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BBEJAEHUE

AKTyaJIbHOCTI) HCCJICA0BaHUA

HccnenoBanne 3puTENbHON CUCTEMBI YEIOBEKA M )KUBOTHBIX HAIPaBIEHO KaK
Ha MW3yYCHUE MEXaHU3MOB HEIOCPEACTBEHHO 3PEHUs, TaK WU Ha paCIIMPEHUE
NOHUMAaHUsl pabOTbl HEPBHOU CUCTEMBI BOOOIIe. HeocropuMbIM METOA0IOTUYECKUM
IPEMMYIIECTBOM 31€Ch SBIAECTCA MNPOCTOTAa IIOHMMAaHUSA BXOJHOIO CHUIHAja
(3pUTENBHOTO CTHUMYJIa) M BO3MOXKHOCTH KOHTPOJHMPOBATH €ro IMapaMmeTpbl, B
OTJIMYME OT PabOThl C APYTMMHU CEHCOPHBIMM MOJAJIBHOCTSIMHU, HaIMpUMED,
XEMOpPELENIMEN WM MEXaHOopelenuue. 3HaHue O 3PUTEIbHBIX MEXaHM3Max
HEO0OXOIMMO JUIsl TPABUJIBHOM OpraHU3aldd 3PUTEIbHOW TUTHEHBI TpyAa JIIOAEH.
OHO MOXeT OBbITh UCIOJIb30BAHO U YK€ AKTHMBHO MCIOJIB3YyEeTCS IpPHU pa3palboTKe
3pUTEIBHBIX AJIEKTPOHHBIX MPOTE30B I ciabo Buadmux Joneil. Kpome Toro,
NOHUMaHUE AJITOPUTMOB OOpPaOOTKH 3pUTEIHbHONM HMH(POPMALIMHM B KUBBIX CHCTEMax
MOXXET IIOMOYb B YCOBEPIICHCTBOBAHUHU AJITOPUTMOB, pa3padaTbiBa€MbIX IS
MaILIMHHOTO 3PEHUS.

PeiOb1 — mpekpacHbIi MOJENBbHBIA OOBEKT AJIsi HCCIEAOBAHUS 3PUTEIBHON
Gu3M0NOruM NMO3BOHOYHBIX XUBOTHBIX. OnHuM u3 Haubojgee YacTo
UCTIOJIB3YIOIIMXCS Ha JAHHBIH MOMEHT MOJEIbHBIX XKMBOTHBIX cTaju Danio rerio,
Yel T€HOM MOJIHOCTBI) CEKBEHHUPOBAH, YTO MO3BOJIAET MCIIOJIb30BaTh TAHHBIA BUJ B
AKCIIEPUMEHTAX HapaBHE C KJIACCHUYECKUMU OOBEKTaMH, TAKUMHU Kak Apo3oduiiia u
MbIb. CepeOpsiHbI Kapach TaKCOHOMHYECKHM OJIM30K K JaHuo. B Tom uyucie
MMOKAa3aTeIbHO, YTO MAaKCHUMYMBbI MOIJIOWMIEHUS WX 3PUTEIbHBIX NHUTMEHTOB
UJACHTUYHBI, YTO OCOOEHHO BaXKHO [IJIi COIMOCTABJICHUS JJAHHBIX HCCIEAOBAHUS
CETYaTK! 000UX BHUIIOB.

HccnenoBanne 3IEKTPUYECKUX PEAKLIUM HEMPOHOB CETYATKM HAIPABJIEHBI HA
u3ydeHrue uX (YHKIMOHAIBHBIX CBOMCTB W BOBJICUEHHOCTH B TIIOBEICHYECKHE
peakiuu. Ha 1aHHBIN MOMEHT MBI YBEpEHHO paznudaeM 13 (yHKIIMOHAIBHBIX TUTIOB

TaHTJIMO3HBIX KIIETOK CeTYaTKH, Npoemupyrommxes B tectum opticum (TO) —
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IJIaBHBIN 3pPITCJII:HBIﬁ OCHTP pI)I6, OTBETCTBEHHBIM 3a OpraHHu3alril0 Pa3JIMYHBIX

dbopm noBeacHU (0X0Ta, H30ETaHue).

Taxoro pona ucciaenoBanus NPOBOAATCA U APYTMMHU METOAAMHU HA BBIIACICHHON
CeTUaTKe MBIIIEH WIM Ha MalibkaX JaHuo. B COBpEMEHHOW MHMpPOBOW MPAKTUKE
3pUTENbHAS CTUMYJSIUS TPEACTaBISCT c0o00M HAOOp CTaHAAPTHBIX MPOLEIYP
CTUMYJISIIMU (BCTIBILLIKK B IIMPOKOM MOJIE, MATHA, ABUKYIIUECS peuieTku). JlaHHbIit
MOJXO0J OKa3bIBAa€TCS HEJOCTATOYEH HJisi MOAPOOHOTO HCCIeJOBaHUS
(GYHKIIMOHANBHBIX CBOMCTB BCEX 3PUTEIbHBIX HeWpoHOB. Mcmoib3oBaHuUe
Xa0THYECKON CTUMYJAIHHM (Oe0ro mymMa) ¢ MOCIEeAyoIIel aBTOMAaTHU3WPOBAHHOM
00pabOTKOM HKCIEPUMEHTAJbHBIX JaHHBIX XOTS M TMO3BOJSIOT TOJy4aTh U
aHaJIM3UPOBATh JAHHBIE JIJII MHOXKECTBA HEMPOHOB OJAHOBPEMEHHO, HO MOJHOCTHIO
UTHOPHUPYET BO3HUKAIOIIHE JaTepalibHbIE B3aWMOJCHCTBUS B PELENTUBHBIX IMOJSAX
HEWPOHOB.

MUKpPO3JIEKTPOAHBIE IKCTPAKIECTOUHbIE OTBEACHUS PEAKIUMN OT OJUHOYHBIX
okoH4yaHuM akcoHoB 'K B permHOpenumueHTHOM cioe B tectum opticum (JIeTKoO
JOCTYIHOM) >XHUBOM B3pOCION pbIOB MO3BOJISIOT MOJAPOOHO HCCIEA0BATH
GYyHKIMOHAJbHBIE CBOWCTBA KaXJOTO 3apErUCTPUPOBAHHOIO DIEMEHTA.
Hcnonb3oBaHuEe YHUKAIBHONW CHCTEMbI 3PUTEIIBHOW CTUMYISIIIUU (IIUPOKHUI CHEKTP
CTUMYJIOB, OJM3KUX K HAaTypajJbHbIM, B TOM YUCIIE CEJICKTUBHbBIC I[BETHBIE CTUMYIIbI,
oTaenbHO Bo3Oyxnaromme L, M, S kombGouku) mo3BOISET THOKO aJanTUpPOBATh
YCJIOBUSL CTUMYJIALMU TOJ KaXAbId 3JIEMEHT. MHOrHE CBOWCTBA PETrUCTPUPYEMBIX
AJIIEMEHTOB YyAAaETCsl BBISIBUTH B MPOIECCE OMNbITa, Onarogapss 4acTUYHOM on-line

00padoTKe.

Crenennb pa3padOTAHHOCTH TeMbI UCCJIEIOBAHUS

HecmoTpss Ha mpucTaibHO€ BHHMAaHHE K CETYaTKe PHIO M, B YACTHOCTH, K
TaHTJIMO3HBIM KJIETKaM, Ha JTaHHBI MOMEHT HE OIyOJMKOBAHO paboT, B KOTOPHIX OBl
OTHUCHIBATIMCh OBl CBOMCTBA D3JIEMEHTOB ¢ (DOHOBOW AKTHMBHOCTHIO CETYATOUHOM

IPUPOJIBI, TPOCUUPYIOUIUXCA B tecum opticum polo.



Hean u 3aga4m Uccae0BaAHUS
[lenpto HacTosimeld paboOThl OBUIO HM3YYHTh (PYHKIMOHAJIBLHBIE CBONCTBA
2JIEMEHTOB ¢ ()OHOBOM aKTUBHOCTHhIO DDA ceTuaTku prid U BBISIBUTH UX BO3MOXHYIO
pOJIb B 3pEHUM.
B cOOTBETCTBUY C 3THMH HEJISIMHU OBLTH ITOCTABIICHBI CJICTYIOITUE 3aa4u:
1. ITogoOpath anekBaTHYIO CTUMYISLUIO A1t DDA
2. Hccnenorarsk axpomaruueckue cBorctBa DDA, Takue Kak MPEeANOYTEHUE K
pa3MepaMm CTUMYJia, KOHTPACTY U T II;
3. HUccnenoBarh pernentuBHble mojisi DDA: uX pa3Mmepbl, B3aUMOJICHUCTBUS
IIEHTpa U epudepuu;
4. UccnenoBars 1IBETOBLIE cBOMcTBA DDA.
5. Ha ocHOBe mOMy4YeHHBIX JaHHBIX CHOPMYIHPOBaTh (YHKIIMOHAIBHYIO

knaccudukaimo IDA.

HayuyHnasi HOBU3HA

PazpaboTana TeXHOJIOTHS PETYISIPHOM PETHCTPAIMKM OJAMHOYHBIX PEAKIUNA OT
okoH4YaHU akcoHOoB I'K ¢ mismielics MMMIYyJIbCHOM aKTUBHOCTBIO (DJIEMEHTOB C
¢oHOBOI akTUBHOCTHIO — D®MA), paHee HE HCCIEAOBAHHBIC IPYTUMHU aBTOPAMH.
[TokazaHo, 4TO TPEANOYTUTENbHBIMH cTUMyJIaMu Jiisi DDA SABIAIOTCA KpPYIHBIE
KOHTPACTHBIE MSITHA MPEANOYUTAEMOro 3Haka KoHTpacta (temuble ansa OFF-tuna,
ceeble st ON-TUma). YCTaHOBIEH TOPU30HT PETUHOPELUUIMEHTHOTO CJOS, Kyaa
npoenupymrcss okoHYaHus DDA (rnybuna mopsaka 200 mMxm).
[IponeMOHCTpUPOBAHO, YTO KpUBas KOHTPACTHOM UYYyBCTBHUTENbHOCTH DDA
OTJIMYAETCA OT TAKOBOM y APYyrux onucaHHbIX ['K MeHbIIEN KPYTU3HOW HACHILCHUS.

[IpoBeneHa oleHKa pa3MEPOB IIEHTPATBHON YaCTH PELENTUBHBIX moJieil DDA.
CpenHee 3HaueHHE pa3MepoOB IEHTpaIbHON YacTu perentuBHoro moms (BPIT) DDA
cocrasiuser 5.0° + 1.13°.

[IponemoncTpupoBano, uro DDA obnagaroT peaktuBHOM nepudepueit PII,
npu 3ToM nepudepust onmnoHeHTta ueHtpy PII.

Hccnenosanbl 1BeTtoBele cBoricTBAa OMA. Ilokazano, uro DDA OFF-tuma

pa3leNATCd Ha TPU TPYNIbl MO LBETOKOAUPYIOIIMM cBoMcTBaMm. Ipynmnel 1 u 2



7
SIBJISTFOTCS IIBETOONMIOHEHTHBIMU C Pa3HBIMU NMPOPUIIMHU ONMMOHEHTHOCTH. DDA ON-

THUTIA TIPEICTABIISIOT CO00M €IMHO0OPA3HYIO TPYIIITY 1IBETOONIIIOHEHTHBIX KJIETOK.

[Tonmy4yeHHbIe AaHHBIC TOAPOOHO OMHUCHIBAIOT paHee He u3ydeHHbId Tun ['K
ceTryaTku peio — DDA.

Honroe BpeMs cpeau TaHITHO3HBIX KJIETOK CETYAaTKH HE YyIaBajocCh
OOHApY>XKUTh KJIETKHU, CIIOCOOHBIE OOECIEUUTH I[BETOPA3IMUCHUE, HECMOTPS Ha TO
YTO B MOBEJCHYCCKHUX OIBITAX MOKA3aHO, YTO K I[BETOPA3IMUCHUIO PHIOBI CITIOCOOHBDI.
OcraBanoch 3arajikoil, Kakue 3pHUTENIbHbIE IEHTPHl MOTYT Y4acTBOBaTh B I[BETHOM
3peHun y pei0. B maHHO#t paboTe mpoaeMoHCTpHpoBaHO, 4To DDA,
npoeuupyronmecs B tectum opticum crnocoOHBI peayin30BaTh IBETOPA3IUYCHUE.
Boineneno Tpu rpynmnbel JBaXKIbl IIBETOONIOHEHTHBIX HEHPOHOB C pa3HBIMU
[[BETOKOJAUPYIOIIMMHA CBOMCTBAMH, K TOMY >K€ JOCTAaTOYHO MHOTOYHUCIICHHBIC IS

peanu3aluy [BETOBOTO 3pEHUS Y PbIO.

TeopeTnueckasi 1 NPaKTHYECKASA 3HAYUMOCTH PadOTHI

B TeopeTnueckoi MI0CKOCTH 3HAYUUMOCTh PAaOOTHI COCTOHMT B TOM, YTO TEIEPh
BOIIPOC O TMPEACTABUTEILCTBE MH(POPMAIIUK O IBETE B MO3Te PHIO MOXXHO CUHTATh
pEIIeHHBIM: TI0OKa3aHo, YTO B tectum opticum IPUXOAAT OKOHYAHHS PETHHAIBHBIX
AJIEMEHTOB, CIIOCOOHBIX K IBeTOopazandcHUi0 — DMA. B pabore aeTaabHO OMUCAaHBI
KaK IIBETOBBIC, TaK U axpomarudeckue cBoiicTBa DDA, paHee HE HCCIIEIOBaHHbIC
JPYTUMHU aBTOPaAMH.

Jannas pabora sBAseTCS (PyHIAAMEHTAIbHOW, OJHAKO MPAKTHUCCKYIO
3HQYUMOCTh MOTYT MMETh PACKPBIThIC B HEW MPUHITUIIBEI 00paOOTKH 3pUTEIBLHOMU
uHpopmanmu. OHM MOTYT TIOMOYb PACIIUPUTh TMPEACTABICHHE 00 aJIropuTMax,

UCIOJIb3YEMBIX MPU 00pabOoTKe 3pUTENbHON HH(OPMAIIUU B MAIITUHHOM 3PEHHH.

MeTOIlO.TIOFI/Iﬂ 1 METOAbI UCCJICA0OBAHUA

9H6KTpO(1)H3I/IOJIOFI/I‘—IeCKI/Ie OINBITBI MPOBOAUIHUCH IPH ITOMOIIH
IMMIATHHHUPOBAHHBIX MHKPOIJICKTPOAOB, HU3TOTOBICHHBIX B JIa60paTOpI/II/I
HCIIOCPCACTBCHHO IICPCHA KaXAbIM OIIBITOM. I[JISI IMOABCACHHUA MHUKPOOSJICKTPOda K

o0JacTsIM perucTpanuu CEeTYaTOYHBIX SJIEMEHTOB B fectum opticum TPUMEHSIICS
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MUKpoMaHunyusaTop Sutter MP-285. Dnexkrpodusuosiorndyeckas yCTaHOBKa

MU3rOTOBJICHA HEMOCPEACTBEHHO Ha 0a3e JabopaToOpuM CHEIHAILHO IS
UCCJICJIOBAHUS PETUHOTCKTAIBHON CHUCTEMBI pbI0. CTUMYISIIMS, YIpaBICHHE €H U
nepBuYHas oOpaboTKa 3aperHCTPUPOBAHHBIX OTBETOB 3PUTEIBHBIX HEHPOHOB
IPOU3BOJIMIIUCH TIPU TIOMOIIM MPOTPAMMHOT0 00ecIeueH s, pa3paboTaHHOTO Ha 0ase
naboparopun. CtaTucTiyeckas oOpaboTKa pe3yabTaTOB MPOM3BEAEHA MPU MOMOIIH

nporpaMMmHoro odecrneueHuss GraphPrism.

OcHoBHBIE PeE3yJIbTATHI U M0JO0KCHHUS, BBIHOCHUMbIC HA 3aIIIUTY:

1. B tectum opticum u3 ceruaTku nmpoeuupyrorcs akcoHbl DDA ON-tuna u
OFF-tunma. DOTO 3puUTENbHbIE HEUPOHBI, OTBEUAIOUHE JUIALIIUMCS
UMIIYJIBCHBIM pa3psiioM Ha KpPYIOHbIE KOHTpPAacTHBIE NITHA
PEANOYTUTEIHHOTO 3HaKa KOHTPACTA.

2. PenentuBubsie mnosisi DDA HUMEIOT KOHIIEHTPUUYECKYIO CTPYKTYpy C
HeHTpaibHOM 4acThio u mnepudepuein. Ilepudepus peuentuHbIx Mnoiaei
O®A peakTUBHA U ONIIOHEHTA LIEHTPY.

3. O®A OFF-tuna mnoapa3fensitoTcss Ha TPU TPYyONbl 00 NpopUIsIM
IBETOKOAMpPOBaHUA. | rpynma mnpeacTaBiasieT COOOM JBabl
[BETOOIIOHEHTHbIE KJIETKU C MpoduiaeM onmnoHeHTHoctu L+/M—; Bropas
rpynia nOpeAcTaBlieHa JABaXKJbl [BETOONINOHEHTHBIMU KJIETKaMH C
npoduseM ONmoHeHTHOCTH S+/L—; TpeTbs rpynna He sSBAAETCH
[BETOOINIOHEHTHON U HE IGMOHCTPUPYET LIBETOCIELIU(PUIHBIX OTBETOB.

4. OOA ON-Tuna ABIAIOTCS JBAXKIbl LBETOONNOHEHTHBIMU C MNPOPUIEM

onmoHeHTHoCcTH L+/M—, S—.

J{OCTOBEPHOCTh TNOJNYYEHHBIX pe3yabTaroB nainsa OPA KOCBEHHO
IIOATBEPKIAECTCA TEM, YTO PE3YJIbTAThI, MOJYYEHHBIE TEM K€ METOAOM paHee s
IPYTUX THUIIOB IIPOEKLUNW CETYATKU B fectum opticum, TOJHOCTBIO CONIACYIOTCS C
KJIFOYEBBIMU HMCCIIEIOBAHUSAMH, ONMYOIMKOBAHHBIMU JPYIrMMHU aBTOpaMu. Tak Kak
CBOMCTBa HenocpeAacTBEHHO DMA ONUCHIBAIOTCS B paMKax JaHHOU paOoThl BIIEPBHIE,

TO COITIOCTABHUTDH UX HC C UCM.



JIMYHBIN BKJIAJA aBTOpa

ABTOp JHCCepTaliii BHEC OCHOBHOW BKJIQJ B ITPOBEJICHUE M3JI0KCHHBIX HUKE
uccinegoBanuii. OCHOBHOW 00beM JaHHBIX MOJYYE€H Ha DJJIIEMEHTAax,
3apErUCTPUPOBAHHBIX ABTOPOM COOCTBEHHOPYYHO. Jl0 3TOr0 OAMHOYHBIC OTBEACHUS
DDA ObLu KpaitHe peku. ABTOp JUCCEPTAIMN YIaCTBOBANI B pa3pabOTKe MOIX0I0B
K cTumyssiiuu O®A, B TOM 4HUCIIE TEX, KOTOPbI€ CTAJIM KIIFOYEBBIMM JJIsl JTAaHHOM
pabotel. Bee anekTpodr3noornieckue uccieoBaHus, JIeKallie B OCHOBE JaHHOU
paboThl TPOBEACHBI IMPH HEMOCPEACTBEHHOM Y4YacTHH aBTOpa. ABTOp NpPUHUMAI
HEIOCPEICTBEHHOE y9acTHE B OOCYKJICHUHU PE3YJIFTaTOB U HAMMMCAHWM ITyOIMKaImit
IO pe3yabTaTaM, a TaKXe€ MPEJICTaBIsAJ PE3yabTaThl HCCIEAOBAaHUW Ha

KOH(l)epeHI_[I/ISIX, B TOM 4YHCJIC MCXKAYHAPOIHLBIX.

Anpobanusi pe3yJibTaToB

Pesynbratel paboThl ObLIM TIpe/cTaBieHbl Ha KoH(epeHusax European Retina
Meeting (ERM) (bpaiiton, BenuxoOputanusa, 2015, Ilapmwk, Opanuus, 2017,
Trobunrene, ['epmanus, 2023) u Ha koHpepeHUAX «HDOPMaIIMOHHBIE TEXHOJIOTUU

u cuctembly (UTuC 2017, UTuC 2019, UTuC 2023, UTuC 2024), u apyrux.

Iy6aukanuun
B pamkax Tembl amccepranud ObUIO ONMyOIMKOBAaHO 3 CTaThu B HAyUYHBIX
KypHanax, naaekcupyemsix B Web of Science u Scopus:

1. Amunep A. T. Pa3Mepsl pelenTUBHBIX MOJIEH CHOHTAaHHO-AaKTUBHBIX
TaHTJIMO3HBIX KJIETOK ceTuaTku cepeOpsiHoro kapacs // CencopHbie cuctemsl, 2018,
ToMm 32, Nel, c. 8-13

2. Aliper, A.T., Zaichikova, A.A., Damjanovi¢, 1. et al. Updated functional
segregation of retinal ganglion cell projections in the tectum of a cyprinid fish—
further elaboration based on microelectrode recordings. Fish Physiol Biochem 45,

773-792 (2019)
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3. Maximova, E.M., Aliper, A.T., Damjanovi¢, I.Z. et al. Ganglion Cells with

Sustained Activity in the Fish Retina and Their Possible Function in Evaluation of

Visual Scenes. Neurosci Behav Physi 51, 123-133 (2021)

O0beM u cTpyKTYypa padoThl.
Juccepraiysi COCTOMT M3 BBeACHUS, 3 TiaB U 3akitoueHus. [lomHbil 00BEM
aUccepTanuu coctapisieT 98 crpanul, Bkiatodas 34 pucyHka u 4 tabnuisl. CIUCOK

JIMTEPATYPBI CONEPKUT 99 HaMMEHOBaHU .
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I'maBa 1. O030p JuTeparypsl

1.1. LiBeTopa3in4yenue y pbio

TpaaguunoHHO HAaMOOJIBIINI UHTEPEC UCCIEA0BaTENed MEXaHU3MOB 00pabOTKH
3pUTENIbHON WH(OpMalMK B CETYaTKE MPUKOBAH K TPEM TIpyImaM >KUBOTHBIX: K
IpbI3yHaM M, B YAaCTHOCTH, MBbIIIaM, KaKk K HauOojee paclpoOCTPAHEHHOMY OOBEKTY
AKCIIEPUMEHTAJIbHBIX M3BICKAHUI; K MPUMaTaM H3-3a UX 3BOJIOMMOHHON OIM30CTH K
YEJIOBEKY; a B MOCJIEAHEE BPEMS M K HEKOTOPBIM BHJIaM PhIO.

CertuaTka BceX IMO3BOHOYHBIX KUBOTHBIX YCTPOEHA MO €IuHOI cxeMe (puc. 1).
[TosToMy msis ucclneaoBaHHS OOIIUMX MPUHIUIIOB W MEXaHU3MOB OpTraHU3aIluu
CETYATKU PHIOBI aKTUBHO HMCIOJB3YIOTCS KaK MOJEIbHBIN 00BeKT. PhIOBI 00mamaroT
XOPOIITUM IIBETOBBIM 3PEHHEM, O UYeM CBHUICTEIBCTBYIOT KaK MX HA0Op 3pUTEIBHBIX
MUTMEHTOB (OOJIBIMMHCTBO U3 HUX SIBJISETCS TpHU- WM TeTpaxpomaramu) (Allison et
al. 2010; Engstrom 1960; Raymond et al. 1993), nanu4ue HBETOONIOHEHTHBIX
TOPU30HTAIBHBIX M TaHTIMO3HBIX KieTok (Tomita, 1965; Daw, 1968; MakcumoBa,
1969; Kaneko, 1973; Stell, 1975; MakcumoBa u ap., 1978; Wagner HJ, Wagner E,
1988; Yazulla, Studholm, 2001), Tak 1 KaHHBIC MOBEACHYCCKUX IKCIICPHUMEHTOB, B
KOTOPBIX PBIOBI TOKA3bIBAIOT MPEKPACHBIE CIIOCOOHOCTH TIO I[BETOPA3IMYCHUIO
(Neumeyer, 1992, Escobar-Camacho et al., 2017). Takum o0Opa3om, pbIObI
OpEACTAIOT XOPOIIUM OOBEKTOM [IJIi HUCCIEIOBaHUS MEXaHW3MOB 00paboTKu
3pUTENIBLHON HMH(pOpMAllMU B ceT4aTke. BCeCTOpOHHE H3YyUYEHHBIMU OOBEKTaMU B
JaHHOM 00JacCTM MOXXHO CUMTaTh CEMEHCTBO JBYX IMpeACTaBUTENEH ceMeicTBa
kapmoobpaszHeix - Danio rerio m pox Carassius. Kpome Toro, pbiObI, Kak
XOJIOMHOKPOBHBIE JKUBOTHBIE, HE TaK YyBCTBUTEIbHBI K U3MEHEHUSIM OKpYKarouiei
Cpelbl, YTO OCTaBiIsIEeT OOJbIIe CBOOOABI MpH pa3pabOTKe METOJO0B OCTPHIX
AKCTIEPUMEHTOB U UCCIICIOBAHMM 1n Vitro.

Jns B3pochbix 0co0eil kapmooOpa3HbIX pbhIO XapaKTepHa paBHOMEpHas
MoO3arKa (pOTOPELeNTOPOB, BKIFOYAIOIIAsl YEThIpE TUMA KoOouek. OHa MpeACcTaBiIsieT

co0ol uepeayroniecs psabl U3 IBOMHBIX KOOOUek, BKItodarouux kpacHsie (LWS)
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u 3enensle (RH2) d¢oropenentopsl, m u3 oamHOUYHBIX cHHHUX (SWS2) u

yabTpaduonetoBbix (SWS1) konbouek (mamee HaszpiBaemMbie L, M, S
cootBeTcTBeHHO) (Allison et al. 2010, Engstréom 1960, Raymond et al. 1993). [1pu
3TOM Koiam4ecTBO KpacHbIX (L) u 3enenbix (M) konOo4eK MPEBBIIAET KOJIUMYECTBO
cunux (S) wm ynerpaduoneroBeix (UV) mpumepHo B 1Ba paza. MakcUMyMBbI
MOTJIONICHHS TUTMEHTOB KOJI0OUYEK Kapacs cocTaBisaroT L-623 um, M-537 um, S-447
oM u UV-356 um (Palacios et al. 1996; Maximova et al., 2005). ¥ maamo muku

INOIrIomCHNA HCCKOJIBKO CMCIICHLI B KOPOTKOBOJIHOBYIO 0011acTh ¢ JJIMHaMHM BOJIH L-

565 uam, M-477 um, S-415 am u UV-360 am (Meier et al., 2018).

KneTtku nUrmeHTHOro

MUrmMeHTHbIN anuTenunin anurenus

PeuenTopHbIii CNoi Manoukn

. . . Kon6ouku
Hapy>XHbiiA sepHbIiA Croi

Hapy>XHblit cCMHaNTU4YeCKUA Cron

BH! HHUIA siAepPHbIA CNon
yTpe P Fopu3oHTanbHbIe KNeTKU

BunonsipHble KneTku
AmakpUHOBbIE KNTETKW

BHYTpeHHWIA CUHANTUYECKUIA CNIoN

Cnoi raHrnMo3HbIX KNeTokK FaHrnMo3sHble KNeTku

Pucynok 1 — Cxema ceTyaTkm no3BoHo4HbIX (110 Xiao-Fan et al., 2022)

C SBOJIOLIMOHHON TOYKHM 3pEHHUS CBS3b MEXKIY Pa3HOOOpa3ueM 3pUTEIbHBIX
INUTMEHTOB W Pa3jInyacMbIMHU L[IBETAMH SIBISETCS OYEBHUJIHOW: €CJIM IMPU3HAK HE
UCIOJIb3YETCS, TO OH HEU30€KHO yTpauuBaeTcs. A 3HAYUT, HAJIMYUE YETHIPEX TUIIOB
NUTMEHTOB KOJIOOUEK caMo MO ce0e TOBOPUT O COOTBETCTBYIOIIEM LIBETOPA3INYECHUU.
Opnako ¢ (OpMaNbHO-JIOTUYECKONM TOYKM 3pPEHUS 3TO YTBEPKICHUE TpeOyeT
HEIMOCPEJICTBEHHBIX JI0Ka3aTeabCTB. UTOOBI TOBOPUTH O TETPAXpOMAaTHUYECKOM
[IBETOBOM 3pPEHUHU, HEOOXOIMMO, 4YTOOBI BCE pa3jinyaeMble >KMBOTHBIM I[BETA
OXBaThIBAIUCHh YETHIPbMSI OCHOBHBIMHU LIBETaMHU. JTO OBLIO MPOJAEMOHCTPUPOBAHO B

IMOBCACHYCCKHUX OIIbITaX Ha KapaciaX, KOTOPbIM Tpe6yeTC$I CMCChb HYCTBIPCX



13
MOHOXPOMATHYCCKHUX NCTOYHHUKOB CBCTA, YTOOBI CO31aTb COOTBCTCTBUC CIICKTPAJIbLHO

«mockomy» Oenomy (Neumeyer, 1992). Jlanee aBrop oOHapykuia JOKa3aTelbCTBA
HAJIUYMsI TPEeX IBETOONMOHEHTHBIX MEXaHU3MOB, OOYYMB PBIO IMOBEIECHYECKUM
OTBETaM Ha MOHOXPOMATHYECKHUE CTUMYJbl M 3aT€M IPOBEPUB COOTHOIICHUE
MHTEHCUBHOCTEH B KOMOMHAUUsAX Hap MOHOXPOMATUYECKUX CTHUMYIJIOB,
HEOOXOIUMBIX JIJIi YCTAHOBJICHHS] COOTBETCTBHs. B MaHHOM SKCIiepuMEHTe 1BEeTa, K
KOTOPBIM TPOU3BOJUIOCH OOYUYEHHE, pacrlojlaraliuch MEXAY CIEeKTPaJIbHBIMU
MaKCUMyMaMU KOJOOYEK Kapacs, a TMapbl TECTOBBIX I[BETOB COOTBETCTBOBAJIHU
KOJIOOYKOBBIM MaKCHMyMaM TIOIJIONIeHUs. Bappupys HHTEHCUBHOCTH TECTOBBIX
CTUMYJIOB, Y/IaBaJIOCh JOOUTHCS MOBEIEHYECKOTO OTBETA HAa TECTOBbIE KOMOMHAIIUH,
JOCTOBEPHO COBINAJAIOIIETO C OTBETOM HA BBIYYEHHBI CTUMYJ HOYTH BO BCEX
npoBeAeHHBIX TecTax. CTOUT OTMETUTh, YTO XOTS KOMOMHUpOBaHUE CIEKTPOB 450
HM (S) u 367 um (UV) He naBano Takoro k€ HaJeKHOTO COOTBETCTBHUSI, MOOMBITHBIE
YKUBOTHBIE BCE K€

OTJIMYaIU BbIy4eHHBIN 1BET 404 HM OT KaXK10TO U3 TECTOBBIX LIBETOB B OTJEIBHOCTH.
DTO TOBOPUT O TOM, UYTO B I[BETOPA3JIMYECHHH IO BCEH BUIMMOCTH YYaCTBYIOT BCE
yeThlpe THUINA KoJIOouek. BmpoueMm, Takke HMEIOTCS CBHUIETEIbCTBA, YTO
yABTPaPHUOIETOBBIC KOJIOOUKH y Kapaceil ucue3arT B MPOLecce OHTOT€HE3a, U TAKUM
00pa3om, TTOJIOBO3pEIIbIe 0COOM Kapacel siBisitoTcs Tpuxpomaramu (Maximova et al.
2005).

VY B3poOCIHbIX JaHUO KpacHbIE, 3eJI€HbIe, CHHUE U YIBTPadrOIETOBbIE KOJIOOUKH
00pa3yloT MO3aMKy, MO CTPYKType€ AaHaJIOTUYHYIO TaKOBOW Yy Kapacs, C
OTHOCHUTEJIbHOM TMJIOTHOCTBhIO 2:2:1:1 (kak roBopwioch Bbime). Kaxablih THI
KOJIOOUEK HMMEET TEeHETUYECKHE OCOOEHHOCTH, YTO IO3BOJSET pealu30BaTh
CTAHOBJICHUE 3aIPOrPaMMUPOBAHHBIX HEUPOHHBIX CBIA3EH.

