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Neural mechanisms of top-down influence
on sensory processing in adaptive behavior

Ryo Tani

Abstract

In the visual processing of the brain, simple features such as tilted line segments are processed in
early visual areas such as the primary visual cortex (V1) , whereas more complex features are
represented in higher visual areas. Object information is finally integrated in the prefrontal cortex,
leading to object recognition. Besides the feedforward processing, top-down signal generated in higher
visual areas affects the information processing in lower visual areas. However, how top-down signal
modulates sensory processing in early visual areas remains unclear. To address this issue, we focus on
the experimental study for two visual tasks in perceptual learning. We develop a neural network model
of the visual system that account for the top-down effects in these tasks. Using this model, we show
that top-down signals produce task-relevant information through the effects of inhibitory neurons and
brain rhythms.

Top-down influence is also closely related to behavior. To elucidate how top-down signal is
generated by adaptive behavior and how it gives rise to task-context dependent representation in neural

circuits, we offer a model of visual system that includes a middle layer between a sensory and a



decision layer. Adaptive behavior is based on a reward learning, and it is known that dopaminergic

neurons in the ventral tegmental area has reward prediction errors that are represented by the difference

between the reward expected to be obtained by an action and the reward actually obtained. The

perceptual learning of the two tasks changes the synaptic structures in the neural circuits involved in

the model to achieve adaptive behaviors to the tasks. We show that adaptive behaviors in the two

perceptual tasks produce task-context dependent representations in the middle layer. Furthermore, the

top-down of the middle layer results in the task-dependent responses of the sensory layer. The results

of this study provide important insights into understanding the mechanism for generating task-

appropriate top-down effect and how behavior and sensory information are linked by the top-down

effect.
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FHDAH=ALIZLDY Li 5X° Ramalingam & Ok A4 7B FER A2 5> < TEHZ &
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FT1E Fie
1.1 AEOEZLERN

AMNITE TR ML > TB Y, AR TIIREEZ Y —7 vy e LTS, IHORRE
15 AL L, MERE RN &2 2 T ELY , AMAIESIRIR (lateral geniculate nucleus: LGN) 735
—kafﬁﬁiﬁ% (primary visual cortex: V1), 2 REATE (V2) 2% T, 4 IRETE (V4) 76 Tl
§HBF (inferior temporal: IT) ~ & [l THIIRD T 7 AT v I 2 i 3 2888 &, PRI
9H (medial temporal: MT) / NI _LAAIEH (medial superior temporal: MST) B~ & [f] 72> Ty
RO TEE I A& fh 3 DRI i, B &R IXRTEERTECE (prefrontal cortex: PFC) C
FANCE D AR REAE T, O EENEE - THMMIZ TR L, il
WEEE T D L MR TE R S5 F3 % AL (Hubel and Wiesel, 1962) i1, 2D 2 2D
FTU A PE RS IE & U CTIRIREIRCTH D VI 220, @KFETH D PFC ~D7 1 — R 7+
T — ROWN TR EZRES LTWERD G, BMAR R O EME R Rl aE KRBT D1
TAFMOLIEDTOILTND LB X LN TE. FaOM%E TlE, HREE RO, 71—
R7 4T —REFHHRNIZEDL 7 — RNy 7 ORNDBH D FEN 5o TnaD, HIRICK
W, BRI DARK BRI B E 5257 4 — Ry B0 FEE, by T XL
EV, by T EFT U EIEEEBATLEEN G T A — N7+ T =R ZLWANLTND
(Engel et al., 2001; Gilbert et al., 2013; Lamme and Roelfsema, 2000; Van Essen and Maunsell, 1983;
Budd, 1998) . V1 Z & Te\ < 270D B I T OB, EECHRE, TR 1L, M
FEHICED by THTUIROMBR LIS TEY, rDONRNT =< AZHD> TS
(Rao and Ballard, 1999, Muckli, 2010; Muckli and Petro, 2013; Tong, 2013) . 7> T, VI ® X 5 7
RIS, MR D DOR b LT v 7 HE#RE, MREENLO by T XY AFHRETHE L,
BRI REZ RRICEE T L2FH/HRD. LR, by 77X NlloTEDLIIC
PR AN DZALDIEL Z D DB BN T2 > T,

T4 —R74 TV —=FBIXO7 4 — Ny 7 OHETUETIIMY XL LEDb-sTNnS., K&
IR DA DM Y X LHIAFE L, BV FEEICHERBISE 2R3, RN L0, B 76
BToala=r—ra 0, MEFEHICKT 2EESCHR, BREREITKE LR
WO RS BV FAR AR B U D (Fries, 2005, 2015) . KKK CHHER SN D H o~ U X
2 (30 — 80 Hz) D & 9 72 BLWNEBEIE, RFTIRIEIC 30 2 G 0 K5 oo ] o fhigt ikl & 12 B
5425 5T, @GKEB THEBRINLT LT 7 XL (8- 12Hz) 0_X—% U XL (12 -30
Hz) @ & 5 28V EHREIT, BN 2 MBSO/ SIS L, TE ERBMICET D Fy 7 ¥
7w LTI RAREEIZ 5 LTV 5 (von Stein et al., 2000; Bressler et al., 2007; Buschman
and Miller, 2007; Bosman et al., 2012; van Kerkoerle et al., 2014; Bastos et al., 2015; Bressler and
Richter, 2015; Michalareas et al., 2016; Richter et al., 2017) . FflZ, X— X EFIL, V1 IZfTHE D L
RZEARZ D HFIT & - T, B IHRONE 2 WY S 5. v4/ % TRIZEE (TEO) B LT
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GETEIENS D by FHE T OEEIL, V] \IZH AT EADERA%E->TW5 (Richter et al.,
2017,2018) . L22L72 b, by XU OB > THEREINDHMY AL0, ED LD
(V1 DX A7 ZEET DI ROKIZES 20072 TH72n

HMEFHICBNT, by 7H U EFIIATEHE BEBRICEBLTWS. BEx b3
AT HICHTZ0, EIHEES (ventral tegmental area: VTA) (ZH D R—/"I v =a—n
YIRS LTV A ENRM BN TND, R—_"I v =a—a i, HH1TEIC
FoTHLND LIPS LN &, FEBRITH DALTZHmIM O 22 T d 2 Wil 7 HlFR £ 4 FF o
HERHMOHN TS (Schultzetal, 2016) . WENIZ K-> CTHEJSITEINEZ D, ¥ A7 arT7FH A
N7 RBINEREE & BERERE O/ TA U, KR OMRREIEIZZ{EAE T T D (Engel
etal., 2015; Law etal., 2009) . L2>L723 5D, BN TENZ K> TRy 7 X EENRED LD
WZERISNDD, £, by THE T AMEEPREIRICBIT X A7 a7 X 2 NRELE
EDO XD ITERHTOMNHS NI > TR

AIFFETIE, BRL TR SO A R 3 5 21, IRREIRICBIT D hy T X T
RIS IREROMER Y NI =7 T IVEER LT, TOTT M, MY XL
ME==2—a rOREE L, BLXOESTENEENTEY, ¥Ia2b—arZEUT,
MEICE LT by TH T URIROERA T = AL, by T H T W RIT K - TTE) &
TAERD ED LI ITHE RO AT 2 20O HEBE R AT 5FLHME LTWND.

1.2 AL DHERL

AT R S5 BEORRKE 2> T D, 81 BT, ZHE TIToN TELHARTEOLY R
ERRSCORERRIZOWTIRARD . 5 2 BT, MRAMZRO AN RN S 160, Fran Tl
R Ry TET R A LD BRI 72 H BTN TR 721212, ARFEICE T 5 M+
BOEBRIF R ZE~5. 5 3 ZTIE, MY XL ENE=a2—o ORHH, % 4 =TI,
WIS TE 2 ¥ — T — R LR ROMBER Y U —7 ETVEERL, ¥ Ial— 3
VTCELNTERICOWTIRAR S, 5 TT, AFRRREOE LD EFEREIT .

11



F2E AWFRICEEY S ERIM A

AREFETIE, PR Z L& U R o 5ot &, AROF5RIC B9~ 2 FEBR i 2 R
DONWT, TL DT

2.1 R o B
2.1.1 BAOEAREE

LW ORIL, RN (m2—a ) PERSTWAIERRERGESR Y NT—7 ThHD.
—a—m i, K201 OX O BREEIZR->TEY, K&EL 5T D EMIEE (Soma) , B
(Axon) , BHRZEHEE (Dendrite) 7238 5. FfRARDOHF.LITIE, MIFEEE (Cell nucleus) 23FFEL T
BY, =a—1 r OIEBLERYE %Eﬁkbf%é 2T, MR SHOCR Y, i
D=a—a IEREBEZ TS, BEREEIE, o= —m b O REZITER- T
WA BIROBEDIX, IV EFIMBMEOENENNLTEY, Zhvie I U H
(Myelin sheath)y &5 5. I U U#i#EIE, P TS UONTZRERSTEY, <PRZEHSIE
Z v B (Node of Ranvier) &5 9. *qafxfﬁ?&fEL@E@ri T U E K HEwmHIRD T
Bkl L b o TWL BRI RS 21T TV, MWV EEERENEBLTX 5. @Rk

&, D=2 —m ORRIGE L ORI T T AL F W, Rz T T AR =
a—ny, BREENZ S F T A= a—n 2 F D,

Dendrites

Cell nucleus
.// Soma

Myelin sheath /

Node of Ranvier \

Axon

2.1 ==—nu O BRRERZBL Tho=a—a U b AN E2ZITERY, R4
U CTHERIGEEZIT> TV 5.
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212 =a—a v OiES

X 22 (F=a—a rOREMELERLTND., =a—a 0T, HFEIL TO2RVIRREIZE
WG, A DOEAL X VAN OBALO T BMEL 7o o> TV D, Z ORFO BN 722 % §r IEIRE
MLESV, TOMEIF-T0mV /2o TWD, =a—u U3, SEHIKS 5 WM OF R %
ZTED &, BEM N T T AFBNCELT D (Do) . 2 LT, BEEMMNH 5 —EDORIME
\ZFE L7-Rg, BADKRIEZ STORRBICR B E SR 20 (F0m) , FIEBEEMLL FIc/Ro7
(3 HR) #12, R X 2 8L Z T e WSO 2 C, O IEIREN 70D, =
D—EDOENEALEIFENEN (R34 7)) L 50, AL 7%, tho=a—nva v ~DEHk
I E LTHERT S

+
s
S

Membrane potential [mV]
=)
S

Time [ms]

X 2.2. BEEALAAL. =2 —w TR AT 5 &, BIRREALNS 7T AT ZEL LT,
BIEZE A D & HORIEREMIZRES.
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213 BBM—o—oL M= —o

= a—u 0, B - R 2 IS TR Y, Zv X X R B M &

L CTHILAVTW D #EARHIIE (pyramidal cell: Pyr) 1, 6 JEH§iE & 72> TV D RKIMEZEOHF 18
R AETORBICHFELTWD. Ml T E=2—r & UTHKIET S GABA {EEhNHME:
AIfEIE, D7e< &b 10 LA EFEL TR Y, ZRENME OfisRBNMRZE R 2 £ > T D
N, 7V T T VT R (parvalbumin: PV), Y~ kA X F > (somatostatin: SOM) , I EE
5% ~7"F K (vasoactive intestinal peptide: VIP) @ 3 DD 7 /)L — |23 E L5 (Kubota,
2014; Kubota et al., 2016) . [X] 2.3 1%, BUEM: L MfiiE=o —n  OEEEZR L TEY, PV (T,
B ASA 7 2L T C, ITfEO Pyr OIEE) 258 < I L TV 5. SOM (X, lH DAL 7 b
BHUNIN—RA NRANSSL 7 EATT, fif ST 7 ALY Pyr OIGENZHH] LTV 5. VIP (3,
AR IR A4 7 24T T, SOM 2481l L, Pyr OIEFEIOBLNHIZF5- L TV % (Taniguchi,
2014) .

