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HENPOKOJUPOBAHUE CEHCOPHOI MTH®OPMAIINM

Benopycckuii nayuonanonblii mexnuveckuil ynugepcumem,
Munck, benapyce

HeiipoHb! KOpHI TOJIOBHOTO MO3ra NEpPEHOCAT HMH(POpPMaLHUIO O NpH3HAKAX BXOJHOIO
BO3JIEHCTBHS, YIOPSAOUYEHHBIM HabopoM UMIYNbCcoB. IIpH 3TOM NpoHCXOAMT HEHPOKOAUPO-
BaHHE CEHCOPHON HHQOpPMAIMH H IUIS PacKpbITUA “COINCpKAHHA~ HEHPOHHOM MMITYJIBCHOM
IOCJIEN0BATELHOCTH HEOOXOAHM Mpoliecc AekoaupoBanus [1,2].

Heo6Xx0oauM0 OTMETHTb, YTO GOJBIIMHCTBO 3KCIIEPUMEHTOB B 001aCTH HEHPOKOIHPO-
BaHHUA CEHCOPHOM MH(OpMAaIMH NIPOBOAATCS IPH YCIOBHAX, BO MHOI'OM HE COBNAJAOINHX C
ecTeCTBeHHBIMU. CeHCOpHBIE CHTHANBI OOBIMHO BBIOMpAIOTCS M3 OrpaHMYCHHOro Habopa c
ynpouieHHo# auHamukoii. ITpoGnema 3axmoyaercs B TOM, YTO IPH UCIIONB30BAHUH BXOTHBIX
BO3IEHCTBUM, NPUOIMIKEHHBIX K peaIbHBIM, CO CJIOXHOH BPEMEHHOH 3aBHCHMOCTBIO, OYEHb
TPYAHO KOJMYECTBEHHO OXapaKTEpH30BaTh PeaklHIo HelipoHa. B pemenun nanHol npobie-
MBI MOXET IIOMOYb HHGOpPMAIIHOHHAs TEOpHs. B yacTHOCTH, OHA JaeT TOYHEIH OTBET HA OJUH
KPUMTHYECKHH BOIIPOC, BO3HMKAIOWMHA NpPH H3yYyeHMM HelipokoaupoBanus: “Kakas uacth
“royHoif BpeMeHHOM cTpyKTyphl” (detailed temporal structure) mocjenoBaTeIbHOCTH HepB-
HbIX HUMITYJIBCOB COJEPXUT HHGOpPMaNHUIO, a Kakas sBjisgeTca “myMoM”?”. MaTeMaTHuecKu
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“TOYHas BpeMeHHast CTPYKTYpa” KOJMYECTBEHHO XapaKTEPU3YETCS SHMPONuetl HepeHvix um-

nynbcoe (spike train entropy), “mepeHoc CHUTHANA” — yacmomoil nepedavu uHgopmayuu
(information transmission rate), a “mym” — ycrnosnoi uau wymoeol sumponuetl. PaccMoT-
PHM 3TH TEPMHUHBI 60Nee AeTaIbHO.

ITycts A u B — naBa ciydqaiinbix cobbitas, P(A) n P(B) — BeposATHOCTH HX BO3HHKHO-
BeHus. Torza eeposmuocms coemecmHozo cobeimus BbeIpaxkaercs uepes P(AB) =
P(A)*P(B/A)= P(B)*P(A/B), rae: P(A/B) — yciioBHas BEPOATHOCTb BO3BHUKHOBEHHS COOBI-
THS A NpH HacTyIUieHHH coObitua B, a P(B/A) — HaoGopot. Ecri 06a coObITHS HE3aBUCHMBI
JpyT OT Apyra, T.e. BO3HHKHOBEHHE COOBITHS A He 3aBHCHT 0T B u Haobopot, To: P(A/B) =
P(A) u P(B/A) = P(B). Torma P(A,B) = P(A)*P(B).