Ha panHbIE MOMEHT OOJNBIIMA WHTEPEC MPUKOBAH K JIMUMHOYHOW CTaauu
nanuo. [IpuunHOil 3TOMY CIIY>)KUT TOT (paKT, YTO B MEPBbIE JHU MAJIbKU MOJIHOCTHIO
OpO3pauHbl, 4YTO JAE€T BO3MOKHOCTh HAOMIOJaTh PACHPOCTPAHEHHE HEPBHOTO
BO30YKJICHUSI TIPU MOMOIIM METOAOB omToreHeTukn — mmakuHra (Parichy et al.,
2009). Hecmotpst Ha Oonblioii o0beM CBEAEHUM, MOJIYYEHHBIX IyTEM MOJOOHBIX

I/ICCJ'IG,Z[OBaHI/If/'I, OCTACTCA HCACHBIM, HACKOJIBKO 3PUTCIIbBHBIC MCXAHU3Mbl MAJIBKOB
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COBIIaAAAOT C MCXaHU3MaMM B3POCJIBIX 000661‘;1, IMO3TOMY JKCTPAIIOJIINPOBATH JAHHBIC

0 JINYMHKAaX Ha B3POCIBIX 0COOEH CIEAYEeT C OCTOPOKHOCTHIO. [Ipo TMUMHOK JaHUO
U3BECTHO, YTO UX pa3BUTas cucTeMa oOpabOTKH IBETOBOM MH(OpMAIMU CBS3aHA C
ux Tpoduueckoil cmernuanu3anueld, COOTBETCTBYIOIIEH HX TMOBEICHUYECKUM
NOoTpeOHOCTSAM. Y BOCBMHJJIHEBHBIX MaJbKOB B CETYATKE KAXKIIOTO IVla3a HAXOAUTCS
nopszka 10 000 peuentopoB. HecMoTpst Ha Hanu4KMe BCEX YETHIPEX TUIIOB KOJIOOUEK
BO BCEX 30HAX CeT4YaTKd, oOpaboTka I[BeTa BO BHYTPEHHEW CeTYaTKe CHUJIBHO
pPa3HUTCS B pa3HBIX 001acTsIX 3puUTeNnbHOro mojs. Hampumep, B obiacTu skxBatopa
OoOHapyXeH psAa OUIONSIPHBIX KJIETOK C OMIMOHEHTHOCThI0 S k L. UV+ oTBeTh
IIUPOKO PACIPOCTPAHEHBI B TEMIIOPOBEHTPAIbHONW 00JaCTH, KOTOpas OXBaThIBACT
nepelHUe BEpXHUE O00JacTU Mol 3peHus. BeHTpasibHble 00aCTH MO MHEHHUIO
aBTOpAa CKOpPEE BCEr0 LBETOCHENbI, BO3MOXXHO MO MPUYMHE CKYIHOCTH LIBETOBOTO
MOTOKa, UAYIIEro cBepxy (Zimmermann et al. 2018).

WNtak, HA MaHHBI MOMEHT MOKa3aHO, YTO y PbHIO MPEBOCXOAHOE IIBETHOE
3pEeHHEe, YTO MOJATBEPKAACTCS HE TOJBKO MOP(OIOTHYECKUMH HCCIEIOBAHUSIMU
CETUYaTKH, HO U APKO MPOSBISETCS B MOBEACHUYECKUX JKcrepuMeHTax. OpgHako, 10
CUX IOp OCTaBajJOCh HE BBIACHEHHBIM, KAaKOW 3pUTEIbHBIA ILEHTP COOUpaeT
uH(OpMAIIHIO O IIBETE.

1.2. NaHIUIMO3HBIE KJIETKH

BbIxomHBIME HEHPOHAMU CETYATKH, MOCBHUIAIONIMMH CBOU AKCOHBI K MO3TY,
SIBIISIIOTCS. TAHTJIMO3HBIE KJICTKU. [JIaBHBIM KIaCCH(PUKAIMOHHBIM TPU3HAKOM IS
HUX CITy’KaT T€ 3PUTEIbHBIC CTHMYIIbI, B OTBET HAa KOTOPHIC TAHTIIMO3HBIC KJICTKU
TCHEPUPYIOT UMMYIBCHBIA pa3psia. MopdoJorudecku TaHTIIMO3HBIC KIIETKU
paznuyaloTcs B MEPBYIO O4Yepelb MO BETBICHUIO JEHIPUTHOIO APEBA, CPEIU HHX
BbiAeNsA0T ON-, OFF-, 6uctparuduiuposannsie (ON-OFF) u nuddysnsie. Takxe
BBIICTISICTCS OWUIIEKCU(OPMHBIN THUI, WX JEHAPUTHI BETBATCS HE TOJIBKO BO
BHYTPEHHEM, HO M BO HapyXHOM cuHantudeckoMm cioe (Podugolnikova, 1985).
BerBnenue neHIPUTOB OMpeEAEIsieT BO3MOXKHBIE CBS3U TaHITIMO3HBIX KJIETOK C TEMU

UM UHBIMH OUMNOJNSPHBIMU M aMakpuHoBbIMU kieTkamu. BCC y psi0
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NOJIpa3eIsIeTCs Ha MOACHOU S1-S5, BBIABICHHBIEC IIyTEM TOTAJIBHOIO OKpAIIMBaHMS

I'K y nanno (Mumm et al., 2006). Tucranpasie S1 u S2 oobenunsiorcs B OFF-cioid,
a npokcumanbHble S3-S5 — B ON-cioll. AHanM3 pacmnojOKEHUS JEHIPUTOB Yy
JMYUHOK JaHUO TIO3BOJIMJI BBIIETUTh B 4 OOJbIIMX ACHAPUTHBIX Kiaccax ['K
Heckosbko monkiiaccoB (Robles et al, 2014). Tak, monoctpatudunupoBanubsie 'K
nofpasaenstorcs Ha 4 monkiacca: crparuduiupoanasie B S1 OFF-I'K (M1);
ctpatuduiupoBanusie B cpeauHHoil yactu BCC (S3) kierku M2; ON-
MoHocTpartuduimpoBanubie 'K M3 u M4, uybu AeHApPUTHI pacroyiaratotcst B S5,
paznuyaloTcs TeM, 4TO y JeHApUTOB M4 oOHapykuBaroTCa mpoTpy3uu B S4 u S3.
Taxoke ymaeTcs BBIACIUTD S ToakiIaccoB oucTparudunupoBadasix 'K, mis kaxmoro
U3 KOTOPBIX XapakTepHa cTparudukanus B AByX ompeaeneHHbix ciosx BCC.
Hectparudunuposanusie 'K (¢ auddy3HbIM OEHIPUTHBIM APEBOM) yaaeTCs
pazouths Ha 2 rpymmbel: AeHapuThl D1 oxBaTteiBatoT Bcto Toimty BCC, meHapuTHOE
npeBo D2 pacnonoxkeno B cinosx S3-S5. MynsructparudunmpoBannbie 'K Takske
NOJIPa3ICIATCA Ha JBa Mojakiacca - D3 ¢ KOMIAKTHBIM JAeHApUTOM B S3-S5 u
OTJEIBHO CTOSIIEH KpymHOW acuMmmeTpuuHod BeTko B S1; D4  dopmupyet
acCUMMETPUYHOE ApeBO ¢ TpeMs BerBieHusmMu B S1, S3 wm S5. Haumenee
pacnpoctpaneHHbiMU ['K mo-Buaumomy sBIAOTCS OUILIEKCU(OpPMHBIE, YbU
nenaputbl BoixoasT 3a mnpenensl BCC, um o6pasyror cunancel B HCC. Takum
oOpazom, Ha pnanHbli MoMeHT y ['K Boeigensiercs 14 TtunoB crpatudukanuu
nenapuroB (Puc. 2). Panee Ha B3pocnbiX naHuO Oblla MpoBeAeHa padoTa Mo
Mop@osornyeckoi Kiaaccu(pUKalMy raHINIMO3HBIX KIIETOK, YUYHUTHIBAIOIIAS, TOMUMO
cTparu@UKalud JEHIAPUTOB, Psii HUX CBOMCTB, TaKMX KaK YacToTa BETBJICHUS,
Hannuue munukoB (Mangrum et al., 2002). Taxxe aBTopamu ObUTH YUTEHBI pa3Mepbl
ten I'K. Beero Obuio Beieneno 11 TumoB raHmuo3Heix Kietok. [Ipu conocraBieHun
IBYX HCCIEAOBAHHMM, MOXHO 3aMETUTh MHOIO MEPECEUCHU - CXOXKHE NaTTePHBI
crparuukauuu y MoHoctpatupuuupoBanHbix 'K, nHammume nByx tumoB 'K c

i Py3HBIMU JEHIPUTAMH.
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1.3. ApOopusanusi akCOHOB

B 3putenbHOW cucTeMe TO3BOHOYHBIX OINKMCAHO HAJIWYHE HECKOJIBKHX
PETUHOPCIMITMEHTHBIX 30H MO3Ta. B ciydae KOCTHUCTBIX PhIO MX YHCIO COCTABIISET
11 (S.M. Fraley, S.C. Sharma, 1984). ITpoekiiu raHIJIMO3HBIX KJIETOK CJIOXHBI, UX

q)OpMHPOBaHI/IG C TOYHOCTBIO PCIYJIUPYIOTCA B OHTOI'CHC3C IIPpH IIOMOIIH

Monostratified

3 . F G H

Biplexiform

5 — -
® - ® o
M1 M2 M3 M4 B1 B2 B3 B4 BS
N
,i-“, -
3 -

S5 7’ D

® o o o o

Pucynok 2 — Mopdosiornyeckue THIbI TAHIJIMO3HBIX KJETOK CeTYATKH

pbi0. A-D — monoctparuduiupoanusie I'K; E-H — 6uctparuduiupoBanaubie
I'K; I-L — nectparuduuupoBanusie U MyiasructparuguiupoBanusie ['K; M —
ounnekcudopmusie; N — cxemMaTU4HOE OTOOpaKEHHE CTpaTH(UKALNU
AeHapuToB pasHbix Mopdornoruueckux TunoB 'K B BCC (mo Robles et al.,

2014).
MEXaHU3MOB KJIETOUHOM anre3mu. Ha camamanapax Obuto mokazaHo, 4to oaHa 'K

MOKCT MHHCPBHUPOBATH HCCKOJIBKO PA3JIMYHBLIX 3PHUTCIBHBIX LCHTPOB IIPHU IIOMOIIU

koJutarepaieil akconoB (Wiggers, 1999). BeposiTHo, Takoe BETBIEHHE HEOOXOIUMO
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AJI KOPPCKTHOI'0 OCYHICCTBICHUS napanﬂenbﬂoﬁ O6pa6OTKH SPpUTCIILHOI'O CHUTHAJIA,

U CHelU(PUYHO AJISl KaXIO0ro TUMA KJIETOK. Y JaHHWO Ha JaHHBI MOMEHT BBISIBIICHO
20 cxem BetBieHusi akcoHoB 'K (Robles et al., 2014). BerBnenue akconoB 'K
UrpaeT BaXHYI poOJb B pacrapeneieHun cur"aia. KoMOwHUpOBaHHE CXeM
apbopu3anu akKCOHOB W MOPGOJOTUHM JEHAPUTHOTO JpeBa naer Oosiee S50
cTpyKTypHbix TuUnoB ['K, u Takum 00pa3oM BETBICHHE AaKCOHOB BHOCHUT
CYILIECTBEHHBIM BKJIaJl B CTPYKTYPHOE pa3HOOOpa3ue raHIIMO3HBIX KJIETOK, CO3/1aBast
BO3MOXKHOCTh st ['K co cxokMmu mapaMeTrpaMu OTBETAa Ha 3PUTEIbHBIE CTUMYIIbI
y4acTBOBAaTh B OpraHU3allMM Pa3iudHbIX QopM moBeneHus. Becero ObUIO BBHISBICHO
10 30n BeTBieHus (arborization fields — AFs), cpenu HUX TJIaBHBIM MO CyMMapHOMY
obvemy BxonoB sBisieTcs tectum opticum (AF 10). 3nech mpenctaBieHbl TOPSIKa
97% OKOHYAaHUM BCEX TaHINIMO3HBIX KIeTOK. OctanbpHbie 3% okanuuBaroTcsa B AF9, a
npoure 30HbI (AF1-AF8) momHocThio 00pa3oBaHbl KoOJIIATEpasIMU aKCOHOB,

okaHunBaromuxcs auoo B AF9, nu6o B Tekryme (Huberman et al., 2009).

1.4. Crparuduxkanus B TEKTyme

Axconbl kKaxaoro tuma ['K OKaHUMBAIOTCA TUIOCKMM BETBIICHHUEM Ha
OTIpe/IeNICHHOW TIIyOWMHE TEeKTyMa, (OpMHpYS HECKOIBKO CJIOEB. TakWx CJIOeB
BBIZICIAIOT 9: stratum opticum (SO), mects moacioeB stratum fibrosum gryseum
superficiale (SFGS1-SFGS6), stratum gryseum centrale (SGC) u cnoif Ha rpaHuiie
stratum album centrale u stratum periventriculare (SAC/SPV) (Northmore, 2011).
[Ipu comocTtaBneHUU cTpaTU(UKAIMN B TEKTyME C JPYTUMHU CTPYKTYPHBIMHU
ocobeHHoctamu ['K, BbISBISIOTCS chedyrone 3akoHoMepHOcTH. Haubonbiiee
pazHooOpasue aeHApUTHBIX kiaccoB 'K nHabGmomaercs B cinosx SFGS1-SFGSS,
KOTOpBIE TPEUMYIIECTBEHHO WHHepBUpyloTcs 'K, He marommmu kosuiatepanei, u
OKaHYMBAIOMIMMUCS HCKIIOUUTEIHPHO B TEKTyME. 3/1eCh B KaXJIOM W3 CJOCB
IPEACTABICHBl OKOHYAaHUS B cpenHeMm 6 nenaputHsix kiaccoB ['K. B SO, SGC u
SAC/SPV npencrapieHbl OKOHUYaHHS B cpeHeM 2 neHapuTHbIX kiacca ['K. Ognako

akconbl 'K, okaHuMBarommecs B ATUX CJIOSIX TEKTyMa, B CBOEM OOJBIIUHCTBE
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aKTUBHO BETBATCS, IMOCHUIAs KoJularepald B Jpyrue 3purenbHble HeHTphl (AF1-

AF8). B OonpIIMHCTBE CiIydyaeB YETKOM KOPPENSUU MEXKIy cTpaTuduxaueit
OKOHYAaHUN akCcOHOB B Mmo3re u JeHapuToB B BCC He BBIABISIETCA, HO €CTh
HekoTopble uckitodeHus. Tak, aeaaputbl 72% I'K, oxanuuBarommxcs B SAC/SPV,
crpatudunupoandsl B ON moacinoe BCC (kmaccet M3, M4 u D2). Takke akCOHBI,
okaHunBaromuecss B SGC, mpunamiexar 'K monocTpaTtuduimpoBanHoro kKiacca
M1 u OuctparudunupoBannoro kinacca Bl, ubu nengputsl Haxomstcs B OFF

noncioe BCC (Nevin et al., 2010).

1.5. lerekTOpbI IBU:KEHHUS B PETHHOTEKTAJIbHOM CUCTEMe PbIO.

['aHmIMO3HBIE KIETKA Tak)Ke€ MOXKHO MOAPA3JCisATh Ha pa3jIMyHbIE THUIBI B
3aBUCHUMOCTH OT TOTO, Ha KaKue CTUMYJIbl OHM OTBeuYaroT. COmacHO JE€TEKTOPHOMU
TEOPUHU, 3PUTEIIbHBIE HEUPOHBI, U B TOM 4Kciie 'K criocoOHBI BBIACTATH T€ WIIU UHBIE
KJIIOYEBBIE CBOMCTBA CTHMYJa, TaKME KakK KOHTPAcCT, LBET, pa3Mmep, (hopMmy uiIu
HanpaBienue aBwkeHus (Hubel, Wiesel, 1962). Ogna I'K momydaer 3putenbpHyO
uH(OPMAIIMIO U3 OTPAHUYEHHON 007aCTH 3pUTEIBLHOTO MPOCTPAHCTBA, HA3bIBAEMOM
peuentuBHbiM mosiem (PII) (Kuffler, 1953). PenentuBHbie TONS HMEIOT
KOHIICHTPUUYECKYIO0 CTPYKTYpY, KOTOpas MpejicTaBieHa IEHTPOM M mepudepuci.
LleHTp penenTUBHOIO MOJISI — 3TO Ta 00JACTh, MPHU AJECKBATHON CTUMYJISAIIMA KOTOPOH
I'K otBewaeT ummynabCcHBIM paspsaoM. Ilepudepus, oxaszpIBaeT MOIYIUPYIOIIEE
BO3JICHCTBUE, U €€ HEMOCPEACTBEHHAS CTUMYISLHNS, KaK MPAaBUIO, HE BBI3BIBAET
OTBETA.

UccnenoBanus ¢pusnonorueckux coiictB I'K mpousBonarcs pazHooOpa3HbIMU
METOJlaMU. JEKTpo(u3MoIornuuecKas perucTpanusi BO3MOXKHA In Vitro Ha
U30JIMPOBAHHOM CETYaTKe WM in Vivo oT okoHyaHui ['K B mepBUYHBIX 3pUTENIbHBIX
nentpax mosra (Kuffler, 1953; Lettvin et al., 1959; Barlow et al., 1964; Werblin,
Dowling, 1969; 3enkun, [Iurapes, 1969; Makcumona u np., 1971; Meister et al.,
1994). B mepBoM ciydae IOCTYIIHBI W SKCTPAKJICTOUHBIM METOJ OTBEICHUS, U

BHYTpI/IKHCTO‘IHBII\/JI; OTBCACHHUA OT OKOHYAaHHMM BO3MOXKHBI HCKJIIYUTEIbHO
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Pucynok 3 — Crparupukanmusi peTHHO-TEKTAJBHBIX NPOEKUH y pbI0. A:
CxemaTuyeckuii TOMEpPEYHbIN cpe3 uepe3 TeKTyM phIO: stratum opticum (SO),
stratum fibrosum et griseum superficiale (SFGS), stratum griseum centrale
(SGC), stratum album centrale (SAC), stratum periventriculare (SPV). B:
Pa3neneHne pa3nuuHbIX TUIIOB PETUHAJIBHBIX Npoekuui B cioe SFGS B3pocnon
30JI0TOM pBIOKHM MO JTAaHHBIM BHEKJIETOYHOW perucrpauuu (tonmuHa SFGS ~200
MkM): (1, 2) ON u OFF mupexuumonansHo-uzbuparensusie I'K (U 'K) ¢ kaymo-
poctpansHbIM HampasieHueM, (3, 4) ON u OFF JIU I'K ¢ BeHTpo-m0pcaibHbIM
HanpasnenueM, (5, 6) ON u OFF JIU I'K ¢ gopco-BeHTpanbHBIM HalpaBlIeHUEM,
(7, 8) merexTophl YepHOTO U Oeoro msATeH, (9) MBETOONMOHEHTHBIE AMeMeHTHI (R/
G-knetkn), (10, 11) nerekTopbl rOPU3OHTANBHBIX U BEPTUKAIbHBIX JUHUH, (12,

13) D®A OFF u ON tunos (Aliper et al., 2019).

ACTPAKJIECTOYHBIM MeTOJOM. Kpome TOro, ¢ MOSIBIEHUEM BEKTOPHOW TE€HHOMU
WH)XCHEPUU TOSIBUJIACH BO3MOXKHOCTh PETUCTPUPOBATh HEPBHYIO AKTUBHOCTH MPHU
oMoty kaibimeBoro numapkuara (Euler et al., 2002; Briggman et al., 2011; Baden

etal., 2016).
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Kak YK€ I'OBOPUJIOCH PAHCC, AKCOHBI I'aHITIMO3HbIX KJIICTOK CCTUYATKHU OKAHYMBAIOTCI

Ha pa3HbIX YPOBHSAX TEKTyMa, (popMmupys peruHopenunueHtHoid cion (SFGSI-
SFGS6). Knaccudukanuu TeKTaabHBIX MPOEKIUH pbhIO ObUIM TOCBSIIEHB MHOTHE
KJIACCUYECKHE DIIEKTPODU3NOIOTHUECKHE PAaOO0ThI, IPOBEICHHBIE Ha IIyKe (3€HKUH,
[Turapes, 1969), Ha HECKOABLKUX BHUIaX MOPCKUX pbIO (MakcumoBa u ap., 1971) u Ha
nanpHeBocTOUHOM KpacHomepke (Kawasaki, Aoki, 1983). ¥V Bcex wmccienoBaHHBIX
BUJIOB PBHIO MPOCIEKHUBACTCS OJHA U Ta K€ CTpaTH(UKAIMS CIEeIHATU3UPOBAHHBIX
ajieMeHTOB: B BepxHui ciaoil Tekryma (SFGSI-SFGS6) mpoeuupyrorcs
TUPEKIMOHATBLHO-U30MPATEIbHBIE AIEMEHTBI, BTOPOW CJIOW COCTABJISIOT OKOHYAHUS
JOBOJILHO PAa3HOPOAHBIX DIEMEHTOB C MaJbIMU PEUENTHUBHBIMU TMOJSIMH,
YYBCTBUTEIBHBIX K JABWXKYIIEMYCS KOHTPAcTy (OpHUEHTALMOHHO-U30MpaTebHbIC
AIIEMEHTBI, JETEKTOPhI MATCH, HEMHOTOYUCICHHBIC I[BETOOIIMOHEHTHBIE KIJIETKH); B
TPETUH, CaMblid TITYyOOKUHU CJION, MPOEHUPYIOTCS SJIEMEHTHI, OTBEUAIOIIHNE JISIIIUMCS
pa3psaoM Ha HW3MEHEHHE YPOBHS OCBEIIEHHOCTH (dJEeMEHTH ¢ (OHOBOU
akTuBHOCTHIO) (Aliper et al., 2019) (Puc. 3).

JupexuuoHanbHO-u30upaTenbubie Tranrino3Heie kietku (JUI'K) parot
HauOOJBIINN OTBET Ha OOBEKT, ABMXKYILIUNCS B OMPEACICHHOM (IIPEANIOYTUTEIIHLHOM )
HANPABJICHUH, U IEMOHCTPUPYIOT TOPMOXKEHHE aKTUBHOCTH NP JBMKEHUH 00BbEKTa
B HAIpaBJIEHUU, OOPATHOM MPEANOYTUTENIbHOMY (HYJIb-HampasieHue). B ceruarke
OHHM BIIEpBbIE ObUTH 0OHApY:keHbI y Kposiuka (Barlow et al., 1964) u 3010101 pHIOKH
(Jacobson, Gaze, 1964; Cronly-Dillon, 1964). Ha kponukax ObLIO MOKa3aHO, YTO
IUPEKLIHUOHAIbHO-N30MpaTeNIbHbIE 3JIEMEHTBl MPEJCTABICHbl JIByMsI OCHOBHBIMU
TUINIAMHU, OTVIMYAIOIIUMHUCS UX CHEHU(PUYHOCTBIO K CTUMYNaM (KOHTPACTY, pa3Mepy,
CKOPOCTH), a TaKXe IO HMX UEHTpalbHbIM MpoekuusM u (yHkuusm. Haubonee
MHOTOUHCJIEHHbIE, TaK Ha3bIBA€MbIE€ «OBICTPHIE» IUPEKLHUOHATIBLHO-U30MpPATEIbHbIE
anemeHTsl ON-OFF-tuna, Bo30yknarorcs MOABMKHBIMA CTUMYJIAMUA HE3aBUCHUMO OT
TOr0, CBETJEE OHM WIM TEeMHee (POHA, W MPOCLUPYIOTCA B MEpeaHuEe Oyrpbl
YEeTBEPOXOJMHUS M Tajamyc. Y KpoJiuka (M JIpYyrux HcCCIeJOBaHHBIX
miuekonutaronmx) JM 'K ON-OFF-tuna npenstcs Ha 4erbipe (HU3MOIOTHUYECKUX
NOJATUIIA IO CBOMM IHIPEANOYTUTEIIbHBIM HANpPAaBICHUSAM BIOJIb BEPTUKAJIBLHON U

ropusoHTanbHoi oceit (Oyster, Barlow, 1967). [IoMuMO ONMUCAHHBIX T.H.
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«opicTpeix» JIUI'K, okaHumBarommuxcs B tecum opticum, B T00aBOYHOM 3PHUTECIHHOM

CHCTEME MOXHO HaOMIOAaTh OKOHYaHMSA 0cCoObIX «MemieHHbIX» JIUI'K. 3Oto
anemMeHThl ON-THIIa, KOTOPBIE OTBEUAIOT TOJIBKO HAa MEIJICHHOE JBM)KCHUE CTHMYJIOB
oomnee cBembix, yeM (poH. Kimerku ON-tuna «Memaneransiey ON JIMT'K nensarcs Ha
TpU (PU3HOIOTHYCCKUX MMOATHIIA TIO MPEAMNOYTHUTEIbHBIM HamNpaBICHUAM,
COOTBETCTBYIOIIMM TIOJIOKCHHIO TPEX IIIOCKOCTEH IMOIMYKPYKHBIX KaHayioB. OHH
MPOCIUPYIOTCA B s/ipa JT00ABOYHOM 3pUTEIBHOW CHUCTEMBI U Y4YaCTBYIOT BMECTE C
MOJIYKPYKHBIMH KaHajJaMH B COXPAaHCHUW HAMpAaBICHUS B30pa IPU JBIKCHHUSIX
TOJIOBBI.

MexaHu3m JIUPEKIMOHATBLHON M30MPATEILHOCTH B CETYATKE H3yd4ascs Ha
npotrskeHuu Aecatunetuit (Masland, 2004). TlepBbIM 3HaYMMBIM OTKPBITHEM CTaJU
CBHJICTEJILCTBA TOTO, YTO JIUPEKIIMOHAIbHAS HM30MPATEIbHOCTh OpraHW30BaHA IPHU
MOMOIIM aMaKpPUHOBBIX KJeTok, a uMeHHO SAC (starburst amacrine cells)
(Famiglietti, 1983; Vaney, Young, 1988; Vaney, 1990). Takxe ObUIO MOKa3aHO, 4TO B
OCHOBE MEXaHHM3Ma JICKUT aCUMMETPHHOE IMpeCHUHANTHYEeCKoe TopMokeHune (Borg-
Graham, 2001). IlomHoe ommcanue mpoieccoB, mpoucxoasanux Ha cuHancax SAC u
JIN T'K cTano Bo3MOXHO Oyarogapsi coBpeMeHHbIM MeTozaM (Briggman et al., 2011).
ABTOpBI TPUMEHWUIN ABYX(OTOHHBIH KaJbIIMEBBIA HWMADKMHT B COYETAHUH C
meronoM SBEM (serial block-face electron microscopy), 4TO NOATBEPAUIIO
pe3yNbTaThl MPEIBIAYIINX HCCASAOBAHWNA W TO3BOJMJIO BO BCEX MOAPOOHOCTAX
omucarh npoiecc GopMUPOBAHUS TUPEKITUOHATLHON N30UPATEIbHOCTH.

Y pei0 Ha JaHHBII MOMEHT BBIJICNSIIOTCS IIECTh THIOB «OBICTPBIX»
TUPEKIIMOHATBLHO-N30UPATEIbHBIX TAHIIMO3HBIX KJIETOK TPeX MPEeAOUYTUTEIbHBIX
HarpaBJeHUM (KayJq0-poCTpalIbHOTO, TOP30-BEHTPAIBHOTO U BEHTPO-I0P3aJIbHOTO) C
ON- 6o OFF-aktuBHocThIO (Puc. 4). JlaHHBIN TUN KJIETOK OTBEYAET UMITYJILCHBIM
pa3psiioM Ha JIBHOKEHHE CTUMYJda C KOHTPACTOM MPEANOYTUTEIIHLHOTO 3HAaKa B
NPEANOYTUTEILHOM HampaBieHud. WX aKTUBHOCTh MOXET OBITh 3aTOPMOXKEHA
JIBIKCHUEM B HaNpaBiI€HUU, MPOTUBOMOJIOKHOM MPEANOUTUTEIbHOMY. Pa3smepsl
peuentuBHbix nosiei JJUT'K coctapnstoT B cpeanem 5,2° (Makcumos u 1p., 2005).

Ha nuumHKax JaHuMO METOAOM KalbllueBOro umagxuHra B TO ObUIO

IpPOAEMOHCTPpUPOBAaHO Hanuuue akcoHanbHbIX TepMmuHasied JJMI'K (Nicolaou et al.,
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PucyHok 4 — Tunsl AMpeKIHOHAIbHO-N30UPATEJIbHBIX TAHIVIMO3HBIX KJIETOK
po10. [lects Tunos AU I'K, paznuuaromuxcs 1o NpeAnoYTUTEIbHOMY KOHTPACTy
(ON- u OFF-knetkd) M 1O NPEIIOYTUTENbHBIM HAIIPaBICHUSM JBH)KEHHUS
CTHMyJIa B T0J€ 3peHMs pbIObI. ['MCTOrpamMMbl pacnpezeneHus MpeacTaBlIeHbl B
HOJIIPHBIX KoopauHarax. 1lo pagnycaM OTIOKEHO KOIMMYECTBO KJIETOK B KaKIOM
yrioBoM cektope. Ludpbl psaoM ¢ OTAENBHBIMH MOJAaMU THCTOTpaMM
0003HA4al0OT CYMMapHOE€ KOJIHWYECTBO KJIETOK COOTBETCTBYIOIIEro THIA

(MaxkcumoB u Jip., 2005).

2012). B nanHo#1 paboTe aBTOpPHI pETUCTPUPOBAIIA HE KOHKpeTHbIe okoHuYaHus ['K B
TEKTyME, a Ty 00bEeMHYI0 00J1aCTh, B KOTOPOIl BOZHUKAET MOBBIIICHHAS] aKTUBHOCTH B
OTBET Ha MPENbABIAEMYIO CTUMYJSALNIO. ABTOpAMHU TakK K€, KaK W Halled rpymnmoin
paHee, MoKa3aHo, YTO JUPEKIIMOHAIBLHO-U30upareibHas aKTUBHOCTh HaOM0AaeTCsl B
TpeX MpPEeANnouTUTENbHbIN HampabieHusax: 30° (BeHTpO-IOop3ajbHOE HAampaBlICHUE),
164° (nop30-BeHTpalibHOE HarpaBieHue) U 265° (Kayao-poCTpaibHOE HAMPABIEHUE).
HampaBiienust oneHeHbl aBTOpaMu € TOYHOCTBIO 10 +20°. IIpumedarenbHO, 4TO
HanOoJyiee BBIPAXKEHHOM OKa3ajlacb O0beMHas o00JacTb C Kaylo-pOCTpalbHbIM
OpEeANOYTUTEIbHBIM HANpaBI€HUEM, YTO CBUJETEIbCTBYET O OoJblIeH
npeacTaBiIeHHOCTH okoHYaHui ['K ¢ nmpeanoyreHneM K JaHHOMY HampasieHUIo. Bes
BBIBJICHHAs JAUPEKUUOHAIbHO-U30UpaTelbHasl AaKTUBHOCTb 3aperucTpupoBaHa
UCKIIFOUUTENIBHO B MOBEPXHOCTHOM ropu3oHTe SFGS, HUKakoll IHpPEKUMOHAIBHO-
n30uparesbHOM aKTUBHOCTH B Oosee miyOokux ropuzoHTtax SFGS wunm Oonee

myookux cnosix (SO, SGC u SAC) aBropamu He BBISBIEHO. TakuM 00pazom,
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HCCIICHOBAHNC HA NAHWO ITIOJIHOCTBIO MOATBCPANIIO JAHHBIC, ITIOJTYUYCHHBIC PAHCC IJIA

Kapaceil 1 MPUBEJICHHBIC BBIIIIE.

