3MEHEHUSI MAKCUMAJIbHOH HHTEHCUBHOCTH CBEYCHUS
penopTepHbIX 6e1KOB WM cienupuueckux antures k 6ejkam PIN ot konuenTpanuun HYK.
ITo ocu Y moka3aHo BO CKOJILKO pa3 m3MeHunaach dkcnpeccust PIN. *p-value < 0.05; ** <0.01;
*** <0.001.



[ToBBIILIGHHBIN 3HIOTEHHBI YPOBEHb ayKCHMHa B MyTaHTax Yucl-D BbI3bIBan
3HAYMTENIbHOE CHIDKEHHE ypoBeHb 3kcmpeccuu PIN2, mist ocrambhbix PIN m3meneHus
OBLITM HEJJOCTOBEPHBIMH.

I'naBa 3. Maremarudeckoe MoOjAeJMpPOBaHMe NATTePHOB 3Kcnpeccun PIN
TPAHCIIOPTEPOB B KOPHe

Jus mpoBepku runore3sl (Puc. 2) Ha HENPOTUBOPEYUBOCTH HCIOIH30BANIACH
MaTeMaTH4ecKasi MOJIeNIb TUIA «KJIETOUHBIM aBTOMAaT», pazpaboraHHas paHee Denopom
Kazannespim (MIul" CO PAH) nns omnwmcanus pacnpeneieHuss MopdoreHa Io
IPsIMOYTOJIbHOMY MacCUBY KJIETOK. B 1aHHO# paGoTe MbI pa3BUIIM MOJEIb JUISl OMTUCAHUS
nepepacnpeieleHus] ayKCUHa MO CJIOK KIIETOK, PACIIONOXKEHHBIX Ha MPOJOJIBHOM Cpe3e
MEPHUCTEMBbl KOpHS, C Yy4eTOM peryusaiuu AuQepeHInpoBKH KIETOK  (BBIOOp
sKcHpecupyronmxcs B kietke PIN TpaHCOpTepoB ayKCHHA M KX MOJIIPHOM JTOKATHU3aIIHiH)
B 3aBUCHMOCTH OT JI03bl aykcuHa. [Ipu pa3BUTUM MOJETH MBI UCIOJIB30BAINA MPUHIIUIL
aykcuH-3aBucHUMOM 3kcnpeccun PIN, mpemmoxeHHbI paHee B MOAEIM MUPOHOBOU H
coaBTopoB [Mironova etal.,, 2012], skctpamonupoBaB ero Ha Bce PIN Oenku B
COOTBETCTBUU C HKCIIEPUMEHTAIBHBIMU JTaHHBIMU (T11aBa 2.4.2.3.). Takke, B MoieNu ObLIH
YUTEHBI Pa3JInyus B pa3Mepax KIETOK MEPUCTEMBI.

B pasmenmax 3.1 — 3.3 ommcanel Moaenupyemas o00JacTh, MpaBuiaa padOTHI
KJIETOYHOTO aBTOMaTa M MaTeMaTH4ecKas peanusamus monaenu. B pasnmene 3.4 Obuin
1noI00paHbl MapameTpbl MOJEINW B COOTBETCTBUU C JBYMS NMPUHIUINAMU. Bo-mepBbIX,
MaKCUMyM KOHIIEHTpAIlM1 ayKCHUHA JOJKEH ObLT OPMUPOBATHCS B MATOM PSIAY KIETOK,
YTO COOTBETCTBYET SKCIEPUMEHTAJIbHBIM JIaHHBIM O paclpenelieHUud aykcuHa. Bo-
BTOPBIX, B PpEUICHUU MOJEIH JOJKHBI C(HOPMHUPOBATHCS BCE KIETOYHBIC THIIBI
(paznuuaromuxcs mo Habopy akcrnpeccupyromuxcs PIN u ux nonspHocTH), peann3zyeMblie
B rumnore3e. B pe3ynbrare 4YMCIEHHOrO0 pacyeTa MOJEIM C HYJEBbIMH HayajlbHbIMU
JTAHHBIMU U TIOI00paHHBIM HAOOPOM MapaMEeTPOB MbI MOTYUUIIU CTAIIMOHAPHOE PEIICHHUE,
B KOTOPOM TMAaTTEpPH pachpeneneHus aykcuHa u mnarrepHsl PIN OenkoB xoporio

COTJIACOBBIBAIIUCH C AKCIIEPUMEHTAIbHBIMU JaHHBIMU (Puc. 4).