\

X 23 HEM=—m M= — 2 OE PV =2 —8 U, Pyr =2 — 1 DT

P LTI 24TV, SOM =2 — 1 3, Pyr =2 — 0 U DSEICH 5 F 7 2 24l L T
WA, VIP =2 —1 %, SOM = = — 1 2% LTI 21T > T 5.

P

00
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2.2 HARFHOH

221 HRREFRUBRE

AEWNZITIN 0 B ORI A2 BN 5 BT RERE Mo > Tk v, TR - TR - IRE -
il - B &S0 HEAMLN TS, ZNHDEEFRO S B, RIS 5 E
RO AR LT2ONK 24 THSD. #IE (retina) (T A > 7o RTARBIZ, SMARRIR
{& (lateral geniculate nucleus: LGN) % #%H L C, —RKMHEEF (primary visual cortex: V1)
THMARMR D HROMEN TN DS, VI 0D 2 KRR (V2) ICIERImES -1, 4
WARTE (V4) 75 FIEE (inferior temporal: IT) -~ & [a]0y> TR DT 7 A F % 1
WA A MIBARE (temporal cortex) #&# &, PWAMAIEA (medial temporal: MT) / PN/
AHIEH (medial superior temporal: MST) %~ & [f] 7> THp{R O JEB) 5 R 4 ffl 13 2 5HTH
FZ'& (parietal cortex) #XEKIZr LD, HwAKHINZIX, AIEARTRZE (prefrontal cortex: PFC)
THHROME TN, FBAINCESD. LGN LIEO KM E N TIL, BB DRI
IZHT2D VI D, BRFESIZH =5 PFC ~Difinad 7 4 — K7+ T —REFW, &R
WEPLDANTHEASLS 74— R7+ UV —RNUWHER NLAT v 7 EF 9. 2 xti
BN, mIRFED IRRFERA~ DN A 7 — RNy 7 L EW, [EE - Hiff - PRI K
S TERTEB ORI DMER I E L 5257 4 — Ry 70 A Ny S 2T b

- =

= 0.

Short-term memory,
attention, decision..

44 t 4

Temporal Cortex Parietal Cortex
[ 14 medium

[ va | [vmmsT|
7

lower
(eariler)

=

LGN

stage of visual processing
2.4, RGBT (Yotsumoto and Watanabe, 2008) . #IHIDOREEICH 72 V1 T,
BB o T LB D AT o 5 05, BEE DS B8 D120 THRMER LM T DA, ik
\ZI% PFC THERIMAM TN S, HROWIUL, 74— N7+ T —F (BKH) L7 4 —F
Ny 7 (RRED DFIET 5.
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222 HAEHFOMAEDORE

HIZiE, Z2HOGEMRAFEL TV, MEOG L ORI UH L, &zt <, H
MOIITEFZ R 2 TV D, BRI L TR OEBIZD 7202, BIZADE SO )
DEERERACET DL IR SINTEEBR T ANV Y —PNUETHDH. ZOT 4V H—
DZEMPIREEAL KRBT 21203, =2 —r U BESE2HE S HENOREDHEEZAVD 0O
DHARTHY, ZOHEKOFEEZZRE (receptive field: RF) &= 9 (Lennie, 2003) . &P,
25 DX DT, PO ERET 2 B L, IO E B2 L fl S o A
YL TR L, MOISEET oA TG A VDR D .

(a) On-center, Off-surround (b) Off-center, On -surround

4 2.5 HFULERICE AR5 LB L, IO AR5 L&D (a) AP
D= AT RN R & WORIGZ R (b) A7 b — A RS R B

Hubel and Wiesel (1962, 1968) 1%, X 2.6 ® XL 912, V1 OZFE L, LGN IZ/FET DD
F RIS RN 5 O AN E 52 T LD, BARIR RS L L7z, it, LD Bl 2>
DANZZ TR A MM bR R L, B, K27 O X 91, VI IZBIT 2% KB, #5y
DEEZ K> TR DS ERTF (FAORIE) 26N L. 2R H60ORAIE, VIR
MR OFEINCEE @& 2 L TWDH B BN TN,
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(a) Simple cell

On-center cell

Simple cell

> Simple cell

Complex cell

2.6. BEOZETNOANNZZT 5D (a) HMHIAL, F X OO M b A &)
% (b) #MEMAE (Hubel and Wiesel, 1962 X U tZZ) .

54»7.-_-—--—-# -
Bj&j—.ﬁ-——:—
E%——-{*—-—/—-
% / /
G_%_ ! |

2.7. YLD VIIZEIT D HALERM: (Hubel and Wiesel, 1968) . ZITix, SR CTHENT-

ZRFOHIZ, KEECTHIDNTZRO DS, A DD G DX DR DA TREI > T 5.

FRITCHE, et 2% REOMBORKISHRINTWD. G4 D @5 EDBHX) ORFIZ,
AR 23 e B BUGS L T 5.
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23 HRRBIZBIFA My FX D

W2 E 21 ETHA X 9IS, HEE TIE, #IE D ORISR AMAN TUET 5I12H
720, K24 18T X9 B BN TON TS, 2O, X228 12R77 X 91T, BER
WD 74— R 7+ U— Rt (ERED) L0 b, 70— Ky 78k GRRED n%<
FETD.

Dorsal pathway

PMd

L

Ventral pathway

28. Ny T HEUMNEEFEIEAD T 4 — RNy 7R (Gilbert and Li, 2013) . & RENT~
A= R7 4 U — REHE T, RRAIN T 4 — Ky ZHHRTH 5. VI: — IR, V2: 2 R
BEF, V3: 3 IRHLEEF, V4: 4 IRILEEF, SC: I, TEO: % FIGETEE, IT: F{AEEREL, PL: i
A, LGN: ZMAIERIR AR, MD: BUARTS AR, MT: PARMRIEE, MST: PRI RIS, LIP: SMAISETE
[ SF, MIP: PRIGHRTETEE, VIP: MEMSHTERE, AIP: AIEATH [, PMd: 5 AEB)ATE, FEF:
ATEAREY, PMv: MEALEBIFTEF, PF: FIEHRTEE.

231 FyFEUUEORERHS

My TET L, EBE, 8, TREE, 74— Ry 7 OWNIT & - T, @R
D DARIKREI A~ & AR Y, RROLHIZ L 52 T\Wd. 2 2Tl AWFEIZEE T
D by T ARFEORE AR IC OV TR 5. 1% 2.9 13, 1930 420> 5 1980 4F % TIZH
EnEpole by FHE T ACET LM RIEREZR L T D kb HWIERIT, 7=
20 RDBEREEE O Wertheimer (28 - T, #0HIRFHEIXI2EOBAMEIC L > TikES &
& X bz (Wertheimer, 1938) . & 94 LEEATZAEIN & L C, Gregory (%, SN0 B2 T EL-
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T RRIEF RO KD R < BT KRDILD A, FIRT D ITITIEEORBR-LFLIEN LI &
% % 7= (Gregory, 1970) . Kinchla 5%, /N S 72230 CHERR ST K & 2230504 W T2 FE28RIC
BT, HREAENR LT v T e by AT DELLTHERVWI FAT Y MIE-T
ITONTND LTI 7223, @R OLE DT O RITIRIR OB P TN b FE kv
TH T VB L3 2 7~ (Kinchla and Wolfe, 1979; Rauss and Pourtois, 2013) .

—

1930 1980
LR RN
Werthei
1938) AR
Gregory
(1970)
RE: ) FNE)
Kinchla & Wolfe
(1979)

X12.9. b7 &7 WIEORE LR Z D 1 (1930 4-—1980 4F)

[¥2.10 1%, 1980 47> 5 2000 £E E TIZH B & 72> TV 5 EERAYIN RO —H# T % . Lamme
and Roelfsema (2000) 1%, 2 D DT EEZEFE (Treisman, 1985; Wolfe and Bennett, 1997) <°,
RO B, HABOEEICET 2 ERIIM NS, Ny XU OB R LT
AT NZ DWW TIDBER SRR, B I L O3EHTER CTH D, ERREWITL T, AR
DI EREE IR 2 BT JE A3 T 041 TH ¥, Rao and Ballard (1999) 1%, TIFF 51k Z v
BT NVEREL.

—

1980 2000
MR D )
Treisman PR EEREO
(1985) Wolfe & Bennett
(1997)
T Al
Rao & Ballard
(1999)
&S D5
TR SIEY ) NARE =N
Lamme & Roelfsema
(2000)

X 2.10. ~ v 77X U RRIEORELIHEREZ D 2 (1980 4F—2000 4F)
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X 2.11 1% 2000 A2 5 2010 4FE TIZH B0 & 2o - EBRIIM A O—HTHh 5. [X2.10 T
IIREEIZ T2 by T X T ORISR A A 7257273, Engel 5 (2001) 1%, ==2—1 >
EMFE O, FEFRIC Sy T F T o REbo TS EE X T

2000 FAIEAICIE, MRFEICELD My T E T ORBEIZOWT, ER L HEROM G OM|
[l CHFZEM T4 7= (Fahle, 2002; Ahissar and Hochstein, 2004; Li et al., 2004) . &1 5238 & 13,
BEOMEMEAERITT 240NN, o Tl ETsETHD. ZNEDOHZED
T, Li & OWFFENAEIL, AT L BB T %, B2 EAMHICTHEL R T 5.

Gilbert and Sigman (2007) (%, b > 7" # 7 2 &> THRE DX & 159 2 5 CIITEH T
ERFIZLTND EEZT-.

—

2000 2010
—a—u :/%0)

[F1, Sl

Engel et al. .

2000). HIEEE

Ahissar & Hochstein
253
gsi| H5H ® (2004)

Fahle -
(2002) ~ AEHE
Li et al.
(2004) HA4%
Gilbert & Sigman
(2007)

B 2.11. by 7 X0 RO RE SR IHER Z O 3 (2000 4F—2010 47)
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EznmamMﬁm%mmiifK%%w&&okiﬁwﬂﬁ@—%f&émmm@ml
5 (2013) 1%, Li & & B L7 EER 21TV, SURBHNCRIT D by T X T DB RE L
7o, ZORFIZONTI, $ﬁhbkﬁﬁﬁmﬁ¢éfﬁaazﬁi4an TREL MR 5. 2000
FELIRE, M CA U DRk~ B IR 2 FF o) XA L, by 7 X7 OMBREHG NS
DWFFEDTOITE TN, T ZHFE TR LWRE R T & 72 (Zheng and Colgin, 2015; Lee et
al., 2018; Richter et al., 2018) .