OpueHTtannoHHO-u30UparTenbHbie 3yneMeHTH (OMD) ceruyaToyHOrO
npoucxokaeHus onucanbl y ntuil (Maturana, Frenk, 1963), uepenax (Bowling,
1980), mnexonmraromux (Barlow et al., 1964; Leventhal, Schall, 1983; Amthor et al.,
1989; Bloomfield, 1994; He et al., 1998) u pei6 (3enkumn, Ilurapes, 1969;
MakcumoBa, MakcumoB, 1981). OM I'K oTBewaroT UMIyAbCHOW peaklUe Kak Ha
JBYKYIIMECS, TaK U HA CTAaTUYHBIC TPAHUIIBI MPEANOYTUTEIHLHOM OpUEHTAIMH. Y
pbIO BBIIEIACTCA JBE PA3HOBUJAHOCTH OTUX KIETOK C MPEANOUYTEHUEM K
TOPU30HTAJIBLHOMN MO0 BEPTUKATIHLHOW OpUEHTAIIMU CTUMYJA. MIX aKTUBHOCTh MOXKHO
3aTOPMO3UTH TPEABSIBICHUEM CTHMYJa, OPUEHTHPOBAHHOTO OPTOTOHAJIBHO
npeanoututenbHoMy. O6a kimacca OUTK sensrorcs ON-OFF knerkamu. Pazmeps nx
pPELIENTUBHBIX TOJIEH cocTaBistOT cpenneM 5,0° (MakcumoB u ap., 2009). Hanuuue
OUTK y prib Taxke mokazano Ha manuo (Nicolaou et al., 2012). IIpu uccrnenoBanumn
IPOCTPAHCTBEHHOTO B3aMMOJICHCTBUSI CUTHAJIOB B Mpefesiax PEUENTUBHOIO MO
JIByMSl MEJIbKAIOIIMMU TOJOCAMH BBISBJICHBl MPOTSKEHHBIE TOPMO3HBIE 30HBI
PEUENTUBHOIO TMOJIsI, PACIONOKEHHBIE MO 00€ CTOPOHBI OT IEHTPAJIbHOW 30HBI
(Damjanovi¢ et al., 2009). Ilpu nombITKE HCCIEAOBAHHUS MEXaHU3MOB
OpPUEHTAIMOHHON W30UPaATeNIbHOCTH Yy JaHUO OblIa MpeasioKeHa THUIoTe3a O
MEXaHM3ME OpPUEHTAIIMOHHOW u3buparenbHocTH ['K pbiO, M mpeanosoKuTeasHo
oOHapyXeH THI aMaKpUHOBBIX KJIETOK, onpeaeistomux ee (Tenm3+ AC) (Antinucci
et al., 2013). X0oTs1 KOHKPETHBI MEXaHU3M OPUEHTALMOHHON M30MPATEIHLHOCTH Ha
JAaHHBII MOMEHT HE OIHCAaH, HO MOXHO C YBEPEHHOCTbIO TOBOPUThb, YTO OH
OTJIMYAETCs] OT OINUCAHHOTO MEXaHW3Ma JAUPEKIHMOHAIBHON H30MpPaTesibHOCTH,
nockonbKy AeHapuTel OU I'K He konTakTupyror ¢ SAC.

Takxke BO BTOPOM PETUHOPELENTUBHOM CJIO€ TEKTyMa PbIO PACIOIOKEHBI
OKOHYAHUSl TaKUX JJIEMEHTOB, KaK JETEKTOphl MATeH. BrepBrie 0OHapyXeHbl U
UCCIIEZOBaHbl Yy JISATYIIKM JETeKTOpbl TeMHbIX miaTeH (Maturana et al.,, 1960).
[IpeAnoyTUTENBHBIM CTUMYJIOM JUJISI TaKUX KJIETOK CIYXXUT HAaXO0XJCHHUE B
PELIETITUBHOM TMOJI€ MSITHA HEOOJBIIMX IO CPABHEHUIO C PEUENTUBHBIM IOJEM

pa3MepoB. Y peIO cpenu JETEKTOpOB IsATEH BbiAeneHbl kKak ON-, Tak u OFF-kneTku
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(Maximova et al., 2020). Habmntonenue 3a cBOOOJHO MIaBalOIIUMHU (M YaCTUYHO

00e3IBIKCHHBIMHM) MajbkamMu nanno (4-12 dpf) maér mpencraBieHHEe O TOM,
peaKIi KaKuX CIeNHATN3UpOBaHHBIX 'K —1eTeKTOpOB MpHU3HAKOB, OMHUCAHHBIX
BBIIIIE, HCIIOIB3YIOTCS B moBeAcHUU. [loka3aHO ydacTWe AETEKTOPOB IISATCH B
MUIIEBOM ToBeAcHUU AaHWO. OOBEKTHI, pa3Mep KOTOPBIX COCTaBIsAET MEHbIIe 5°
UHTEPIIPETUPYIOTCS KaK IHINEBBIC, U BBI3BIBAIOT OXOTHUYLE MOBEACHUE; OOBEKTHI,
npesbimaromue 10°, Be3bIBatOT peaknuio mzderanus (Bianco, Kampff, & Engert,
2011; Bianco, Engert, 2015).

Bce onrcannbie B TaHIIIMO3HBIC KIIETKH CBSA3aHBI CO BCEMU TPEMS THIIaMU
kosoouek (Maximov et al., 2015). Hecmotps Ha 3T0, OBUIO TOKa3aHO, TO BCE OHHU
HECTIOCOOHBI K I[BETOPA3IMCHUIO, IMMOCKOJIBKY MX PELENTHUBHBIC IO HE SBISIOTCS
JIBaXXJIbl IIBETOOMIOHEHTHBIMHM, YTO CYHUTACTCA KJIHYEBBHIM CBOMCTBOM IS

I[BeTOpa3Inyarnux HeipoHoB (Maximov et al., 2014).

1.6. IIBeTOBasi ONIMOHEHTHOCTH B CETUYATKE

OnuH GoTopenenTop He MOKET OTIUYUTh CABUT JUITMHBI BOJHBI OT H3MCHCHHSI
UHTCHCUBHOCTH. Takum oOpa3oM, I pa3IMYeHUS IIBETOB HEOOXOAUMO
NPOU3BOANTh CPAaBHCHUE OTBETOB (OTOPEIENTOPOB IO KpaHEeH Mepe ABYyX
cnektpanbHbiXx TUTOB (Krauskopf et al., 1982). Helipon, criocoOHBIN OCYIIECTBISITH
TAaKO€ CpPABHCHHE HA3bIBACTCS I[BETOONIIOHCHTHBIM. [[BeTOBasi ONMMOHEHTHOCTH Y
NO3BOHOYHBIX HauuWHaeT (GopMUpPOBATHCSA B HAPYXKHOW ceTYaTKE, TIe
TOPU30HTAIBHBIC KJIETKH BBICTYIMAIOT TIOCPEIHUKAMH B3aUMOJCHCTBHIA MEXKITY
dotopenentopamu  (Chapot et al., 2017b, Perlman et al. 2009, Maxkcumosa,
MakcumoB, 1969). Konbouku oka3pIBarOT TOPMO3HOE BIHMSHUE APYT Ha Apyra depe3
TOPU30HTAILHBIC KICTKU. | OPH30HTANBHBIC KICTKU AIEKTPUICCKU CBSI3aHBI, 00pasys
wioTHy1o ceTh — cuHiuTUl (Cook & Becker 1995). CnekTpanbHbie OTBETHI KaXKI0TO
THIIa TOPU30HTAIBHBIX KJIETOK 3aBUCST OT MX CBsA3el ¢ kojmooukamu (Connaughton &

Nelson 2010, Dacheux & Raviola 1982, Goodchild et al. 1996, Kamermans et al.
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Pucynok 5 — IlBeTOONNOHEHTHbIE TOPU30HTAJIbHBbIE KJETKH. A: OTBETHI

HECKOJIBKHX THUIOB FOPU3OHTANIBHBIX KJIeTOK Cyprinus carpio (mo Mitarai et al., 1974).
AXxpoMaTtudyeckue OTBETHl Ha3BaHbl L-peakiusMu, IBETOONIOHEHTHBIE OTBETHI
Ha3BaHbl C-peakuusiMu. L-peakuys NaJOYKOBBIX TOPU3OHTAIBHBIX KieTok; B: L-
peakiusi KOJOOYKOBBIX TOPHU3OHTANBHBIX KJIeTok, C: C-peakuuss TOpPU30OHTAIBLHOMN
kietku R/G tuna; D: C-peakuusi ropu3oHTanbHoN kietku Y/B tuna; E: C-peakuus
ropu3oHTaIbHOM KieTku Y/BR-Tuna. b: ropu3oHTH OTBEIeHNS OTBETOB pa3HbIX THUIIOB
TOPU30OHTAJIBHBIX KJIETOK B HApPY>KHOM CHHANTUYECKOM clioe pbid poma Mugil (1o
Mitarai et al., 1982). Cone HC — kon6oukoBble ropuzoHTanbHble kietku; Rod HC —
MMaJOYKOBBIE TOPU3OHTalbHblEe KIeTKH; Lrp — L-peakumsa nansodkoBBIX
TOPU30HTAIBHBIX KIETOK; Lg, Lr — 3enéHo- um KpacHOUyBCTBUTENbHBIE L-peakunu
KOJIOOUKOBBIX TOPHU3OHTAIBHBIX KJIETOK, COOTBeTCcTBeHHO; “R/G”, “G/R”, “B/Y”, “Y/
BR” — pasHble THUINBI LBETOOMIOHEHTHBIX OTBETOB KOJIOOYKOBBIX TOPHU3OHTAIIBHBIX

KIICTOK.

1991, Li et al. 2009) a Takxe OT TUIIA ITUX CBS3EH U WX Beca B CyMMapHOM BXOJIHOM
curtaie (Baden et al., 2013, Breuninger et al., 2011, Chapot et al., 2017a). Muorue
BHU/bI, 00JaJarolMe HECKOJIBLKUMH THIIAMH KOJIOOYEK, MMEIOT M HECKOJIBKO THIIOB
TOPU30HTANBHBIX KJIETOK C YETKHUMHU, H30MpaTEeIbHBIMH CBI3SIMH C
dboToperienTopaMi M, COOTBETCTBEHHO, CIIOKHBIMH XPOMAaTHYSCKHMH CBONCTBaMHU
(Connaughton, Nelson 2010, Kamermans, Werblin, 1991, Packer et al., 2010).

Y pbI0 HW3BECTHO HECKOJIBKO THIIOB IIBETOOIOHCHTHBIX TOPHU30HTAIBHBIX
KJIETOK. Peakiuu TOpHM3OHTAIBHBIX KJIETOK IO XapaKTepy OTBETOB Ha IIBETHHIC

CTUMYJBI paznensitorcss Ha L-peaknuu (Monodasueie) m C-peakiuu (ABYX- U
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tpexdasznspie) (Svaetichin, MacNichol, 1958; Fatehchand et al., 1961; Tomita, 1965;

MakcumoBa, MakumoB, 1969). V kapna onpenenens! 3 tuna C-peaknuii (Mitarai et
al., 1974). ABtopamMm OBLIO YyCTAaHOBIIEHO, YTO TaKHE PCAKIUH SBISIOTCS
I[BETOOIIOHEHTHBIMU C ommoHeHTHOCThIO THMNOB R/G, Y/B u Y/BR (Puc 5, A).
[Toznuee Ha Bumax cemeiicTBa kedaneBsix Mugil brasiliensis u Mugil cephalus b1
IPOJIEMOHCTPHUPOBAHBI MHBEPTHPOBaHHBIC I[BeToonmoHeHTHBIe C-peakiuu G/R, B/Y
u BR/Y (Drujan et al., 1971; Mitarai, 1982). IIpu 3ToM pa3Hble TUTIBI pEaKIIUi YE€TKO
oOpanyxuBanuch B pazHbix ropusontax HCC (Puc 5, B). (Y nanuo ectb no kpaitHei
Mepe TPU KOJOOYKOBBIX M OJIMH MAJIOYKOBBIA TUI TOPU3OHTAIBHBIX KJIETOK C MOHO-,
ou- u tpexdasupiMu orBetamu (Meier et al. 2018). Coderanne Takux CBOHCTB Kak
oOmupHbIe (32 CYET CUHIUTHUS) PEUENTUBHBIC TMOJS U IBETOONIMOHEHTHOCTH
MO3BOJISIIOT TpeAnonararb, urto nepudepus PII 1BEeTOONMOHEHTHBIX KIETOK B
MOCJIEIYIONUX CJIOAX CEeTYaTKu (POPMUPYETCS] UMEHHO 3a CUYET TOPU30HTAIBHBIX
KJIETOK.

YerpoiicTBO cucteM 00paboTku uHPOpMamuud O I[BET€ B CeTYaTke,
HECOMHEHHO, 3aBUCUT OT Habopa (poTopenenTopoB KUBOTHOTO, HO OOIIUNA TTPUHITUIT
HEHPOHHBIX CBS3€M COCTOMT B AU(PGEpEeHIUPOBAHHOM KOMOMHHPOBAHUS JIBYX WIIU
0osee HBETHBIX KaHajoB. OJHA M3 CaMbIX PACHPOCTPAHEHHBIX CXEM MPEACTABIISIET
co0OOl /1Ba M30JUPOBAHHBIX IIBETHBIX KaHalla, KOTOpPbIE yepe3 OUMOJSPHBIE KIETKU
COCIMHSIIOTCA C TaHIJIMO3HOM KJIETKOW, OWH BXOJ BO30YyXKJarouIui, a Apyrou
TOPMO3HbIN, TaKUM 00pa3oM, (pOpMUPYS LIBETOONIOHEHTHYIO TAHIJIMO3HYIO KIIETKY
(Byzov et al., 1992; Dacey, Lee 1994, Marshak, Mills 2014, Mills et al., 2014).
Ananu3 npumepHo 4000 OUMONSIPHBIX KIETOUHBIX CHUHANCOB y JUYMHOK JIaHHO
MOKa3aJl, 4YTO OOJIBIIMHCTBO TEOPETUYECKH BO3MOXKHBIX KOMOMHAIMN CHHAICOB
MEXAY pelenTopaMyd U OUMOJSPHBIMHU KJIETKaMU HE OOHApy>KHWBAIOTCS B CETYATKE
(Baden, Osorio, 2019). 87% OUNOASPHBIX CHUHAICOB HE JIEMOHCTPUPYIOT
nBerocnenuuunbix peakuuit; y 12% mnoka3zana omnmoHeHTHOCT L k M u S;
npuMmepHO 1% wumMenu onmoHeHTHOCTH L + S k M; HE BBIABIECHO CHHAICOB C
onnoHeHTHOCThI0O UV+M k LS.

B peruHOTEKTaNbHON CHUCTEME PbIO Cpeld OKOHYaHWI TaHIIMO3HBIX KIIETOK

TaKXC O6Hap}7)KI/IBaIOTC$I IIBETOOIIIIOHEHTHLIC 3JIE€MEHTHL. B CPpCAHCM TOPU3O0OHTC
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Pucynok 6 — I'anriiuo3nbie KieTtkn R/G-tuma B ceryarke kapma. A: Cxema omnbiTa
METOJ] LBETOBOW CTUMYJSILIMU JIBKYIIMMHCS TPAHULAMU B M3MEHSEMBIX  YCJIOBMSX
OCBEILEHHUS; B JIEBOM HM)KHEM YIUIy ITOKA3aHO, KAK COOTHOCATCS KPUBBIE CIIEKTPaIbHOU
YyBCTBUTEJIIBHOCTH KOJIOOUEK Kapma W KpUBBIE MPOMYyCKaHHs CBETOQUILTPOB. b:
pe3ynbTaThl UCCIIEA0BAaHUSI KOHCTAHTHOCTH I[BeTOBOCHpUATUS Ha R/G kierkax ceTdaTku
kapacd. Ha rpaguke o ocu abcuuce peakuys Ha BBEJCHHE CTUMYJA B pELENTUBHOE OJIE
(ON); mo ocu opAMHAT — peaklys KJIETKH Ha BbIBEJIEHUE CTUMYJIA U3 PELENTUBHOIO MOJIS
(OFF). ITokazaHo, 4yTo peakiuu B OCJIOM OKPYXKEHUHU (OTPa)KaroIIeM CBET OT MCTOUYHUKA)
OCTAaIOTCSl HEU3MEHHBIMU BHE 3aBUCHUMOCTH OT CIIEKTPA OCBEILLIEHHUs, TOTAA KaK B YEPHOM
OKpPY>KEHHH CMEIICHHE CIEKTPa OCBELIEHHS B JUIMHHOBOJIHOBYIO 001acTh (MIOKpacHEHHUE)

IMPUBOOUT K ITOABJICHHUIO ON PCaKIMn KJIICTKHN Ha 3€JICHBIN CTUMY!II.

PETUHO-PELUITIUEHTHOTO CJI0S MOXKHO PETUCTPUPOBAaTh OTBEThl OKOHYaHuii R/G
KJIETOK (OT aHmmiickoro red — KpacHbI, — M green — 3€JIeHbIH). OTH KIETKU
OTBEYAIOT OrPAaHUYEHHBIM MO JIUTEIBHOCTU pPa3psaoM Ha cTtumynsl L+ u M-
(MakcumoBa u ap., 1971). ABTopsl npoBenu u3Mepenus peuentuBHbIX mnoneit (PIT)
R/G krnerok, oneHuB ux B 5°+1°, a TakkKe MOCTaBUIM CEPHUIO0 SKCIIEPUMEHTOB I10
UCCIIEIOBAHUI0 KOHCTAHTHOCTH LBETOBOCHPUSITHUS JTaHHOTO THIA KJIETOK
(MakcumoBa u ap., 1978). KoHCTaHTHOCTh IIBETOBOCIIPUATHS — OJTHO U3 KITFOYEBBIX
CBOMCTB IIBETHOTO 3PEHHUSI, TO3BOJISIIOLIEE OMPEACIATh IBET 00BEKTa HE3ABUCUMO OT
U3MEHEHUI crieKkTpa ocBeuleHus. st 3Toro B mnose 3peHus JOJKHBI PUCYTCTBOBATh
0OBEKTHUBHBIEC MOKA3aTe€M OCBEUICHUS JJIsI BHECEHUSI COOTBETCTBYIOIIECH MOINPAaBKU

Ha CHCKTpaHBHBIﬁ COCTaB 3TOI'0 OCBCIICHMUA.
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ABTOpaMI/I ObLIa BbBIABUHYTA I'MIIOTC34, YTO HpOCTGfIIHPIG MCXaHHN3MbI BBCIACHU A

MOTIPaBKM Ha OCBEIIEHHWE peaJnM30BaHbl elle Ha ypoBHE cerdaTtku. OO0macTh
CTUMYJISIIIUU TIOApA3Jeisigach Ha JABE 30HBI — «IEHTP» M «OKpyxkeHue». LleHTp,
paBHBI pasMepy ueHTpa PII, ObUT BBINOJHEH B BHJIE KPYIJIOTO OTBEPCTHUS
muamerpoM 10° (4ToOBI TONHOCTBIO TMEPEKphIBaTh IEHTpadbHyl0 obOnacts PII
KJICTKH) B TIJIACTUHE,

BBITIOJTHABIIICH PONb «OKPYXEHHUs» oxBaTbiBatomei mnepudeputo PII. Ctumymnb
nepeMENIINCh MO/ IJIACTUHON OKPYKEHHSI C MOCTOSTHHOW cKopocThio 20 rpaj/c 1mo
yepHoMy (GoHy. B kauecTBe nmepudeprn UCIONb30BAIUCH YSPHBIC, OCIbIC U [IBETHHIC
iacTuHbBl. B KauecTBe CTUMYJOB — BBIKpAlIEHHBIE M MPO(POTOMETPUPOBAHHBIE
JUCTHI OyMaru, pasmepamu ropasao 6onee 10°, mpumepno 30 Ha 60. 11 ocBemeHus
NOJISL 3pEHUSI UCTIOIb30BAIMCH JIBA HCTOYHUKA, &8 UHTEHCUBHOCTBIO U CIIEKTPAIBHBIM
COCTaBOM OCBEILICHUS YNPABIISIU MPU MOMOIIM CBETOPUIBTPOB. Bennunny peakiuu
OLIEHMBAJIM MO KOJIMYECTBY UMITYJIbCOB B OTBETE Ha cTumyl (Puc 6).

[lepBoHauanbHO OBUIO YCTAHOBJIEHO, YTO OTBET KJIETKM 3aBUCUT Kak OT
WHTEHCUBHOCTH, TaK M OT OTHOCHUTEJIBHOIO CHEKTPAJIBHOTO COCTaBa CBETA,
OTPAXKEHHOI0 OT CTHMYyJa. MI3MEeHeHHe OTBETa B 3aBUCUMOCTH OT OKPACKU CTHMYJa
Jy4IIle BCEro MPOSIBIISLIOCH B MEpBO (pa3e cTUMyIALMU (BBEACHUH cTUMYa). B psiny
CTUMYJIOB CHHHUM-3EIICHBIN-KEITHIM-KPACHBIM pEaKUus Bo3pacrajia OT eJe
pa3IMYMMOl 10 MOILNHOTO MMITYJIBCHOrO paspsaa. Jlanee IBETHbIE CTUMYIIbI
IPEIbSBIISIIN B YEPHOM U O€JI0M OKPY>KEHHH P PA3IUUYHBIX YCIOBUIX OCBEIICHUS.
B 6enoii mepudepun oTBETH HE 3aBUCENU OT ocBelnieHus. [Ipu KpacHOM OCBEIIEHUH,
TaK K€, KaK W IPU HEUTPAIIBHOM, KIIETKU JaBajy UMITYJIbCHBIM OTBET HA MEPEIHIO0
Y 3aJHIOK0 TPaHUIBI KPACHOIO CTUMYJIa M TOJIBKO Ha 3aJHIOK0 T'PAHUILY 3€JIEHOTO
CTUMYJIA.

[Ipy uCHONB30BaHUU CBETOMOIVIONMIAIOIIEH YEpHOW mepudepun CUTyarus
MeHsutach. IIpr KpacHOM OCBEHIEHHWM KJIETKa HayuHaja OTBEYaTh HA IEPEIHION0
IPaHUILY 3€JICHOTO CTUMYJa. JTO ObUIO MHTEPIPETHUPOBAHO CIEIYIOIIUM OOpa3oM.
KpacHoe ocBemieHne U3MEHWIO CIIEKTP CBETA, OTPAXKEHHOTO OT 3€JIEHOTO CTUMYJIA,
CMECTUB €ro B KpacHyK 00JacTh, YTO M BBI3BAJIO BO3HUKHOBEHHE OTBETAa Ha

BBeJleHHE cTuMyna. [Ipy 3TOM BO3MOXHOCTH clienaTh MONPABKY Ha mepudepuro
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OTCYTCTBOBAJIa, ITOCKOJIbKY YCpHAsA HepI/I(bepI/IH HC OTpaxajia CBCT. Tak dBTOpaMH

OBLIO MPOJAEMOHCTPUPOBAHO, UYTO MPOCTEHIINE MEXaHU3Mbl KOHCTAHTHOCTHU
[IBETOBOCHPUATUA OOYCIOBJIEHBI KJIETOYHBIMM MEXaHM3MaMH Ha YPOBHE camoil
CeTYaTKH, B TO BpeMsl Kak paHee MPeIInoiarajJochk, YTo JaHHbIH 3 (eKT peanusyercs
B BBICIIUX 3pPUTEIBbHBIX M aCCOIMATUBHBIX LEHTpax. OMNUCaHHBINA BBIIIE METO/,
pa3pabOTaHHBIA B JOKOMIIBIOTEPHYIO 3MOXYy U PEaIM30BaHHBIM Ha aHAJOTOBBIX
KOMITIOHEHTAaX, JIEr B OCHOBY pa3pabOTaHHOIO IO3/HEEe KOMIIBIOTEPHOTO MeEToja
[[BETOBOM CTUMYIJISIIIUU, UCTIOJF30BAHHOTO B HACTOSIIIEH padoTe.

Camplii TIyOOKHMU TOPU3OHT PETUHO-PEIMIUEHTHOTO CJIos tectum opticum
chopMHpOBaH OKOHYAHUAMH dJIEMEHTOB ¢ (hoHOBOHM akTuBHOCTHIO (DDPA). OHu
OTBEYAIOT JUISAIIEHCS aKTUBHOCTBHIO HA KPYIHbIE KOHTPACTHBIE CTUMYJIbI, TAKHE KaK
JIBIKYIIMECS TpaHULbl Win cranuoHapHblie naTHa. DDA npencrasinensl ON-TUmnom
u OFF-tunoM, oTBeYarwNMMU Ha KPYIHBIE CBETIBIE U TEMHBIE MSITHA

cootBeTcTBeHHO (Aliper et al., 2019).
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I'maBa 2. MarepuaJjbl 1 METOAbI

2.1. JKuBortHsble

OCHOBHBIM OBEKTOM [JIi TPOBEACHUS BCEX OINBITOB CIYXKWIU CEPEOPSHHBIC
kapacu Carassius gibelio pasmepom ot 10 10 15 cm u Becom ot 35 mo 100 r u3
MOJIMOCKOBHBIX TMPYAOBBIX XO3SIMCTB. JKHMBOTHBIX cOAEpKaJIM B J1aOOPATOPHBIX
akBapuyMax oobemMoM 60 11 ¢ aspanuei u QuiIbTpalnyeit Bojasl B TE€UEHHNE HECKOJIBKUX

MCCIAICB IIPpU KOMHAaTHOM TCMIICPATYPC U CCTCCTBCHHOM CBCTOBOM PCKHUMC.

2.2. IToaroroBKa K 3KCIEPUMEHTY

Jns pgoctynma k tectum opticum y pblObl C OZHOHM CTOPOHBI 4Yepena,
KOHTpajlaTepalibHO OTHOCHUTEIBHO TIJla3a, Ha KOTOPBIM MOJAETCS CTUMYJISLMS,
yIAISUIM  TEMEHHO-3aThUIOYHYIO KOCTh, @ TakKXe pacnoJyiararlolmecss MojJ Hewl
KUPOBYIO TKaHb U Y4aCTOK MSTKOH 000yiouku mo3ra. Ha Bpems ombITa >KMBOTHOE
o0e3nBmkuBaIM BBeAeHUEeM d-TyOOKypaprWHa BHYTPUMBIIIEUHO (032 COCTaBisiia
0.3 mr "a 100 r maccel pbiObI). OOE3NBIKEHHYIO PHIOY 3aKPEIUIsIIA B €CTECTBEHHOM
MOJIO)KEHUU B aKBapUyMe W3 TUIEKCHUITIaca C MPUHYAUTEIbHBIM MPOTOKOM BOJIBI Yepe3
*aOpbl. B ycraHOBKe B TeueHHME ONBITA HUPKYIUPOBATIO OKojJo 10 J1 TOCTOSHHO
aspupyromieiics u QuibTpyromeics Boabl. Lupkynsamuio Boasl oOccreunBaIn
TepMocTarupyronmm HacocoM. K sxabepHomy ammapary pblObl BoAa MOCTymaja Moy
nasiaeHueM 50 cMm BoasiHOro ctosba. YpoBeHb BOABI B aKBapuyMe IMOAJIECPKUBATIU
TaKuM 00pa3oM, 4TOOBI I1a3a PHIOBI HAXOAWJIMCH MOJHOCTHIO IO BOJOHM, HO BOJA
IpY 3TOM HE 3aJMBajiach Ha OTPHITHIA MO3T. C pbiOamMu 00palaiuch B COOTBETCTBUU
¢ nupektuBoir European Communities Council ot 24 Hos0ps 1986 T
DKCIepuMEHTaIbHbIE TPOIEAYpPhl ObUTH 0A00peHbl dThdeckuM KomuteTtom MIITTA

PAH (ITporokoxn Ne 1 ot 24 anpenst 2018 ).
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2.3. Perucrpanust

OTBeThI TAHINIMO3HBIX KIETOK PETMCTPUPOBAIH IKCTPAKIETOYHO OT OKOHYAHUN
UX AaKCOHOB B BEPXHHUX CJIOAX TEKTyMa 3aKJIIOYEHHBIMU B CTEKJIIHHYIO OOOJIOYKY
METaJUIMYE€CKUMHU TUIATHHUPOBAaHHBIMU MUKpo3iekTpoaamu (Gaesteland et al., 1959)
C IMAMETPOM IUIATUHOBOW HUIANKUA 3—5 MKM ¢ cornpotuBiieHueM 200-500 kOM Ha
gactore 1 kl'm. MuUKposnekTpoa 1o BHU3yaJbHBIM KOHTPOJIEM NOJBOAMIN K
MHTEpECYIOIIe 00JacTH IMOBEPXHOCTH TEKTyMa MHUKPOMAHUITYJISITOpOM Sutter
MP-285 (c yuderoM pPETHHOTONMUYECKONW MPOEKIMH, OPUCHTUPYSACH MO KapTHUHE
KPOBEHOCHBIX COCYIOB) U OCTOPOXXHO NOTPYXajlu, JOOHBAACh CTAOHIBHOTO
OJIMHOYHOTO OTBEAECHUSA, O YEM CYAMJIA MO BEIUYMHE UMITYJIBCOB U TIO COOTHOLIEHUIO
CUTHaja U myma. VIMImynbChl ¢ BBIXOJAa YCUJIUTENA MEPEMEHHOIO TOKa € IMOJ0COM
nponyckanuss ot 100 I'm go 3.5 xI'u (Bunorpagos, 1986) mpocinymmBanu npu
IOMOIIIM TPOMKOTOBOPHUTEISI, HAOMIOad Ha 3KpaHe ocuuuiorpada M BBOAWIU B
naMsITh PETUCTPUPYIOIIETO KOMIIbIOTEpPA, OCHAIIEHHOTO aHaJOrOBO-IU(PPOBHIM

npeobpaszoBaTesieM ¢ YaCTOTON Auckperu3anuu 25 kI (puc. 7).

2.4. 3puTtesibHAS CTUMYJISIIIASA

[IpenbsBiieHre TPOrPAMMHO-CTEHEPUPOBAHHBIX CTUMYJIOB OCYIIECTBISIOCH
yepe3 Mpo3padHylo CTEHKY akBapuyma Ha 3kpaHe moHuTopa LG Flatron 775FT,
YCTaHOBJICHHOTO Ha MOJIBMYKHOM CTOJIMKE, YTO MO3BOJISIIO MepeMeNnaTh €ro B Hy>KHOE
MECTO TOJIsl 3peHHs pbIObl. B OCHOBHOM HCCIIeIOBAIM JIaTepaibHbIEC MO 3PEHUS B
JIOBOJILHO IIHMPOKOM obnactu: cBhimie 60° 1o ropuzoHTanu u okojo 40° mo
BEepTUKaIU. PaccTosHMe OT MOHMTOpa JI0 TJia3a PbIObI B XOAE OSKCIEPUMEHTA
coctaBisio 30—40 cMm. OTHOCUTENbHBIE CHEKTPHl HU3JIYUYCHHUS DJKpaHa ObUIU
U3MEPEHBl MpPU TOMOIIM MOAYIBHOM crHekrpoMerpuueckoir cuctemMbl MCS500
Modules ot mpousBogutens Carl Zeiss. MakcumanbHas spkocTh 3kpaHa (mpu R = G

= B = 255), msmepennas ¢oromerpom TKA-04/3, cocraBmsuia 38 ka/m2. B
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OQHCPICTUYCCKUX CIAHMHUIIAX 3TO COOTBCTCTBYCT 3(1)(1)6KTHBHOI>1 C-)HepFeTI/I‘{eCKOﬁ

SIPKOCTH 1711 (POTONMUYECKOTO 3peHUs YeIoBeKa, paBHOM 56 MBT cT —1 M —2.

Pasmep, dhopma, SpKOCTh, IBET U APYTHUE TapaMeTPhbl CTUMYJISIIUN 33]1aBaJIMCh
AKCIIEPUMEHTATOPOM YEpe3 MPOorpaMMy YHPaBISIOMIETO KOMIIBIOTEPHOTO MOJYJIS.
Kpome Toro, jyist uccienoBaHusl psijia CBOMCTB OTBOAMMBIX AJIEMEHTOB, TaKUX Kak
NPOCTPAaHCTBEHHBIE IapaMeTphl PEHENTUBHBIX IOJieH, KOHTpacTHas
YyBCTBUTEJILHOCTD, I[BETOKOAUPYIOIINE CBOMCTBA, NMPUMEHSUIM CTAHAAPTHBIE CEPUU

CTUMYJIALUU. HpOTOKOJIBI TaKnX CepI/IfI CTUMYJIALIHUU IPUBCACHBI HUXKC.