10



Pacnipeenenue

[Tonapuas
PIN3 ayKCHHa

JIOKAJIU3aluAa

|

i

E

1

REL
1 |
i

i

)

il B

| F 8 ] ] 3

Lired

(111

=Ei{EREREE

|

Pucynok 4. CrauuonapHoe pemieHue mareMarnyeckoi monean. Ioasipuas noxkanuzanus
o0o3HaYeHa 1HBeTOM: rojiyooi — Jiokaausaunusi PIN Ha HukHell cTopoHe, *KeJTbIii — Ha
BepXHei, cepo-(mos1eTOBBIii — Ha BceX CTOPOHAX KJETKH. MaKCHMyM KOHUEHTPAaUHuu
ayKCHHA — KPACHbI, MUHUMYM — cepblil. KpacHble cTpeiku yka3piBalOT Ha mojoxenne 1L
B peaJibHOM KOpHe.

Ha cnenyromem stane B paznene 3.4.1, mpoBoAMUIIOCH MCCIIEIOBAHUE CTAIIHIOHAPHOTO
pelIeHns] Ha YCTOMYMBOCTh K M3MEHEHHIO HAYaJIbHBIX JAaHHBIX, IOPOTOB KOHLEHTPALMH
ayKCHHA Il W3MCHCHHS TOJSIPHON JIOKANW3allul W I BKIIOYCHUS/BHIKIIOYCHUS
skcriipeccun PIN GenkoB. M3yyanach Kak yCTOMYMBOCTh paclpeieleHus] ayKCUHa, TaK U
ycTounBocTh AoMmeHoB 3kcnpeccun PIN  k  BappupoBanuio mnapamerpoB. Jlid
NpeIJIO)KEHHOM B JaHHOW paboTe MaTeMaTHuecKoW Mojenu ObUIo IOKa3aHo, 4YTO
dbopMUpoBaHNEe MaKCUMyMa KOHIIEHTPAIMK ayKCHHA B TSATOW KIETKE OT KOHYMKA KOPHS
Oornee ycToilumBO, ueM JoMeHbl dkcnpeccun PIN kak mpu HM3MEHEHHH HadalbHBIX
YCJIOBUM, TaK W MNpPHU BapbUpOBaHWHM nOporoB skcnpeccun PIN m ux nossipHON
nokanu3zauuu. KpoMe TOro, MHTEpBalbl BAapbUPOBAaHUS MapaMETPOB C YCTOWUMBBIM
MOJIO)KEHUEM MaKCUMyMa ayKCHMHa 3HAYUTENbHO MPEBBIIIATIN TAKOBbIE, HAOII0JaeMBbI€ JIJIs
MoJIeNid B 0OBIKHOBEHHBIX JauddepeHuransabix ypaBaenusx [ Mironova et.al., 2012].

B pazgene 3.5, npuBoaaTcs pe3yibTaTbl CPABHUTEIBHOTO aHAIM3a JIOKAIU3AIUU
PIN 6enkoB B CTalIMOHAPHOM PELICHUH MOJEINN C JAHHBIMH SKCTIEPUMEHTA MOTYICHHBIMH
uist aukoro Ttuma. [lomyuyuBiuumiics maTtTepH pacnpeleleHHs ayKCMHa M JOMEHbI
JKCIIpeccuu OeNKoB TpaHcmopTepoB cemeiictBa PIN Xopomio cornacoBbIBaluCh C
JAHHBIMU JKCHEPUMEHTA. JTO TOBOPUT O HEMPOTHUBOPEUYMBOCTH IPENJIOKEHHON HaMu

runore3sl (Puc. 2B, T'), To ecTh 3KCHepUMEHTaIbHO MOKA3aHHOM PEryislud ayKCHHOM
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skcripeccun  PIN-OenkoB B KOpHE [JOCTaTOYHO IS TEHEpAMH  TO3UIIMOHHOU
uH(pOpMaLIUU, TO3BOJISIFOIIEH aleKBaTHO JIOKaJIn30BaTh JoMeHbl PIN GenkoB.