—

2010 2021
HIEEED
Ramalingam et al.
(2013)
PN
Zheng & Colgin DI
(2015) Lee et al.
(2018)
IR NE)
Richter et al.
(2018)

X 2.12. by 7 X7 R ORELHERZ D 4 (2010 4-—2021 4F)

l29w6l2mf%/7&?/@F£mﬁﬁ%%£btﬁ EEOFTLX, hyFHE T
DEEI I D IEERIE DR R EN T WD A, BZRY A B> THHEOMZENHTE -

‘:_r'/El

RTIFES, FRFEAT TRy 7H T O TH LRI R > TE L.
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232 My FEUUMRORERR,/ B R,

B2 ®3H TR LI by I XD RO FEERR), BRI RIZ DN T, W o
RS 5. X 2.13 1%, 2 DOPRRHEBEREIIH T 20 ERHEZ R LTS, K 2.13. (a) 14,
7 UM & ORI IS B2 DMy R TRE E 72> TR Y, RIS Y — 7 v F oKz
BIXNIRNEN G2 (Treisman, 1985) . X 2.13. (b) 1%, FBOUAL THERR S 7= KE O
HNLIELWEEZETHEL o TR, iFEEN LWV ERISHH b EL o TV
(Wolfe and Bennett, 1997) . £ 65O EIZEBWNTSH, VI LD Ef@NHD ~y F XD
ANV RIE X TS (Lamme and Roelfsema, 2000) .

(a) (b)
/7 7
7/ “\ff;
7 / /7
SR
7 4 N\
/7
= 600 - 1000
£ E
(1] )
£ 500 ——— £ 800- /
S S
S 4004 o Present & 600+ At
o 1 o Absent o o Absent
T , 1 T , , ,
i 6 12 1 2 3 4
Number of items Number of items

2.13. 2 DO ERIRFRE & AR (Lamme and Roelfsema, 2000 7> 5 ) . (a) 7
DHIAE ORTERFE. (b)) IELWEBORE. TERIZY —7 v MU T 2I8E K TH Y, O
XZ =7y by, OIFF—7y MELORERTHS.
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HRAF RO FR OB ST 1 & LT, Rao and Ballard (1999) 1%, X 2.14 [TR$T X5 2 F
W FACETNVERE L. ZOETATIE, @RNPLO Ny T HE 7 URTHIE L TERK
WZED Y, ARRD S @RI THRRZEMEb > TW0Wh. ZOET LA EEELEET V=2
—R OB SRRy N —7 THREBOGEMEZ VI = L—a > LIERERE, BEffEo
L O RZRERBBERSN, FEOREZH LT HHET, FRERLBEICETD Fy 7
2y OEEM A RE LT,

Feedforward
Error Signal Error Signal Error Signal
v Voo
C 3 Predictive Predictive
Input = Estimator Estimator
Inhibition
|1 | 1
Prediction Prediction Prediction
(Feedback)

X 2.14. BEERT T 5ALE T L O— 72T —%7 7 F % (Rao and Ballard, 1999 7>
WE). 74— R7 47— FREICK > TPROFRE, 74— Py 7RI X o TN
RZ LD, %8 D Predictive Estimator X, AJIE 5 OBIEOHEEE ZEE LT, WOTHI

2R T D IR SN 5.
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B 2.15. (a) X7 7 AT ¥ BEOETH D, ME ORI DT 7 AF ¥ T3t DIGE % I
KRTHE (O T 7D cvst), 5 ms DRFFTT 7 AT ¥ DXk L T=a—n 3%
WA LTz, [ML=a—a %, 80 ms TR EHFROERICKS LT (Tho 7 Z
TDbvse), ZEBNKOREZE > TWVHIL, WWROFREZHE > TWARTH LT 100
ms CHIGAEEDEN ) oTz (BDZ T 7D avsd). VI D==2—n 0%, BEDZRE
NEEBEROEL HIZH L0 25N KT, SBECEET 228 1E, MT %Dﬂﬁ@pﬁfaz
MHED Ry THETAURIFLTNDEEZ LN TS, K 2.15. (b) ORBLEBHOFREE T
ZRBNOREIE, EHOLRETHLN, HENSEORELD L EENH DEFO H 3, %IJ
IR 200 ms ZHBZ TOD D=2 —1 » ORIEH 30 %W STV e, SOSAEERT 5
ETORRIZ Ny XU URHE LTS EEZ LD (Lamme and Roelfsema, 2000) .

V1cRF

Optimal texture Rf on figure cRF on figure
orientation (c) boundary (b) surface (a)
Non-optimal Rf on /' cRF on
orientation (f} background (e) background (d}

.

. ' :
O 100 200 300 400 500 0 100 200 300 400 500 0 100 200 300 400 500
ms ms ms

(b) cRF on attended
curve (a)
| cAF on non-attended
chRF

curve (b)

a b 0 100 200 300 400 500
ms

trands in Neurosciences

X 2.15. 7 7 AF ¥ B & ARE AR (Lamme and Roelfsema, 2000) . (a) 6 D0 $7¢

LW ONE (BB AHLab ) 726,22 OZFEHO=a—a OIS (FE) % g

LTCW5. (b) Hift EOZEE (£ - i) &, FEOAEIZLAZAEHO=a—a DK
INNCaR
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Fy FET L ERIE, F—THoEEXLNTNDE, HDEEDZEMILNLEIC A
Ry N T7A MY THEREITRZRY, Ny X%, EEZAT ST TITh %M
BRI AN, FEFEHNE OB IRIC B E 5 X DT A7 G THhD. £, Hiffic X
ST, MIEOSECHBEL 52 TnDd. K 216 1%, 774 I 7R OFITHS. X 2.16.
(@) DX, FIRMNEE A ERATRERKIZICR LT, ¥ 2.16. (b) DX HICmERNEE R
T, K216, () HDE, EOXIRMETH L0 <Ihnd. Ziudk, WKLk
THHEN, MIROI L, EORKMEICET R NAT v 7OBHRELB LT, hy FE T
BHICEoT, FEODKEZMFL TVWDLIENEZEL TWDHEEXHND (Gilbert and
Sigman, 2007) .

iy
ot
S

-

216. 77 A I VTR K DT 7 AF v 438 (Gilbert and Sigman, 2007 L ¥ %) .
(a) 72 HD LABBINEE 2 XTETIZD, (b) ZRI-ZIC ) 2R E, EOLIRKETHD
DB TE D,
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Ny THE T DR, KL ROGEER, RO G T, KEMRZ A I 7 AR
R =a—a VOB B E 5 2 T\nD. K2.171%, Horarsry (FTta—k
fbaniz=a—a U EH) B, I EnarsFry (BaTa—Meaniz=ma—n 4
M) ICEV AT, IEEIORBINEZ > T\, ZORO by 72703, B2 %
WBLL LRV, A F 7 ADAEIE, 1 DOFEBNTHLEZD 9 5. 2ok, by
0 UHRE, BRSNS E OIS T T, EO=a—F AT U U TV E R
FLOD), Fle, EOT oY T NEIFFEMINCT 20 EZ A7 a s TF A MG bYE
THEAFTI v ZICHIFEIL TWD. 3REIY AT LIBITARBLD X A F 2 7 21, BIESH
e RETIERERBERTHY, VAT LOKRBELESREEZ/EY HT LEXZ BT
% (Engel et al., 2001) .

(217 Ny XU ORBIIL LRy NU—7 OFRS. BEICREEA O
Z—a—nm M BRI, o= a—a UEF] (Fi) 28 EiAR, HDORR KO
B, TAZ Y RA7) b RERESRIZI D (Engel etal., 2001 LV hZ) .
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HRFEIL, ZhWET, mﬁvAwTﬁbﬂka IR DA S E D DA B & sk
FLAATES EEZ LN TWER, ol TIHEKR O RE T H MR8 I L 521
AL TVDHEBEZLRTVD. lzm;r#io , HRFEBIZBWT S, BT 4 — R
74T — RIEZTTIEZRL, BRDPBIER~D T 4 — RNy 7 OB, REHEKD =
2 — 0 OZFBRMED, REICHRR SR TR S BRI ST D ATREME Y &
% &#EZ BTV 5 (Fahle, 2002) .

PNy FER
/ \ / X
! Recognition \
I \
| A A |
v v
PRI TN
/ \ / \
/ Extraction of \  Higher-order
I complex features | 'isual' areas
I |
' “» rF S 'i
I I el
I 3 8!
1 ] o
\ 5 1
\ 3 I
\ - 1
\ / i '
Extraction of «” Early ‘visual
“’ basic features cortices
Neuronal impulses Retina
L|ght Rebecca Henretta

¢ 2.18. WLREAH O FERE & BB Wi 5 12 EA QRS AT 25 K 5 122 27 H o
PED 1 2%~ X (Fahle, 2002) .
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AR EICBT 2ATEN Y « AR - ERIERO R R A RIS 5 2 0B 2 L LT, WRE
JE{t ¥ (Reverse Hierarchy Theory: RHT) 234 %. RHT I, ¥ 2.19 (2R3 X 912, F#EHD b
o FHE T TATOR, MIROTEEDGIGE D, ZAET TEARTO5E, & OITIRKREK
TRELI NS RHT I IRHER Y N —27 THY, H—D=a—n VOZFBFETED L
D IR AL HIFE X D DT EARIIT A3 02 o TR WD, WL DO BRI 2RI
BT, BRI IR > 7ok 2 72 LUV TORIBIC & 5 2 b 250l L 72 /2R, £h 5 Ok

E2XRHT O F#l & —3 L CTu /= (Ahissar and Hochstein, 2004) .

2.19. WFEEHERG OMEE (Ahissar and Hochstein, 2004) . “ZEIIE RO HIEFE Y,
TN TEA T O5E, EROBEKTHITPS.
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MNTIE, =2—8a r OBRANEFEIO RN L > T, MiEETY X I Ve RE 34
CHENMBITND, U RNIRR D EFEHERIC LT, 7% U XA (1-4Hz),
=K UYRXN (4-10Hz), 777 U XA (8—12Hz), _—% J XA (12-30Hz),
Ho<U XL 30-80Hz) D S5DOIZHIFHNTVND.