Peakipio HefipoHa MOXXHO 0XapaKTEpH30BaTh HACMPOEYHOU KPUGot (tuning curve), Ko-
TOpas MOKasbIBaeT KadK pearupyer HeHpoH Ha CTUMYJ, KOTOPBIA CONEPKHT HU3IMEHSOIUCS
(BappupyeMblii) mapaMeTp. Eciin BapsHpYIOTCS 1Ba apaMeTpa, TO UCIONb3YETCa Hacmpoey-
Has noeepxnocme (tuning surface). ®opmMa HaCTPOEUHBIX KPHUBBIX OOBIYHO CBOIUTCS K JBYM
KaTeropusiM: Cu2MouOaIbHas, KaKk HaCTpoiika KOHTpacTa, B koaoxkonobpasnas (kpusas [ayc-
ca), XapaKTepH3yIollas OPUCHTALMIO HITH HalpaBJICHUE ABHXKCHHS.

Heiipon npeacrapisercss KOMMYHUKAlMOHHBIM KaHaJIOM (pHUc.l), KOTOpBI# NpUHMMAET
Ha BXOAE CTHMYI §(t), H reHepupyeT NOCIe0BaTEIbHOCT HEPBHBIX HMNYIbCoB X(t) [3]. Kak
s(t), Tak u x(t) — cnyuaiinsie nepemennsie. Habmonenue x(t) kak peakuuu Ha s(t), npen-
CTABJIAETCS IIPOLECCOM, B KOTOPOM HH(popMalus 06 OKpykalonieM MUpPE ONpeleNeHHBIM 00-
pa3oM ycunuBaetcs. [To3ToMy s onMcaHHs CBA3M (B3aHMOOTHOLIEHHS) MEXIY HUMH, T.€.
KaK CTHMYJI BJHSET HA PEaKIMIO HEHPOHA U KaK B IIOCJIeI0BATEIbHOCTH HEPBHBIX MMITYJIBCOB
OTpaXX€HbI XaPAKTEPUCTHKH BXOJHOTO BO3/IeHCTBUSA, ONPEACIAIOT CICAYIONHE BETMUYHHBI:

p(s(t)) — BeposTHOCTH pacnpocTpaHeHHus s(t);
p(x(t)) — BepoATHOCTH pacnpocTpaHeHus x(t);
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plx(t)/s(t)] — ycnoBHas BeposTHOCTH Habmoaenus x(t) npu HacTyrieHuu s(t), T.e.
OMHUCHIBaET Kak MH(opMaLUs OT CTHUMYJa KOJUPYETCs B MOCHEAOBATENbHOCTH HEPBHBIX UM-
nysbeoB. HacTpoeuHas kpHBasi— pe3yJIbTaT H3IMEPEHHS 3TOH BEPOATHOCTH;

Pls(t)/x(t)}— ycnoBHas BeposATHOCTH pacnpocTpaHenus s(t) npu Habmoaenun x(t), T.e.
OHA CBSI3aHA C IPOTHBOIOJI0XHON MpobieMoit, — KaK JeKOAHPOBaTh HEHPOHHYIO PEaKIIMIo,
YTOOBI MOJIYYHTH O BXOJHOM BO3JACHCTBHH.

Bce 3TH BenUYHHBI BXOAAT B COCTaB COBMECTHOM BepossTHOCTH s(t) 1 x(t):

pls(t), z(t)] = p(s(t))p(x(t)/s(t)) = pla(t))p(s(t)/x(t))
Heo6xoauMo Taoke 1aTh OnpenesieHHe anpuopHol geposimHocmu p(s) 6x00a s, T.K. OHa
ﬂpC,IICTaBJUlCT BO3MOXHOCTB HpHC)’TCTBHﬂ S A0 BO3HHKHOBEHHA NMOCICAOBATCIIBHOCTH HepB-

HBIX UMIYJIECOB, U P(S/X) — nocmnpuopHoil 6epoamHocmy s, KOTOpas XapakTepu3yeT BO3-
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MOXKHOCTBh TOTO, YTO HEHPOH OTBEYAeT Ha BXOJHOE BO3JCHCTBHE S NOCPEICTBOM HEPBHBIX
HMIyJbCOB X. T.K. mpHu ¢HuKcaM¥ X NPOMUCXOAUT YCHJICHHE HEKOTOpPOH HH(pOPMALHH,
HMEIOLIENCS BO BXOJTHOM CTHUMYJIE S, TO P(S/X) = p(s), Iie 3HaK paBEeHCTBA OTPaXKaeT XY AU
ciIyyaif, Korzla X HHKaK He CBsf3aHa C S, [M03TOMY HH(}OpMAIMs O BXOAHOM BO3JICHCTBHH HE
MOXeT ObITh W3BIIEYE€HA U3 HEPBHOTO uUMIyibca. Obiee ycuieHne HHGOPMALUH KOITHYECT-
BEHHO BBIPAXXaeTcs yepes:

p(s/ %) S
p(g) , 311460

U3 3TOro BhIpaXXEHUS CIEAYET, YTO YeEM MEHee BEpOATHO coObITHE ( Mayoe p(s)), TeEM
6oneine ycmimBaeTcs wHGpopMauus, NepeaBaeMas IOCJIEOBATENbHOCTHIO HEPBHBIX HM-
mynscoB. [Ipu p(s)=1 undopMamus He ycuiuBaeTcs. Eciau Ha BXOAE NPUCYTCTBYET HE “IBO-
HYHOe” coOBITHE (Ipon30iiaeT, THO0 He IPOH30HAET C BEPOSTHOCTHIO P), a ClIy4aifHas repe-
MEHHas ¢ BapbUPYIOIMMCS [IapaMETPOM § U BEPOSTHOCTBIO paclpocTpaHeHHs P(S), TO HH-
¢opManus, yCHIHBAIOiasIcs B KOMMYHHMKAI[MOHHOM KaHaJle, CpeJHEB3BEIIIEHHas JUIS BCe-
BO3MOJKHBIX 3HAYEHHUH S paBHa:

=- %:P{S‘)log p(s) [ =— /p(s)lag p{s)ds

, €CJIH $ JUCKPETHO, 1160

= log—"—~— [ =log— ( 3 = —log p(s)

, €CJIM He-
OpEepPhIBHO.

Ecinu B cuCTeMe NMPHCYTCTBYET IIYM, TO OTHOINEHHE CTHUMYJI-peakuus HeHpoHa, sSBJs-
eTCsS HEOMpPEIEICHHBIM, T.K. OJUH H TOT X€ § M3-3a IIyMa MOXET COOTBETCTBOBATh pa3iHy-
HBIM X, (T.€. pisix)<1). IToaTomy, mHpOpMaIMsi O BXOTHOM BO3LEHCTBHMHU S, YCHIMBAIOIIASCS
npH HaOJTIOAEHUH HEPBHBIX UMITYJIBCOB X, Oy/eT paBHa:

p(s/xz)
I(z) = / p(s/2)log—"—"ds
| p(s)
B ciydae Haﬁﬂm}leﬂﬂﬂ 3a BCCMH BO3SMO>XXHBIMH HEPBHBIMHA UMITYJIbCaAMH X:
I= H(s)-H(s/x), rne

H{(s) £ fp(s)logp(s) ] H{s/z) 2 /p(:1:){/p(s/:z:)logp(s/x)ds]dm

Benmnmuuna H(s) — sumponus BXOXHOTO BO3JAECHCTBHS S, KOTOpas COOTBETCTBYET IOJ-
HOU MH(GOpMAIMH, YCUICHHOH IPH HICATBHBIX YCIOBHUSAX, T.€. IPEACTABIIAET MAKCUMYM BO3-
MOXHO# uH(popMauuu 00 8, KOTOPEIH MOXET ObITh NepeHeceH. T.K. IPONecC YCUICHHS HH-
dopManuu paBHO3HAUYEH YMEHBINEHHIO HeompeneneHHocTH, To H(s) Taxke xapakrepusyer
HEOIPeNEIEHHOCTh BXOAHOTO BO3EHCTBHSA § IO MOMEHTa HabMIOACHHUS peaKuy HEHpPOHa X.

H(s/x) — ycnosnas 3nmponusi, KOTOpas NPEACTaBIsAET HEONPENECNEHHOCTh BXOJHOIO
BO3JIEHCTBHA § II0C/IE MOMEHTA HabO/IoeHUs peakiuy HelipoHa X. Ecnu ocHoBo# norapudma
ABJISETCA 2, TO €AMHUIIA U3MEPEHUA SHTPOIUH — OHT.