— 4 9
—
A
1 -« 8 «

=
3 =
6
2 3 ;
4

\J

Pucynok 7 — Cxema ycTaHOBKM. | — perucTpupyoumii Moayib, 2 — CTUMYJIHPYIOIIHA
MOJYJlb, 3 — KOMaHIHBIA MOAYJIb C IBYMSI MOHUTOpamu, 4 — OONacTb CTUMYISALMN Ha
HKpaHE CTUMYJIUPYIOLIEr0 MOHUTOpPa, 5 — nonoxenue PII peructpupyemoro anemenra, 6

— YCWIHTEINb, 7 — TpoMKoroBopuTeih, 8 — ALIII, 9 — ocummorpad.

2.5. I3mepeHne penenTUBHBIX MOJIel

[Tonoxxenne u pasmep PII (TouHee, ero BO30ymMTENHLHON YacTH — reactive

receptive field) onenuBanu metogom “maxmardoi nocku’” (“random checkerboard”).
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HOCJIG,Z[OB&TGHI)HO B KBaSHCquaﬁHOM IMOPAAKC Ha SKpaHC B IPCACIax KBaﬂpaTHOﬁ

obnactu ctumynsiuuu 11° x 11° npeabsaBisiii BCOBIXUBAIOIIKE MsATHA (KBaApaTHbHIC)
HeOonporo pasmepa (1.1°) u 3anuchiBaIM BEIWYMHBI PEAKIMH  (KOJIUYECTBO
CITaiikoB 3a cTaHjapTHOe Bpems). Kak npaBuio, BeiOupanu 7 X 7 = 49 nonoxxeHui
ctumyioB. IIpu 06paboTKe JaHHBIX 3aBUCHUMOCTDH BEJIMYMHBI OTBETA OT IOJIOKCHHS
CTUMYJIa B 00JIACTH CTHUMYJISIIMM MPEICTABISUIN B BUJE ABYMEPHOU rayccuaHsl. JIis
ONpEJICTICHUsI €€ IMapaMeTPOB II0 TOJIYYEHHBIM DSKCIEPUMEHTAIBHBIM JaHHBIM
pPacCUUTHIBAIM MOMEHTHI PacCIpeIe/ICHUs — MaTeMaTUYeCKUE OXKUJIaHUs, TUCTIEPCUN
u koBapuanuwp. I[lomydeHHbIe MaTeMaTHUYE€CKUE OXUIAAHUI XapaKTECPU3YIOT
noJIokeHue HaijaeHHoro 1enTpa PII kimeTku B 001acTu CTUMYIISILAY, & JUCTIEPCUU U
KOBapHaIlis XapaKTEepU3yIoT pazmep u ¢hopmy Bo3OyauTenbHol yactu PII. I'panumneit
Bo30ymuTeapHOM yactu PII cumrtanu »anuic, SBASIOMMUNACA TEpecedcHueM
pacCuyMTaHHOM NBYMEpPHOW rayccwaHbl ¢ IockocTthio f = fmax/e, rme fmax —
MaKCHUMYyM TayccoBOM (pYHKIUHU, € = 2.72 — OCHOBaHUE HATypaJbHOIO Jiorapudma.
[Ipu 3TOM IUHBI OOJBIION M MaJiOil OCEM ATOro AIUIMIICA MOIYYalOTCS PaBHBIMU OT
pacCYUTAHHBIX JAJsI TFayCCMaHbl MAaKCHUMAaJbHOTO M MHUHHUMAaJbHOTO
CpeAHEKBaJpaTUYECKUX OTKJIOHeHHM. 3a pazmep Bo3OyautenbHOl wactu PII
MPUHUMAIIA CPEJIHEE T€OMETPUUYECKOE OT JJIMH OCEH ATOro 3Juhrnca. Pe3ynbrarsl

00pabOTKM MPECTABISIN B BUJIE KapThl B reorpaduyeckoil najauTpe.

2.6. 3aBHCHMOCTHh HHTEHCMBHOCTH OTBETA OT pa3Mepa CTUMYJIa

[locne ueHTpupoBaHUsS OOJACTH CTUMYJISIUU pa3Mep OOJIACTU CTUMYJISALMU

o (o]
yBeIMYUMBAIA A0 22° x 22° CTUMyISUHAI0 TNPOWU3BOAWIA BCIBIIIKAMU MSTEH
IPEANIOYMUTAEMOrO 3HaKa KOHTpacTa. PazMepsl cTuMyIioB BapbupoBaiuch oT 1,1° 1o
22°. CraMyn KaxJoro pasMepa MNpEeAbSBISIICA B TPEX IOBTOPHOCTAX; pa3Mepbl

CTHUMYJIa MCHAJINUCH B KBEBPICJ'Iy‘l&ﬁHOM IMOPAOKC.
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2.7. 3aBHCUMOCTh MHTEHCMBHOCTH OTBETa OT pa3Mepa CTUMYJIA

Jis cucTeMaTU4ecKOro HU3MEpeHUsi KOHTPACTHOM YYyBCTBUTEJIbHOCTH
NPUMEHSJICS CIEIUalIbHBI MporpaMMHbId MHCTpyMeHT. Ha ¢oHe HexkoTopoit
3aJlaBaeéMOM HJKcHmepuMeHTaTopoMm sipkocTtu B 1HeHTpe PII Bmepemexky
OPEABIBISIINCH CTUMYJBl (IBHXKYIIMECS TPAHUIl WM BCHBIXMBAIOIIME TMSTHA)
Pa3HBIX SPKOCTEH W CTPOWIHCH TpauKU 3aBUCHMOCTH CPEIHETO KOJUYEeCTBa
uMiysnbcoB B 3anne 'K or spkoctu ctumyna (MakcumoB u ap., 2005). Ilpu
U3MEPEHUM KOHTPACTHOW YYBCTBHUTEIbHOCTH Ha mnepudepun PII sgpkocTs

U3MEHsIIaCh cpasy Mo Bcel nepudepuu (Mpyu HeM3MEeHHOM apkocTu B 1ieHTpe PII).

2.8. CerekTHBHAS LBETHASI CTUMYJIALIUSA

[Ipenpiaymue ucciaenoBanus (MakcumoB u ap., 2007) nokaszaiu, YTO
KpacHbI, 3€JIEHBIM W CHUHUM KaHaJdbl CTUMYJIMPYIOIIETO MOHHUTOpa padoTaroT
HE3aBUCUMO, a J1000M criekTp uznydenus I(A) nns 3nauennii R, G u B, 3amaHHbIX B

nuamnas3one ot 0 mgo 255, xopomo ammpokcumupyercs dopmynoir (Maximov et al.,

2015):

R ; 8

R . B "
1) = (52) xr(/~)+( ) Xg(/a)*'(ﬁ) X b(A) +c(3)

rae r(A), g(A) u b(A) — cnexkTpsl U3aydeHUs TPEX JTOMUHOG(OPOB MOHUTOpA (pHC.
8a), a mokazarenu crteneHed YR, yG u yB and pasHbIX KaHaJIOB HECKOJIBKO
npeBbILAOT 2. POHOBOE U3TyUYEHHE TEMHOTO SKpaHa, OMHUCHIBAEMOE CIEKTPOM C(A),
opuio mpuMmepHo B 100 pa3 ciabee MaKCMMaldbHOTO U3JIYyYEHHUS KaXJ0Oro
momuHodopa. Ilomumo cuctemsl UBeTOBBIX koopauHat RGB, Bce 1Bera,
3a/laBaeMbleé Ha MOHHUTOpPE, OBUIM OMNpeaeiaeHbl B (DU3MOJIOTMYECKOM CHCTEME

KOOpAMHAT Kapacsi — TPEXMEPHOM LBETOBOM IIpocTpaHcTBE ¢ ocsimu L, M m S
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(COOTBGTCTBy}OIIII/IMI/I JJIMHHO-, CPCAHC- W KOPOTKOBOJIHOBBLIM KOJI60‘-IK3M). Nx

SHAYCHUA PACCYUTBIBAIIUCH I10 (I)opMynaM:

L= Jm I(n) xI(A) xd(r), M= J'Nl();) x m(h) xd(L), B = ro I(%) x b(A) xd(}),

) ) )

rae (yHKIUU CIEKTpadbHOW YYBCTBUTEIBHOCTH KojOouek I(A), m(A) u s(A)
U3BECTHBI.

KnroueBoll 31eMEHT METOAMKH COCTOUT B CEJIIEKTUBHOM CTUMYJISIIUU
OTJENbHBIX LIBETOBBIX KaHaJOB. M3-3a 3HAYMTENHHOTO MEPEKPHITUS CIIEKTPAIbHBIX
KPUBBIX UYBCTBUTEJIBHOCTH KOJOOYEK JII000€ U3IIyYEHUE aKTHUBUPYET BCE TPU THUIA
¢doropenientopoB. TakuM 00pa3oM, HE CYIIECTBYET €CTECTBEHHOIO M3JIy4eHUs (WU
KOMOMHAIMU JTIOMUHO(GOPOB MOHUTOPA), KOTOPOE BO30Yk a0 Obl TOIBKO OAWH THUI
Koj10ouek, He 3arparuBasi octaibHbie (puc. 8b). MckitoueHne — NITMHHOBOIHOBBIE
KOJIOOYKH, KOTOPBIE MOXXHO H30UpATEIbHO CTHUMYIHUPOBATH SPKUM
MOHOXPOMAaTHYECKUM (JIa3€pHBIM) H3JIy4YE€HHEM C JIUHOW BoOJHBI >700 HM.
CenekTuBHasT CTUMYJISIIMS peaju30BaHa C TIOMOIIBIO CEMHU CHenupUIecKux
nBeroBMoHUTOpa: Heirpaneueiii Gon (N) — wucmonb3oBajics Kak OCHOBA IS
npeabsBieHus ctumynoB B PII. Illects ctumynoB: Tpu uHKpeMmeHTHbIX (L+, M+,
S+), Ha 60% sipue GoHa I ONMpeaeaEHHBIX KOJIOOYEK, W TPU JeKpeMeHTHBIX (L—,
M-, S-), na 60% TtemHee. X pacnosioxxeHHe B IIBETOBOM IMPOCTPAHCTBE MOKA3aHO
Ha puc. 8c. Iy u3ydeHus: B3aMMOJICUCTBHS KaHAJIOB HA0Op JOMOJIHWIHM MapHBIMU
CTUMYJIaMHU, OJIHOBPEMEHHO AaKTHUBUPYIOIIMMHU WIM MNOJABISIOIIMMHU JIBa THIA
konmoouek. M3 12 TeopeTnyecku BO3MOXKHBIX KOMOMHAIMA HAa MOHHUTOPE YIAlIOCh
BocnpousBectu 9: L+M+, L—-M—, M+S+, M+S—, M—S—, L+S+, L—S+, L+S—, L—-S—
(Maximova et al. 2015).
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Pucynok 8 — Cnenudukanus useroB MOHUTOpAa. (a) CriekTpanbHas 4yBCTBUTEIbHOCTD

konoouek C. gibelio (I, m, s) U crexTpbl U3AyYEeHUS! TPEX JTIOMUHOGOPOB MOHHUTOpPA MPU
MaKCHUMallbHOW SIpKOCTU (I, g, b). DPYHKIUH OTHOCHTEIBHOW CHEKTPaJbHOU
YyBCTBUTEIIBHOCTH TPEX THUIIOB KOJOOUEK 30J0TON PBHIOKM ¢ MAaKCUMyMaMH MOTJIOLICHHS
pu 622-623, 535 u 454 um (Maximova et al., 2005) O6bpuTH pacCUUTaHBI C UCIIOJIB30BAHUEM
cranaaptHoro mabiona (Govardovskii et al., 2000) anst 3pUTENBHOTO MUTMEHTAa BUTAMHUHA
A2 ¢ y4€ToM CHEeKTpaJIbHOTO MpOomycKaHus onTudeckux cpexa masza (Douglas, 1989). (b)
PaBHOCTOpOHHSISL XpoMaThyeckasi [uarpaMma 30710Toi peiOkH. BepmHel TpeyronbHuka L,
M u S cOOTBETCTBYIOT LBETaM (PU3NYECKH HEBO3MOXKHBIX HU3IyYEHUH, W30UpaTreabHO
BO30Y)KJAIOMINX OTAEIbHBIC TUIBI KoMOouek. [ImaBHas kpuBask BHYTPH TpPEYTOJIbHHKA —
CHEKTPaJIbHBIN JIOKYC (IUIMHBI BOJIH yKa3aHbl B HAHOMETPAX), OrPaHUYUBAIOLIUN 00JIacTh
(Gu3NYeCKn JOCTHKUMBIX I[BETOB. MHOTOLIBETHBIM TPEYrOJIbHUK BHYTPU 3TOH obiactu
o0o3HayaeT LBETOBOM oxBaT MoHuTOpa. (¢) TpéxmepHoe (U3HONIOrHUECKOE ILIBETOBOE
IPOCTPAHCTBO 30JI0TOM pPBIOKM B JBYXMEpPHBIX Hpoekuusx. Ocu — OTHOCUTEIBHOE
BO30yX/I€HHE KOPOTKOBOJMHOBBIX (S), cpeaHeBOIHOBBIX(M) u mnuHHOBOMHOBBIX (L) k
CBeTrnble MHOroyroipbHuku B miockoctax LM, MS u LS — npoekuun 3D-
napaJijIesIeNuIe]a, 0XBAaThIBAIOIIET0 1IBETA, BOCIPOU3BOANMBIE MOHUTOPOM. VX BEpIIMHEI
COOTBETCTBYIOT cTaHAapTHIM RGB-nBeram: R — kpacuslii, B — cunnii, Y — xénterii, C
— ronyboit, W — Oenbiii. LIBeTHBIE KpYXKM UM KBaJparThl 0003HAYAIOT TMO3UIUU
«CEJIeKTUBHBIX I[BETOB» CTHUMYJIOB M (JOHA, HCIOJIB30BAHHBIX B JaHHON pabote. (u3

Maximov et al., 2015).
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I'masa 3. Pe3yabrarsl

3.1. Onpenenenue u o61Iasi xapakrepucTuka IDA

3.1.1. Pecucmpayus 3PA

[Io mepe mnorpykeHusi 3JEKTpoAa B TEKTyM HAOIIOJaeTcsi aKTUBHOCTH
Pa3IMYHBIX pPEaKUUi, HUMEKIIUX PETUHAIBHOE IIPOUCXOXKIAECHHE. Y caMou
noBepxHocTu pacnosyaratorca okoHuanus JW I'K, mmy0Oxe peructpupyrorcsi OTBETHI
OU T'K, nerextopoB nsateH u R/G knerok. [Ipu npubnkennn kK caMomy TITyOOKOMY
TOPU30HTY PETUHOPELMIIMEHTHOIO CJIOS TEKTyMa MOYKHO HaOMI0AaTh MOBBILICHUE
¢boHOBON HEWpPOHATbHOW AKTUBHOCTH. Tak Kak B TPOIECCE MOTPYyKEHUS
MUKPODJICKTPOJla HUKAKOW CTHUMYJISIMU HE TMPOU3ZBOAUTCS, JaHHYIO (HOHOBYIO
AKTUBHOCTh MBI Ha3BaJId CIOHTAHHOW, TO €CTh HMYEM HE BBI3BAHHOM. A KIIETKH,
TEHEPUPYIOIIUE TAKYI0 AKTUBHOCTb, Mbl CTaJd HAa3bIBaTh CIOHTAaHHO-AaKTHUBHBIMU
TaHDIMO3HBIMH KJIETKaMHU. Tak Kak mpHu padoTe B TEKTyMe MbI HAOIIOIaeM HE camMu
KJIETKH, & DJICKTPUUYECKYI0 aKTMBHOCTh OKOHYAHHWI WX aKCOHOB, TO JUIsl OOJbIIEH
TOYHOCTHU TPHUHSUIM PEIICHUE HA3bIBaTh ATOT TUI KIETOK AJIeMEeHTaMu ¢ (POHOBOI
aKTUBHOCTHIO (DDA).

[Ipy morpyXeHUU MHUKPODIEKTPOAAa B TOT HIU HHOU TOPHU3OHT
PETUHOPEIIMITUEHTHOTO CJIOS, KaK MpaBWJIO, HAOIIOMAETCsl CymMMapHas aKTHBHOCTH
MHOXEeCTBa 31eMeHTOB. [loaTomy g TOro, 4ToOBI MCCIIEIOBaTh CBOMCTBA
AJIIEMEHTOB, NPUCYTCTBYIOUIUX B TEKTyMe, JUIsl Havyajla HEO0OXOIUMO Hay4YUThCS
noOuBaThCsi WX OJUHOYHBIX OTBeAeHUU. [lpu morpyxeHuum Ha HEOOXOAUMYIO
rnyOuHy, Koraa HaOmmganu pocT (GOHOBOW AKTHBHOCTH B TOKa3zaHHUIX

ociuiuiorpada, Mbl CHHUXAldW CKOPOCTb MOTPYyXKeHUs. MeHsAs NOoJ0XKeHUE
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MHKPOJJICKTPOAa, I[O6I/IBaJ'II/ICB TOTIO, YyTOOBI W3 myMa BBIICIHUIICA O,Z[PIHO‘-IHBIﬁ

CUTHAJI, MPOSBISAIOIINKCA B 3BYyYaHWU JMHAMHMKA XapakTEpPHBIM TPECKOM, a Ha
ocruiuiorpade Kak peryisipHble UMITYJIbCHI ¢ TIOCTOSSHHON aMIutuTynou. [lpu omenke
Ka4eCTBa OTBEJCHHS Ha dTame oOpadOTKU Pe3yabTaroB Mbl OTOUpAIU TE DIIEMEHTHI,
IOpU 3allMCH KOTOPBIX HE HAOMIOJAeTCsi UMIYIbCOB B Mepuoll pedpakTepHOCTH Ha

XKIyHien pa3seprke (puc. 9).

1100 pv

IO R SO

0 10 20
Bpewms, mc
Pucynox 9 — HmmyabcHbiii orBer JMDA. CBepxy — WIsIascs UMITYJIbCHAS

akTuBHOCTE O®A ON-tuna, ormeuern mnopor (250 MkB) s ammnutynHoM
JTUCKPUMHUHAIIMW; BHU3Y — 3alMCh aKTUBHOCTH Ha JKIYIIEH pa3BepTKe (HaOmronaercs
OTCYTCTBHE CHalikoB B pedpakTepHbiii nepuom). CrneBa — KoH(UTypanus CTUMYJA

(pa3mep Gernoro msATHA cocTaBiser 11°).

Kak yxe ObUTO ckazaHO BbIIe, TMyOuHa 3aneranust DDA camas Oosnbiras u3
BCEX PETHHOTEKTAJBHBIX MPOCKIHA. [10 CYOBEKTHMBHBIM CIIyXOBBIM OIIYIICHHIM
IUIOTHOCTh OKOHYaHWid OD®A B yKa3aHHOM TOPH30HTE BBICOKA OTHOCHTEIIBHO

JICKAINX BBIIIC OKOHYAaHMUI APYrux pCeTHHAJIIBHBIX 3JICMCHTOB. KpOMe TOIO,
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co3maercs Brnedamienne, uro ON peaknuu oOHapyxwuBarorcs Tiyoke, yem OFF

peakuuu. [lpy momomm KOOpAWHATHOW CETKM MUKPOMAaHUITYJISATOpa MBI IPOBEIN
U3MEpEHUs TIIYOUMHBI PETUCTPAIIUU OTHOCUTENIPHO MOBEPXHOCTH TEKTyMa Pa3IuYHBIX
ANIEMEHTOB TEKTyMma, cpeau Hux Obuio 99 DDA (puc. 10). Hamwm usmepenus
MOKa3aJiv, YTO JIaHHBIE PJIEMEHTHI OTBOASTCS Ha miryoune npumepHo 190-200 Mxm oT
MOBEPXHOCTU TeKTyMa. OJHAaKo, HA JAHHBIH MOMEHT 3HAUYUMbIX OTIWYUNA MEXKIY

rryounamu 3aneranus okoHuanuit ON u OFF s51eMeHTOB BBISBUTH HE YIAJIOCh.

3.1.1. Obwue ceoticmea DDA

Kak u B cinydae ¢ IpyruMu peTHHAJIbHBIMU 3JIEMEHTAMU, NTPEACTABICHHBIMU B
TEKTyMe Kapacs, NepBOHAYaIbHO MbI (PUKCUPOBAIH peakiuu DDA Ha CTUMYIISIHIO
PYUYHBIMH CcTUMyJIaMH. J[JIs 3TOro B 30HE MEXAY IJIa30M PbIOBI U MOHUTOPOM
NoMeIAJIM TeMHYI0 mnosiocky. [Ipu peructpamum onuHouHbIX DDA yHanoch
YCTaHOBUTb, YTO JAHHBIC DJIEMEHTHI PEArupyIOT JJISIIUMCS OTBETOM Ha CTUMYJISIIHIO
00BbeKTaMH TPEANOYNTAEMOr0 KOHTpacTa. TakuMm 00pa3oM MBI MOHSIH, YTO UMEEM
J€JI0 C DJIEeMEHTaMHM C JUISIIUMCS OTBETOM, YTO B AHMNIOSA3BIYHOW JUTEpaType
Ha3biBaeTcs «sustained». [lo mpeamouTeHWio K 3HAKYy KOHTpAacTa STHU DJIEMEHTHI
paszouBatorcs Ha aBe rpynnsl - ON u OFF. [Ipu nmonaganun temHoro crumyna B PIT
OFF onnemeHTHl AaBaiM paspsj, jsdmuiica Bce BpeMs 3areMHeHus PII. ON
AIIEMEHTHI aHAJIOTUYHBIM 00Pa30M pearupoBaJId Ha CBETIIbIM CTUMYIL.

B kauecTBe XapakTepUCTUYECKOTO CTUMYJA, TO €CTh TAaKOro, MPU MOMOIIHU
KOTOPOTO MOXXHO WACHTU(MHUIIMPOBATh JAaHHBIM KJIACC JJIEMEHTOB, HaMH OBLIO
BBIOpAHO TSTHO Pa3MEPOM CO CTaHAAPTHYIO 00JacTh MpenbsBieHus B 11°, uepHoro
nBera musi OFF snementoB m Oemoro mBera mms ON snementoB (puc. 9). B
JTajgbHeWIeM Mbl 0003Hadanu Kak DDA TONBKO T€ KJIETKH, KOTOpbIC OTBEYAIH Ha

TaKYI0 CTUMYJEIIUIO JJIAITKUMCS UMITYJIbCHBIM OTBCTOM.
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Pucynok 10 — Tpu kJaacrepa B peruHopeuunueHTHOM cjoe TO. Ob6nactu, rae
AKCTPAKJIETOTOYHO OTBOAATCS peakuuu 'K — neTrekropoB pa3HbIX NMPU3HAKOB OT
OKOHYaHMM uX akcoHOB. IIpumenen kpurepuii Kpackena—Yomnuca npu p < 0.05.
JlaHHBIE TIpEACTaBIEHBl B BHUJE MeIMaHa =+ WHTEPKBAapTUIBHBIN pa3Max.
[IpsiMmOoyrosibHUKaMH BBIJCJIEHBl TPHU KJacTepa, MEXAY KOTOPBIMU €CTh
CTaTUCTUYECKH 3HauuMble paznuuus. CrieBa — AUPEKIIMOHAIBHO M30UpaTeIbHbIC
I'K; B 1eHTpe — neTeKTOpbl OPUEHTUPOBAHHBIX JTUHUH, AETEKTOPbl MaJbIX MATEH;
cupaBa — 'K ¢ ¢onoBoit aktuBHOCTEIO (DDA) ON- n OFF-tunos. O6o03HaueHUs:
rDSU c|r, rDSU dJv, rDSU v|d — peruHanbHbIe TUPEKIUOHATHHO-U30MpATEIHHBIC
ANIEMEHTHI Kaylo-poCcTpaibHOro (41 s5eMeHT), IOp30-BEHTPAJIBHOTO U BEHTPO-
JIOP3aJIbHOTO TPEMOYTUTENBHBIX HAMpaBIeHU COOTBETCTBEHHO (B cymMe 25
aneMeHTOB); rSD — peTuHaIbHbIE IETeKTOPhI MajbiX mATeH (29 anementor); rOSU
— peTUHalbHBbIE OPUEHTALMOHHO-U30MpaTeNnbHble 3eMeHThl (15 smeMeHTOB);
rdSust u rlSust — 9®A OFF- u ON-tunos coorBerctBeHHO (45 u 13 31emMeHTOB

COOTBETCTBEHHO) (pucyHok onybnukosan 6 cmamoe Aliper et al., 2019).
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3.1.1. Konmpacmnas uyecmseumenvrocmos IDA

[Ipn oueHke KOHTpAacTHOW 4yBCTBUTENbHOCTH D®PA (puc. 11) Mbl mpoBenu
u3MmepeHus: Ha 211 xmerkax. KonrpactHas vyBcTBHUTENBHOCTE DDA kKak ON-THna,
tak U OFF-Tuma, ouyeHbp BBICOKA, KAK M Yy JETEKTOPOB JBM)KECHHUSA. MUHHUMalIbHAs
KOHTPAacTHOCTh (110 MalKenbCOHY), Ha KOTOPYIO BO3HHMKA€T PEAKIUs, COCTABIISIET
0,07. Ho 3aBUCMMOCTb BEJIMYMHBI OTBETa (KOJIMYECTBA HMIIYJbCOB 3a BpEMS
IPEIbSBICHUS CTUMYJIA) OT HHTEHCUBHOCTU CTUMYJIA — IUIaBHAs!, U KPYTHU3HA KPUBOMI
KOHTPACTHON YYBCTBUTEIIbHOCTH CYIIECTBEHHO HMXXE, UEM Yy pPaHEe MCCIEIOBAHHBIX

HaMH PCTHHAJBbHBIX 3JICMCHTOB.

ﬂpKOCTL CTUMYJIa, MOHUTOPHBIC 3HAUCHUS

50 100 150 200 250
60 ! , . ;

OTBeT, KOJIM4YECTBO UMITYJIBCOB

I |

5 10 50 10

DHepreTudeckas IpKoCTb CTUMYa, MBT cT-1 M2

Pucynok 11 — 3aBucumocts peaknuii IP®A OFF-tuna or koHTpacTa crumyJia
u ¢ona B nentpe PII. Toukamu Ha rpaduke Moka3aHoO KOJUYECTBO MMITYJIbCOB B
oTBeTe Ha BcmbixuBatoiee B 1eHtpe PII msatHo pasmepom 8°. Ilo ocu abemuce —
APKOCTb CTUMyJa (B MOHUTOPHBIX BEJIIMYMHAX), [0 OCH OpPJIMHAT — YMCIIO

MMITYJIbCOB B OTBETE KJIETKH 3a BpeMs BenbIKH (700 Mc).
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3.2. UcciaenoBanue HEeHTPAJIbHON YaCTH pelleNNTUBHBIX MoJIei

3.2.1. Usmepenue yenmpanvuou vacmu PI1

PenenTuBHBIE MOJIST TAHITIMO3HBIX KJIETOK IOAPA3ACISAIOTCS HA LEHTPAIBHYIO
yactb U mnepudepuro. Llentp PII Taxxke NpUHATO HaA3bIBaTh BO30YKIAIOIINM
peuentuBHbiM TosieM (BPIT). BPII - Ta yacTh penienTUBHOrO IMOJsi, B KOTOPOH
JAQHHBIA DJIEMEHT CIOCOOEH MPOSBUTH CHEUUPUUYHYIO JJIS HEro peakiuio Ha
anekBarHbli ctumys. Pasmepsr u ¢opma BPII roBopsT Ham He TOJBKO O
(U3UOIOTHYECKUX CBOMCTBAX TOTO MJIM MHOTO Kjacca 3JIEMEHTOB, HO M O XapaKTepe
MO3aWKU JCHAPUTHBIX OKOHYAHUMU, KOTOPYI0 00pasyroT coorBeTcTBytomue ['K. s
Pa3HbIX JJIEMEHTOB ONTHUMAJbHBIE METOJIbI M3MepeHus: pasmepoB BPII pasueie. Tak,
Hanpumep, s JIM 'K onTtumanbHbIM sBISETCS OTCIEXKUBaHUE OONacTei, Tie
HaO/IIoaeTCsl peakiusi Ha ABMXKYyIIUHCA cTuMyi. DDA OTBEYalOT HA JBHXKYIIHAKUCS
CTUMYJI ¢ HEKOTOPOH OTYETIMBO BUIHON 3aaepkkoii. Ho mpu 3TOM B OOJBIIMHCTBE
CIydaeB CIOCOOHBI OTBEUaTh Ha CTUMYJISAIMIO BCIBIIIKAMH HEOOIBIINX IISTCH,
MMO3TOMY Mbl PEIIWJIM NPOBOAUTH H3MepeHus pazmepoB ux BPII meromom
maxmarHot gpocku (puc 12). Jns crumynsiuuun DDA ON-THma MBI HCIIONB30BaU
BCIIBIIKHU OenbIX msiTeH Ha cepoM ¢one. g DDA OFF-tuna ucnonb30Baiu BCIBIIIKA
YEPHBIX IMSITEH HA TaKOM e cepoM (oHe. BCIBIMIKY MSITEH MPEeabsIBISIUCh B STYEHKaxX
KBaJPaTHOM CETKH B KBA3UCIy4ailHOM MOPSKE, MOCJIE Yero MmporpaMma Mpou3BOMIIA
MOJICYET KOJIMYECTBA MMITYJIbCOB, BOSHUKAIONIUX B OTBET HA CTUMYISALMIO. B kaxmoit
SYEUKEe CETKH CTUMYJ MPEABSBISIN TpUkAbl. Cepuu CTUMYISIUU HMITYIHCHOM
AKTUBHOCTHU BCErJa HAuWHaIW MPEAbSBICHUEM CTHUMYJla B LEHTpalbHOU sueiike. B
KOHIIE CEpPUM MPOBOAWIM TMOBTOPHYIO CTUMYJSILHUIO B IIEHTPAJIbHOM TMOJIOKEHUM IS
KOHTpPOJII YpOBHSI OTBETa KJIETKU. [IpuMepsl pe3ynbraroB OMBITOB, MPOBEACHHBIX Ha
O®A ON u OFF tunos, npuBeaeHbl HUXE Ha puc. 13.

B o6mieit cnoxkHocTH MBI npoBenu u3mepeHuss BPIT mist Gonee wem 200 DDA.
Jlnst 06paboTKU MBI OTOUpPAJK TOJIBKO CTAOUJIbHBIC OJJMHOYHBIC OTBEACHUS, KOTOPhIC Ha

CTUMYJIAIWIO IIITHOM YKAa3aHHOI'0O BbBINIC pPasMCEpa OTBCHAIM AJEIIIUMCS paspsagoM.
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Pucynok 12 — Busyainm3anusi peuentuBHBbIX moJieii JMA. PenentuBHbIC MO
O®A OFF-tuna (cneBa) m ON-tuna (cmpaBa), KapTUPOBaHHbIE METOJOM
“maxMaTHOM ngocku”. KieTouHsle OTBETHI BO BCEH 00JacTU CTHUMYJIAIUHU
MpeACTaBleHbl B reorpaduyueckod mamuTpe Tomorpaduueckoil kapThl (IIKaia
NpUBEICHAa B HIKHEW 4YacTU PUCYHKA). DJuIMIICaMH OOO3HAYEHbl OLIEHKH T'PaHULL

BO30YAUTEIHHBIX 30H PEHENTHUBHBIX MOJICH.