BERIZENTIE, K220 O XL 912, RIRFERD O SIRFEBA~OR ~ LT 7R
TH Y~ XL, @RTED DARKTEIEA~D by 7 X0 R TX—2 U X ADREE
L, AR ZEOBRIZHAEEH L Tn5 E#& X 51TV 5 (Zheng and Colgin, 2015) .

bottom-up top-down
NWVW\ - /\/\
gamma beta
(~60-80 Hz) (~14-18 Hz)

8L
V2
V1

lower
hierarchical
level

visual areas

2.20. HERKICHIT DM Y R 2 (Zheng and Colgin, 2015) . 7R h AT v FTIEH o~
URL, by THZ 7 TER—2Y XLANECTEBY, fHEERALTWA.
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KRI BN I NTIE, 11/ 1 JE TRR % 72 JE A T O Pyr DRIHIIREI KN E Z > T
D, ZZIZE 3 2O E=a—arRNFEHELTNDEEILNTVD. PV & SOM [T,
FL72 2 A EEH T Pyr OFRMHEENCBIS- LT\ D, VIP IE, BREENLD by T X
7 AN EZT T, SOM OFLE A U T Pyr OBIHNICES L Tnd. b D350
ME= 2 —v 0, [EBOEERRE 2 FF R ED > T 7 A AR L T\ D (K 2.21.
(@). 7272 L, HIZE T PC 1E Pyr, SST 1X SOM OFTH D). ZDRIFEIZIE, 2 >DHE
D7 4 — RN 78R (K221 0)BEENTODENSNY, ZIUTIEEEE) O 4R
Wb TND EEZXDLND. 2 CTHEBRINDIRENE, #EiEEP,, (X2.21.(c)) I
Ko THETE D, ZOREE, PC—SST TiX 18 Hz (X 2.21. (d) : /) DIEE), PC - PV T
1L 75 Hz (X 2.21. (d) : A7) OB EL ST, T 5 OFREFRIFIMAE) 72 X— X B IO
>~ IREN O JE I B BN XIS LTV D (Lee et al., 2018) .

A B

— c
Top-down input SST \Low frequency oscillator
=l i ":SST-dominatod oscillation)
Cortical column By TE ._ ;?f;i
(St S i E ; P -
4
¥ I £

A
\
]

P
[=]
(i)

\ High frequency oscillator
._:.',r' (PV-dominated oscillation)

Connection prabability
2T
[=] L] L o
-l
~
& [
-

1l

Local feed-forward input B Y G
uuuuuu
eyt e e e
D 1200 1,200 F T
o I L] .
1< & [
g | g
= I =
' L
= c
B s : i
' Local feed-forward input % Al S e 3 R ? i s B e e
1 i i g ; 5 5 > ) 3 fasne ATE i
' Z MAAA : A
\ A LY W MR i | 1Lt it R e
[ ) 4] 500 1,000 0 500 1,000
Time{ms) Time{ms)

221, KIECE I/ JBIT 3817 DA EI RS (Lee etal., 2018) . (a) 3 FEEHDO/MTE=
a—n ok, BUEMEHERHIND (PC) 1T & » THERR S AL7- RIS OMEZEX. A, @
MO7 4 —R74+ U —RNEEROEENOD by T XD ThD. (b) HiEa OB
(F D PC—SST, #2D PC—PV).PC %, SST (2 & BiEEI & PV I X DIREBI O )7 DA RL
WD TWND. (¢) ADT 41— RNy ZHHIZ L D PC - SST 38 XU PC — PV NO#ERE
DEHGHEE (Poon) . (d) TNENDORIEIRIZE D PCEMD T A X —T o v b, Biikk
RAEMEHT 5 &, PC-SST X 18 Hz OEHE) (LEDHE) #4RK L, PC—PV % 75 Hz OIEH)
(FDIR) #ERTH.
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Ny FHET L OR—ZIREINFERIATEO 2T X R ME{EZ 50 E 9 M, Richter
5 (2018) I X o THBMNI R o7-. MBI, PIVITHREERRIZ 2 7 2474, VI / V2,
V4, 38 LU0 THIBEEE (TEO) (2R DIA E L= NER D b Fldk ST JRpTEY AL &
W= AT M7 Loy —REM (sGC) ZHIE L7-.sGC 1%, AT MLdDF A %
A B JERECRE R R BER A TE L, BB OREEE L THlOR RSO EDE %
MBHET, HOHERIIOEO THZLEL TERELT H. FROMRE, X222 177
V1/V2 8L ONV4/TEO DR — & FREIRENE, / A ABRE S L7 LFP /XU — A7 |k
VD16 Hz LD A7 v —27 & LTRSS 1L (%2.22. (a) (b)), ~— & JAERER
O REATFEEIL, 17 Hz TOEH SN VI/V2 DR B —L o ZAD AT R LE
— 7 L THELNE (K222.(c)). Fy T XDV sGC A7 hViE 16 Hz IZE
—JERLTC, RU—E— Lab—L L A=V DOFEEKRE B LER, RRAT v
T DY) sGC AR MUEIR—=Z =T R & ol (4222, (d)) . ZOFERIT,
NR—Z AR DO RIEAIZ, V4 / TEO 75 VI / V2 ~D kv FZ T R > T\ b HE R
7.

2 40— . . s : . . . g =
o D S m
= T30 182
0 El]
> 2200 AR, m— 2
b & 10 20 30 40 50 60 70 80 90 <o
@ =40 2_=
S M T o
£ 230 128
S5 ]
.igzo .0§§
wg 0 [}

(7]

Coherence
o
o

o (6]

Frequency (Hz)

2.22.V1/V2 B X V4/TEO OFERFIHAN—Z A ATV —, ab—L X, sGC A
~Z KFJL (Richter et al., 2018). (a) V1 / V2 DI RT — 27 [L (Hffitsem.), B X
Uy 7 750 RIS DT — 27 ML (FRffts.em.) . (b) V4/TEO D130
— A7 fL (Bftsem), BIONy T 7T 0y RLE%O/RT —Z2~X7 FL (IR
Ftsem). () VI/V2 & VA/TEO X7 Dt —L A (d) V] & V4/TEO ~<7 DFH
Ny FE T Rftsem) BLOR FLT v 7 (FHHitsem.) O GC A7 b, JK
BOER (8-23H)IX by 7 X T LR NAT v 7D sGC 2N KIEIZH 72 2 fEIE.
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2.4 AWFEITEEEY 5 MR FEE OEKBRRI A

AR, W CRPICE S B 2 EE 52 5 &, Bp DRy DR % %
FROSHA R BN S, ZAUCBE L TIE, Li 5 O/MEEE (Lietal, 2004) 2360, AFZE1X 2
DEBRIVHMAEZBEZIC L TWDEE, 3L LT 5.

Li 50 27 Tid, R E LTK 223, (a) ITREND 5 KOS ZHANTEY, |
RDFRIIIEE S, D 2 RO T & ETOBI T NH 5. M0 2 KROIIL,
AR E FAEAICBEIT S, —F, ETOMST7IE, F—EHRECERICBETS.
H/L1Z, Bisection task & Vernier task @ 2 DD # A 7 % ZJIf# L 7=. Bisection task TlX, ¥, £
W FIZEEO 5 KO PEREN, LIEHLT5 L, FROMBI LD 2 KO H
EOIZET D, 20L&, B, ERED SO BFROBRIITIT D E W L7
AT B, R/ F — 3, K223, (b) EEHTRT X 912, RO L TREORR
T IS EDHEECEMD HVITEINCY T 5. A7y MIED 0 OFE, 4 DR
5y &R RO ITHEMBOMERIRIZH 5. BROM T OBENCK LT, ETFO#fy~
T OEEILT v Z LMTEREIN D, —J7, Vernier task T, FROFS &, 2 ROHEDRRA D
AT LTy & 725 TR Y, 2 RO[EOBIIIE, HHrE 72> THROMBIIITKIL T,
FEAD 2 WA E T 5. Mo fiEOBE N Z — 1%, X223, (b) TEETHY, £7&
v MLEDS 0 DR, BT O & RO TN EIZH 5. Bisection task & [AlAR, Y/Lix
EEOREEZFFD 5 ROMSFL (T_THB) 2%, £0tk, TRoEEER ECHD
ETFD 2 ROBIPFEAIZELT D, 0L &, g, HRED L EFORSN, F
RO L TELAEBLLIZY 7 LTV A2 EHE LadiEebn., EhonX
ATICBNTYH, OB EHEORTIEIRT & L TCOMAEDLEZF-> TRV, Bisection
task & Vernier task COMGHNL DA EDHOHE L LTEENEN25 B HD.

P, 2D 5 KOG NE =% T U FNRRII, 2 DDF AT Zf IR LT Z
LT L 5T, 90%LL ED IR % 15372
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(b)
2 1 0 +1 +2

Side-flank offset position

2 -1 0 +1 +2

End-flank offset position

2.23.(a) 5 ADORHEL. Z ORI, PROBSY, 2 RKOFEDHSY, F LT 2 KOHEDHR
47 THERL Z LT 5. (b) | B¥: Bisection task, T~ Et: Vernier task ORI E DR E) N Z — 2
B & HEORATE. N HOIREIL, 20602 04 7y MIBEBTEREINTEBY, ok
oy EREDRRIY TT E L COMABEDEEEF> TV D,

Z 27 FATH OV N OEE %, EiRE AW T Lo/ R 23, [X2.24 1%, #Ro Dk~
REEIZKTT D VI =2 — 1 U ORBKEOEIEETH 5. X 2.24. (a) 13, Bisection task (235
TAVI =a—ua D4 ODRETHD. ZOXT, FEIL, task-relevant 25D H D TH
D, —J7, AEERIT task-irrelevant 7235 ORGSR T 5. task relevant 723A1L, DX A7 T
Y72 DN CTERRIN S DY, task-irrelevant 72358 1%, Bisection task (26 23703 597,
Vernier task (2B 72288 0 3k TR SND (K2.24. (a) D EEHOK]) . ZDE &, VI ==
— 1 DRI, task-relevant, irrelevant TR DB L Z/R LTV, 2D ElE, A7 D
WAEN VI =2—a rOJSEIIKMIND Z EEZBER LTS, [X2.24. (b) 1E, Vernier task
Ik 2 VI = 2—n8a D&% LT 5. Bisection task & FEEIZ, VI =2 —1 DI
1, 2 A7 NEITRAF L TR DIGEZ R LTz,

Ramalingam 1%, Li 53T EREAILR L TH A7 FD VI = a—w C OEFEEIC
DUV TFX72 (Ramalingam et al., 2013) . [¥] 2.25 1%, V1 =2 —a X7 O AL 7 HEZ R
L T\ 5. Bisection task CliEH D5y & BLOHRST, Vernier task TIE R DHRS) & HEDHRIY
Za— RLTW5D VI 28U EZTT - 72, X 2.25 Tld, Cell-pairl T Bisection task (235
VT, Time lag = 0 ms D7 {&E T task-relevant D 573 task-irrelevant & U fHBAA &R 72 > T 0,
Vernier task (2351 C, Time lag = 0ms 7> 5 3 )M X L 72L& T task-relevant O 573 task-
irrelevant 2 W AHBE3 R < 72 > Tz, —J5 T, Cellpair2 TIXEHL LD X A 72BN T
task-relevant DAHRIIFT 72 o T2, T, ==2—a X7 O AL 7 IR S 5
WIEFERIB 22 REBIMRRE R o 5 Z & 2R L TV 5.