B paznene 3.6., nopaboraHHas MaTeMaTH4ecKas MOJENU Oblia NpPOBEpPEHA B
HE3aBHCHUMOM JKcIepuMeHTe Ha TpaHcreHHOM nuHumM 35S::PIN1 co cBepxakcmpeccueit
reHa PIN1. Jlng Toro 4roObl MCClleOBaTh paclpeleleHHe ayKCMHA B ATOW JIMHUU B
MojienH, Mbl 3a1anu skcnpeccruto PIN1 Bo Bcex kieTkax W mpH JIOOBIX KOHIEHTPAIMSIX
aykcuHa. B pe3ynbrare pacueToB MOJAENHU AJIA 3TOU JIMHUU ObUT IPEICKa3aH CHUKEHHBIN
YpOBEHb ayKCHHAa B MEpHUCTEME KOpHA. OJTO W3MEHEHHE B pacIpelelieHMH ayKCHUHa
MOBJIMSIIO HA pa3Mepbl JoMeHOB Bce uccienayeMbix PIN GenxoB. HecmoTpst Ha TO, 4TO
PIN1 skcnpeccupoBaiics BO BCexX KIIETKaX, €ro NOJISIPHAsl JIOKAIA3aLUs pa3nudaiacs. B
KJIETKaX, COOTBETCTBYIOIINX KOPHEBOMY UEXJIUKY OH JIOKAJIM30BAJICS HA BCEX CTOPOHAX
KJIETKU, B HapyKHBIX CIOSIX MPEUMYILECTBEHHO Ha BEPXHEH CTOPOHE, 3a UCKIIOYEHUEM
KOpTEKCa B MEPUCTEMATUYECKOW 30HE, BO BCeX OCTalbHBIX KieTkax PIN1 pacmomnarancs
Ha HWXKHeN ctopone (puc. 5b). lomen skcnipeccun PIN2 B kopTekce, rae OH HaxoJIuTCs
Ha HIDKHEH CTOPOHE COKPATHJICS TI0 CpaBHEHUIO ¢ TUKUM TUroM (puc. 5B). lomen PIN3
peaylupoBalcs B KIETKaX COOTBETCTBYIOIUX Koiymesuie (puc. 5I'). B cocymuctoii
cucteme aoMeH PIN4 cokpatuiicsa B mpokcumalibHOM Mepucteme (puc. 5J1). Hamporus,
nomeH PIN7 ynnuHWiICS B COCYAMCTON CUCTEME, M PACHIMPUIICS B KolayMesuie Ha 1 psn
(puc. 5E).

UtoObl TPOBEpPUTH TpPEJCKa3aHUsT MOJENH, MbI IMPOBEIU HKCIEPUMEHTAIbHBIN
anamu3 okcopeccun PIN B Tpancrennsix pacteHusix 35S:PIN1, ¢ momormibio
cnenupUYecKuX aHTUTeN. AHAIM3 MHKPOU300PKEHUN TOATBEPAMI OOJIBIIMHCTBO
npeAcKa3aHui MoJeNu O JAoMeHax skchnpeccuu wuccienyembix PIN u ux mnonsipHoi

nokanmu3anuu (Puc. 5).
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i 355::PINI

invivo insilico invivo  insilico invivo  insilico
Pucynok S. IlarrepHsl pacnipeaesneHus aykcuHa u sxcnpeccuu PIN 0e1xoB Ha NpooJibHOM
cpe3e KOHYHKA KOPHS IMKOro THNA U B TpaHcrennoMm pacrenun 35S::PIN1 A. thaliana B in
vivo/in  silico 3kcnepumentax. Pe3yabTaThl MOJeIMPOBAHUS NPeoOPa3OBaHbI W3
NPSIMOYToJIbHOT0 MaccHBa B MakeT KopHs A. thaliana.

A. Cxema in Vivo (ciieBa) moka3bIBaeT pacnpeeieHHe ayKCHHA B JHKOM Tume. Cxema in
silico (cmpaBa) moka3piBaeT pacinpenejieHue ayKCHHa, (OPMHUPYHOIIHECS B CTAIMOHAPHOM
pelieHMH MaTeMaTHdeckoii Moxeam s aukoro tuma u  35S:PIN1. Makcumym
KOHIEHTPAallM ayKCHHA — KOPUYHEBbIii, MUHUMYM — Oeiblil. B-E. Cxembl maTTepHOB
skcnpeccuu PIN1-4 u PIN7, coorBercTrBeHHO0. CXeMBI iN VIVO cO31aHBI B pe3yJibTaTe aHAIN3A
Muxkpogororpapuii kopHeii ¢ uMmmyHoJiokaau3anueii PIN 0ejikoB U penoprepHbIX JUHHI
PIN::PIN-GFP. I'pagueHT uBera B cxeMmax in VivO oTpazkaeT WHTEHCHBHOCTH CBeYeHUs
penoprepHoro oeska. Cxembl in SiliCO cOOTBETCTBYIOT pacueTaM MaTeMaTHYECKOW MOIeJIN.
IossipHast Jiokaau3amusi 6eJikoB Ha in Vivo/in Silico n306paeHusix 0603HAYEHA I[BETAMU:
rosy0oii — Jjokau3anusi Ha HUKHell CTOPOHe, *KeJIThIi — HA BepXHeii, cepo-(puoJIeTOBbIH —
Ha BCeX CTOPOHAX.
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BbIBO/1bI