I'mctorpamma pacnpenenenuss pasmepoB BPII, omnenennsix miss 189 D®@A,
npuBe/ieHa Ha puc. 13 cieBa. Pa3Mepbl pelienTUBHBIX MOJEH, KOTOPbIE OLEHUBAIUCH
10 JIMaMeTpaM IMOCTPOSHHBIX 3JUJIMIICOB, COCTABIISUIM OT 2,4° 1o 6,1° co cpeaHuMm
sHadenuem 5.0 °+ 1.13°. Jlannbie mst ON u OFF THIIOB Takke MPUBEIEHBI HAa PHC.
13 mo meHTpy M cmopaBa; CYIIECTBEHHBIX pas3iuyail MexXAy TIpyHinamMu He
oOHapyxuBaetcs. [IpoTsHKeHHOCTh PElIeNTUBHBIX MOJIEH UCCIIeI0BAaHHBIX JIEMEHTOB
MBbl OLI€EHMBAJIW MO NHapaMeTpPy COOTHOWIEHHS BBICOTHl K ILIHUPUHE
anmnpokcumupoBanHbeiX BPII. Cpennee cootHomenue ctopon cocrasuio 0,86 + 0,11.
To ectb, kak npaBuio, BPII umenu ¢popmMy smurica, mpuToM HOYTH BO BCEX CIIy4asx

MMPOTAKCHHOCTD Ha6moz[ana0}, B l"OpI/I3OHTaJ'II>HOI71 OpUCHTAL .
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Pucynok 13 — Pa3mepsl penenTuBHBIX mnojei JDA. I'mctorpammsl
pacrpezneneHus pa3MepoB pelenTuBHbIX nojel 189 DDA, Pazmepsl npeacTaBieHbl B
BUJIE: CpeIHEEe * CpPeAHEKBAJpaTUYHOE OTKIOHeHHe. CieBa — cymMMapHasi BHIOOpKa
u3 189 DDA ob6oux tunos (5.0° = 1.13°), B uentpe — BoiOOpka U3 112 TeMHOBBIX
DDA (OFF-tum) (4.8° = 1.19°), cnpaBa — Bei6opka u3 77 csetoBbix (ON-Tum) (5.2°
+ 0.99°).

3.2.2. Peakyuu Ha noO08udiICHble CIUMYJIbl

OpnHoil U3 CTaHIAPTHBIX MPOLIEAYP MPU UCCIEIOBAHUU TEKTAJIbHBIX JIEMEHTOB
B Hamieil pabore sBiIgeTcs uX oOmias OIeHKa NpH IMOMOIIM HHCTpymeHTa PD.
[Ipouenypa CTUMYNSIHMM 3aKJIFOYAETCS B NPEABSABICHUN IBMKYILEWCS KOHTPACTHOU
rpaHulbl ¢ B 12 HanpaBieHusax. JlaHHbI MHCTPYMEHT, KaK MNPABUIIO, MO3BOJISET
YCTaHOBUTb, €CThb JHU y PETUCTPUPYEMOTO DIIEMEHTA AUPECKUUOHAIBHAS WIIH
OpUEHTAIIMOHHAST M30UPATEIbHOCTh, @ TAKXKE MOHSTH IMOJOXKEHUE U pa3Mep €ro
peLEenTUBHOIO IMOoJsA. Bce wuccneqoBaHHBIE HAMM pPAaHEE TEKTAJIBHBIE DIIEMEHTHI
IPOSIBIAIOT AKTMBHOCTh MCKIJIFOYUTEIBHO B OTBET HA JABWKEeHME B LeHTpe PII.
Hanpumep, ctumynsuuss npoBoauTcs Oenoi rpanunei. Ecim peakuus
perucTpupyercss Ha BXOASMIMK mpoduib rpaHuilbl, TO Mbl uMmeem naeino ¢ ON
aneMeHToM. Eciu peakiusi perucTpupyercsi Ha BhIXOJALIUN MPOoQUiIb TPaHUIbl, TO
st0 OFF anement. Ecau otBeT uaeT Ha 006a npodusis rpaHULbl, TO Mbl KIMEEM JIEJIO C
ON-OFF oamementoM. B cinywae ¢ OD®PA MBIl CTOJKHYJIHCh C HETUIUYHOUN

KoHUrypalmend oTBeTa Ha MoABWXKHBIE TpaHullel (Puc.14, A). Ilpu ctumynanuu
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nepeoHsis 2paruya 3Q0HAA 2PaHUYa
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Pucynok 14 — Peaknun J®A Ha ABH:KeHHMe TPAaHUlbI. A - 3aIIUCh UMITYJIBLCHOTO
orBeta D®A Ha nBuwkymiytocs rpanuny. CHU3y TpUBEIEHA BpPEMEHHas IIKaja;
CBEpPXy OTMEUYEHBI BXOJl U BBIXOJ I'paHullbl. b - Cxema ctumynsiuu 1 otBeToB DDA
Ha JBWXYIIytocs TpaHuily. CBepxy NpOJEMOHCTPUPOBAHA JWMHAMMKA JIBUKEHUS
rpanuiel B PII, BHM3Yy - cxemaTH4eckoe BBIpaKCHHE HAOMIOJaeMbIX OTBETOB.
[onyObiMu TUHUSAMH U LM PaMU TTOKa3aHbI ATAIbl ABWKEHUS TpaHUIbL. 1 - mepuos
0 CTUMYJSILIUUA, 2 - JBWXKEHUE TMepenHero (QpoHTa TpaHHUIBl B 00JacTH
NpEIbSIBICHUS, 3 - O0JIACTh MPEABSIBICHUS IOJHOCTHIO MOKPBITA CTUMYJOM, 4 -
JIBMKEHHUE 3aJIHETO (PpOHTA TpaHMIIBI B 001ACTH MPEIBSIBICHUS, 5 - EPHOA MOCIE

CTUMYJISIINN.

TpaHUIeH MPEAMOYTUTEILHOTO 3HAaKa KOHTpAacTa 3JEMEHT OTBeYaeT Ha CTUMYNI Ha
MPOTSHKCHUH BCETO TIEPHOJIa MPEIBSIBICHHUS - C MOMEHTA BXO/Ia TPAaHUIIBI B 001acTh
npeanojaraeMmoro 1eatpa PII 1o BeIxoma rpaHmilel 3a ero npenensl. [leppoHauaabsHO

Mbl JOyMmaiaud, 4To oTBeT OPA mnponopuuoHaneH BeauuyunHe yudacTka PII,
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Pucynok 15 — Perucrpauust monsipaoi auarpammbl JDA. A - pacTpoBas 3allUCh OTBETOB
O®A OFF-tuna Ha JBW)XKEHHWE TEMHOW rpaHuilbl B 12 HampaBieHusx. b - nuarpamma,
IIOCTPOEHHAsA B MOJSIPHBIX KOOPAMHATAaX IO JaHHbIM W3 CEpPUM, NPEACTABICHHON Ha Ha
pucynke A. [ludpamu Ha nuarpamme mokaszaH MOPSIOK Mepedopa HampaBiICHUN; TOUYKAMHU
MOKa3aHO KOJIMYECTBO MMIYJIHCOB B OTBETE KJIETKHM WHIAUBUIYATBHO ISl KAXIAOTO U3 TPEX

MPOOETOB IO KAXKOMY HAIpaBICHUIO.

IIOKPBIBAEMOTO CTUMYJIOM. Korma Mbl NpeabsBIAeM ABMKYILYIOCS TPAaHUILy, TO
JMHAMUKA PETUCTPUPYEMOTO OTBETA OXKHJAANach cleAyroas: 1) cHavana nepeaHuit
Kpal CTUMyJia ABWXKETCS 3a mpenenamu PII, m peructpupyercss UCKIHOUUTEIBHO
(dboHOBasi aKTUBHOCTH, 2) 3aTeM NepeaHuit kpaii apmxkercs o PII, u peructpupyercs
OTBET Ha JABWKEHHE, 3) MOTOM MEpeaHui Kpah yxomut 3a mpenensl PII, a 3amaumit
Kpan ctumyna eme He Bowen B PII, m perucrpupyercs nismascs aKTUBHOCTb Ha
cTumyi, 4) 3agHuil Kpaii rpanunsl Asuxetcs no PII, u peructpupyercs OTBET HA €ro
JIBIDKCHUE, W, HAKOHEll, S5) 3amHuil Kpail BeIxomuT 3a mpedensl PII, u cHoBa
peructpupyercsi (oHOBasi aKTUBHOCTh. CxeMa JIeWCTBUTENIbHOW TMHAMHUKU OTBETA
npuBeneHa Ha puc. 14, b. Oka3anock, 4T0 CyHIECTBEHHO U CaMO JBH)KEHHUE FPAHULIBI
no PIIT (da3sl 2 u 4): B 3T0 BpeMsi OTBET COBCEM HE COOTBeTCTBYeT Iuomanu PII,
HNOKPBITOM cTHUMYJIOM. bosee TOoro, yacro B OTBeTax Kak Ha BBEJCHHUE, TaK U Ha
BBIBEJICHUE YaCTOTa MMITYJIbCOB BBIIIE, YEM Ha JIIOOOW U3 CTAllMOHAPHBIX YPOBHEH
(pazer 1, 3 u 5). BenencrBue momoOHOro OTBETa €AMHCTBEHHOE, 4YTO YAAETCS
3aKJIIOUUTh MpU MOMolU HHCTpyMeHTa PD — 3T0 oTcyrcTBHE Kakux-mu0o
npennoureHnii DA K HaNpaBJICHUIO ABUKEHUS U opueHTanuu ctumyiaa (Puc. 15).

Peakuuum Ha CTUMyIAOHMI0O B KaXJOM H3 HaIlpaBJIE€HUN OJHOPOIHBI, 0e€3
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CYHICCTBCHHBIX paBHHQHﬁ, dTO OTpaxkacTCid B TOYHOCTH Ha peSYJIBTPIpy}OIIIeﬁ

HOJISIPHOW TUarpaMMme.

3.3. CBoiicTBa nepudepun penenTuBHbIX Mojaed DA

Kak Obu10 mokazano Bbiie, pazMepsl BPII O®A conoctaBuMbl ¢ TaKOBBIMU Y
JIPYTUX OMUCAHHBIX PETUHAIBHBIX AJIEMEHTOB TeKTyma. OIHAKO MPU 3TOM pa3Mep
ONTUMAJIbHOIO XapaKTEPUCTUUECKOTO CTUMYIA B 11° MpeBOCXOAUT OLICHEHHBIE HAMU
pasmepsl BPII mpumepHo B 1Ba pa3a.

B To xe Bpemsi 0COOCHHOCTBHIO ATOIO THIIA AJIEMEHTOB SIBISETCSA TO, YTO, KaK
PaBUJIO, UX OTBET TOPMO3UTCS YACTUYHO WJIM MOJHOCTBIO, KOTNa MPEIbABISIEMBII
OPEINOYTUTEIbHBIN CTUMYII 3HAYUTENBHO IpeBbimaeT pazmepamu ux BPII (puc. 16).
JUist monydyeHus: Takod peakuuu oT DDA Mbl MEHsUIM LBET (OHA CO CTAHAAPTHOTO
CEpOro Ha TOT K€, KOTOPbIM CTUMYJIUPYETCS] 00JacTh MPEIbIBICHUS MPU MPOBEICHUN
xapakrepuctuyeckoro tecrta (uepHwii st OFF osnementoB u Oenbiii st ON
snemMeHTOB). [lomHOE TOpPMOXKEHHE NPU TaKOM CTUMYISAUUHM B OCHOBHOM
nemoHcTpupoBaiin OFF sneMeHThl, uMmynbCcHass akTUBHOCTH ON 3JIEMEHTOB Kak
MPaBWJIO TOPMO3UJach dYacTH4HO. [lomoOHOE MomHOE TOPMO3HOE BO3JEHCTBUE
nepudepun He XapaKTepHO JIJIsi PETUHAIBHBIX AJIEMEHTOB TEKTyMa: HAMHU MOKa3aHO, YTO
3areMHenne nepudepun PII mMoxeT oka3biBaTh JIErKO€ TOPMO3HOE BO3ZCHCTBHE Ha
KOJIMYECTBO MMITYJILCOB B OTBETE€ HAa CTUMYJALMIO LEHTpAa y JAPYTHX PETUHAIBHBIX
IEMEHTOB, HO CIy4acB TOTAIBHOIO TOPMOYKEHHSI aXPOMAaTUYECKUM BO3IEHCTBUEM Ha
nepudepruro HaMu JI0 3Toro 3auKCUpoBaHo He ObLI10. Takum ob6pazom, DDA - nepBbIit
TUIl PETUHAJBHBIX 3JIEMEHTOB, Y KOTOPOro mepudepusi urpaer CylleCTBEHHYIO POJib B
opranu3anuu ux PIL

KonnuectBo mMnynbcoB B 0TBeTax DDA 3aBUCHUT OT pa3MEPOB CTUMYJIA: OTBET Ha
ISTHA pa3MepoM B 1°, KOTOpeIMU MBI U3Mepsiiu pa3mepsl BPII, omytuMo Hike, uem Ha
nsiTHA pazMepoM B 11°, HO mpu 3ToM eme Oosblliee yBEIMUYEHUE Pa3MEepOB CTUMYIIA 0
30° mpUBOAUT K OUIyTHUMOMY TOPMOXKEHHIO OTBeTa. OXapakTepu3oBaTh 3aBUCHMOCTH
MHTEHCUBHOCTH OTBETA OT pasMepa CTUMYJA Mbl PEIIMIN NPUA IOMOIIM CTUMYJISIIUN
BCHBIIIKAMY LEHTPUPOBAHHBIX IISATEH U3MEHSOIIErocs pasmepa. LlenTpupoBaHue

00JIaCTH CTUMYJSIIMA TPOU3BOIMIM Ha oOCHOBaHMM u3MepeHuit BPII meromom
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Pucynok 16 — YcioBue Bo3HuKkHOBeHus1 peaknuu JIDA. Crnesa - 3anucu peakiuu DDA
OFF-tuna. BBepxy — ycraHoBuBmasics umnyibcHas peakuuss ODPA OFF-tuna npu
3areMHeHHOM I1ieHTpe PII u Oonee cBemwiol panpHed mnepudepuu; BHU3Y - MOJTHOE
TOPMOKEHUE PEaKIIMU ATOTO AJIEMEHTa MPHU 3aTeMHEHHON JaibHel nepudepuu (OTCYyTCTBHH
KOHTpacTa lLeHTpa U okpyxkeHus). CnpaBa - peakuun DDA ON-tuma. Bepxy (A) —
ycTaHoBuBLIasicst uMiyiabcHas peakuuss DDA ON-tuna npu cewiom nenrpe PII u Gonee
TeMHOI nanpHel nepudepun; BHU3Yy (B) — 3HAYMTENBHO CHI)KEHHAS UMITYJIbCHASI aKTUBHOCTD
npu ocBenleHHoW nanbHel nepudepun PII (oTcyTcTBUU KOHTpacTa LEHTPA U OKPYKEHHS).

CneBa oT KaXJ0M 3aMKCH MpeIcCTaBIeHa KOH(DUTypalus CTUMYJIIOB.

IaXMAaTHOM JTOCKHM, YCTaHaBIMBas €€ IOJOKEHUE TaKUM 0O0pa3oM, 4TOObI €€ LIEHTP
coBnagan ¢ neatpom BPII. Cepun usmepeHus 3aBUCUMOCTH MHTEHCUBHOCTH OTBETA OT
pasmepa ctuMmyisia Mbl ripoBenu Ha 141 knetkax, cpeau koropsix 89 DDA OFF-tuna u
52 D®A ON-tuna. Oxuaanoch, 4YTO MPU yBEIUYECHUH pa3Mepa IsTHA 10 pa3Mepa
B030ynuTenbHOM yactu PII peakuus kimetok OyAaeT Bo3pacTarh, a MpU JajIbHEUIIEM
YBEJIUYEHUHN — MaJaTh, KAK 3TO IPOUCXOAMT B CIIy4ae ¢ JETEKTOPAMH MSATEH - APYTUMH
KJIETKaMH, MJISI KOTOPBIX BCHBIXMBAIOIIEE ISITHO SBISETCS MPEANOYTUTEIbHBIM
ctuMysioM. OnHaKo pa3Mepbl CTUMYyJA, MPU KOTOPBIX TOCTUTaeTCsl MaKCHMallbHBII
OTBET, OKa3aJIUCh CYIIECTBEHHO OoiblIe, yeM pa3mepbl BPII, usmMepenHbie ¢ moMouisio
Merona maxmatHol gocku (Puc. 17-18). JlanHble pa3nuuus JOCTOBEPHBI U MPOXOIAT

IIPOBEPKY KputeprueM MaHHa- YUTHU.
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Pucynok 17 — 3aBucumocts orBera IMA OFF-Tuna or pasmepa crumysa. Crnesa -
pe3ynbTaT Cepuu M3MEPEHHA 7Sl OJHOTO M3 AIIEMEHTOB JNAaHHOTO Tuma. Touku Ha rpaduke
OTPAXKAIOT PE3yJbTaTbl HM3MEPEHUN MOCJHE KaXIOro »3mu3oAa CcTumMynanuu. KpacHbiM
MIyYHKTUPOM TOKa3aH M3MEpeHHbIU nepen 3TuM pasMep BPII nns nannoi kierku. Cnpasa
MIPUBEJICHO CPABHEHUE MEX]Y pa3mepamu ctumyna, Haceimatomero orser O®A OFF-tuna
(RW), u pasmep umx BPII, usmepennnix metomom maxmaTHoW nocku (RS). Ilpumenen
kpurepuid ManHa-Yutau npu p < 0.0001. [lanHble npencraBiieHbl B BUAE MeauaHa +

MHTEPKBapTWIBHBINA pa3Max.
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Pucynok 18 — 3aBucumocth orBeta DMA ON-TMHA OT pa3dmepa crumyaa. Cnesa -
pe3yabTaT cepur MU3MEPEHHM JI1 OJHOTO M3 3JEMEHTOB JAAHHOTrO Tuma. Touku Ha rpaduke
OTpa)kaloT pe3yabTaTbl M3MEPEHUN IMOoclie KaxJoro »Nu3oAa cTUMyisauuu. KpacHbM
IYHKTHPOM IIOKa3aH M3MEpeHHbIN mnepen 3tuM pasMmep BPII mns nannoin kierku. Cnpasa
IIPUBEICHO CPABHEHHE MEX]y pa3MepaMu cTuMyia, Hacblmaromero orser DPA ON-tuma
(RW), u pasmep ux BPII, usmepennnix metogom maxmatHoil nocku (RS). Ilpumenen
kpurepuidi ManHa-Yutau npu p < 0.0001. [lanHble npenctaBiieHbl B BUAE MeAuaHa +

WHTEPKBAPTUIIBHBIN pa3Max.
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OTBeT KJIETKH B OOJBIIMHCTBE CIy4YaeB MPOAOIIKAET IUIABHO PacTH U MOCIE TOTO,
KAaK pa3Mep BCIBIXUBAOLIETO ISATHA IMPOXOAUT OTMETKY PaHEE OLEHEHHOIO pa3Mep
BPII. YMmeHbIIEHME WHTEHCUBHOCTH OTBETA C JAJBHEHIINM YBEJIMYEHUEM CTUMYJA
TaK)kK€ HOCUT YHUKalbHbIA xapaktep. Ilocne Haceimenuss y OonbmmHcTBa DDA ¢
JNAJBbHEUIINM YBEJIIMYEHHEM Pa3MEPOB CTUMYJIa OTBET MAJAET MEJICHHO, HHOTAA MepeN
CIIaJIOM BBIXOJUT Ha ILUIATO.

Jlnst GonbIIMHCTBA HMCCIEAOBAHHBIX 371eMeHTOB ON-Tuna MaKCHMallbHBIA OTBET
nocturaerca npu pasmepe crtumyna 7,7°. Jdma OFF sneMeHTOB 3TOT mMOKa3arelb
OKa3aJicsi BbIIe, U y OOJBUIIMHCTBA HACBIIIEHWE HACTyNMajJo Ha oTrmeTke 11°. Ot0
pasznuyue J0CTOBEPHO U MPOXOAUT MPOBEpKy Kputepuem Manna-Yutau (Puc. 19). Ho
CTOUT OTMETHTh, YTO  CpeAr O0OMX KIIACCOB BBISBICHO CYIIECTBEHHOE KOJIMYECTBO
AJIEMEHTOB C HACBIIICHWEM MPHU CTUMYJSIUMUA IATHOM B 15°, 4TO BTpOoe mpeBbIIAET

OIICHEHHBIC pa3Mephl BO3OyauTenbHoi dactu PII.

250
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o (4] o
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| ] ]
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0
T

0 | |
OFF ON

Pucynok 19 — Onenka pasMepa cTUMYJIa, BbI3bIBAIOIIEr0 MAKCUMAJBLHBIA OTBET NMPH
CTALMOHAPHOM mnpeabsiBjJeHud. Haceienne peakuuii D®PA B OTBET Ha yBEJIMYEHHUE
pasmepoB ctumyina. CpaBaenue BIOOpok DDA OFF-tuna u ON-tuna. [lpumenen kputepwii
Manna-Yurau npu p <0.05. JlanHbIe TpeACTaBICHBI B BUJIE€ MEAUAaHA + MHTEPKBAPTUIIbHBIN

pa3Max.

Bce uznoxeHHbIe BbllIe CBUAETENbCTBA O BiausHUM nepudepun PIT Ha orBer y
DO®A nponeMOHCTPUPOBAHBI B YCIOBUSX, KOTAa CTUMYIISILUS Ieprudepruu IPOU3BOIUTCS

COBMECTHO CO CTI/IMYJIHHI/Ieﬁ oeHTpa, TO €CTb MblI MOKCM IIOKa TOBOPHUTH TOJIBKO O
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Pucynok 20 — CBueTe/ibcTBO peakTUBHBIX cBolicTB nepudepun PII IPA. 3aBucumoctu
peakiuii OPA OFF-tuma ot xoHTpacta crumyia u ¢ona B uentpe PIl m or xoHTpacrta
LEHTpa U OKpyxeHus. CieBa — peakuus Ha BenbixuBarolee B neHrpe PII matHo pazmepom
11°. ITo ocu abcuuce — ApKOCTh CTUMYIIA (B MOHUTOPHBIX M SHEPIeTHUECKHUX BEIMYUHAX), 10
OCH OpAMHAaT — YHUCJIO MMIIYJbCOB B OTBeTE KJIETKM 3a Bpems Bemblku (700 wmc).
BeprukanpHOW MmITpUXOBOW JUHUEH oOOO3HaueHa sipkocTh (onHa. CmpaBa — peakius Ha
U3MEHEHHE SIPKOCTH Aayiekoro okpyxeHus (60 x 40 yroBbIX I'palycoB) MpPU OTCYTCTBUU
W3MEHECHUI B IEHTpaJbHON obnactu (cepoe msaTHO pasmepom 11°). Ilo ocm abcumce —
APKOCTh JAJIEKOTO OKPYXEHHS (B MOHUTOPHBIX M JHEPreTHYECKUX BEIMYMHAX), MO OCH
OpJIMHAT — YKMCJIO UMITYJIbCOB B OTBETE KJIETKH 3a BpeMs BCIBIIKU JanbHel nepudepun (700

Mc). BepTukanbHOM MyHKTHUPHOI JIMHUENH 0003HaYeHa IPKOCTh LIEHTPAJILHOTO MATHA.

MOJIYJIMPYIOIIEM BO3/eHCTBUU mepudepun Ha peakTuBHOCTh 1ieHTpa PII. [lng Toro,
YyTOOBl OTBETUTh Ha BoOMpoc, obnamaetr nu nepudepus DDA CcoOOCTBEHHBIMU
PCaKTUBHBIMH CBOMCTBAMM, MBI CIELIMAJIBHO pa3padoTaal HOBBIA MPOTPaAaMMHBIN
UHCTPYMEHT JJIsI CTUMYJISLIAH, MTO3BOJIAIONIUM 3alMCBIBATh PEAKLUHA PETUCTPUPYEMBIX
AJIEMEHTOB HAa CTUMYJSLMIO nepudepuu Npu MOCTOSHHOM ocBeuieHuH IneHtpa PIL
[lepBble ke MOMBITKA MPOBEAEHUS MOJOOHON CTHUMYISIIIMU MOKa3aiH, 4To nepudepus
peaktuBHa U onmnoHeHTHA neHTpy PII. OPA OFF-Ttuma neMOHCTpHUPYIOT yBEIWYEHUE
UMIIYJIbCOB B OTBETE€ MpPHU IOCBETICHUM MEpU(PEepurd U yMEHbIIECHUE pEeakUuu IpU
noremMHeHun nepudepun. DDA ON-Tuma pearupyroT yBEJIWYEHHEM OTBETa IpHU

ITIOTEMHCHHNU H€pI/I(p€pI/II/I N CHMIKCHHEM IIPH IMOCBCTICHHUU. HpI/I IMOMOIIKU CTUMYJIAIIHN
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nepudepun PIT DA Mbl OlIEHWTIN €€ KOHTPACTHYIO YyBCTBUTEIBLHOCTh U COMTOCTABHIIN

C KOHTpAcCTHOM 4YyBCTBUTENbHOCTHIO B IieHTpe PII (pumc. 20). B pesymprare 85
NPOBECHHBIX HM3MEPEHUNM MBI 3aKIIOYWIN, KOHTPACTHash YyBCTBUTEIBHOCTH Ha
nepudepun PII He omMuyaeTcs OT TaKOBOM B LEHTPE - PEaklMsl BOSHUKAET YK€ IpPH

MaJjenieM CABUTC OCBCUICHMU B CTOPOHY IMPCAIIOYTUTCIIbBHOI'O 3HaKa KOHTPACTA.

3.4. IIBeToBBIe cBOlicTBa DDA

Bce npencraBieHHbIE BbIIIE TaHHBIE MTOJIYYEHBI IPU TOMOILY aXpPOMaTUYECKOM
ctumymsiuuu. [lpumenurensHo k mobomy tuny 'K mpencrapnser uHtepec, Kakum
o0pa3oM OHM CBSI3aHBI C Pa3HBIMU TUTIaMU (poToperenTopoB. B ceTyarke B3pOCIBIX
Kapaced U KaproB MMEETCS TPU TUIA KOJIOOYEK ¢ MaKCMMyMaMH TOTJIOMICHUs 623,
535, u 454 um. borartbiii HabOp IBETOONMOHEHTHBIX KJIETOK B CETYaTKe
(OUMONAPHBIX, TOPU3OHTATBHBIX M TAHTJIMO3HBIX KJIETOK) CBUJIETEIBCTBYET O
COOTBETCTBYIOIIECH 00pabOTKEe CHTHAJIOB OT KOJOOYEK pa3HBIX THUIOB. PaHee MbI
MOKa3alid, 4YTO BCE€ OOHApY)XCHHBbIE HAMU THUIIBI PETUHAIBHBIX 3JeMeHTOB TO
CBsI3aHBI CO BCEMHU TpeMsl TUTIaMu Kosbouek. Ho mpu 3ToMm nmpakTudecku Bce oHU (3a
uckimoueHneM R/G kimeTok) He 00JamaroT I[BETOpa3IMYArOIIeH CIOCOOHOCTBIO M
JIEMOHCTpUPYIOT NpuHiun yHuBapuantHocTu (Naka, Rushton, 1966, Maximova et
al., 2015). Ilpu nomomu yxke pa3pabOTaHHBIX HMHCTPYMEHTOB MbI IPOBEPUIIU
1BeToBbIe cBOMicTBA DMA. KpuBble CieKTpaIbHON YyBCTBUTENHLHOCTH KoOouek (L —
JUTMHHOBOJHOBBIX, M — CPEIHEBOIHOBBIX, S — KOPOTKOBOJIHOBBIX) MEPEKPHIBAIOTCS.
[TosrTOMYy CTUMYIISIIIUS OTAEIBHBIX TUIIOB KOJIOOUEK HACHIIICHHBIMH y3KOMOJIOCHBIMU
CHEKTPAJIbHBIMU CTUMYyJIaMH OT TEMHOTBHl HEBO3MOXKHAa. MOXHO, OAHAKO, OT
HEKOTOPOTO OOIIEro ypOBHS BO30YXIEHHUS J00aBUTh WU YOaBUTh BO30YKICHHUE
OJTHOTO BBIOpAHHOTO THUIA KOjJIOOYeK (WM AByX). Takwe WHKpEMEHTHbIe (+) u
JNEKPEMEHTHbIE (—) CENeKTUBHBbIE CTUMYJbl ObUTM paccuuTanbl s L, M, u S
KOJIOOYEK Kapacsi, HMCXOAs U3 BO3MOXHOCTEW MoHHUTOpa. MHKpeMEHTHble U
JIEKPEMEHTBIE CTUMYJIbI HEOOXOAUMBI JUIsl TOTO, YTOOBI BBIIBUTH 1[BETOONIIOHEHTHbIE

B3auMmoaeicteusi. ON u OFF kaHaibl OpoBOAST CUTHAN OT KaXJO0ro U3
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IBCTOIIPUCMHHNKOB (KOJI60‘-ICK) pa3aciIbHO. HBGTOOHHOHGHTHOCTB npecamnojaaracTt

enrHoOOpa3ue OTBETOB, BO3HUKAIOIIMX IMPHU MOCTyIUIeHWH curHaja no ON-kaHairy
ot npuemHuka 1 u no OFF-kanany ot npuemuuka 2. [Ipu 3TOM peakiuu Ha CUTHAJ
ot OFF-kanana npuemnuka 1 1 ON-kaHaja OT NMpUEMHUKA 2 HE BO3HMKAIOT. [
HAIIeT0 MOHHUTOPA OKa3aJoCh BO3MOXKHBIM JIOOMTHCS CEIEKTHMBHOW CTUMYJSIIUU B
npeaenax koHtpacta B 1,6 pasza. Takxke B cepur NpPEeIbABISUIM aXpOMaTHYECKUE
ctumyiabl G+ 1 G— (OT aHIII. «gray») TOTO e YPOBHS KOHTpacTa, 4YTOObI MOKa3aTh Ha

TOM € PUCYHKE, TpoBoaAmIack cepus Ha anieMenTe ON-tuna uinu OFF-tuna.

3.4.1. I[eemosvie ceoticmea IPA OFF-muna

3.4.1.1. IJeemoxoouposarnue IPA OFF muna

HccnenoBanre 11BeToBBIX cBOMCTB DDA npu NOMOIIM CEIEKTUBHONW CTUMYIISILIUU
kaxaoro u3 Tpex tunoB (L, M, S) xonbouek mpoeneno Ha 98 DDA OFF-tuma. J{ns
CTUMYJISILIUU UCIIOJIB30BAJIA BCIBILIKHU IIATEH JuaMeTpoMm 7,7°.

Ha pucynkax 21-23 B pacTpoBbIX OTOOpa)KEHUSX CEpUN BUIHO HECKOJIBKO
oco0eHHocTel peakun JDPA Ha BCHBIXMBAIOUIUE CTUMYIbI. BO-IEpBBIX, OTBET MOXKHO
pa3enuTh Ha HadyalbHyo (a3y paspsna, rae HaOMogaeTcs BBICOKas 4YacToTa
UMITYJIbCOB, U YCTAHOBUBIIYIOCS PEAKLUIO ¢ MEHBIIEH 4acTOTOM. BO-BTOpPBIX, OTBET Ha
CTUMYJISIIUIO Pa3HBIMHM I[BETAMHU MUMEET Pa3HyIO JIATEHTHOCTb. JTOT ()eHOMEH Tpelyer
OTJIEJIBHOIO UCCIIEAOBAHUS.

B pe3ynbrare aHanu3a Noay4eHHBIX 3alIUCE MOXKHO yTBepxAarTh, uTo DDA OFF-
TUIA CBA3aHBI CO BCEMM TPEMsI TUIIAMH KOJIOOYEK, MpUYEeM HE €IMHOO0Opa3HO. Y HHUX
BBIJICJICHO TPU OCHOBHBIX PA3HOBHUIHOCTH CBA3EH:

1) uMIyIbCHBIN OTBET BbI3bIBaeTCA ctumynaamu L+, M—, S+ (puc. 21). Haubonee
CYLLIECTBEHHBIN JUIAIIMICA OTBET HaOmoaaercs Ha ctumyisl L+ u M—. Ilomumo oTBera
Ha BKJIIOYEHHE CTHMYyJa MOXKHO HAOJIOaTh TaKKe OTBET Ha BBIKIIIOYEHHE, KOTOPBIN

HaOJIro1aeTcs B peakiusax Ha CTuMyIbl L+, M+ u S+,
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Pucynok 21 — IlBetokonupoBanne JPA OFF-tuna rpynnsi 1. PacTpoBoe npezacrasienne
peakiuii D®A OFF-tuna (rpynmna 1) Ha HBETHbIE CEIEKTUBHBIC CTUMYIbI, BKIIIOYaEMbIE B
uenrpe PII npu HeusmenHoil cepoii nepudepun. Cepas monoca BHU3Yy 0003HauaeT BpeMs
neiictBus ctumyna. KakIplii CTUMyN OpebsBisUIcs LIeCTb pa3. llBera celeKTHBHBIX
MHKPEMEHTHBIX (+) W JAEKPEeMEHTHBIX (—) CTUMYJOB MpeJcTaBiIeHbl OyKBaMmH,

COOTBCTCTBYIOIIIUMU THUITY B036Y)K)Ia€MBIX MMH KOJIOOYEK.