F7z, 226122 5O X A TIZXT B RPTT 4 —/v REAL (local field potential: LFP) =
t— LV ADFERZRT. T Z Tl task-relevant D354, task-relevant TZREFN kv 7 &
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v v DR T 72\ (control) , task-irrelevant D55 3 DD r— A 2D T LFPs

% 5HHI L TU 5. Bisection task D& 5 Tl task-relevant & control @?‘Eﬁj\iﬁ, task-irrelevant
L control DFEF LV KEWZ L3 ) 5. Control 1 F TIRIEFHE2DT, 2D Lk
task-relevant @ LFP 73 task-irrelevant D Z L D KRE oo TWAHZ EZERL TS, A
}RIZ, Vernier task Tl task relevant — control 73 task irrelevant — control & 0 /NE < 72 V| task-
relevant @ LFP 7 task-irrelevant @ IFP X W /NS <72 o TWDH Z & D300 5. LEP [ A/SA 7
FHBE & 720, BELLT OBSEAL L~V O 2 K4 DT, Zh b O LFP D&KL, by
0 UNANA ZHBETET CREEML L TH =2 —a X7 OMBEEZ s Tn
HTEEERLTND.

Li 5=<° Ramalingam 5 O EBR T/R S 72 & 512, VI TR R O B2 IR (BRoy

DIFE 72 E) Z2a— L TWH7ZF TR, MREENPLO by T XU AR5 2% T, VI
D £ 9 IR GEE CRAEMIBIE T D 1F W 9 E S RBLSND K ) INEFEE 2L ST
WD ZERGyinotc, OFE D, VI ITHRFEREO “ZERT =ra—2—TiEnl, ik
B L7 “BEEIRN7e” mra—X—L L THEL TV 5.

(a) Bisection Task (b) Vernier Task
Task
Medulation Modulation
Task  Modulaton Modulation End-flank offset tuning / ¥ End-flank offset tuning - " ¥
Side-flank off ¥ Side-flank off i > in vernier task dh in bisection task r
i L R e macloa i (task-relevant) / b (task-irrelevant) )
(task-relevant) // (taskimelevant)  taex // e W BE s e
= e == e
Cell 1 Cell 2 Cell 3 Cell 4
Cell 1 Cell 2 Cell 3 Cell 4 4 |a 0P 15 |C eo)d "L
%0 |a ; b c : 2 : i I gy i
@ oy, 30 [gerd 30 5 s Gt A ) gt 10 - o L I s
2 60 ¥t - ] A 4 PYTEE S s R ] &
o 20f ¥ 20 ¥ 30 [P B e LR
= 3 [ 10 % & 20
230 10 10 | bszge 15
@) 0 0 0 0
0 0 0 0 p_—
= = 30 f 100 h
290 10 |f 200 | & . ¥h %40 o 0 )
230 [+ SN 100 /10 \ 52 -30 _ p S .
o \ /\‘ -20 \—‘/ b / \ = 0 f e _2p \/
3 N \ £ o sy
£ 0 ¥ 0 |FudguFoee =50 3 =
o -50 - [=] -50 40
210 +1 +2 2-10 #142 2 -1 0 +1 42 -2 -1 0 +1 42 210 +1 +2 210 +1 42 2 -1 0 +1+2 =210 +1 +2
Side-flank offset position End-flank offset position

2.24. BHYST OBELE KT 5 (a) Bisection task, (b) Vernier task O VI =2 —1 > DF =
—= 7 g} (Lietal,2004). EE:: % 27 Z LT task-relevant & task-irrelevant 3% 0, %
DR ZR L TS, IREOFHAIL VI SEEZRE LI S Th D, B b DUV e
DFRINLE DEFET K 5 task-relevant (FRFR) &, task-irrelevant (50818 TO V1 IR E LG
FETHY,Cell 1 205 Cell 4 ITHENBEOENTH D, FB: MDDV IIHEDBIINLE D&
WIZE B VI SELERDE.
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(a) Bisection Task

(b) Vernier Task

Parallel Sites Collinear Sites
&
@.}- o \\,}r: o
& oF .§ @
& x
© & &
<® & & 5¢
\ « 3
&y Yol
ok ok
P oatd P
—— Relevant task B —— Relevant task
—— lrelevant task —— lrelevant task
Cell-pair 1 Cell-pair 2 Cell-pair 1 Cell-pair 2
0.04
0. 0.02
B g ‘
zE 2E I
% g% o byl
8 8 0 l Y Wy
-200 0 200 -200 0 200 -200 0 200 -200 0 200

Time lag (ms) Time lag (ms) Time lag (ms)

Time lag (ms)

[4]2.25. V1 ==2—81 XT3t D A4 7 1B (Ramalingam et al., 2013) . B JREAD
FHAIE VI SEZRE L2 CThh 5. T Ek: task-relevant (FR & 5 W IEHRERR) &, task-

. % P
irrelevant (JKE#R) (23510 5, BIET D80 [R D A <A 7 FHBERE . Cell-pairl & Cell-pair2
IXHIENEDOENTH D,

(a) Bisection Task
— Relevant Task — lrrelevant Task — Relevant, Task - Control
Parallel Sites Relevant Control Irelevant Control — lrelevant, Task - Control
f§ & a1 A2 oo A3 A
‘};\ @ 88 go« i 004 5
2 & s e
@p 28¢ A VNS VNS :
@‘ £ 802 02 wog2 Y
2 028 =) Aj\"'\,
=z GM\. = D/‘\,J"'\/‘-/\,f”
% 40 70 100 QO 4 70 100 10 < 70 100 ) 200 400
Freq () Freq (Hz) Freq (Hz) Time after stimulus
(b) Vernier Task oheelie
— Relevant Task — lmrelevant Task — Relevant, Task - Control
Collinear Sites Relevant Control Irelevant Control — Irrelevant, Task - Control
Qé' B1 B2 B3 B4
& & - 008 006
« 4 § g 8o =
& I
B_ 7 g § 5 g K004
oA §830 2: |
- i=
2 s P"'N\ LN TR
- O
© 70 10 % o 70 100 0 4 70 10 0 200 400
Freq (Hz) Freq (Hz) Freq (Hz) Time after stimulus
onset (ms)

226Vl ==2—a X7 Z%$ % LFP 2 & — L > A (Ramalingam et al., 2013) . (a) :
Bisection task, (b) : Vernier task ®OFFD LFP 2 & — L > AFER. 1 FH: JKEADOFHRE VI JHE
ZHIE L7250 THDH. 25 (A1) : Relevant (23T, R B IVIZALE (TR O HIITL
(task) Z7 L7728t &, R L1382 DRI (control) %7 L7-REDHEL. 3 5 H (A2):
Irrelevant (235317 % task & control D K. 4 511 H (A3) : Relevant, Irrelevant (2351} % task &
control D7, S HIH (Ad): b — L ADEFEAZ L. Bisection task TlX Relevant, Vernier
task Tl Irrelevant D 532k — L o A3 E < 7o Tz,
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EIE SOM OBMENC LD FyFF T UEhR LK
U X ADFE
3.1 XU ®IZ

INETOERMIR F2E4H) 20, MEFHICBITDL My TX T AF550, VLI
LOoTHEETHLIENH LN Lo, BRI O IR > TRy, K
BT, My 7 XU R RAORER LT D5, RO 2HOOMBEEEX L.

(1) by T EZTNEEE, # A7 2 THFANMIUSLT, HFHROFNE EDO L D ICEFS
DD

Q) MEHZREBL, XR—FVXLL T~V ARIEST, EOXLIITHEEINDD?

IHSOMEEA, Li bOMEFEEICBIT 5 2 > ORERME 27 MO THRETS. L b
(2004) <> Ramalingam o (2013) 73{T-> 7= Bisection task & %\ 3 Vernier task {23515 % K v
THEGUAN AL EFAT 550 V1L T MIIREZ I TS (Schifer et al., 2007, 2009;
Piech et al., 2013) 2%, AWFIERTIL 2 DD X ZA 7 NIAFFTHHT, by FHE T DOREL R
92 VI £ NU—Z7FT VE{ER LT- (Kamiyamaetal,,2016). ZDOET /LT, v/
B UEFIE LT, ¥ AT a7 XA MUKFE LI RIFBBEGE O v 7 A EEZ AR L
oo ARFEIL VIO v MNERAIEET 5 X 22415 (Adini et al., 2002; Teich
and Qian, 2003; Zhaoping et al., 2003) 73, 7 ZAZALITMIRANITAM D ¥ A 7 OIFHRLF %
FILEED, 2L, Py TETCORER VI Fy U —7 THEHSEBLSNDBIO A =
ALZERBLTWD, £z, MU ALE, 2 DOF A7 a7 XA NOXBNCHFET 5 A HE
PERBD D, T HIZ, VL &, V2R V4 72 EOEmIRREF (higher visual area: HVA) & DD 7 ¢
— KRy 7 OMBEERAR, "y T E T A=A LZEE LTV L AREERH D, Ll
RING, by THETAIRTDHINDOMPIIAHTHD.

ZORMBEER ST 720, KETIE, Li DO 2 DO X A 726 DI RO
X MU= T NEER L. ZOFT VI, VI &, HVA © 2 B THR SN TS, HVA
—a—B IVl =2—a )b D AN E I EY , Bisection task ¥ 7213 Vernier task @ b~
TET DR NIILT 4 — Ry 7 E L TED. RETIELVIIZEIT 5 27 B
fEWA, Y~ N AKX TF 2 (somatostatin: SOM) ZFHB T HNME=—a—nmr b, hy T XD
ERIC k> TAR SN push-pull DRI > TSNS Z L 2RT. £/, VI IZBIT5
BHREFHN, XR—FZ U XL EH o~ XD 7a AW v 7V o TITHESNTED,
RS Y XLNH <) ANTRIEND X A7 EEOERZ DR H LTS,
EBIT,HVA D VI A~D T 4 — KRy ZHRICL 0, VI ~D kv P27 DBl S
no.
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32 by HETUMERBITONVWTOERETORE

AKETILPyr=a—n Y, hy 77X U EHFICL->THIERISNDH SOM =2—r
DORINHENC K> THI SN TV D EE X . ZHIFAEEPN R FRITESH TS (Lee et
al.,, 2018). BidMiliL, VIP = =2 — 1 2 SOM = = — 0 O Z [HET2HFETHEL DL, K
BEOET LTI, HEIE S v 7T AMEEIC L > THEE S LD SOM ORIEMALE LT, B
MR OMREHML L2, 61T, My T XU UEEIEF A7 WERICEKF L TE DR
FtE2 B2 % SRE LT,

Bisection task Ti%, H/WEZ A7 ICEET 58RI LA E O TR TWD BN 7 1—
M) EEBZ, M Ea—RL Wb =a—a U BICEBO Ny 77T AFEERGE L.
—J5, Vernier task T, VLT ¥ A7 (2B B850 Rl 2 EBNC L TWD (G5 i 5y BiE)
EEZ, My a— Rl TWb=a—a U MIZHERBO Ny 7 XD M5 ERE LT

ZORTET N =T M EEO R FEFRM OEIZBET HRA L LT, ORI
HALFRIZ 31T 5 Binding problem 238 2. Z OREIE, #FIHILTEEF 2> & @ 57 B~
FEARBMIELWBT, EO X ITFEROFE ST ITOA TN DEINEZSH>METH 5.