1. Ha ocHOBE KOMITBIOTEPHOT'O aHANIM3a KOH(POKAJIbHBIX H300paKEHUI COCTABIIEHBI KapThl
NaTTepHOB JKcmpeccuu OenkoB-TpancnoprepoB aykcmHa PIN1, PIN2, PIN3, PIN4,
PIN7 u ompenenena BapuaGelbHOCTh JIOMEHOB HMX 3KCIPECCHU B JUKOM THUIle A.
thaliana;

2. [IpennoxkeHa TUIOTe3a O JA0303aBUCUMON perynsanuu aykcuHoMm skcrpeccuu PIN
OENKOB M MX TNOJSAPHOM JOKaJIM3allMM B KIETKaX KOpHSI. AYKCHH B HHU3KHX
KOHIICHTpalusaX akTuBupyeT 3kcmpeccuto PIN2, B mpomexyrounsix — PINI, a
skcrpeccuto PIN3, PIN4, PIN7 xak mpu HU3KUX, TaK U MPH BBICOKUX KOHIICHTPAIHUIX.
Takxe mpu HU3KUX KOHUEeHTpauusx aykcuHa PIN Genku nokanu3yroTcss Ha MemMOpaHe
KJIETOK I10 HaIMpaBJIEHUIO K MOOETY, MPH MPOMEKYTOUHBIX — 10 HAIIPABJICHUIO K KOPHIO,
a ipu BbicokuXx — PIN Oenku nokanu3yroTcst Ha BceX CTOPOHAX KIIETKU.

3. HempoTMBOpEeUnBOCTh THUMOTE3bl IMOKa3aHa B OJKCIEPUMEHTaX U C TOMOIIBIO
MaTeMaTHYEeCKON MOJCIIH.

» B skcnepuMeHTax 1o o0paboTKe pacTeHUi AMKOTO THUIA B TEYCHUHU 24 4acoB
pasHpiMu KOHIeHTparusamMu HYK wmbpl HaOmoganu 3HauyMMoOe TMOBBIIICHUE
skcripeccuu PINT ipu 0.1 pM, PIN2 ipu 0.01 uM 1 0.1 pM, PIN3 npu 0.01 pM,
PIN4 ipu 0.1 uM 1 0.5 uM, PIN7 ipu 0.05 uM, 4To moaTBepkaaeT o4epeIHOCThb
BiutroueHus1 PIN OenkoB aykCMHOM, MPEISIOKEHHYIO B THIIOTE3E;

» B pactenusx yucl-D, B KOTOPBIX yBEJIMYEH YPOBEHB DHIOTCHHOT'O ayKCUHA, MBI
Ha0JII0/1a7Tu MOHKXKEHHYI0 3kcnpeccuio PIN2;

» Maremaruyeckoe MOAETUPOBAHUE PACHPEICIICHUSI ayKCUHA B MEPUCTEME O]
yIpaBJIEHUEM 3aJI0KEHHBIX B THUIOTE3€ MpaBWi MOKa3ano (opMHUpPOBaHUE
AKCIIEPUMEHTAILHO-HAOMI0JaeMbIX JOMEHOB dKcripeccuu PIN Genkos;

4. Ilns pactenuit 35S::PIN1 co cBepxakcnpeccueii rena PIN1 maTtemaTudeckass Mmoniens
nmpeAcKazaia u3MeHeHuss JoMeHoB skcmpeccun PIN OenkoB u ux monspHOM
nokanu3anuu. Bee npeackasanus mojeny ObUTM MOATBEPHKIEHBI B KCIIEPUMEHTAX IO

uMmmyHosokanu3anuu PIN 6enxos.
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