0 100 200 300 400 500 600 700 800 900 1000 1100 1200 1300
Bpewms, mc

Pucynok 22 — IlBetokonupoBanne JPA OFF-tuna rpynnsl 2. PacTpoBoe npeacraBieHne
peakuuiit DDA OFF-tuna (rpynma 2) Ha IIBETHBIE CEJIEKTUBHBIC CTUMYIBI, BKIIIOYAEMbIC B
nentpe PII mpu HemamenHoit cepoit nepudepun. Cepas mojgoca o003HaYaeT BpeMs ACHCTBUS
ctuMyia. Kaxaplii CTUMYIN IpeabaBISUICS IECTh pa3. L[BeTa CeNeKTUBHBIX MHKPEMEHTHBIX
(+) 1 AeKpeMEeHTHBIX (—) CTUMYJOB MPEICTaBICHbl OyKBaMH, COOTBETCTBYIOIIUMHU THITY

BO30YK/Ia€MbIX UMHU KOJIOOYEK.

2) UMITyJAbCHBIN OTBET BhI3bIBaeTCs ctumynamu L—, S+ (puc. 22). Jdnsmwmiics

OTBET BBI3BIBAIOT CTUMYJIBI S+ H L—. TopMOkXeHHME aKTUBHOCTH BBI3BIBACTCS
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ctumynamu L+ u S—. Cpeau 31eMeHTOB, MPUHAIEKAIUX K JaHHOUW TpyIe €cTh Psij

3JIEMEHTOB, KOTOPBIE MOTYT pearupoBarb Ha  CTUMYJIbl M+ U M— uMNyJIbCHBIM
orBeToM. [Ipu 3TomM oTBeT Ha M+ jusimumiicsi, HHOTAA BhIIIE, YeM OTBET S+. OTBET Ha
CTUMYJ M— BO3HUKAET PEIKO U HE BBI3BIBACT JJISAILETOCA OTBETA. [[pyrue aneMeHThl TOU
KE TPYNNbl OTBEYAIOT HA CTUMYJISIMIO 3€JICHOT0 KaHajia TOPMOXEHHEM (HOHOBOM
akTUBHOCTU (Kak Ha puc. 2). oHOBas aKTHMBHOCTH JIO0 W IOCIE PEaKIMd Ha CTHUMYJ
HaOmonanach Toibko y 9tod rpynmnbl DDA OFF-tuma. OTBeThl Ha BBIKIIOUCHHUE

CTUMYJIOB BO3HHUKAIOT ITPU CTUMYJISILUK 1iBeTamu L+, M—, S—.

G+
G—
L+
M+
S+
L_
M_
Sf
L+

0 100 200 300 400 500 600 700 800 900 1000 1100 1200 1300
> Bpems, MmC ©

Pucynok 23 — IIBerokonupoBanue IMA OFF-tuna rpynnsi 3. PactpoBoe npencraBieHue
peakunii O®A OFF-tuna (rpynna 3) Ha IBETHBIE CEJIEKTUBHBIE CTHMYJIbI, BKIIIOYAEMBIE B
nentpe PII npu Hensmennoi cepoit nepudepun. Cepast mojroca 0603Ha4aeT Bpems JeHCTBUS
ctuMyisia. Kaxaplii cTUMYI TIpEeAbsBISUICS LIECTh pa3. L[BeTa CeNeKTUBHBIX MHKPEMEHTHBIX
(+) ¥ JeKpeMEHTHBIX (—) CTUMYJOB MPEACTaBICHbl OyKBaMH, COOTBETCTBYIOIIUMHU THITY

BO30Y’K/1a€MbIX UMHU KOJIOOYEK.

3) UMITYJIbCHBIA OTBET MOMKET BBI3bIBaThCA cTuMynamu L+, M+, S+ (puc. 23).
Kaxaplif M3 UBETHBIX CTUMYJOB MOXKET BBI3bIBATh Yy HHUX JJISIIIYIOCS peakiuio. Y
AJIEMEHTOB JIaHHOW TPYMIBI HE BBISBISAETCS BUAMMBIX TOPMO3HBIX BIUSHUN TE€X WU
WHBIX IIBETOBBIX KaHaloB. Takxe, B OTIMYME OT MEPBBIX JABYX TpPYyNI, Y HHUX HE
BCTPEYAETCA OTBETOB HA BHIKIIOYEHUE CTUMYIISILIUU.

Paznuums B BETOKOAMPOBAHUM MEXIY JTaHHBIMHU MOATUIIAMU MBI OOHAPYKUITN
B peE3yJibTaTe€ MPOCMOTPA PE3YIbTATOB HM3MEPECHUW [ PA3HBIX KIETOK, U B
MOCJEACTBUHA KaX/Ibli HOBBIA 3apPETMCTPUPOBAHHBIN SJIEMEHT MOMNAJIA] B OJHY M3
TpeX rpynil. Paznmnuus B OTBETAX HA T€ WIM WHBIC CTUMYJIbI XOPOIIIO BUHBI HA TJIA3.

Ho xomnuecTBO MMITYyIbCOB B OTBETE KIETOK BHYTPH OJHOM TPYNIIBI MOXET
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BapbHUPOBATL B IIMPOKOM JHAIIA30HC. KpOMe TOTI'O, IIpHU IIPOBCACHUHA I/ISMCPCHI/Iﬁ JII

Pa3HBIX KIJIETOK Mbl 33/1aBajii Pa3HYIO JJIMTEIBHOCTh cTUMYyisiuuu. [lostomy s
CpaBHEHHUs BBISBICHHBIX IyTEM HAOMIOACHUS TPYNI MEXIy Cco00M HEoOXOauMOo
PUBECTU JAHHBIE K OOIIEMY BULY.

Jnst 3TOr0 MBI CHavyana Mbl U3MEPUIIN JJIUTEIIBHOCTh OTBETA, BO3HUKAIOIIETO
Ha NIEPBOM 3Tarle, 10 YCTaHOBJIEHUs Juisiiieiicsa peakiuu. OHa coctaBuia okosno 200
MC, U JJAHHOE MPABUJIO BBIMOIHAETCS JJISl BCEX KJIETOK B UX OTBETE HA BCE CTUMYJIBI.
s mocienyomero MHTEpPBajda YCTAHOBUBIIECUCS IJISAIICHCS pEaKIUU MBI
BBIYKCIISUIA CPEAHIOI0 YacTOTY UMITYJIbCALUU M TIEPECUUTHIBAIIN €€ TaK, KaK eclid Obl
oHa npogoinkanack 800 mc. Takum 00pa3oM, TIUTEIBHOCTh OTBETOB, IIPUBEICHHBIX
K obmiemy BuAy, coctapisiia 1 c. [lpumep naHHBIX, MPUBEICHHBIX K OOIIEMY BHUY,
npencrasieH Ha Tabnuie 1. Ha ocHOBe mpuBeAEHHBIX K OOIIEMY BHUAY JaHHBIX MBI
nonapHo cpaBHUIM Tpu npeanonaraeMbix rpynmbsl DDA OFF-tuna, npumenus U-

Tect (puc. 24).

Tabnuna 1. ®parment Tabmunpl gaHHBIX ¢ peakiusamMu DDA OFF-tuna (rpynma 2) Ha

CTUMYJIAIHNIO CCIICKTUBHBIMHA IBETHBIMU CTUMYJIaAMHU.

Ne

Ne KNeTKn B
Data knetku =~ ON/OFF L+ M + S+ L- M - S- 6ase
07-11-06 #5 OFF 8,2 29,6 17,6 53,1 5,8 0,5 3
11-11-07 #4 OFF 6,8 21,9 54,1 69,8 3,5 53 20
15-04-09 #7 OFF 4 19,1 21,3 66 3,1 0,2 48
15-04-16 #3 OFF 7,5 5,8 46,5 61 1,3 0,3 49
16-06-09 #7 OFF 2 0,7 53 53,3 4,5 0,7 66

CpaBHEHHE TpU TOMOIIM CTAaTUCTHUYECKOTO METO/Ia BBIIBUJIO 3HAYMMBIE
pa3iIiMuMs B PEAKUUSIX AJEMEHTOB Tpex rpymm. CpaBHeHue rpynn 1 v 2 mokasano,
YTO y BJIEMEHTOB Ipynnbl | Bblllle OTBETHI Ha cTUMYJbl L+ m M—; y sinemeHTOB

rpynmsl 2 BblIE€ OTBETHl Ha ctumyinsl M+, S+ u L—. CpaBHenue rpymnn 1 u 3
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Pucynok 24 — IlonmapHoe cpaBHeHHe npodujieil HBeTOKOAMPOBaHUA Tpex rpynn JPA
OFF-tuna. A: Cpasuenue 1 u 2 rpynn O®PA OFF-tuna. CpaBHUBAIOTCS OTBETHI HA LIBETHHIC
CEJIEKTUBHBIE CTUMYJIbI IO YMCIIY UMITYJICOB MOCJE MPUBEIEHUS JaHHBIX K 001eMy Buay. b:
Cpasuenue 1 u 3 rpynn OPA OFF-tuna. CpaBHUBaIOTCS OTBETHI HA I[BETHBIE CEJICKTHUBHBIC
CTUMYJIbI 10 YUCITY UMITYJICOB TOCJE MPUBEAEHUS JaHHBIX K 001meMy Buay. A: CpaBHeHue 2

u 3 rpynn D®PA OFF-tuna. CpaBHUBaIOTCSI OTBETHI HAa LIBETHBIE CEJIEKTUBHBIE CTHUMYJIBI IO

YUCITYy UMITYJIBCOB ITOCJIC IPUBCACHUS JaHHBIX K 061ueMy BHULY.

NI0Ka3aj0, 4YTO Y DJIEMEHTOB IPYNIbl 3 BBILIE OTBETHI HA CTUMYJIBI M+, S+, L—u S—.
CpaBHeHue rpynn 2 U 3 mokas3ajio, YTO y 3JIEMEHTOB TPYNIIbI 2 BbIIIE OTBETHI Ha
CTUMYJI S+; y TPyIIIbI 3 BBIIIE OTBETHI HA CTUMYJIBI L+, M— 1 S—.

Takum oOpa3zom, HamKM HAOMIOACHUS TMOATBEPAWINCH, U PA3IUYMUS HOCAT
NOCTOBEpHBIN Xxapakrtep. [ns Toro, 4TtoObl OKOHYATENbHO YyOEAUTHCS B
CYLIECTBOBAHUM BBIACIECHHBIX Hamu Tpex TIpynn OPA OFF-tuma, Mbl mpoBenu
JVMHENHBIN JUCKPUMHMHAHTHBIA aHanu3 (puc. 25). [ns 3Toro Mbl HOpMaIu30Baju
JaHHble, TpPUBEACHHBIE K OOIEMy BHAY, [0 MakcuMajabHOMY OTBeTy. I[Ipumep
HOPMAJIM30BaHHBIX JaHHBIX IpuBeneH B Tabnuune 2. Ha ocHoBe MaccuBa
HOPMAJIM30BaHHBIX JAHHBIX OBLJIM MOCTPOEHBI TPU MATPUIIbl, KOTOPbIE CPABHUBAIKCH
Mexay coboil. Ilo pe3ynprataM JTUCKPUMHMHAHTHOTO aHAJIM3a MOYKHO YTBEP>KIaTh,
yTto DDA OFF-Tumna neMcTBUTENbHO NOAPA3ACISAIOTCA HAa TPU TPYIIbI, IS KaKIOU

U3 KOTOPBIX XapaKTepPeH COOCTBEHHBIN MPO(UIIb LIBETOKOJUPOBAHUS.
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Tabnuua 2. ®parmMeHT Tabnnupl C TEMU XXe OaHHbIMU, 4YTO B Tabnuue 1, nocne Hopmanusaumu.

Hata

07-11-06

11-11-07

15-04-09

15-04-16

16-06-09

Ne
knetkm | ON/OFF L+ M + S+ L— M—
#5 OFF 0,15 0,56 0,33 1 0,11
#4 OFF 0,09 0,31 0,78 1 0,05
#7 OFF 0,06 0,29 0,32 1 0,05
#3 OFF 0,12 0,09 0,76 1 0,02
#7 OFF 0,01 0,01 0,99 1 0,08
Root 1 vs. Root 2
4
L > *
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*
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o
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41
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Root 1

0,01

0,08

0,01
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GROUP
GROUP
GROUP

Ne
KNEeTKN B
6ase

20

48

49

66

w N

Pucynok 25 — Tpu rpynnsl DPA OFF-tuna. [TpoBoguics MMHENHHbIA JUCKPUMHUHAHTHBIN

aHaJM3 MaTpull, COCTABJIICHHBIX HAa OCHOBE JaHHbIX OTBeTOB Tpex rpynn DDA OFF-tuma.

Hcnons30BaHbI JaHHBIE OTBCETOB Ha CCJICKTHUBHBLIC IIBETA, Bo36y>1<)13101111/1x OJHUHOYHBIC

npuemHuku (L, M, S). Jlannwsle npuBeneHbl K o0OLIEMy BHJIYy U HOpPMaJIM30BaHbl IO

MaKCUMAaJIbHOMY OTBCTY B K&)KI[OfI Z-)KCHCpPIMeHTaHBHOﬁ CCpHHU.
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3.4.1.2. [leemoonnonenmuocmo 6 yewmpe PII DDA OF F-muna

B pamkax cepuil CTUMYJISLUMU TOCJIE CTUMYJIOB, CEJIEKTHBHBIX IIO OIHOMY
KaHally, Mbl IPEIbSABISIN CTUMYJIbI, BO30Y X AAIOUIME OJHOBPEMEHHO JIBa LIBETOBBIX
KaHaja.. OJTO OOBACHIETCS TEXHUYECKHMMH OTPAaHUYEHUSIMH — [UJIsI LIBETOBOM
IPOCTPAHCTBA MOHUTOpPA HE YAAETCs PacCUUTaThb JAHHBIE LBETA C COXPAHEHHEM
HeoOxoauMoro koHTpacta. [TomoOHast CTUMYIISIIIHS TTO3BOJISIET BBISBISITH BOSMOXKHBIE
B3aMMOJCHCTBHS MEXKIY LIBETOBBIMU KaHaJIaMU. B TOM ciydae, eciii CEleKTUBHBIN
CTUMYJ, BO30YXIAIOIUN OJMH THI KOJOOYEK, BBI3BIBAET MMIIYJbCHBIA OTBET, a B
KOMOWHAIIMM CO CTUMYJSIIIMEN JPYroro TUIMA KOJIOOUYEK OTBET CHUIKAETCS, MOYKHO
TOBOPUTH O TOPMO3HOM B3aMMOJCHCTBUHU JIBYX LBETOBbIX KaHaoB. [l aHaim3a
B3aUMOJICMCTBUII MEXJy IBETOBBIMM KaHalaMH Mbl HOPMAalu30BaJii OTBETHI
3JIEMEHTOB MO0 MAKCHUMAJIbHOMY OTBETY, Il KAXKJAOU IPYMIIBI 3TO BCETAA OKA3bIBAJICA
OJIMH CEJICKTUBHBIA CTUMYI. [lociie 3TOro Mbl CpaBHUBAJIM PEAKLIMU HA OJUHOYHBIC
CTUMYJIBl C pEaKIUs MM Ha KOMOWHAIMM HWHKPEMEHTHBIX M J€KPEMEHTHBIX
BETOB.MBbI BBISIBUIM TOPMO3HBIE B3aUMOJCHCTBUS, XapaKTE€pPHbIE IJi1 MEPBOM M
Bropou rpynn DDA OFF-tuna.

VY mepBoil Tpynmbel HauOoOJbIIee KOIUYECTBO HMIYILCOB HAOIIOMAaeTCs B
orBeTe Ha ctumyn L+. Ilpu mapHOW IBETHON CTUMYISIUM HaOII0IaeTCs
TOpMOXKeHHE OTBeTa Ha L+ nmobGaBnennem M+ y BcexX 3J€MEHTOB JAHHOM TPYIIIbI
(puc. 26). Taxxe Topmoxenue BoisiBieHo Ayig OFF kananos: npu no6aBke L— orBeT
Ha M— 3aMeTHO CHUXaeTcs (puc. 26).

VY Bropoii rpynnsl DPA OFF-Tuna MmakcUManbHBIM SIBISIETCS OTBET HA CTUMYJI
S+. Ilpm mnmapHOW UBETHOM CTUMYJISILUM y BCEX OJJIEMEHTOB JAHHOM TPYMIIbI
MPOCIICKUBACTCS TOPMOKEHUE peakiuu Ha S+ qobasinenuem L+ (Puc. 27). 3aech Tak
XKe, Kak U y Tpynibl 1 HabmromaroTcst Topmo3Hoe B3aumogeiicteue OFF kananoB: npu
nobaBke S— k L— oTBeT MoxeT cHMXarbcs. TOpMOXEHUE B JAHHOM CiIy4yae
CTaTUCTUYECKH 3HAYMMOE, HO OTBET CHMIKAETCs HE 1O YPOBHsS OTBETAa Ha S—, a
IpUMEpHO B/IBO€. OHAKO, 3TO SIPKO MPOSIBISAETCS TOJIBKO Y TEX IEMEHTOB, KOTOPHIE

He 00J1a/1al0T YyBCTBUTEIBHOCTBIO K CPETHEBOIHOBBIM cTUMYnaM (M+).
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VY tperbeit rpynnsl IPA OFF-Tuna aHamoruyHo nepBoi rpyrne HaOnoaaeTcs

TOpPMOXEHHE 0TBeTa Ha L+ nipu gobasnenuu k crtumyny M+ (Puc. 28).
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Pucynok 26 — B3auMoaeHCTBHUS IBETOBBIX KaHAJOB (LBETOCEJEKTHBHBIX BXOIOB) Y

IPA OFF-tuna rpynnsi 1. CBepxXy NHpeacTaBI€HO PacTPOBOE MPEICTABICHUE PEAKIIHMN

O®A OFF-tuna (rpymnmna 1) Ha UBETHbIE CEJIEKTUBHBIE CTUMYJIbI, BKIIto4aemble B 1ieHTpe PI1

npu HensMeHHOH cepoil mepugepun. Cepas mojgoca BHH3Y 0003HayaeT BpeMms JeHCTBUSA

CTUMYJ1a. Ka}I(I[BIfI CTUMYJI MPCABABIJICA IMCCTh pas. HBCTa CCJICKTUBHBIX MHKPCMCHTHBIX

(+) u JnexkpeMeHTHBIX (—) CTUMYJIOB MPEACTABICHbI OYKBaMH, COOTBETCTBYIOIIMMHU THITY

B036Y)KI[aCMBIX AMHU KOJIOOYEK. CHI/I3y CPaBHUBAKOTCA HOPMAJIM30BaHHBIC OTBCTBI Ha

uBeTHble cTuMyibl. Mcnonb3oBan Tect ANOVA, BhIsSIBIEHHBIE pa3inydus JOCTOBEPHBI MPHU P

< 0,0001. MakcumanbpHblli OTBET Ha L+; mpu mapHON CTUMYJSALMM JJIMHHOBOJIHOBBIM M

CpeaHEeBOIHOBBIM criekTpoM (L+M+) otBeT Ha L+ magaet 1o ypoBHs peakuuu Ha M+.
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Pucynok 27 — B3amMoaeHCTBHS HBETOBHIX KaHAJOB (LBETOCEJEKTHBHBIX BXOI0B) Y
DA OFF-tuna rpynnsl 2. Cepxy pactpoBoe mnpenacrasienue peakuuii OPA OFF-tuna
(rpynna 2) Ha UBETHBIEC CEJICKTUBHbBIE CTUMYIIbI, BKJIt04aeMble B ieHTpe PII npu Hem3aMeHHoOM
cepoii nepucdepun. Cepasi moinoca BHH3Y 00O3HAuaeT BpeMmsi JNeHCTBUS cTumyna. Kaxmwii
CTUMYI NPEIbIBISIICA 1IEeCTh pa3. [[BeTa CeNeKTUBHBIX HHKPEMEHTHBIX (1) U IEKPEMEHTHBIX
(—) cTUMYNOB mMpeACTaBiIeHbl OyKBamMH, COOTBETCTBYIOIIMMH THITYy BO30YXKIaeMbIX HMU
kosoouek. CrpaBa CpaBHHMBAIOTCSI ~ HOPMAaJM30BaHHBIC OTBETHI HA IIBETHBIC CTHUMYIIBIL.
UcnonszoBan Tect ANOVA, BbIIBICHHBIE pa3nuuug goctoBepHbl npu p < 0,0001.
MakcumanbHblil OTBET Ha S+; mpu napHoil ctumyisiiuu (L+S+) orBer Ha S+ magaer no

ypoBHs peakuuu Ha L+. OtBeT Ha L— cHmxkaetcs npu napHoit ctumyasiuuu (L— S—) BaBoe.
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Pucynok 28 — B3amMoaeiicTBHsI IBETOBbIX KAHAJIOB (LBETOCEJEKTHBHBIX BXOI0B) Yy
DA OFF-tuna rpynnsi 3. CieBa npeAcTaBiI€HO pacTpoBOE MpeAcTaBieHue peakiuii DDA
OFF-tuna (rpynna 3) Ha 1BETHbIE CEJIEKTHUBHBIE CTUMYJIbI, BKIo4aeMble B 1ieHTpe PII mpu
HensMeHHOU cepoit nepudepun. Cepas nmojoca BHU3Y 0003HAYAET BpeMs ICUCTBUS CTUMYJIA.
Kaxnplii cTuMyn nOpeabsBisuica IIecTb pa3. L[BeTa CeneKTUBHBIX MHKPEMEHTHBIX (+) U
JNEKPEMEHTHBIX (—) CTUMYJIOB TpEJACTaBJICHBl OyKBaMH, COOTBETCTBYIOIIUMH THITY
BO30yX/MaeMbIx UMHU KoimOouek. CrmpaBa CpaBHUBAIOTCS ~ HOPMAJIM30BAHHBIE OTBETHI Ha
1uBeTHbIe cTUMYIbL. Mcnionb3oBad TecT ANOVA, BBISIBICHHBIE Pa3iinyusi JOCTOBEPHBI MPHU P
< 0,0001. MakcuManbsHbIN OTBET Ha L+; mpu q0o0aBKe CpeTHEBOIHOBON KOMIOHEHTHI (L+M+)

oTBeT Ha L+ magaer 1o ypoBHs peakiuu Ha M+.
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3.4.1.3. l{eemnas cmumynsayus nepughepuuecxotl yvacmu PIT

HeoOxoquMpbIM ycClIOBUEM [UJIsi IBETOPA3JIUYCHUS CUUTACTCSA JBaXK]bl
LBETOONMNOHEHTHOCTh, KOTOpas MOAPAa3yMEBAECT HAIMYHUE y 3PUTEIBHOIO HEHWPOHA
ONMIMOHEHTHOCTU MEXJY IBETOBbIMM KaHanamu B uneHtpe PII, a Takxe
ONMOHEHTHOCTH LIEHTpa U nepudepun no 1upeTy. Kak ObLI0 MOKa3aHO BHINIE B IJIaBE
3, y DDA peakTuBHBIM sBIsieTCs HE Toibko 1eHTp PII, HO u mepudepusi, OTBETHI
KOTOPOW OIIMOHEHTHBI LEHTPY IPU aXpOMAaTUYECKOW CTUMYISIUuU. s mpoBepku
Hamuuusi y DDA 11BETOONIIOHEHTHOCTU LIEHTpa W Nepudepruu Mbl TaKXkKe MPOBETU
CEepHUI0 M3MEPEHUN pEeakIMi Ha IBETHBIC CEJIEKTUBHBIC CTUMYJBI Nepudepruyeckoi
yact PIT DDA npu HEM3MEHHOM OCBEIICHUM IIEHTPA.

B pesynbrare oka3anoch, 4TO OTBETHI IpH cTUMYIsiuu nepudepun PIT pis
O®A OFF-tuna rpynmn 1 (puc. 29) u 2 (puc. 30) mo xapakTepy «3epKajbHbD)
OTBETaM IPHU CTUMYJSALUU HeHTpa. CTUMYJIBI, BBI3BIBAIOIINE HAaNOOJee BHIPAKEHHYIO
pEaKkui0 MPU CTUMYJSIIUU LEHTPA, HE BBI3BIBAIOT PEAKIMUA MPU CTUMYIISLUU
nepudepun PII. 1 HanmpoTHB — CTUMYIBI, HE BBI3BIBAIOIIKNE BHIPAKCHHON pEaKIINU
WIHM TOpMOXXEHUE (OHOBOM aKTUBHOCTH MpU TpeabsBieHuu B neHtpe PII, nHa
nepudepun BbI3bIBAET Hanbomee spKyro peakiuio. [Ipu 3ToM yacToTa MMITYJIbCOB B
BBIPKEHHBIX OTBETAX HA CTUMYJISIUIO IIEHTPA U NIepudepuu COmocTaBuMa.

Uro xe KacaeTcsi TpeThed IPyIIbl, TO OTBETHI Ha CTUMYJISIUIO NTepruepruiecKoit
yactu PII BwIpaxkeHbl cyiecTBeHHO ciabee (puc. 31), uem mpu CTUMYIISIIIUU LEHTpA.
«3epKaNbHOCTBY, XapaKkTepHas sl rpynn 1 u 2 31ech BhIpakeHa MEHBIIIE.

Tak xak qist rpynm 1 U 2 mpoaeMOHCTPUPOBaHA I[BETOBAsI OMIOHEHTHOCTh B B

nentpe PII, a Taxke 1BeToBas ONMMOHEHTHOCTh MEXAY LIEHTpoM u mnepudepueii PII,

MOXHO YTBCPIKAATh, YTO OHHU SABJIAIOTCA ABAXKAbI IBETOOIIIIOHCHTHBIMHA KJIICTKAMMU.
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Pucynok 29 — CpaBHenne orBeToB HeHTpa U nepupepun IPA OFF-tuna rpynnsi 1. A:
pactpoBoe mpencrapienue peakuuii DDPA OFF-tuma (rpymnma 1) Ha 1[BETHBIE CEJIEKTHBHBIC
CTUMYJIBI, BKItouaeMble B 1ieHTpe PII mpu Hemsmennoit cepoit mepudepun. Cepas moiioca
BHU3Y 0003HA4YaeT Bpems AeWUcTBUs cTuMyla. Kakaplii cTUMyN MpenbsBISUICS IIECTh pas.
[IBeTa ceNneKTUBHBIX MHKPEMEHTHBIX (+) M JIEKPEMEHTHBIX (—) CTUMYJOB MpPEICTaBICHBI
OyKBaMH, COOTBETCTBYIOIIMMHU THUIY BO30ykJIaeMbIx MMM Konbouyek. b: pactpoBoe
npencrapinenue peakuuiit OMA OFF-tuna (rpynna 1) Ha 1[BETHbIE CEIEKTUBHBIE CTUMYJIBL,
BKIItouaeMble Ha nepudepun PII mpu nHemsmenHom cepom 1entpe. Cepasi monoca BHH3Y
o0o3Ha4yaeT Bpems JEeHCTBHUS cTuMyia. Kaxaplil cTumyn mpenbsBisuics mecTs pas. L[Bera
CEJICKTUBHBIX MHKPEMEHTHBIX (+) M JEKPEMEHTHBIX (—) CTUMYJOB 00O3Ha4YeHbI OyKBaMH,
COOTBETCTBYIOIIIMMH THUITY BO30YKJIa€MbIX MMHU KOJIOOYeK. B: BH3yanmuzalus yCpeaHEHHBIX
OTBETOB, MPOJEMOHCTPUPOBAHHBIX clieBa (A u b) mpu crumymsiuu 1eHtpa (TOKa3aHo

CUHUM) U niepudepun (M0Ka3aHo 3€JEHbIM) Ha KaX /bl U3 MPEIbsBICHHBIX I[BETOB.
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Pucynok 30 — CpaBHenue orBetoB HeHTpa u nepudepun PII IPA OFF-tuna rpynnsi 2.
A: pactpoBoe mnpeactaBienue peakuuii IDA OFF-tuna (rpynma 2) Ha LBETHBIE
CEJIGKTUBHBIE CTUMYJbI, BKiItodaemble B neHtpe PII mpu HewsmeHHo# cepoil mepudepuu.
Cepas nosnoca BHM3Y 0003Ha4aeT BpeMs AeicTBHs cTuMya. Kaxaplil CTUMYI MpeabsBIIsICs
mectb pa3. llBeTa CeNEeKTUBHBIX HMHKPEMEHTHBIX (+) U JEKPEeMEHTHBIX (—) CTUMYIJIOB
IpeJCTaBleHbl OyKBaMH, COOTBETCTBYIOIIMMHU THITy BO30y)XIaeMbIX HMHU KojgOouek. b:
pactpoBoe mnpencrapienue peakuuid 9PA OFF-tuna (rpymnmna 2) Ha UBETHBIE CEJIEKTHBHBIC
CTUMYJbI, BKIIto4aemble Ha nepudepun PII npu HensmenHom cepom nentpe. Cepas mojoca
BHU3Y 00O3Ha4YaeT BpeMs NEHCTBHUS cTuMyia. Kakaplii CTUMyNn HpeabsSBISUICS LIECTh pas.
[[BeTa CENEKTHBHBIX WHKPEMEHTHBIX (+) M JEKPEMEHTHBIX (—) CTUMYJOB OOO3HAYCHBI
OyKBaMH, COOTBETCTBYIOIIMMH THUIy BO30y)XKJaeMbIX HMHU KojiOouek. B: rucrorpammbl
YCPEAHEHHBIX OTBETOB, MPOJEMOHCTPUPOBAHHBIX cieBa (A M B) mpu ctumymsiuu neHTpa

(mokazaHo cuHUM) W Tepudepun (MOKa3aHO 3€JEeHbIM) Ha KaXAbIH W3 TMPEabsSBICHHBIX
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Pucynok 31 — CpaBHenne orBeToB neHTpa U nepupepun IPA OFF-tuna rpynnsi 3. A:
pactpoBoe mpencrapienue peakuuid DDPA OFF-tuma (rpymnmna 3) Ha 1[BETHBIE CEJICKTHBHBIC
CTUMYJbI, BKItouaemble B 1ieHTpe PII mpu HeusmenHoi cepoi nmepudepun. Cepas moioca
BHU3Y 0003HAa4YaeT Bpems AeWCTBUs cTuMyla. Kakaplii CcTUMYN MpenbsBISUICS IIECTh pas.
[IBeTa CeNneKTUBHBIX MHKPEMEHTHBIX (+) M JEKPEMEHTHBIX (—) CTUMYJOB MPEICTaBICHBI
OyKBaMH, COOTBETCTBYIOIIMMHU THUIY BO30ykJIaeMblx MMM Koinbouyek. b: pactpoBoe
npeacrapieHue peakuuit DPA OFF-tuna (rpynma 3) Ha LBETHBIE CEJIIEKTUBHBIE CTUMYIIBI,
BKIItouaeMble Ha mnepudepun PII mpu HemsmeHHom cepoMm 1eHtpe. Cepas moiioca BHH3Y
o0o3Ha4yaeT Bpems JeHCTBHUs cTuMynia. Kaxaplili cTumyn mpenbsBisiics mecTs pas. L[Bera
CEJICKTUBHBIX MHKPEMEHTHBIX (+) M JEKPEeMEHTHBIX (—) CTUMYJOB 00O3Ha4YeHBI OyKBaMH,
COOTBETCTBYIOIIIMMH THUITy BO30YXJaeMbIX UMH KOJOOYeK. B: rucrorpamMmsl ycpeaHEHHBIX
OTBETOB, MPOJEMOHCTPUPOBAaHHBIX ciieBa (A u b) mpu crumymsaiuu ueHtpa (MOKa3aHo

CUHUM) U niepudepun (II0Ka3aHOo 3€JIEHBbIM) Ha KaX/Ibli U3 MPEIbABICHHBIX I[BETOB.
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3.4.1. Ileemossie ceoticmea IPA ON-muna

3.4.1.1. IJeemoxoouposarnue y DA ON-muna

[Ipn nomomu TEX KE MHCTPYMEHTOB MBI MPOBEJIH HKCIIEpUMEHTHI Ha DDA
ON-tuna. [lanssie nomyyensl miusa 30 anemeHToB. OTBeT DDA HaA BCIBIXMBAIOIIUE
CTUMYJIBI MOKHO pa3JeInTh Ha HauaJdbHYIO0 (pa3y paspsia, rae HaOIomaeTcs: BbICOKas
4acTOTa HMIIYJIbCOB, M YCTAaHOBUBIIYIOCS PEAKIUIO C MEHBIIEH YacTOTOM.