Z D& @ﬁ&pﬁ%jﬂﬁ@*ok LTEZXLILTNDDONFEEIFATH S (Saiki, 2009) . X 3.1.

a X2 DOMNNAIREREBE TH Y, 59 EL RICL > THAMIZERSNZ 1 DOE, 5
W2 o@xﬂ@ﬁ’aiﬁﬁﬁfz%é INbiF=a2—n U NENCERREZTI VX, 2 SO
KRB CHRPMBMEBIN 72 > TV D BT L TRAETLFRD 4 DD=a2—m 2 (¥
3.1.a OFATRENT 4 DONE) 252D, ZNbD=a—a L, —HOMEND
)7 DFNFEA~DBATI > T N—TIRENT H. ZNENDOEREN 1 DD FDEHD
—HTHLEE, K31 dIRTEIE, ma—ar |l bema—ar 2 XEHT B3 CH
D, B—Y 7 DROEHREET—2—n 3 toa—n 4 REBETH D, BEARHR
2ODBEIZEIEND £, K3 1.ellRT LI, =a—mrlt=oa—ur 30, BX
N=a—mr2b=a—v 4R~ LOVEDS. =a—m 1 t=a—n2(%H
T5E, 1 DOEE L TATWARHIFEM L TR Y, XL 2 DOBEE L TR TV SR
FERBI LT D (Engel etal, 2001) . AFEIZBWTIE, S KOG D H 5 3 ROy OEORF
XHIZE-T 2 DOX AT AREFROTT TEY, R FERPBED-TNDEEZEZL
5.
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Q’@

}3
Object 1 Object 2 Object 1 Ob]ect2
1 *H—|—|—{H—|H—"—|* e i *H—|—HN—|H—|H*

O - 2O -=¢) 2 AHHHHH 2 HHHHHH
G L00® ) s HH-HHHE 3 AHHHHHH

s HHHHHH o HHHH

ﬂ 3.1. Binding problem & %k D [FEIH,FEFRIE (Engel et al., 2001) . (a) _EE&: 2 DDOFEIRN W]

B, TE: GRS AR A 4D =a—nr 1 OOFEE L THE LTS

El%E X, —za—nmrlt=ma—mr2, Bli0=oaz—nmr3toa—mal 4 8EHBLTWDS

(b,d). —FHT,2 00K EHE LTHMRLTWDIREE, ==2—mrr 1 b=a—m2 3,
BlUO=za—nr2bt=a—nr4R3FAMLTND (ce).

F 7=, [ FEFEBIREIL, X225 38 XU 2.26 (2% L 72 Ramalingam & (2013) D A /X
A JFEBER°LFP 2 b — L ZDFER)N D & TR S 41 5. Bisection task T, A/NA 7 fHEEN
Time lag=0ms TE—27Z£E LD Z &NLH RO EROBIZEa— RN H=a—n
FICANA ZRIAELC TS EEX T £, LPF a3t — L U ANZ AT RHIHINT 5
LD, BE T OBRE L~LCH RIFIENSENT 5. —75, Vemnier task TlE, A/3A 7 #
BH73 Time lag=0ms 2260 T DIC AV E CE— 27 24 U, LFP 2B — L U AR KX A7 [

2D LTV FENS, ROy LD EZ T — F T D=2 —a VETARS 7R
TEEEAL L~ THEFMIREDS L T D 2 ENEZ BND.
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33 E5I)

331 V1ET)L

VIET/UIE, K32 (a) TEEINDHEIIC, N X NN =20) 1 XD 2 Rk S %zFi-
TV, 12O~ AHIX 1 20 Pyramidal (Pyr) —=—R %2R L TEY, ARONTNDHE
AT, 223 1R L7 Li HIZK D 5 KOS OALEZFR L T\ D. VI ITER% 2285 D
FHINZFIGET 5 R 2 F . Z0'F LTk, HEREARBEOESTHS Z
&M BRET B ORI ISET DHIICTEH L, LGN 26 O AL 25217 T4 2D Pyr ==
—OUNENTEN | KO ZRERT 5 4 SOBUINESINET S EE X Pyr =2 —n
Y OIEENE, M 33. (a) THRIND L HIZ, purvalbumin-expressing (PV) = = — 1 » &
somatostatin-expressing (SOM) = = — 1 > @ 2 FHDOIHIHENTE= 2 — 1 2 L > Tl &
TS, S KOMIHED 55, R LA 7y MEZEFFOR L EORTIE, X3.2. (a) THE
END LI, RLTZL—AF—LOBETRINTWND. VI T, AP ERICESx, H
Boma—m bttt —a o OEEE 4:1 £ LTVW5 (Markram et al., 2004) . ##il14E
—a—mrDH9H, PV =a—a & SOM = 2—r ik, ZnFnaeittt=a—a o
25 %DEIG THEIEL TWD &S 55 (Hashimoto et al., 2010) H Y, PV == —nm &
SOM ==—u > DEIHIT1:1 ThdH. AETHE, *v NT—7 VA4 XOBHE E, VI T LI
Bl L7 il 25217 2 Pyr =2 —8a > O 4 DTk LT, PV =a—r & SOM =2 —
oAy 1 HOToE LT,

T, BNEAICLDEN NI WENS, —a—a OFEIEHRsEa2— KL TS

H5r D& & L. Bisection task 0)':[39%0)#?/\7% I—RLTW2 VI Pyr —a—ua &f& L
T, B MR & INHIPERE IS OV GRS BUEPRIC OV T, JENEEE S 7 0 — R
v TN B D, ENEERL, PRUSND 4 ROy Ea— R LTWD VI Pyr ==2—nB1
&, BB LT S 2 R o2 L QW0 D, 7 0 — RNy Z 8L, HVA THHROMRSy
ZZa— RLTW5S HVA Pyr =2 —nm &8 L TV 5. IR DWW T, PV =2 —1r
DHOEHEE SOM =2 —a U b OERINH 5. VI PV =a—8a 0E, FROMSZ 2 —
K925 420D VI Pyr =a—n UNOBEEATZZ Y, FROMGSEaT— RT5 45
DOVIPyr==a2—1a X, VIPV =2 —a L > Tl T 5. VI SOM = = — 1 g,
TR O# Y% T — R334 SO V1 Pyr ==2— b0 a—i LR BEMEA I T,
LIS D 4 KOS 2 a— RLTWAD VI Pyr =2— 1 b0 7 o — L BN
ZZTEY, PROBSET— TS5 450D VI Pyr ==2—1 4%, VI SOM = 2 — 1 2 &
STHIHIENTND. VISOM == —na Uik, ¥ A7 217> TW5HHE, [X33.(b) THREND
Lo, o by T A HEZTIY, Bl s Tng,

~y FE T MEFIE, K221 OAEYTFRIFERFRICEDSE PV =2 —1 U CiIE SOM ==
—B AT LTS, KEDOET /L TIE VIP =2 — 1 3 E X TRV, VIP =2 —1
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NE SOM ==z —na Ak LTIl Z 8T T A FEN S, KEDOET /L TIE SOM —2—n1
YRR O Ry THE T AFEEZIT TS E L.

(a)

(b)

32. () VI T /WF 2 RS D2 = v F THER SN TN D, 1| KOFRSYIE 4 DD Pyr =

—nrd, FRIINETDH 1 DOOPV=2—02 120D SOM —a—n > Ta— NI T

W5, [ UBONLEIXFRI U7 L — A7 — L DA TRENTNS. (b)) HVA T /LE VI LA

BTHDEMN, 1 RKOBZIE1 OO Pyr=a—n b, THUINETSH1DOOPV =a—n L,
1 2O SOM —=2—B > Ta— RIS T\5b.

(a) o b

” /\/.. Parvalbumin
¥l Z“ “S\ Somatostatin Vi ; §V 2 §‘< FBEdbaCk
&) \/\'O Excitatory / " Top-down

HVA

/

—
- Inhibitory £ N A
| LGN (Poisson Input) | —_—] Center Side or End
33.@VI EHVA D7 4 — R 7+ U— REBRNEERE. (b) 74— Ry 7 & by xy
P
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VIPyr==—nur &, 2 00 E=a—a 2 OFET VL LTI, Izhikevich = = — 8 »EF
)V (Izhikevich, 2004) Z W7z, ZDET /I, ftRE I A R0 7e <, DT A —4T
AR SN BEEO =2 — a1  ORKAF = RNHE SN (i) HFHODVI Pyr,
PV, SOM DIEEN. v/t &, FEEH w/? (Z=Pyr, PV, SOM) iF, X 3-1) & (3-2) T

F£ L7, MEEEE, KM A A B OIEMHAL ENat A A4 U BRORNEMHELEZE L TV D.

VlZ
—dt = 0.04(v V”) + 50" + 140 —wl + 1M, GB-1
dul*
] Viz _ V1,Z
- = albvy” — ), (3-2)

= a— U EEY,, (=30mV) 22 R, BEEMIZK 3-3) olY, =a—a R A
NA T EHE LB, ER) Yy hERS.

%6 WA
v; «<C,

if v,;, > 30 mV, then gl (3-13)
th {uile'Z —u +d,

fma—n L ~DATR (3-4) DA (3-6) THLT

ViPyr _ VLPyr—Pyry V1 Pyr
I;; = Z Wi ki ®

VLPYT-PV y V1PV
ZWU Kl X (@©

V1,Pyr—SOM V1,50M
+ Z Wij ki X~ ()

HVA,P

+ Z WEE W XIVARYT (1)

FWLSNXEN (), G-4
V1,PV __ V1,PV— Pyr V1 ,Pyr
Iij Z Wij ki ©, (3-5)
V1iSoOM __ V1,SOM—Pyr V1 ,Pyr Top
I = Z Wij ki ©—1;", (3-6)
kl
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22T wl L (D) BRO Pyt =a—n 2 inb, (i, j) FHOPyr =a— R0
P T AR wi I () BEO PV =2 —n b, () FHO Pyr Za—m
DU T T AR L 7> TRV, OV T T AER L AROERTH L. Pyr =2—n & PV
Sa =R, B A AL TS, SOM = 2 — B 275 Pyr = 2 — B U ~OBHEI, Pyr
~PV=a—ua ORI TH D . Pyr =2 — 8 E, DO Pyr =2 —8 X SOM ==
—n L u— VTR L TV DL w3, (mon) FE O HVA Pyr =2—1 23 b, (i, )
FHOVIPyr=a—ar~D7 4 — KRy 7HHTHLH. wiN X, LGN 26D 7 1 — R 7
AU = FERECH 2. 171, BAEDD () BHOSOM=a2—nr~d by TH TN
NThDH. KRETIT Ny XU UEEORMIFIEL KT A, X (3-7) TRINDHEBK
L L7z iTPIHRIET®H 5. 7272 L, Vemier task (23U T, TP O 5T R OISy & =
—FLTWh=a—nr Efifofnza— FL TS =a2a—a U TREELTWD

[Top _ {iT"p (mn—DT<t<nT-T/2) G- 7)

o —iT? (nT —=T/2 <t <nT)
n=1,23,)

VI Pyr == —n VRO F P AESITHW ARG EIZA 3-8) & Lz, e, G )
BHEBLOD (k) & B OMBEIKT LT v AR E Az,

i—k)? j — 1)?
wzlkiz/—WVLYXexp(—( > _U )>, (3-8)

2072 20}

(Y= Pyr - Pyr, SOM - Pyr),

ZIT, wWYIIER, 0 =0yl 30 THD. INHDELDRR DEHERAIL, VI XK
KU —2% ¢ ON "> OFF JEAR 2 Tk L7z,

X 3-2) BLOKX 33) IZdhbda b c,dD/NT A—H|L, Pyr,PV,SOM = =—n1 |2 L-
THERSTVD, INHONRT A =2 1%, AFEZERICE > TUE SRR AARY — %
BT 5D A AT (Izhikevich, 2003) . V1 Pyr = = — = /Zxf L TlE, Regular A /31 7 /X
H—> (@a=0.02,b=02,¢=-650,d=8.0), VI PV == — 11 (% L TIL, Fast A/3A 7 /3K
—> (@=0.1,b=02,c=-650,d=2.0), VI SOM = = — 12 2%} L T, Low threshold A /<
A= (a=0.02,b=025¢c=-650,d=2.0) DT A—ZEEHN= (k1) FEFEDZ
=a—u (Z=Pyr, PV,SOM) DX () 1%, X (3-9) THL%.