Wudopmanmonnoe ycuienue I=H(s)-H(s/x) — noanoe xonuuecmeo ungopmayuu
(mutual information), XapakTepHu3ymoliee CHIXeHUE HeonpeneneHHocTd ot H(s) (mo mosBne-
HHS HEPBHBIX HMMIYJsCOB X) H no H(s/X), koraa mpoucxoaur reHepanus UMITyJIscoB. Jns
HIaeansHoro cirydas (1.e. p(s/x)=1) neonpenenensocts (H(s/x))cTaHoBuTCA paBHO# HyIO, a
noJHas HHQopManus 0 BXOJXHOM BO3AEHCTBHUH § :

I = H(s) = — [ p(s)log p(s)ds

B kauecTBe npuMepa pacCMOTPUM JKCIIEPHUMEHT C /7 PaBHO3HAYHBIMH pe3yJIbTaTaMH S
(i=1,...n). BeposTHOCTH MOSIBNEHMs ONpEENeHHOro S; paBHa p(Sy=I1/n. IToaToMy obmas He-
OIpelIeSIEHHOCTD, SHTPOIHS, 3TOr0 3KCIIEPUMEHTA:
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T.e. MOXHO 3aMETHTh, YTO NPH YCJIOBHM PABHOTO BO3HMKHOBEHMS TOTO HJIH MHOTIO pe-
3yNbTaTa, 3HTPONUA — JorapumM OT oOInero 4yuciaa BOZMOXKHBIX pe3yasTaroB. Hampumep,

H(s) ==Y p(si)log p(s:) = logn
=1

ecad n=8, TO SHTPOIH, UM MAKCHMAJILHO BO3MOXKHOE KOMHUYECTBO HHGopMaluu o6 dKCIre-
pUMeHTe, paBHAeTCA log; 8 U TpeM OuTam.

HaiineM BepoSTHOCTE pacnpocTpaHeHUs p(X) AMIE MAaKCUMATBHOTO 3HAYCHUS SHTPOITHH
H(x) B cityuae

20
Korga Zp(-‘ba) =1 HIIH / p(J.)d.L =1
i e O
[Ipu nuanazone ciydaitHoi nepeMeHHOH (a 2 X > 0) paBHOMEpHOE pacnpeaeIeHue

v _ ) 1l/a 0Lz<a
plz) = 0 else

mo3ToMy MakcuManbHas sutponus H(x)=log a

IIpu mnanasone cmywaiiHOW mepeMeHHOH (02 X > () U cpenHeM 3HAY€HWH 4, PABHO-
MEpHOEe pacIpeziesieHue

NO3TOMY MakcuMabHast suTponusa H(x)=log(ep).

1,
p(z) = —e~*
H
Tlpu mucnepcun o CIIy4aitHON MEPEMEHHOR X, HOPMATbHOE pacipeNeIeH e ONpeNelis-
€TCA KakK:

1 (g

_ P
V2ro?
H(z) = logV2wneo?

[I03TOMY MaKCHMaJIbHast SJHTPOIIUA

T.K. QMCIEPCHS 0° MOXeT GBITh PACCMOTPEHa Kak JHHAMHYECKAs 3HEPrusl, cojepxa-
masics B X, TO pacupeneneHue no I'ayccy, TpebyeTr MUHUMaJIBHBIX 3aTpaT SHEPIHH.

KonmuectBo uHpopManuu 06 OKpyXaroleM MHpe OrpaHHYMBAETCS IHTPONHEN BXO.-
HBIX CEHCOPHBIX CHTHAJIOB, IO3TOMY, HH)OPMAITUS O BXOJHOM BO3JEUCTBHH, KOTOPYIO MOX-
HO TIOJIyYHTb M3 IOCJIEX0BATEILHOCTH HEPBHBIX HMITYJIbCOB, ONIPEACIISAETCS SHTPOIMEH ITHX
HMITYJIBCOB. J[/Isi IPOCTOTHI pacyera SHTPOIMHM, KaXAas MMIIYJIbCHAs IMOCAECIOBATEIBHOCTD
XapaKTePH3YeTCA TONBKO OOUIMM KOJMYECTBOM CIIaifKOB M 3a ONIpeeNeHHbIii MOMEHT BpeMe-
au T. Ilpu nuanaszone m3meHeHus N ot 0 10 6ECKOHEYHOCTH, €ro CpeJHee 3HAUSHHE Haxo-
autcs o popmyne:

Pacnipenenenue s MaKCUMaJbHOM SHTPONHUU:

MaxkcuMyM 3HTPOIMHU HaXOMUTCS 110 popMye:

o
p=Y np(n)=rT

n=0 rjie: [ — YacToTa reHepaluy HMITYIIbCoB (¢).

b/
p(n) = (1-e e =

p(z) = N(z, p,0%) =

[L
(B + 1" e A=in(1+1/).
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H(n) = log(1+) + p*log(1+1/p)