HaGmronaercs pa3Hast JIaTeHTHOCTh OTBETA IPU CTUMYJISILIUM Pa3HBIMU LIBETAMHU.
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Pucynok 32 — LiBerokogupoBanue y I®A ON-tuna. PactpoBoe npeacraBiieHne peakuui
O®A ON-Tuma Ha IBETHBIE CEJIEKTUBHBIE CTUMYJbI, BKJIrodaeMble B LeHTpe PII mpum
HeU3MeHHOH cepoit nepudepun. Cepas mosoca BHU3y 0003Ha4aeT BpeMsl ACUCTBUS CTUMYIIA.
Kaxnplii cTuMyn mnpenbsBisicss mecTb pas. LlBera ceneKkTUBHBIX WHKPEMEHTHBIX (+) u

JNEKPEMEHTHBIX (—) CTUMYJIOB THpeJACTaBlIeHbl OyKBaMH, COOTBETCTBYIOIIMMHU THUITY

BO30Y>K/ITa€MbIX UMHU KOJIOOYEK.

Bce wuccnenoBannsie DDA ON-TUna CBs3aHbI CO BCEMU TpeMs TUIIAMH
KOJIOOUEK eInHO00pa3Ho (puc. 32). IMIynbCHBIN OTBET BBI3BIBACTCS CTUMYJIaMH L+,
S— Bce DDA ON-tuna mposBisitoT (HOHOBYIO AKTHBHOCTh Ha OCBEIICHUE
PaBHOMEPHBIM CEPBIM, OT KOTOPOTO IMPOM3BOAMTCS CTUMYJSAIHS. CaMbIii BBICOKHN
OTBET y HHUX HaOOmasics Ha cTUMyn L+, orBer Ha cTUMYIBl M— M S— HECKOJBKO

Huwxe. [Ipu ctumynsuuu useramu M+, S+, L— HaOnronaercsi CUIIbHOE TOPMOXKEHUE
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(1)OHOBOI>'I AKTUBHOCTH. HpKO BBIPAKCHBI TAKIKC PCAKIIHNHN HA BBIKJIIIOYCHUC CTUMYJIOB.

B cinywae co crumynamu L+, M—, S— npu BeikiIoueHUM (DOHOBas aKTUBHOCTH
BOCCTaHaBIMBAETCSA HE cCpa3y, a NpOSBIsETCS CHycTs HekoTtopoe Bpems. [lpu
BBIKJIIOYCHUU CTUMYJIOB M+, S+, L— BbI3BaHHO€ MU TOPMOXKEHHE AKTUBHOCTH

CMEHSETCSI CYIIECTBEHHOW MMITyJIbCAllMel, mpeBbiatonieid GOHOBBIN YPOBEHb.

3.4.1.2. [Jeemoonnonenmuocms 6 yeumpe PII IPA OF F-muna

B pamkax cepuil CTUMYNSIUMUA TOCJHE CTUMYJOB, CEJIEKTHUBHBIX IO OIHOMY
KaHally, Mbl TPEIbSBISIN CTUMYJIbI, BO30YKAAIOIIUE OJTHOBPEMEHHO J[Ba IIBETOBBIX
kaHana. [logqoOHast cTUMYISIIIUS TIO3BOJISIET BBISBIATH TOPMO3HBIE B3aUMOJICHCTBUS
MEXKJIYy ULBETOBBIMM KaHalaMH. B TOM cilyyae, €ClIM CEJIEKTUBHBIA CTHUMYI,
BO30YXXJAOUIMM OAWH THUN KOJIOOYEK, BBI3BIBAET HMITYJILCHBIH OTBET, a B
KOMOWHAIIUM CO CTUMYJSILIMEH APYroro TUMA KOJIOOUYEK OTBET CHUXKAETCS, MOYKHO
FOBOPHUTh O B3aUMOJCWUCTBUM JIBYX IIBETOBBIX KaHajoB. Jlns aHanusa
B3aUMOJICUCTBUM MEXAY I[BETOBBIMU KaHAJIaMU Mbl HOPMAalM30Balid OTBETHI
AJIEMEHTOB IO MAKCUMAJIbHOMY OTBETY, JIJIsl KaXKJIOM TPYIIIBI 3TO BCET/Ia OKa3bIBaJICs
OJIMH CENEKTUBHBIM cTuMyI. [lociie 3TOro Mbl CpaBHUBAJIU PEaKlMU HAa OJUHOYHBIC
CTUMYJIBI C PEAKIUSIMU HA KOMOMHAIIMY UHKPEMEHTHBIX U JE€KPEMEHTHBIX LIBETOB.

[Ipy mapHOM NIBETHOM CTUMYJSLIMM BBIABISAETCA TOPMOKEHUE DPEaKUHUU Ha
ctuMyabsl M— u S— no6asnennem L— (puc. 32). Takke y MHOTHX 3JIEMEHTOB JJAHHOTO
TUMA HaOMomaeTcss B3auMojaeicTBue M- u S- kaHaioB: npu AoOaBieHUU M+
peakius Ha S— CYIIECTBEHHO CHUXaeTca. B cepusix mpHUCYTCTBYIOT KOMOMHAIUU
BCEX MHKPEMEHTHBIX U JIEKPEMEHTHBIX LIBETOB, KpOM€ Tpex coueraHuii — L+ M—,
L— M+, M— S+. D10 OOBSCHAETCS TEXHUYECKUMU OTPAaHUUYCHUSIMU — JUIsS
[IBETOBOT'O MTPOCTPAHCTBA MOHUTOPA HE YAAETCS TOOMTHCSA HEOOXOJUMOTO KOHTpacTa

(1,6 pa3a) /ist JaHHBIX LIBETOB.
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Pucynoxk 33. B3aumoseicTBHS IBETOBBIX KaHAJIOB (I[BETOCEIEKTUBHBIX BX0A0B) y DDA ON-
tuna. CBepxy NpeACTaBIeHO pacTpoBoe npeacrasienue peakuuii IMA ON-tumna Ha [IBETHbIE
CEJIGKTUBHBIE CTUMYJbI, BKitodaemble B neHtpe PII mpu HewsmeHHo# cepoil mepudepuu.
Cepas nmonoca BHM3Y 0003Ha4aeT BpeMs AeicTBHs cTuMyia. Kaxaplii CTUMYI MpeabsIBIIsIICs
mectb pa3. llBeTa CeNEeKTHBHBIX HMHKPEMEHTHBIX (+) M JEKPEeMEHTHBIX (—) CTUMYIJIOB
IpeCTaBIeHbl OyKBaMH, COOTBETCTBYIOUIMMH THUILYy BO30YyKIaeMbIX UMHU Kosbodek. CHHU3Y
CPAaBHUBAIOTCS HOPMAaJIM30BAaHHBIC OTBETHI HAa LBETHBIE CTUMYJbl. lCrosnb30BaH TecCT
ANOVA, BeisBneHHble pasnnuus aoctoepHbl npu p < 0,0001. IIpu mapHoOM cTUMYyIALMU
CHI)KEHHUE JIJTMHHOBOJIHOBOM KOMMOHEHTHI (L—) TOpPMO3HUTCSI OTBET Ha JAEKPEMEHTHbIE
CTUMYJIbl B KOPOTKOBOJIHOBOM U CPEAHEBOJIHOBOM criekTpe (M— u S—). ¥V MHOTUX 3JIEMEHTOB
TaKKE OTMEYEHO TOPMO3HOE BO3JECHUCTBUE IOBBIIICHUS CPEIHEBOIHOBOM KOMIIOHEHTHI Ha

peakiuu Ha KOPOTKOBOJIHOBYIO cTUuMysinuto (M+/S—).
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Pucynox 34. CpaBuenue orBeToB IieHTpa U mnepudepun DDA ON-tuma. A: pacTpoBoe
npeacrapieHue peakuuii DDA ON-Tuma Ha NBETHBIE CEEKTUBHBIE CTUMYJIbI, BKIIFOUAEMBbIEC B
nentpe PII mpu HemsmenHol cepoit mepudepun. Cepas mojsoca BHHU3Y 0003HAYaeT BpeMs
JEeUcTBUS cTuMyna. Kaxaplii CTUMYNn NOpeabsBISUICS IIECTh pa3. L[Bera cemeKTUBHBIX
UHKPEMEHTHBIX (+) W JAEKPEeMEHTHHIX (—) CTHUMYJIOB NpPEACTaBICHB OyKBaMH,
COOTBETCTBYIOIIIMMH THUITy BO30YXKIaeMbIX MU KoliOouek. b: pacTpoBoe mpexacraBiieHue
peakuuii DDPA ON-Tuma Ha I[BETHBIC CEJICKTHBHBIC CTHMYIIbI, BKIIIOYaeMble Ha nepudepuu
PIT mpu HeusmenHoMm cepom meHtpe. Cepas mosnoca BHHU3Y O0O3HAuaeT BpeMs JEHCTBUS
ctuMyiia. Kaxxaplii cTUMyYN NIpeAbsIBISUICS LIECTh pa3. L[BeTa celleKTUBHBIX MHKPEMEHTHBIX
() u JOekpeMeHTHBIX (—) CTUMYJOB 0003HaueHbl OyKBaMH, COOTBETCTBYIOIIUMH THITY
BO30yXJTaeMblX HUMH KojJbouek. B: rucrtorpamMMbl yCpEeIHEHHBIX OTBETOB,
MPOJEMOHCTPUPOBaHHBIX clieBa (A u b) mpu crumynsiuu neHtpa (IMOKa3aHO CUHUM) U

nepudepnn (OKa3aHO 3€JIEHBIM) Ha KaXKIbI U3 IPEIbSIBICHHBIX IIBETOB.
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3.4.1.1. l{eemnas cmumynayus nepugepuueckou wacmu PI1

Ha D®A ON-tuna mMbl NpoOBEIU T€ XK€ CEPUU CTUMYISUUU Nepudepuu npu
HEU3MEHHOW OKpacke LeHTpa, yTto W Ha snemeHTtax OFF-tunma (puc. 34). Onm
IPOAEMOHCTPUPOBAIIH Ty KE «3€PKATbHOCTHY» OTBETOB MPU CTUMYJISILIUU Niepudepun,
yT0 31eMeHTsl OFF-tnna rpynn 1 u 2. To ectp, nepudepus ux PII onnonentHa
LEHTPY 10 BCEM LIBETOBBIM KaHaJIaM.

Takum oOpa3om, Ha ocHOBaHUU TOro, 4rto y ODPA ON-tuna
IPOAEMOHCTPUPOBAHA I[BETOBasi ONIOHEHTHOCTh B LEHTPE, a TaKXKe IBETOBas
ONMNOHEHTHOCTh MEXJYy LEHTPOM U mepudepuen, MOXXHO yTBEPKIaTh YTO OHHU

SABIIAOTCA ABAaXKAbI IBECTOOIIIIOHCHTHBIMHU KJIICTKaMH.

3.5. O0cyxknenue riaBol 3

3.5.1. Obwas xapakmepucmurxa IPA

OtBenenust DDA B TeKTyMe pbIO MPOU3BOAMINCH HAILIEH TPYNION y’KE JTaBHO.
OpnHako, mOpencTaBiI€HWE O TOM, YTO SBISAETCA JUISI HHUX IPEAIOYTUTEIIHBHBIM
CTUMYJIOM, JIOJITO€ BPEMSI OCTABAIUCh Pa3MbITBIMU. OCOOEHHO YUMTBIBAsI TOT (PaKT,
YTO HUKAKUX CBUJETENBCTB O cyliecTBoBaHMM noAoOHbIX 'K mpaktuuecku He
oOHapy’>KMBaeTCsl B JUTEpAType O ceTdyarke pbi0. M3HauanbHO MBI MOJarajiy, 4ro
DO®A paboraroT N0 NPUHLUNY (POTOIIEMEHTOB, pearupyss Ha YpOBEHb
OCBEIICHHOCTH: €CIIM OCBEIICHHOCTh BBICOKasi, TO BKiIrodarorcas DDA ON-tuma, a
eciau Huskas, To HaumHatoT padborate DDA OFF-tuma. Hamwm npencrtaBieHus o
npupone DDA TNEepeBEPHYIUCH MOCIE MOIMBITKM CTUMYJIHpPOBaTh 31eMeHTbl OFF-

THUIIA ITOJIHBIM 3aTCMHCHHUCM CTUMYIIHMPYIOIICTO MOHUTOPA. HCO}KI/IIIaHHI)IM 06p330M,
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HMITYJIbCHAA aKTUBHOCTD IMOJIHOCTBIO 3aTOPMO3UJIACh, KAK C€CJIN OBl MBI ITOKa3bIBAIN

UM CBeTIbId ctumyn (puc. 16). Jlanabii 3pdekT BOCIpOn3BOAMWICS TOCTOSHHO, U
6omee Toro, DPA ON-TUIa pearupoBaJIii Ha TOTAJTBHYIO CTUMYJISIIHIO aHAJIOTUYHBIM
oOpazoMm. B wurore cramo o4eBUIHO, uTO peakuun DDA BBI3BIBAET HE YPOBEHBb
OCBEIIEHHOCTH B HEKOTOPOM 0O0JacTH 3pUTENBHOTO Mojsi, a mnpucyTctBue B PII
KOHTPACTHOTO CTUMYyJia MPEANOYTUTEIHOTO 3HaKa. B To ke BpeMsi MOAOOHBIN
3peKT CBHUAETENBCTBYET O TOM, 4TO mnepudepuyeckas uactb PII BHOCHUT
CylIeCTBEHHBIN BkJIag B peakuuun OPA. Hwuuero mnoxoxero y napyrux ['K
PETUHOTEKTAJIBHOW cucTeMbl Mbl He HaOmronanu. Kak mpasuiio, nepudepus moxer
OKa3bIBaTh HEKOTOPBIM MOIyAupyromuid 3p¢ekr Ha oTBeT 3aeMeHTa. OOBIYHO TPHU
NOBBIIEHUU SPKOCTU Tepudepur B OTBETAX PETUHAJBHBIX DJJIEMEHTOB
HE3HAUYUTEJILHO BO3PACTAET YaCTOTA UMITYJIbCALIUH.

N3mepenust miiyounsl otBeAeHuss DMA mOKa3bIBalOT, UYTO JAaHHBIA KJacc
pPETUHANBbHBIX NPOEKI MK HAXOAUTCA B CaMOM TrIyOOKOM MOJCIOE
PETUHOPEIUITMEHTHOTO cios tectum opticum. Ilpu comocTaBieHHU C TaHHBIMU 00
apOopuzanuu akcoHOB paznuuHbix Mopdonoruueckux TunoB 'K (Robles et al,
2014), moxxHo mpenmnosaraTb, 4To IMA MOTYT COOTBETCTBOBATH MOP(POIOTHYECKUM
turiam M1 u Bl, ubu akconsl okanumBaroTcs B SGC, a taxxke tunam M3, M4 u D2,
YbU OKOHYaHUSI aKCOHOB OOHApy>KMBAIOTCS y MasibkoB Danio rerio Ha ypoBHe SAC/
SPV. OtaenbHO XoueTcs oTMeTUTh 4To neHaputsel M1 u Bl pacnonaratorcst B OFF-
noacinoe BCC, a pengputet M3, M4 u D2 — B ON-noxcioe BCC. Ecnu
npeanosarare, 4ro nepebie cooTBeTCTBYIOT DPA OFF-tuna, a Bropeie — 9PA ON-
TUIIa, TO 3TO MAOKHO o3HadaTh, uTo DDA ON-Tuma 3aneramT TIIyOXe.
Craructuyeckn pasznuuuii B mryoune otBeaeHuss DDA ON-tuna u OFF-tuna
BBISIBUTH HE yhanock. OgHako, npu padore ¢ DDA B ogHOM Tpeke anemeHThl ON-
TUIA BCErJa PErucTpupyeTcss HemMHoro miyoxke, yem anemeHThl OFF-tuma. To, uto
CTaTUCTHYecKasgs oOpabOTKa HE CMOMNIa OTPa3UTh 3TOT (DAKT, MO BCEH BUAMMOCTH
OOBSICHAETCSI TEM, YTO MPU U3MEHEHHUH IOJOKEHUS 3JEKTPOJIa, LUIANKA EKTpoaa
IBUKETCS B BSI3KOM U YNPYToil CTPYKTYPE, YTO OCIIOKHSIET TOYHOCTh PErUCTpaluu

OTHOCHUTEJIbHOMN FJIY6I/IHI>I peTuUCTpai JICMCHTOB, PACIIOJIOKCHHBIX OJIIM3KO APYyT K
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APYTY. Takum 06pa30M, HJIA YCTAHOBJICHUS HAJIMYUA IBYX T'OPHU30HTOB H606XO,Z[I/IM3

OoJbIIas CTaTUCTHYECKAs BEIOOPKA.

Henwp3st HE OTMETUTH XapakKTep 3aBUCUMOCTH HWHTEHCUBHOCTH OTBETOB OT
KOHTPACTHOCTU CTHUMYyJa. Y JE€TEKTOPOB JBUKEHUS MAKCHUMAllbHbIA OTBET
JTOCTUTASTCS y>KE€ IIPH HEBBICOKHX 3HAUCHHUSAX KOHTpAcTa CTUMYJAa U (poHa, TOorma Kak
y O®A KpuBas HACBIIICHUS JOBOJILHO Tonoras. Ilo Bcel BUAUMOCTH, IS
CETYATOYHBIX JETCKTOPOB NPUHIMIIHAIBHO BaXHO 3apUKCHPOBATh HCKOMOE
CBOWCTBO, HE3aBUCUMO OT TOTO, HACKOJBbKO KOHTPACTEH HAJCICHHBIM 3TUM
CBOMCTBOM OOBEKT, B TO BpeMs Kak s cucTeMbl D®MA, ypoBeHb KOHTpacTa B

Pa3HbBIX 00JIACTAX 3pPUTEIBHOM CIICHBI MOXKET SIBISATHCS 3HAUUMON MH(MOpMaIuei.

3.5.2. Peyenmuenwie nonsi IPA

Hecmotpst Ha To, 4TO afeKkBaTHBIMU cTUMYJIaMu sl DDA SBISAIOTCS KPYITHbBIE
KOHTPACTHBIE IIATHA, pa3Mepsl LeHTpa ux PII He oTmyaroTcs OT TakOBBIX y APYTUX
tunoB ['K ceruarku, usmMepeHHbix panee. Pasmepsr PII pupeknuonHanibHO-
uzouparenbublx 'K u opuenTanmonno-u3ouparenbubix ['K Takke coCTaBisioOT B
cpeaHeM mopsaka S5°. DTU MOKa3aTenu YKJIAJbIBAIOTCS B KOHLEMIUIO, YTO PAa3HbIE
tunibl 'K cocTaBisiior equHOoOOpa3HbIle CaMOCTOSITENIbHBIE MO3aWKH, HEMPEPHIBHO
MOKpBIBas Bce 3puTeiabHoe npoctpanctBo (Gauthier et al., 2009).

HNuTtepecen TOT PakT, 4YTO MakCUMAaJbHBIA OTBET DMA BBI3BIBAIOT CTUMYJIBI,
npeBocxoasmue pamepamu ux BPIL. Jliist Bcex paHee MCCIIEIOBAaHHBIX 3JIEMEHTOB,
OTBEUAIOIIUX HAa CTAaTHUYHbIE CTUMYJbI (TOJIBKO C HUMHU B JJAHHOM CJIy4ae MOXHO
IpOBOIUTh cpaBHeHHUE), Takux Kak OW I'K wiam meTtexkTopbl msATEH, MaKCHUMalbHBIN
OTBET JOCTUTAETCs, KOIZAa pa3Mep CTUMYJIa COOTBETCTBYET M3MEPEHHBIM pa3Mepam
BPII, a npu yBenmW4eHMHM WM YMEHBIIECHUHM Pa3MEpPOB CTUMYJIA ITPOUCXOIAUT
CHUKEHHUE YaCTOThl MMIYyJIbCallMU. 3€Chb MOXKHO IMpEAnogararb, 4TO
nepudepuueckass yactb PII HeogHOpomHa, W moapaszfensercss Ha ONMXKHION
BO30YXJAIOUIyI0 M JaJbHIOID TOPMO3HYIO. Pa3zymeercsi, HaHHOE MpPeAnoNoKeHUE

HYXIACTCA B 0osiee 00CTOATCIHEHOM HCCJIICAOBAHHNU U CCPBC3HLIX NOKA3aTCIIbCTBAX.



74
[Tockonbky cTano o4eBUIHBIM, 4To DDA MOryTt 00JaaaTh CIOCOOHOCTHIO

OTBEYaTh Ha BO30YyxJeHue nepudepuu, s UCCIeA0BaHUs JaHHOTO (eHOMEHa ObLI
CHeIMaIbHO pa3paboTaH CTUMYI JJIS U30JIMPOBAHHON cTuMyIsauu nepudepun PIT —
surround flash. Oxazanoch, uto crumymsus nepudepun PII geiicTBUTENHHO
BbI3bIBaeT oTBET DDA, TakuM 00pa3oM ux mnepudepus sBISICTCS PeaKTHUBHOU (T. €.
pearupyer Ha CTUMYJsAUi0) U onmoHeHTHa I1eHTpy PII. Takum oGpazom, mpu
OJTHOPOJHOW CTUMYJISAIMM IieHTpa U nepudepun nepudepus PII momasiser orBeT
LIEHTpA.

[Toxoxast CTpPyKTypa pEUENTHBHBIX MOJeH ajbda-KIETKH CEeTYaATKH
miaekonuTaronmx (aRGCs). Cpean Hux Takxke ecthb aBa Tuma (ON u OFF)
TaHNJIMO3HBIX KJIETOK C KOHLEHTpUUYECKOM cTpyKTypou PII m musmmmucs orBeramu
Ha KOHTpacT Mexay mneHTpoM u nepudepueir PII. Ognako ke, yTBepkaarh, 4TO
anb(da-I'K MiaexkonuTaromux SBISIOTCS aHAJOTaMH WJIH, TeM Oojiee, TOMOJOTaMHu
DO®A pri6, Obu10 Ob1 caumikoM cMmeno. Kpome Toro, k anbda-I'K, momumo kietok c
JUTSIIIIUMCST OTBETOM, HCCJIEIOBATENId OTHOCAT Takke (pa3uyeckuil TUI. DTH KIETKU
OTBEYAIOT HA CTUMYJISLIMIO HE JUIAIIMMCS OTBETOM, & OAHUM KOPOTKUM Pa3psioM U3

HECKOJIbKUX UMITYIBCOB. Y PbIO Mbl HUYETO MOX0KETO HE HAOIIO/IaeM.

3.5.2. I]eemosvbie ceoiicmea IDA.

Jlo u3yudeHus: IBETOBBIX CBOMCTB DMA Mbl Mojarajivd, 4TO €IUHCTBEHHBIMU
I[BETOONITIOHEHTHBIMH AJIEMEHTAMHU TEKTyMa SIBISIOTCS ceTdyaTodHbie R/G anmemMeHTHI.
Tak Kak STH pPETUHAIbHBIE MNPOEKIMM BCTPEYAIOTCS OTHOCUTENIIBHO PEIKO, MbI
npearnoaraiy, 94To y pel0 00paboTka BETa MOXET B OCHOBHOM OCYIIECTBIISTHCS B
JIPYTHUX 3PUTEIBbHBIX sIApaxX, KaK 3TO MPOUCXOAUT y JIATYIIKU B sijipe benonyu.

[Ipu mepBoM B3MIsIAE Ha pacTpoBbie 3amucu OTBeTOB ODMA Ha IBETHBIC
CEJICKTUBHBIE CTHUMYJIBI MOKET CO3/1aThCAd BII€UATICHUE, YTO pPEAKIUU OYECHb
Pa3HOOOpa3Hbl U Pa3IMUUi HOCAT CIy4yalHbIM xapaktep. POHOBAas aKTUBHOCTH B
OTBET Ha PABHOMEPHYIO CEPYIO OKPACKYy MOMKET MPUCYTCTBOBAaTH U OTCYTCTBOBATb.

O,Z[HPI H TC KC IBCTA y OJHHX KJICTOK BBbI3bIBAIOT MOHIHBIﬁ HMHy.TIBCHBIﬁ OTBCT, ¥
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APYTUX, HAIIPOTUB, 3(1)(1)6KTI/IBHO TOPMO3AT UMITYJIbCHYIO aKTUBHOCTD. O,Z[HaKO, ITOCJIC

TLIATEIBbHON KAaTaJIOrM3aluy HaM YIaJIOCh YCTAaHOBUTH HEKOTOPBIE 3aKOHOMEPHOCTHU
B pEaKIUsX.

[Ipu axpomarnueckoit ctumyinsiuu DDA OFF-tuna npeactaBisiioTcss €IUHON
TPYIIOW, HO CEJICKTHBHAs I[BETHAs CTUMYJISIIIUS TMO3BOJWJIA BBIACIUTH 3 TPYIIIbI
ANIEMEHTOB JaHHOro Tuma. IlepBas rpynma 1o XapakTepy IBETOKOJAMPOBAHUS
HanomuHaeT R/G kinerku (mpoduns orBetoB L+, M—, S+). Ho mepemyrarh ux
HEBO3MOXXHO: R/G KJIeTKM Mpu TECTUPOBAHUU aXPOMATHUECKUMU CTUMYJIAMU BEIyT
ce0s COBEpIICHHO HWHAue: HE JalT [JIAIIerocs OTBETa Ha 4YEpHbIe IATHA,
3aBUCUMOCTH OTBETA OT pa3Mepa CTUMYyJa OJuKe K TAaKOBOM y JETEKTOPOB MATEH, a
nepudepus Ux 3aMEeTHO MeHee peakTuBHa, yeM y DDA. CTouT Takke OTMETUTD, YTO
aHAJIOTUYHBIN TnpoduIb IMBETOKOAUpOBaHUS xapakTtepeH aius OU T'K,
IPOEUUPYIOIIUXCS B TEKTYM.

[Ipu paboTe ¢ CeNeKTUBHOM IIBETOBOM CTUMYJISIMEN B HAIIUX pabOTaxX Mbl yKe
¢buKCUpOBaIM, YTO B OTBET HAa CTUMYJSIHMIO pa3HbIX TUIOB KoimOouek ['K moryt
OTBeUaTh C pa3HOW JaTeHTHOCThbIO. JlaHHBIM A EKT MpoaAEeMOHCTPUPOBAH Ha
nerekropax aswxeHus (OU I'K u U I'K). OtBersl Ha cTumynsanuio L-konbouex
BBI3BIBAJIUCh 3aMETHO OBICTpEe, YeM OTBEThl Ha CTUMYJSALUI0 M U S-konbouek.
[Tpurom ckopocthk otBeTa OU I'K Ha HHKPEMEHTHYIO U IEKPEMEHTHYIO CTUMYJISLIHIO
L-xonbouex Oblma mpakThuecku oauHakoBa 34,1 £ 4.9 mc m 35,1 £ 4,4 wmc
COOTBETCTBEHHO); B TO BpEMsS Kak JATEHTHOCTH OTBETOB Ha CTHUMYIbl M— u S+
cocraBwi 47,2 £ 8,2 mc u 54,8 £ 8,9 mc coorBeTcTBeHHO. TO €CTh pa3HHUIA
cocTaBisieT nopsiaka 15 mc.

B cyuae ¢ O®A 3ameTHas pa3HULA B JaTECHTHOCTH OTBETOB HA CTUMYJISILIUIO B
uentpe PII Bo3Hukaer He Bcerma. JlaHHBIM acmeKkT HYXAACTCA B OTACIBHOM
JOTIOJIHUTEIIBHOM HCCIIEIOBAHUM M aHAJIM3E YK€ MOITYYECHHBIX 3anucei. IIpu saTtom ¢
IIOJIHOW YBEPEHHOCTBIO MOXKHO YTBEPXKIATh, YTO 3aMETHASI pa3HULA B JIATEHTHOCTAX
orBeta y O®A HaOmomaeTcss MeEXIy peakUuusMH Ha CTUMYJISLUIO LEHTpa H
nepudepun. OcoOeHHO spKo 3TO mposBisgercs y anemeHToB OFF-tuna rpynmnsr 3.

DTO MOJHOCTBIO coracyerca ¢ runore3oil, yto nepudepus PII opranuzoBana c
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Y4aCTUCM T'OPU30HTAJIbHBIX KIICTOK. OIIHEIKO, OCTacCTCs BOIIPOC, IMOYCMY 3aACPIKKa

OTBETOB Y OJJHUX KJIETOK OKA3bIBAETCS OOJIBIIE, UEM Y APYTHX.

@oHOBasi AKTUBHOCTH HA PAaBHOMEPHYIO CEpPYH0 OKPACKYy CTUMYIUPYIOLIETO
sKpaHa HabOmomaeTcst y ameMeHnToB ON-tuna u y rpymmsl 2 3nemenToB OFF-tuma.
JlaHHOE CBOMCTBO MIPOSBIISAETCS BCET/IA, U M0 HATUYHIO (POHOBON aKTMBHOCTH MOXKHO
0€301mM1O0YHO MPOTHO3UPOBATH, YTO OTBOJMMBIN 3JIEMEHT MPUHAICKHUT K OTHOMY
U3 3TUX KIJIACCOB BJIEMEHTOB.

B npouecce cucremaruzanuu 9PA OFF-Ttuna Mbl mpeanonaraiy, 4To rpymnmna
2 MoxeT ObITh pa3duTa Ha JBE — UYBCTBUTEIBHYIO K CpeIHeBOJHOBOUW (M)
CTUMYJISILIMM U HEUYBCTBUTEJIBHOM K HeW. HO TUCKpUMUHAHTHBIN aHAJIM3 HE NTOKA3aJl
UX 3HAUMMOTO Pa3Inyus.

[Ipu paccMoTpeHUM pe3yiabTaTOB CTUMYISUMM O®A mnapHbIMH LBETHBIMHU
CTUMYJIAaMU MOKHO OTYETJIMBO HAOIO[aTh, YTO OHU CHOCOOHBI K I[BETOPA3IMUCHUIO
YU YYBCTBUTEJIbHbI K IIBETOBOMY KOHTPACTY. OTO BHUIAHO NPU OJHOBPEMEHHOM
BO30YXJCHUU JBYX IMPUEMHHUKOB JHMOO WHKPEMEHTHBIMU, JHOO JEKPEMEHTHBIMU
CTUMYJIAMH.

DOneMeHThl TpymHIbl | TpPU CENEKTUBHOW CTUMYISIUAM JAKOT HMITYJIbCHBIE
OTBETHl Ha CcTUMynbl L+ m M—; ecau mnpoBOAUTH MNApHYX MNApHYK LBETHYIO
CTUMYJALMIO cTuMydaMu L+ M+ wim L—- M—, TO KOJIM4€CTBO UMITYIIbCOB B OTBETE
OyleT 3HAUUTENbHO HIKEe. MOXKHO C YBEPEHHOCTBIO YTBEPKIaTh, YTO MPOUCXOAUT
3TO B CBS3U C B3aMMOJECHCTBHEM LIBETOBBIX KaHAJOB: KaHanbl M+ u L— BeIcTymaror
TOPMO3HBIMU.