V1 Z(t)

V1,
T
dt

—X (@) + VVES(E - ty), (3-9)

42



22T, TVMEX Y OREESR, AVYAIX Y OB R H8T A =4 S(t—t) 1ET +
T I DT NABEK, tiIv T T R = a—a VN AR, 7 BT AR THE D, VI 2
L—2a T, =a—a Bk LELSE—t) =1.0, TALSDEEITS({t —t;) = 0.0
& L7 LGN b0l Th XN () 13, K (3-9) LD TER S22, LGN D==
— 1 L DFEICHEITR (3-10) Z V.

1.0 (R(t) < frpoisson X dtpoisson)'

(3—-10)
0.0 (R(t) = frpoisson X dtpoisson)'

Su—q)z{

ZZT R®) 1F0.025 1.0 £ TOMD—ERELIL, fryoissont TR T Y VIR, dty,pisson !
RT7T VORI THS.

VI EF NV OAT 2= 23kl E M wiig? ™ = —5.0,wig M =
—5.0, ijﬁnn = 10.0, Wil;ylléfV_Pyr = 4.0, Vernier task (Z%} L“CWil;ylk’I;yr_SOM = —8.0. U ALk
2B L Tig, Wiijiéfyr_Pyrﬁziﬁ LT, oy =0, =50,w/P=P" =30ThH%. Wi‘;’lk’fOM_Pyrbzﬂ
LT, oy =0, =7.0,wSOMP" =15CH%. Z=a—nr (Z=Pyr, PV, SOM) DO H/JIZH
LT, V%% =30.0 ms, "% =90.0. LGN O HIANICB LT, wih =10.0, /" = 30.0 ms,
AN =90.0, frypisson = 100.0 Hz, dtpypisson = 0.0001 5. b 727 AT LT, T=100 .0
ms, i7°? = 15.0 mV.

¥, NTA—ZEOERIL LI 5 O FEFGER THIE SN2 BAREBIS D X 512k
7.

3.3.2 HVA &5V

HVA E7 Vi, X 3.2.(b) TRIND L D722 KICESZFF > TV 4. HVA I3, X 3.3. (a)
\ZREND VI EFAEE, Pyr, PV, SOM = =2—B U 2 & A TS, £ END HVA Pyr = = —
L, B Ea—RT5450 VIPyr=a—a O ZEHEE LTS . HVA Ti, &7
IVOBMULD AT, BEE=a—m e fifiitt=a—n OBEE 111 L LTEY, by
B DEBEOHMER SN TE0I0, —a—o U OIEENIHESEZ 3 — F LTV HE
DFIE LT HVA OE T /VIZIL, Izhikevich 7 /L2 L7=. HVA Pyr == —12 > ~D A
N #BR<, HVA O 3 fiEO = = — w1 o OREEN 2 EROEE A, 1133 3-1) 2263 G-
9) & RKEICE SN, HVAPYr = = — 11 > ~D AN TK (3-11) TELT-.
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HVAPyr _ HVAPyr—Pyr o, HVAPYT
I = Z Wij ki Xyl ®
kL

HVAPYr—PV o HVAPV
+ Z Wi ki X1 ®
HVAPYr—SOM v HVA,SOM
Z Wi ki X1 ®

V1,P.
ngimx (@),

(3-11)

ZZT, wi" (Y=Pyr-Pyr, Pyr- PV, Pyr- SOM) i, V1 L [AERICER LT Pyr =2 —n

U, wiA T b w TSN D o F A E A LT, PV R SOM =2 — a2k
M 252 TS TS, wiliy, i (mon) FFHO VIPyr =a—w b, () #%&HO HVAPyr
Za—a D7 4 — R7 U — R THDH. Z==2—1 > (Z=Pyr, PV,SOM) O HiJ]IX
X (3-9) LRERICE X 72,

HVA EF N DOAT A =& EkE ot wid™ ™" =60, wjg? %" = -120,
wl] mn = 10.0, g‘,’c‘?'PV_Pyr = 8.0, Vernier task (2%} L“CWZ?,??PW —SOM — _25.0. H AN A
FroBRICE L T, WSZ‘?PW Prcst L, oy = 0y, = 5.0,wHVAPYT=PYT = 40T 5 5 .
Wi SOMTIT S LT, 0y = 0y = 7.0,wHVASOMPYT = 15T 5. Z =2 —1 > (Z=Pyr, PV,
SOM) (ZRE L T, tHVAPYT = 60.0 ms, AHVAPYT =180.0, THVAPY = 40.0 ms, AHVAPY = 120.0
THVASOM = 40,0 ms, AHVASOM = 120.0. /3T A —ZEDEIRIT, HVA =2—2 R V] ==

—0 v ERIBREDRKRERESI IO,

B

333 £ ~DAJ]

AREDET NMIBIT DA ONTHRRD, K 3.2, (a) DK TRLIEALEICTFET D
V1Pyr = =2— 1 UE, LGN 76 5 KOBITKIGT 2 R EHI A 52 T D . MRl o 2o
7 HINTABFZMCIXE DAL ZER AT Y M d TENRMbENTWNWS, £ 2
T, REOET/LTIEHAX 3-10) TEL LGN 206 OFAHIE (Namburi, 2015) 2 T,
K (3-4) OFEVE SHE VI ~DASTE LTWD., TRLSMIIE, VI BWNFEE D AT, HVA
MHEDT 4 — Ry 7 ANF), BEO R ~y7°5'°r7‘/)\j77%§ TTW5,

HVA 1Z, & 3-11) OFLFE 4 BIZHDH VI 26D 74— R 7+ T—RKATRZHY, Fh
VIAMZIZHVA BNREEDOAT), BIO Ny 77X T AN EZIT T,
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34 ETINEEFERBIOT —FHITTE

EIEIE THRANEET N EZY I 2= a5 by, BETICERE T X0
HriZ MATLAB R2018b, #5500 77 74bix gnuplot % H\ 7=, €7 /L Oy HEEIT, 4
WD o BT, ZF3%0.1ms & L7z,

Bisection task G, [ 2.23. (b) EBZ/RT K 912, BIE S 7= F RO T DO
DX Ty MER2 DHH2 FTO5EYHDH. ZOR, FlZIE, K34 18T X512,
DRI T D 1 DDA 7 &~ ME (Bisection = -2) 2k LT, MEDOMDy DA 7~ MEE
400 ms F2-2 22 H42 F TED LA HEF 2000 ms 5 2 72, BAEOMY OA 71 » MEITAH
TSV HDHDOT, RS REEFRIIXE 10000 ms & 72 > 7. Vernier task D FIEHE 7R I1E Bisection
task L[AIERE L7z, &4 AZ 128V T, 10000 ms DOFiliE % 1 80747, 20 [AIORITE 17 >
FELT, &2 Ts5tEY M To7z.

Bisection = -2

Vernier = -2 | Vernier =-1 |Vernier =0 | Vernier = +1 | Vernier = +2

k_ﬁ’

400ms
3.4, BAAIEOENDS LT, 5 21X Bisection task Tli, #O#5 DA 7~ ME
(Bisection = -2) (12X} L C, MOy DA 7+~ Ml Z 400 ms T2-2 2 H42 £ TE)D LR
SR A 5- 2 7. Bisection = -1, 0, +1, +2 (Z%} L CH DM DA 7 & v MaZ RERIZE) )
L bRl A 5% 7.

Fex 1L, V1 & HVA OIRERHEZ I 212, BKISELH, A A 7 HBE, LFP =2t — L
VA, R—=BLENBED N T E T AT v I AN T T AR —
WIED 7V 7, BEORY =AY MVEEEZFHAT, BKIGEEREZRS 5D
FEEZIX, MATLAB R2018b i fH L TRIH L 7=, £ NMLE OFL 400 ms D 9 5, FEHER
% 200—400 ms OF —Z Z T 5T, R 2 WEINE 2 PEbR Uiz, BHRRERIL,
100 [ OFRIT O LR 7 (SD) &R 7z, FAREIZ OV TIELLF Tk 5.

3.4.1 BAKISEEH

Bisection task ClE, #iO#r DA 7 v MEIZX LT, MO DOA 71y MEZEIDL
TWAHHFD, FROMSYE 2 — KT 5= 2—0 DAL 7 H%ERDT-. Vernier task Tl,
HEDMIY DA 7 v MEIZKH LT, OB DOA 7y MEZENL TWLERED, ko
WS Ea— RThH=a—a DAL TEAERDT-.
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3.42 A4 7 fHE

2 ODO=a—u UEOANRA ZFBEEFE T D A2, FROBSE, Bd D WITHEORR Y
Za—RLTWA=ma—a DA, 7Rz, T—=2Dr 0% 3ms & Lz, 3HED
FE4T1Z21Z MATLAB R2018b D ”xcorr” 2~ > K& V7~

343 LFP=zE—L A

LFP b —L A%, EREORBEE LT, 2 SOEZHOMEEELTEY, X (3-12)
TERIND. Spld 7 m AAXRT bb, Sy BRUS, 34— h AT ML Th L. RIENE
B, —CEOMMHPEREMERF L CWAEA,LFP 2t — L R %1 &40, 2 DDIE S 2T
B D WVIHME RN —EDOAAERIR A G A, LFP 2 — L > XX 0 & 72 % (Ramalingam et
al., 2013) .

[Sey|”
Cxy(f) =m, (3-12)

LFP 2 b — L > AZRD DA, FexlZX A7 ICBE L E#REZ 22— RL WD Pyr==
—n DTS RERERAN . F—Z O T 1 ms, BRBROMEEILZ4Hz L LT, £X
200 ms 7> 50 %D A —N—F v T H L TWDONI VTR ERW-. =7y Mo T
% Pyr =2 — 0V OFMITICHFEE L T DM E=2—1 2, oD Pyr =2 —12 2%, LGN 7
BDOANNEZITIO T, BNFEGDOHZITID %, BHVIEMEE 2o TS, ED %, RS
DFFTCIX, T D2 —757 > h & 75> TWD Pyr fTLONME=2—1 X, D Pyr 2260
VT AEFRIIERS LT DL RO EITICIE, MATLAB R2018b > mscohere” 21~ > K%
AL

344 R—FLH U =REDO Ny FEIA VTV T R

LFP 2t — L U RIZBITDHN—F &~ IREN OB Z 5 %12, & (3-13) — X (3-
15) THXOND by THTUA T v 7 A (TDIX)) ZatR L.