IMopenus H(n) Ha T, MBI mony4um Ko3ghpuyuenm snmponuu, XapaxTepu3yromui Ko-
TAYECTBO MHGOPMaLMH MEPEHOCHMOM 3a eIWHHLY BpeMeHH. [ MOJydYeHHs KOJIMYeCTBa
HH(QOpMaLAH, IEPEHOCHMOH OTACIBHBIM HMITYIbCOM, HeoGxoquMo noxemuts H(N) Ha g

Ecnn y4uTeIBaTh B pacyere 3HTPOIIMH BCIO BPeMEHHYIO KapTHHY (temporal pattern), To
111 N-GuTHO#M cTpokn (ctpoka npencrasinsercs B Buae 0 u 1) N=7/7 roe T-“BpeMennoe OK-
HO”, T - [UIHTENBHOCTb, B Mpe/ieslaX KOTOPO#, moMeIaeTcs He GoJIble OAHOTO cnaiika. Yucno
!(emMHUYHBIX COCTOSIHMH) B cTpoke N;=r*T, rae r — yacToTa Bo30yxaeHuUs Heiipona. Bepo-
ATHOCTH JUIS F0Ooro “Oura” B cTpOoKe OBITE 1: p=N/N,.

Ob1miee yucio “paBHO3ZHAYHBIX YYAacCTKOB” B CTpoKe (BhIOHMpaioTCs IN; eAMHMYHEIX CO-
CTOSIHHIA):

Nt
1‘\’1‘(N - !Vl)!
T.x. sHTpOnUS ciy4aifHOro pe3yjipTaTra B 3KCIHEPUMEHTE — JIorapupM 00Imero yucia
PABHO3HAYHBIX PE3YIBTATOB, TO S3HTPOIIHA NOCJIEAOBATCIILHOCTH HEPBHBIX UMIIYJIBCOB.

N1
.N'li(}\” - J\fl)!

[Mpunumas Bo BHUMaHue popmyny CtupiuHra

H = log = logN! — logNq! — log(N — N )!

logn! = n(logn — 1) + log(27n)/2 = n(logn — 1)

TIOJIy4aeM BBIpaXXCHHE IS pacyeTa SHTPONHH:

H=-N*[logp + (1-p)*log(1-p)]

B xadecTBe nmpuMepa paccUMTacM KOJIMYECTBO MHGPOPMAIHH, HEPEHOCHMONH HEHPOHOM
MT-o6nacTi KOpeI TONOBHOrO MoO3ra. YCpeQHEeHHas JacToTa Bo3OyxJaeHus HeipoHa (r) —
S0I'n ( 60 mmmynbcoB B cekyHnay). [lycTs B mocnemoBaTenbHOCTH HEHPOHHBIX HMIYJIBCOB
xTeNbHOCTRIO T=10c, MUHMManbHBIA HHTEPBAJI BPEMEHH B TEYEHHE KOTOPOTO MPOHUCXOAUT
B036yxnenue 1=0.03c. IToatomy:

N=r*T=60*10=600 N=T/7,=10/0.03=333,3

CnepoBarensso, p=N/N;=333,3 / 600 = 0,556. IloactaBnas 5TU 3Ha4eHUs B GOpMYITy
114 pacyera 3HTPOIIHH, NOTyYaeM:

H= -N*[logp + (1-p)*log(1-p)]= -333,3*[log0,556 + (1-0,556)*log(1-0,556)= 137,15

T.x. log;137,15=7,3 , TO MOXHO CKa3aTh, YTO NaHHOMH MOCIENOBATENbHOCTHIO KOOHUPY-
eTcs HEMHOTHM Oosiee 76MT HHbOPMALUH.

Taxum 06pazom, YeOBEK MOXKET 3alIOMHHATh HEMHOTMM Ooliee 76HUT BH3yaJIbHOM, CJIO-
BECHOI, MY3BIKAJIbHOM H T.II. HHOOPMALMK B CeKyHIy. M3 4ero MOXHO caenaTh BEIBOJ, YTO,
OPOAOIDKASCH B T€YEHHE XKH3HH, TAKas YaCTOTA 3allOMHHAHMS BocrponsseeT cebie 10° 6ur
HH(OPMALIHH, YTO COMOCTABAMO C COTHSMH KHHT, CIIPABOYHHUKOB M T.I.
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