C sneMeHTaMu rpynnsl 2 KapTUHA MOX0xkas. [Ipy CeIeKTUBHOW CTUMYJIALIMU
OHHM OTBEYAIOT UMITYJIbCHBIM pa3psaoM Ha cTuMyinbsl S+ u L—. [Ipu mapHOi nBETHOMN
ctuMyisiuu ctumynamu L+ S+ u L— S— uMmynbCHBIN OTBET CHUXKEH. TO €CTh, MBI
CHOBa HaOIIOaeM B3aMMOJICUCTBUE ILIBETOBBIX KaHAJIOB, W KaHaibl L+ um S— s
AJIEMEHTOB I'PYIIIBI 2 SBISIOTCA TOPMO3HBIMHU.

DneMeHTBI Ipynibl 3 HENb3s C YBEPEHHOCTHIO Ha3BaTh LIBETOOINIIOHEHTHBIMU,
MNOCKOJIbKY TMpPH CEJNEKTUBHOM CTUMYISIUU OHU JEMOHCTPHUPYIOT CIIOCOOHOCTB
pearupoBaTh HMMIIYJIbCHBIM OTBETOM Ha BCE€ HWHKPEMEHTHBIE M JIEKPEMEHTHBIC

CCJICKTUBHBIC ILBCTA. Ho IIpn 5TOM B321HMOI[€I>1CTBHC OBCTOBBIX KaHaJIOB MOXMXHO
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Ha6JIIO,Z[aTL H Yy HHUX. Kanan M+ sBHO sBiseTcs TOPMO3HBIM, U €TI0 CTHUMYJIALINA

cHukaeT crocooHocth DDA 3 rpymmbl oTBedats Ha ctumya L+. Ho B ominuume ot
rpynmnsl 1, B3IEMEHTBI TPETbEW TPYNIbl HE UYYBCTBUTEIBbHBI K BO3JIEHMCTBHIO
KOMITOHEHThI L— B MapHBIX CTUMYJIAX.

OnemenTsl ON-THNA HpPU CENEKTUBHOW CTUMYJAIMM JAlOT JUISIIIAECS
UMITYJIbCHBIE OTBETHI HA CTUMYJIBI L+, M—, S—. [lpu napHOW CTUMYIALMU KOMIOHEHT
L— cHmxaer orBeThl HA M— U S—. DTO TakXke CBUJAETEILCTBYET O B3aUMOJICHCTBUHU
MEK1y LIBETOBBIMU KaHAJIAMH.

Baxno ormeruth, uto peakuumss Ha L+ mns OFF-anementoB rpynmsl 1 B
OIPEJICIICHHOM CMBICIIE SABJSETCS MapajgokcanbHOU. Jlns ocranpHbix THIOB ['K
peakiy Ha BO30YXKJIEHHE JJIMHHOBOJIHOBOTO MPUEMHHUKA COOTBETCTBYET pPEaKIUsIM
Ha aXpOMaTUYECKYI CTUMYISIIUIO: Ha ctuMysianuio L+ oreeuator I 'K ON-tuna
U JICTEKTOpbl O€Noro MsTHAa, MPU 3TOM MPEANOYTHUTEIBHONW IJIi HUX SBISETCS
CTUMYIISIIMIO OenbiMu ctuMyliamu. Ha ctumynbel L— orBewaror I 'K OFF-tuma n
JETEKTOPbl TEMHOIO IIATHA, JJII KOTOPBIX B CBOK) OYEPEAb IMPEANOYTUTEIIbHBIMU
aBisitorest yepHele ctuMynbl. O 'K, kotopeie sBisitorest anemeHtamu ON-OFF
THIA, OTBCYAKOT U HA CTUMYJBI L+, 1 Ha cTumylibl L—, 1 OHU B paBHOM MeEpe XOPOIIO
OTBEYAIOT HA YEpHbIC W Oenble CTUMYINBL. B ciaydae ke ¢ snmemenTtamu DDA OFF-
TUMAa rpynnsl 1 HaOMogaeTcs SpKO BBIPAKEHHBIN OTBET HA CTUMYISIIUIO L+, u npu
ATOM NPEANOYTUTENbHBIM JIJIi HUX SIBJISETCS CTUMYIISALIMS YEPHBIM MATHOM, a Oelible
CTUMYJIbI, HAIIPOTUB, BBI3BIBAIOT TOPMOXKEHUE peakiui. BripoyeM, HECMOTps Ha TO,
YTO JaHHbI (EHOMEH HETHUIWYEH, MPOTUBOPEYMS] KaK TaKOBOIO 31E€Ch HET.
[TockonbKy B CHEKTpe Oenoro MpHCYTCTBYET KOMIOHEHTa M+, TO TOpMOXKEHUE
peakiuu Ha Oeblid CTUMYJT BIIOJIHE 3aKOHOMEpHa. TOpMO3HBIN BKJIag L— HECKOJIbKO
HWKE, [I03TOMY OTBET HA YEPHBIA CTUMYJ HE TopMO3uTCA. 1Ipu atom s Bcex DDA
OFF-tuna cnpaBemMBO OTMETUTh, YTO OTBET Ha axpomMarumyeckui crumyn G—
(COOTBETCTBYIOUIUI 1O YPOBHIO KOHTPACTa I[BETHBIM CTUMYJIaM) BCEIJla HECKOJBKO
HUKE, YE€M OTBEThl Ha MPEANOYTUTEIbHBIE LBETHBIE CTHUMYJbI, TaKUM OOpazoM
TOPMOXEHUE NIPU aXpOMATHYECKOM CTUMYJISILUM BCETAA HMMEET MECTO, TOJIBKO B
Clly4yae C TEMHBIMM CTHMYJIaMU OHO BBIP@KEHO CYLIECTBEHHO MeHbLIEe. B ciaydae ¢

O®A ON-Tuma B3aUMOJEHCTBUE KAaHAJIOB BBIPAXKAETCS MNPEUMYIIECTBEHHO B
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BO3JICCTBUHU JICKPEMEHTHBIX KaHaI0B (S— u M—) Ha TpeTuil JNEKpEeMEHTHBIM KaHall

(L-). I[TorTOMy npu COXpaHEHHH LBETOONIOHEHTHBIX CBOWCTB 3JIEMEHT JAE€T OTBET
Ha axpomaThdyeckyw ctumyndauuio (G+) comocTaBUMBIM C peakuued Ha
MPEANOYTUTENbHBIN 1IBETHOM cTumy (L+).

Pesynerarel crumysnsanuu nepudepun PII mokaseiBaroT, 4TO peakiuu
nepudepun «3epKalbHB peakiusaMm IieHtpa PII y smementoB ON-tma u y
anemeHToB OFF-tuna rpymnm 1 u 2. To ecTh y 31eMeHTOB 3TUX TpyIil nepudepus
JEMOHCTPUPYET OMMOHEHTHOCTh LEHTPY HE TOJIBKO MPH aXpOMaTUYECKOW, HO U B
MOJTHOM Mepe Mpu [BETHOW cTumyisuud. CTUMYIbI, BbI3bIBAIONIME Haubosee
BBIPDAXKEHHYIO PEAKLUMIO MPU CTUMYJISILUM IIEHTPA, HE BBI3bIBAIOT PEAKLIMU IPHU
crumynsauuu nepudepun PII. U HanmpoTuB — CTUMYIBI, HE BBI3BIBAIOIINE
BBIPKEHHON pEaKINK WIK TOPMOXKEHUE (POHOBOM aKTUBHOCTH MIPHU MPEIbSBICHUU B
uentpe PII, Ha nepudepun Bri3piBacT Haubosee sspKyto peakiuio. [Ipu s3Tom vacrora
UMIYJIbCOB B BBIPAXEHHBIX OTBETAX HAa CTUMYJISIHI LEHTpPa U
nepudepun conocrasuma. Urto xe xacaerca tpetbeit rpynnsl OFF-tuna, To oTBETHI
Ha CTUMYJsLUI0 nepudepudeckord yactu PIT BeipaxkeHsl CyliecTBEHHO ciabee, yem
IpU CTUMYJISIUUM LEHTpaA. «3epKaJIbHOCThY», XapakTepHas M rpymn 1 u 2 31ech
BBIPAKEHA MCHBIIIE.

Takum ob6pazom, DDA ON-tuna u DDA OFF-tuna 1 u 2 rpynn sSBIsSItOTCS
JIBaXIbl LBETOONMNOHEHTHbIMU dieMeHTaMu. D®MA ON-Tuma 4YyBCTBHUTENIbHA K
koutpacty L/M u L/S. I'pynna 1 DPA OFF-tuna uyBcTBUTENbHA K KOHTpacTy L/M u
¢ukcupyer koHTpacT U B ukpemeHTHou (L+/M+), u B nekpementnour (L—/M-)
oOnacT. DIeMeHTHI IPYIIbI 2 YyBCTBUTENbHBI K KOHTpacTy L/S u Takxke puxcupyet
KOHTpAacT Kak B MHKpeMeHTHOU (L+/S+), Tak u B mexkpementHoit (L—/S—) oGmacTu.
DJIEMEHTBI TPYIIIBI 3 HENb3sl Ha3BaTh BETOONIIOHEHTHBIMM, HO U 'y HUX OTMEUYaeTCs
HaJM4Yue B3aUMOJICHCTBUS 1IBETOBBIX KaHAJIOB B MHKpEMEHTHOU obmacTtu (L+/M+).

WTak, Ml UME€EM HECKOJBbKO TIPyNI KIETOK C HECKOJbKUMU KOMOMHAIUSIMHU
OTBETOB Ha 15 1BETOB, BKJIIOYAs CEJIEKTUBHBIE M NapHble 1BeTa. B OoTBeTax Ha
CTUMYJIbl MOXHO HaOJI0AaTh HECKOJIBKO Pa3HOBUIHOCTEN peaklMii, KOTOPbIE MOTYT

BCTPEYAThCA y pa3HbIX Ipyni DDA
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1. JInsmuiics WMIOYJIbCHBIA OTBET WM YCWIeHHEe (POHOBOW aKTHUBHOCTHU

(MOBBILIEHNE YaCTOThl UMITYJIbCALIUN );
2. INCKPETHBIM MMIYJIbCHBIA OTBET B MOMEHT BKJIFOUCHMS WJIM BBIKJIFOUECHUS
CTUMYJIA;
3. Topmoxenue (HOHOBOW AaKTUBHOCTH B OTBET Ha BKIIOYEHUE WIIH
BBIKJIFOUCHUE CTUMYIIA;
4. OTCyTCTBUE peaKlMK WM U3MEHEHUH B (HOHOBOM aKTUBHOCTHU DJIEMEHTA.
Ecau momnbITarbesi nMpoaHalW3upOBaTh JAHHBIE PEAKIIMU C TOW TOUKHU 3pPEHUS,
Kakoi curHan cuctema DDA cooOIIaeT MOCIEAYIONIMM 3BEHbSIM, YYaCTBYIOIINM B
00paboTke 3pUTENIbHOW HWH(pOPMAIIUK, TO MOXHO TIpeAroJiaraTh Cleayrollee.
JIMCKpeTHBIN UMITYIBCHBIN pa3psii MOXKET UTPaTh POJib, KOT/Ia HaOIonaeMast rpaHuIa
KOHTpacTa TaKXe€ BO3HUKAET B IOJIE 3PEHUS JUCKPETHO — B CIIydyae CBETOBOM
BCIIBIIIKKA WJIM TOABMXKHOTO 00bekTa. Ho ¢ ToukuM 3peHust BOCHpuUATHS I[BETa B
CTaTUYHOM 3PUTENBLHON KAPTUHE 3HAYEHHWE UMEET TOJbKO HAJWYUE WIH OTCYTCTBHUE
JUISAIIErocs oTBeTa. Takum 00pa3oM MOXKHO MPECTaBUTh KOMOMHAIMHM OTBETOB DDA
Ha pa3Hble IIBETa B BUJIe OMHApPHOTO Kona, rae «1» OydaeT o3HayaTh HAJIMYWE WIIU
YCWICHHE IJISIIErocs OTBeTa (B ciiydyae MpUCyTCTBUSA (POHOBOM aKTUBHOCTH), a «0» —
OTCYTCTBUE PEAKLHUH WM CHUKEHUE YACTOThl UMIYJIbCALIMU B CIIy4ae MPUCYTCTBHS

dboHOBOM akTHBHOCTH (Tabnua 3).

[Ipu mpencraBieHny OTBETOB pa3HbIX rpynn DDA B BUIE TaKOro OMHAPHOTO
KOJIa TPUXOAUTCS TAK)KE YUWUTHIBATh BApUWATHBHOCTH BHYTpU rpynn. Tak, cpeau
rpymnsl 2 O®A OFF-tuma ecth 37€MEHTBHI OTBeHarnuMe Ha ctumynl M+ u
unauddepentarie k Hemy. l[loaTomy mpu cocTaBieHuH TaOlMIll OTBETOB MBI
OTHOCHWJIM TaKHME 3JIEMEHTBI K pa3HbIM IpynmnamM. BpIcOokass BapuaTMBHOCTb OTBETOB
cpenu DDA OFF-tumna rpymnmbsl 3 HE MO3BOJISET MPUBECTH MX OTBETHI K OOLIEMY
BUJy, IO3TOMY pPa3HbIE€ TUIOBbIE KOMOWHAIIMU, XapaKTE€PHBIE IJISi ATUX SJIEMEHTOB
€CTh CMBICII PACCMaTPUBaTh MO OTAEIBHOCTU. PaccMOTpUM Il Hadajla CUCTEMY, B
KOTOPOU MPUCYTCTBYIOT 4 rpynisl 31eMeHToB: 1) rpynna 1 OFF-tuna; 2) snemeHTbI

rpynnel 2 OFF-tuna, uyBcTBUTENbHBIE K cTUMyNsiuun M+ (OFF2%*); 3) snemeHTbI
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rpynnbl 2 OFF-tuna, HeuyBcTBUTENBHBIE K cTUMYIAMU M+ (OFF2); 4) rpynma ON-

tuma (Tabiauna 4).

KomOuHanmum cymMmapHOTO OTBETa Ha pa3Hble IBETHBIC CTHUMYJIbI CHUCTEMBI
DDA u3 mepeduciieHHbIX 4 Tpynn npuBeAeHbl B Tabmuie 3 (BepxHuil 050k). Bo
BTOPOM CTOJIOIIE MPUBE/ICHBI BHISBIIEHHbIE KOMOMHAIIMN OTBETOB AJIEMEHTOB 4 TPyl
D®A. Tlopsgok perucTpoB COOTBETCTBYeT TaOmuiie 2. BapuaHThl HBETHBIX
CTUMYJIOB, BBI3BIBAIOIIMX JaHHYI0 KOMOWHAIIMIO OTBETOB, BBIJEICHBI IIBETaMH,
COOTBETCTBYIOIIUMHU I[BETaM CTHUMYJOB, MPEABSIBIAEMBbIX HAa CTHUMYJIUPYIOIIEM
MOHUTOpPE. OCHOBBIBASICH HA COCTABJIECHHOW TAOJUIIE OTBETOB, Mbl YCTAHOBUJIH, YTO
BO3MOXKHBIX KOMOWHAIIMH OTBETOB OKa3bIBaeTCA BCEero 4 TMpPH BO3MOXHBIX 16.

Pazymeercs, He0OXOAUMO YYWTHIBAaTh, YTO YacTh KOMOWHAIMK MOXKET ObITh HaMU

Tabnuua 3: OtBeTsl DDA Ha LIBETHBIE CTUMYIIBI B OMHAPHOM BBIPAKEHUU

L+ M+ S+ L- M- S- L+M+ L-M- M+S+ M+S- M-S- L+S+ | L-S+ L+S- L-S-

OFFI 1 0 0 0 1 0 0 0 0 0 1 1 0 1 0
OFF2* 0 1 1 1 0 0 0 1 1 1 0 0 1 0 1

OFF2 0 0 1 1 0 0 0 1 1 0 0 0 1 0 1
ON 1 0 0 0 1 1 1 0 0 0 1 1 0 1 0

yIOyILIEHa H3-32 HENOJHOIo Habopa NapHBIX I[BETOB B HMEIONICHCS B HaIIeM
pacropsbkeHuu nanurpe. HecMotps Ha 370, psii 3aKOHOMEPHOCTEN MPOCIIEKUBACTCS
Jla)ke MPHU PaCCMOTPEHUHU TAKOM HEMOJIHOW KapTUHBI. BUAHO, YTO KpOME «KPaCHOI0»
«3EJICHOTO» W «CHUHETO» BBIICIACTCA TAKXKE (GKEINITHI» IIBET, MPEICTABICHHBIN B
peaknusax Ha cTumyiabl S— um L+M+. M3 ngaHHOW TaOMUIBI TaKke BHUJIHO, YTO
CTUMYJISIIIUS TAPHBIMU IEKPEMEHTHBIMU WJIM UHKPEMEHTHBIMH 1IBETAMHU BBI3BIBAET Y
CHUCTEMbl TAaKOM K€ OTBET, KaK CTUMYJSLHUS MPOTHUBOMOJIOKHBIM 3HAKOM TPETHETO
nsera. OtBer Ha M-S-paBen orBery Ha L+, L+M+ paBeH orBeTy Ha S— U T I
HckatouenueM B 3TOM Py SBISIETCA TOJbKO ctumyn L—S— Hecmotps Ha TO, 4TO

OTBET Ha Hero y anemMeHToB OFF-Tumna rpynmnsl 2 CHUKEH MO CPABHEHUIO C OTBETOM
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Ha L—, Bce e OH Kak NpaBWJIO BbIIIE (POHOBOM AKTHBHOCTH, MOITOMY OTBET

CHCTEMBI OTJIMYaeTCs OT OTBeTa Ha M+.

Tabnuua 4: komOuHauuu oreeToB DPA 4 TUIIOB

oo e FEEEMSTS vs
' M s

y4eToM 0100

pee 0110 ------
THITIOB

Son s B vese s SRS Me
DA 010

OFF2-

THIIA 001

v o e [ESSESE s

DDA

Tak kak o6a nmoaTuna sneMeHToB rpynnsl 2 OFF-Tumna He BcTpedanuch HaM B

ONbITaX HA OIHOM U TOM € JKMBOTHOM, TO MbI PAaCCMOTPEIN BEPOATHOCTH, YTO
BMECT€ OHU HE BCTPEYAIOTCSA, a pabOTal0T MO OTIETBbHOCTU B CETYaTKaX pa3HbIX
WHJIUBUIOB (CpeaHUN W HIDKHUN 0ok Tabmuisl 3). Bo BTopoMm u TpeTbem OJoke
MPUBEAEHBl KOMOMHAIMKA OTBETOB CUCTEMBI U3 3JEMEHTOB TPEX THUIIOB, 03 yuera
onHoro u3 BapuaHToB DPA OFF-tuna rpynmnst 2. Kak BUIHO W3 TaOIULIbI, IEPBBIN U
TpeTui OJIOK MJIEHTUYHBI, B TO BpPEMsI KaKk BO BTOPOM OJIOKE OTCYTCTBYET OJHA
CTpPOYKa — MPONAJAI0T Pa3audus MEXAY «CHHUM» U «3eJleHbIM» 1BeTamu. Ha 3Tom
OCHOBaHMU MOXKHO ObLIO OBl clienaThb BBIBOJ, YTO UYYBCTBUTEIBHOCTh K M+ y
AJIEMEHTOB IPYMIIbI 2 HE IOMOTAET, a MEIIAET [IBETOPA3INYEHUIO B TOM CIIy4ae, €CIu
B CHUCTEME€ NPHUCYTCTBYET TOJBKO 3€JIE€HOYYBCTBUTENbHBIN Tu. OpHako, Npu
JIETaIbHOM PACCMOTPEHUU THNOTETHUYECKUX OWHAPHBIX KOAUPOBOK CIEAYET

3aMCTHUTb, 4YTO B TpPCTbECM OJ10Ke Ta6J'II/II_[BI «3CJICHBIN» OBCT OKa3bIBACTCA
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3aKkoaupoBaH codyetaHueMm peakuui «000», To ecTh TOraa, Korga CUCTeMa He BUIUT

U3MCHCHUHN B ,[[aHHOﬁ o0JracTH MPOCTPAaHCTBA. HO,[[O6H£1}I THITIOTCTHYCCKAA CUCTCMa
oKkasajlack ObI 3eyieHociaenoi. M3 3Toro CJICayeT CACIarb BBLIBOJA O TOM, 4YTO JJIA
pasIndCHUA BCCX YCTBIPEX IIBCTOB HCO6XOJII/IMBI BCC YCTBIPC THUIIA DJICMCHTOB, KaK B

nepBoM OJIOKe.
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3akioueHue

OneKTpOPU3NOIOTUYECKOE HCCIEIOBAHUE TEKCTUIIbHOM CUCTEMBI MO3BOJISET
MOHSATh, KaKasi 3puTelibHasi UHPOPMAIUs U B KAaKOM BHUJI€ MOCTYMAET U3 CETYATKU B
BBICIIIME 3PUTEIbHBIE LIEHTPHl. B Hacrosmen aucceprauuv MPOAEMOHCTPUPOBAHO,
KAKUX pE3YyJIbTATOB MOXXHO JOCTHYb, HCIHOJIb3ysl JKCTPAKIETOYHOE OTBEIACHHUE B
COUETAHUU C BO3MOXHOCTHIO TOHKO PEryJIMpOBaTh MapaMeTpbl CTUMYIISIIMU. B xone
UCCJICIOBAaHUS JIETAJbHO OINMUCAHBl (PU3UOJIOTMUECKHUE CBOMCTBA HOBOTO KJacca
CETYATOYHBIX 3JIEMEHTOB, Ipoenupytommxcs B tectum opticum (TO) — DDA. A
MMEHHO, HM3MEpPEHbl pa3Mepbl PEUENTHUBHBIX IOJIEH, HCCIEA0OBaHA KOHTpPACTHAs
YyBCTBUTEIBHOCTh, YCTAHOBIICH TOT ¢akt, uto nepudepust PII DDA peaktuBHa, TO
€CTh CIIOCOOHA OTBEYATh HA CTUMYJISIMIO NPU OTCYTCTBUM M3MEHeHui B 1ieHTpe PII.
Kpome Toro, uzydensl nBetoBbie cBoiicTBa JPA, u nokazano, uto IPA OFF-tumna
MOJIPA3ACISIIOTCA Ha TPU TPYNIbl, KAXKIOM W3 KOTOPBIX CBOWCTBEHEH CBOU
cOOCTBEHHBIM TPOQHIL MBETOKOANpOBaHUs. Takke mokazaHo, yto DDA OFF-tuna
rpynn 1 u 2, a takxke ODA ON-Tuma npeacTtaBisioT cOO00W JABaXKIbI
[[BETOOIIOHEHTHBIE KIIETKH, SIBISSACH, TAKUM O00pa3oM, IBETOPA3IMYAIOIIUMH, YTO
CTaBUT TOYKY B BOMPOCE O MPEIACTABUTEIHCTBE MH(POPMAIIUHU O LBETE€ B 3pUTEITHHOMN
cucteMe psio. Taxke IPONEMOHCTPUPOBAHA TEOPETUUYECKAsT BO3MOXKHOCTh Ha
OCHOBE CHCTEMBI U3 TpPEX OIMCAHHBIX I[BETOOMNIOHEHTHBIX 3JJIEMEHTOB B
TPUXPOMATUYECKOM 3PEHUH M3 «KPACHOTO», «3EJEHOT0» M «CHUHEro» KaHaJoOB
IIOJIYYUTh YETBEPTHIN — «GKEIITHIND.

Takke 1Mo pe3ysbraraMm UCCIEA0BAHUS MOXKHO CKa3aTh, B KAKOM HAlpaBICHUU
MOXXHO JIBUTaThCsl Jlajiee. boNbIIOW MHTEPEC MPEICTABISIIOT JIATEHTHOCTH OTBETOB
O®A. [leTaibHOE U3YYEHHE 3TOrO BONPOCA MOXKET IOMOYb B JETAaJbHOM H3yUYECHUHU
MEXaHu3Ma LBETOBOW OINIIOHEHTHOCTU. TakKe, MCHOJIb3ys APYTHME€ PACCUMTAHHBIE
[[BETa, MOXXHO OXBAaTUTh TE€ COYETAHUs IMAPHOIO LBETHOTO BO3JIEUCTBHUS, KOTOPBIE
OCTAJIUCh HE H3y4YCHHBIMHU. lccilemoBaHMs LBETHBIX CBOMCTB OrPaHUYMBAIHUCH

KOHpuUrypanuei, B KOTOpod mnepudepus auOO LEHTP OCTABAIUCh HEUTPAJIBHO
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ceppiMu (N). Heobxomumo mnpousBectu Oonee TiyOOKoe HCCIeIOBaHUE, YTOOBI

OLOCHUTD, KaK ITOCTOAHHOC IBCTOBOC BOBHeﬁCTBHe Ha PasHbIC 30HEBI PII BOBHCfICTByeT

Ha peakiuu DDA.

133 80: 101181

1. B tectum opticum cepeOpsiHOro Kapacs U3 CETYaTKU MPOEUUPYIOTCS
okoHuaHuss OPA ON-tuna m OFF-tuma. OTO TraHNIMO3HBIE KIIETKU
CETYATKH, OTBEYAIOIINE UISIIMMCS UMIYJIbCHBIM pa3psAloOM Ha KpYyIHbBIE
KOHTPACTHBIE MIATHA NPENOYTUTEIHLHOTO 3HaKa KOHTPACTA.

2. I'opu3oHT 3asieranusi OKOH4YaHUM akCOHOB DDA HaXOIUTCS B CAMOM
HU3Y PETUHO-PEIEMTUEHTHOTO ¢JI0s Ha niryorHe 200MKM.

3. KpuBasi KoHTpacTHOM yyBCTBUTENbHOCTU DDA Oosiee mosnoras, 4eM y
JIPYTUX TAHTIIMO3HBIX KJIETOK PETUHO-TEKTAIBHOM CUCTEMBI PBHIO.

4. PeuentuBHbie mnosis DDA HUMEIOT KOHLIEHTPUYECKYIO CTPYKTYpPY C
HEeHTpalbHOM YacThio W mnepudepueir. [lepudepus penenTUHBIX MONEH
O®A peakTHBHA U OIIOHEHTA IIEHTPY PELENTUBHBIX MOJIEH.

5. O®A OFF-tuna monpasfensiorcs Ha TPU TPYHIbl MO MPOPUISIM
BETOKOJUPOBaHUA. | rpynma mnpeiacTaBiasieT COOOW JBa>XIbl
[[BETOOIIOHEHTHBIE KJIETKU ¢ mpoduiieM onmoHeHTHOCTU L+/M—; Bropas
rpynmna nOpeacTaBieHa JIBaXIbl LBETOONIMOHEHTHBIMU KJIETKaMHU C
npoduseM omnmoHeHTHOcTU S+/L—; TpeTbs Tpynma He SBIsSETCS
[[BETOOIIIOHEHTHON U HE JIGMOHCTPUPYET IIBETOCIICIIUPUIHBIX OTBETOB.

6. O®A ON-tuma SABIAIOTCS IBAXILI IBETOOIINMOHEHTHBIMH C

npoduiiem onmoHeHTHOCTH L+/M—, S—.
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baarogapuocTu

ABTOp BbIpakaer OnaromapHocTb Enene MuxaitnoBie MakcumoBoil 3a
OTPOMHYI0 BCECTOPOHHIOK TOIJEPKKY B HAYYHOW JEITEIbHOCTH, OCBOCHHUH
AMEKTPOPU3UOIOTHIECKOTO MeToja Hu (opmMupoBaHuM MUpPOBO33peHus. IlaBiy
BanuMoBuuy MakcuMOBY 3a MaTe€pUalibHOE, TEXHUYECKOE M MPOrPaMMHOE
obOecnieuenue ucciuenoBanuit. Mnue JlamsiHoBUYy 32 COBMECTHYIO pabOTy Haja TEMOM
U BHUMATEIbHOCTh K JETalsAM. 30paHy laundy 3a mOMOINb B CTAaTHUCTHYECKOMN
o0paboTke pe3ynapTaTtoB. Bcemy komnektuBy 8 maboparopuu WIIIINA PAH 3a
HEMOJAJENIbHBIM HHTEpeC K oO0meMy Jeily M LEHHbIE COBEThI, 0€3 KOTOPBIX

HCCICAOBAHHUEC HC CTAJIO OBl HACTOJIHKO ITOJTHEIM.
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CJioBapb TepMHUHOB

AMaKpPHHOBasl KJIETKA — UHTEPHEUPOH ceTdarku, pacnonoxeHusli B BCC Mexny
CJIOSIMU OUTIOJISIPHBIX KJIETOK U FAHTIIMO3HBIX KIIETOK.

Bunoasipuas Kierka — HEMpoH ceTyaTky, nepenaromuil cursan or HCC 8 BCC.
l'aHrIMo3HAast KJIeTKA — BBIXOJHOW HEMPOH CETYATKHU.

T'opu3oHTaIbHAA KJIETKA — NHTEPHEUPOH CETYATKH, pacnoyiokeHHbi B HCC.
PeruHoTEeKTalbHAsI cUCTeMa — (YHKIMOHAJbHAS CcHUCTeMa, oOecrnevnBaronas
nepenady 3puTeabHON MH(POPMALIMK OT CETYaTKU B BBICIINE 3PUTENbHBIC LIEHTPA.
PenenTuBHOe mose — 001acTb 3PUTEIBHOrO MPOCTPAHCTBA, OXBaTbIBAEMas
MHOXXECTBOM (DOTOPEIENTOPOB, C KOTOPHIX IMOJy4YaeT HHQPOPMAIIUIO 3PUTEITHHBIN
HEWPOH.

Ctumyn (3puTedbHBbIi) — BUINMBIH OOBEKT C 3aJaHHBIMH CBOMCTBaMH,
BO3JCUCTBYIOIIUM HA HEUPOHBI 3pUTEIIBHON CUCTEMBL.

Crumyasinusi — 1eJeHanpaBleHHOe Crenu(ruuecKkoe BO3IEUCTBUE Ha BO30YIUMBIE
CHUCTEMBI OPraHU3Ma.

doTopenenTop — BXOAHOW HEHPOH 3pUTENIbHON cucTeMbl. O0naiaeT CloCOOHOCTHIO
npeoOpa3oBbIBaTh U3MEHEHUS CBETa B XUMHUECKUN CUTHAJI, 8 XUMUYECKOI0 CUTHajIa
B AJIEKTPUYECKHUIA.

LBeToBOM KaHaa — cTpykTypa, npoBoasimas ON minu OFF curnam ot ogHoro tuma
doToperenTopos.

I{BETOONMOHEHTHOCTL — CBOMCTBO 3PUTEJIBHOIO HEHUPOHA, IO3BOJISAIOIIEE
OIICHMBATh IIBETOBOM KOHTPACT (CHEKTPAJIbHBIE pPa3inyusg B OKPACKE BUAUMOIO

00BbEKTa) B PEIIENITUBHOM TIOJIE.
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Cnncok coxkpaunieHnid ¥ yCJI0BHBIX 0003HAYeHNH

BCC: BHYyTpeHHUI CHHANITUYECKUI CIOU

BPII: Bo30yxnaroriee perienTUBHOE MOJIe

I'K: ranrmo3Has KieTka

JAUN I'K: nupekimoHaibHO-u30UpaTeibHas TAaHIIIMO3HASI KIETKa
HCC: HapyXHBII CHHAIITUYECKUM CIION

OUDI: opueHTAIMOHHO-U30MPATEIHHBIN JIEMEHT

PII: peuentuBHOE 11071€

IDA: seMeHT ¢ POHOBON AKTUBHOCTHIO

AF: arborization field — o6macte BeTBIICHUE

dpf: days past fertilization — 1HM TOC/I€ BBUTYIIIICHHS

L: long-wave — 1TMHHOBOJTHOBBIT

M: mid-wave — cpeHEBOTHOBBII

SAC: starburst amacrine cell — 3Be3q4aras amakpruHOBas KJIETKa
SBEM: serial block-face electron microscopy — mocnemoBareabHasi TOpIieBast
ANEKTPOHHAS MUKPOCKOIHS

SGC: stratum gryseum centrale

SFKFGS: stratum fibrosum gryseum superficiale

SO: stratum opticum

SPV: stratum periventriculare

S: short-wave — cpeTHeBOTHOBBIN

TO: tectum opticum

UV: ultra-violet — ynsTpadnoneToBbIit
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