LFP,,p, x (relevant) — LFP,,p, x (control)
LFP,,p x(relevant) + LFP,,, x(control)’

X =By,

TDI(X) = (3-13)
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LFP.opx(Y) (X = B,y; Y = relevant, control) %, LFP =& —L 2 ZADX—F KOH -~
EHEES CORMMETH Y, X (3-14) THE L.

f2
LFPeonx(Y) = f LFPcoherence(Y)df, (3-14)
f1

W~ JEPEGER L LC, f; =30 Hz, f, = 60 Hz, ~<— X &4k & LT, f; = 10 Hz,
fo =30Hz & L7=. TDI(R) 13X AZICBHE L=y E2a— L Wb =a—a 2K TE
BISNTZRRKBO vy 7 X ERHTHY, X (3-15) TERL.

R(relevant) — R(control)

R(relevant) + R(control)’ (3-15)

TDI(R) =

Bisection task TlE, R = (Tcenter + Tsige) /2, Vernier task TlE, R = (Teenter + Tena) /2CTH Y,
7% Z (Z= center, end, side) OfE73% I— RLTWNWAHA=a—RUDANAL 7 THS.

3.45 fLHH—{LME AL vV 7 (phase locking value: PLV)

PLV %, 2 DOREHIE 5O RMIM 2R TIHIETH D (Aydore et al., 2013) . 15 5s,(t) ,
s, (8) 1EFFE DB TN RRAT 4V Z SN TEY, BT 518 5z(t) =
A;(0)ef?® (i=1,2; j=v-1) 1, X 3-16) BLOK (3-17) ITR-T LI, s(t) DEL
AV NEBTH HHT(s5:(1)) Ik - THLND.

z;(t) = 5;(¢) + jHT(s;(©), (3-16)
1 * 5:(6)
HT(s;(8)) = —P. V.f — v, (3-17)

PV. I%, a— v —OFEMEERT. TOR, (LFHZE Ae(t) = ¢ — @ 1F, R (3-18) TH
Hivd.

2, (£)z; () ) 3-18)

Ag(t) = arg (m :
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PLV [Ti@ %, EEORITEHIC L » TRl S h, Fhidat 3-19) Th 5.

1 N
_Eejmpk(t) ,
N

k=1

PLV = (3-19)

R N 1T TR TH 5. PLV 11,2 D DIE SRIDAFRZEN —E DAL 1 O, T
VX BIRIEAE 0 DR IS, T OFTTIE, 10 Hz 25 100 Hz % T 10 Hz T2 LT
=, BB EIZIBWTEI Hz DX RNA T 4 V& B -,

346 AfLtfH —IWE L v 7 U 7 (phase locking value

modulation index)
Phase locking value modulation index (PLV-MI) |Z, phase amplitude coupling: PAC D f5HE T
v, X (3-20) TEIND (Seymour et al., 2017).

(3-20)

N
lz e (ef(0-0fak))
N

=1

EEATE, N ITRATREL, @f, ()IEA— 2 J BRI T OAAR, @f, (1T >~ Ja B
W CORBCTHDH. ZONTTIE, 5§ Hz 75 100 Hz £ TS5 Hz T80 LTV E, &EHEK
ZBWT, (il T — X+l Hz O RASR T 0 v 2 BT — 2 (3805 + (0.4 x
JEER) DN RRAT g v H F V.

347 RU—ARY MVEEE (Power spectral density: PSD)

PSD %, E 5T 5 LTV D JEME I DIEETH 5. Fox ik, ¥ A7 IZBE Lok,
B, MDY Z 2 — FLTWD Pyr==2—0 O LFP 7 —4& & =, AR % 1 Hz
ELT, ABWER LR S EFEORMEZH W, 55 O FEITIZIX MATLAB R2018b
D”periodogram” 1~ > R %& 7.

48



3.5 FER

351 by 77XV DOEEBIZED VI =a—u VO EEH

350%, A7ty MIENR-2 OREOERAIID 1000 ms (238U T, Bisection task TH S
3% a3— KL TWAD VI Pyr = o —nu U OEENMAE N (BB & AT (FB) &L TW
%. (a) control DL, VIVIFFED X A7 ZFATT HMBENENE, VI Xy NT—7 Xk
THET OB TELT, AR AkEZ LTS, (b) relevant TlE, # XA ZIZIHT
TNED Ny T X OB %2517 T0AD. AT (K 3.5 (b) TEY) TE—Z MR- TWD
ATE, by FE T E%ZF 2 SOM =2 —1a OBHENC & ¥, Pyr = 2 —1 > DO ASES B
ALt EZ2bN5. ZOWE, BEMEL (X3.5.(b) L) 13, AJIOE—7 B> H A 3
VITEEFESTRAKE LTS, oA a2 — KL TWAD VI Pyr == —n8 > H[EED
BN AL & AT DAL T BT,

3.6 %, (a) Bisection task 33 X OY (b) Vernier task (23T, FHEDO# /3 E 23— KL TW5D
VI Pyr =2 — 0 VU OFKIGEEFHEZRLTND. RO S5, FAHMRIT control, 7REMIT
relevant OFERTH D, FEICELEFTNL, ZAT DAL THFA ML TRRLFERL -
TH 1V, Bisection task DIFEIE, V TR D gh#R, Vernier task DAL, WV FARIO AR & 725
TWVDOHR, ZOENI Sy T X T AGHFIC L > TSNS SOM =2 —1 U OIFE)IZ K -
T EIN2. 3 T2 HICTRE L@ Y, Bisection task TlE, T ROy E Oy %2 =
— RLTWAETHE LD Pyr = =2—n8 X7 (LLF, parallel 7)) (XFRIFIFHEEFF> T 5.
ZNHIEVIP =2a—1 %4 L7 SOM —a2—ua vV OREELEZ5I & Z L, X 3.7. (a) 12
R K 91T, parallel <72 LT SOM = = — 1 > ORI BimH 2 7= 59, Zhic X
D, ¥ 3.8.(a) [T T K DIZ, parallel X7 D Pyr == — 8 U OFRKIFEIMNT 5. 727210, 7
v MIED 0 DRFE, 24 DR RO L TERRICH 5%, Y EF A7 ~
DEMZHWTE RN, Lo T VIPyr =2 —na o ~DISEIE Ny FH T DB L2 T,
FEKISEETRNELIV FRE 72 5.

Vernier task TlZ, FROMy EMEOIHR %A 2 — RLTWAHFE—ER EOPyr=a—nr
7 (LL'F, collinear ~=7") |XFERIAFHE 2 £F > TU 5. Bisection task DO & [AERIZ, [X] 3.7.
(b) IZRT LI, SOM == —n COIERM 2Bt %2 7= 67, 2Ok, ¥ 3.8. (b) IZ
RT LI, MO E T — RT5 Pyr ==2—n 2D SOM = = —1 > 03 il &
ok, MEOKByZEa— RT3 Pyr =2—a rOFKBEML, FROMy%Ea— KL T
W5 Pyr =a—n Nl 5 SOM =2 —n U DORAKEARMESES, Zhnlcky, o
BEA—RLTND Pyr=a—8a O KITEADT L. 72720, 7'y MLIEDR 0 DRI,
NS RO L SERRE B BICH DR, FEE A7 ~OIEMEZ BT &
2. Ko T, VIPyr ==2—ar~OIREIX Ny T X T O BRI . T ORER, 5
KISBEFNIH V FHR L 70 5 206 OFERIE, Ramalingam ©H O FERFER & —% 32 (Fig.
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2 in Ramalingam et al., 2013) .

3.9 1%, parallel X7, & 5 X collinear X7 D A XA 7 fHBH % 7R 7. Bisection task T,
=0 ms CHENE L 2> TE Y, T parallel <7 DA /3A 7 FHB D RIHAMEDE N %2 7~
L TCW5A. —J, Vernier task TlX, AXA ZHHEADOE—Z7 R, 1=0ms 26T TEY,
collinear X7 OIERMIMEDOEEMEZRL TWD. ZOFRERNL Y, X AT ITKIFELTZ A SA
FBL, by FE T MG EORBEE T SOM = 2 — 1 O BHIER T 5 VI JEED
RIS L > THIEE Z SNDFRDD.

(a)
40
O 20
5 g > a0l
— = L
=il .
T2 E 400 -
o O — -60r -
="~ 80 -
100 100

0 200 400 600 800 1000 0 200 400 600 800 1000

Input

0 200 400 600 800 1000 0 200 400 600 800 1000

Time [ ms] Time [ms ]

>

3.5. Bisection task (Z331F % (a) control, (b) relevant T _EE¥: BNV & TE: AJI#R
. R, PROBSEI—RL TS VIPyr==2—arTho, 7% v MLEN-2
DIFD H B, F]D 1000 ms TH 5.

>

80 " : T 80
70 70
wn 60 o 60
-~ 50 ~ 50
b 5
i/ 40 v/ 40
c— o —
o, 30 Q. 30
y 20 «n 20
10 10
0

) . 0 1 2 0—= 5| 0 T )

Side-flank offset position End-flank offset position

3.6. (a) Bisection task & (b) Vernier task (23517 % VI Pyr == — 12 U OFRKINE LM, #5H
%, FROBGETI—RLTWD Pyr=a—na 2 Thoh, FEp L SBIE, T2 relevant
& control &R LTV 5.
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1 11 I il

~ | |
> a0 > 40
E 20 E 20
_— 0 _— 0
— 20 — 20
< 40 < 40
‘= 60 ‘= 60
= =0 = 80
O -100 O -100
- 0 50 100 150 200 250 300 350 400 - 0 50 100 150 200 250 300 350 400
2 4 2 4
(oF (oF
20 20
Q 0 Q 0
S 20 S 20
S 40 S 40
e -60 Re) -60
= 80 = -80
-100 -100
%} 0 50 100 150 200 250 300 350 400 é) 0 50 100 150 200 250 200 350 400

Time [ms] Time [ms]

3.7. HROHSy (R0, BIORSY (Fkfh), MO (Ff) 22— LTV VI Pyr
—a—nu D IiZH D SOM = = —1 DI K34 — > (a) Bisection task D ~ v 7' X7
B3id, RO EMOBZ 2— F LTS SOM =2 — 1 37 ORI Ak % 5| X

Z 9. (b) Vernier task D kv 7 X 7 A5 HIL, TROM EHEOIFR Sy Ea— FLTW5
SOM =2 —nr X7 OIEREFE AT SR . O SxE, it & OEHFIZBnT

T—HREETST-FERLTND.

| Top-down | Pyr

(@
£=0] &
N N
— PV
- @

Center T Side
(b) SOM

Top-down
\//_.0—.;0 /‘/.‘ ; : O
S N\ e

s : Inhibitory
Center : End : —

% 3.8. (a) Bisection task & (b) Vernier task (233 1F 5 F& KINE LG A 1 = X A, FREENT
control & g L7236 O3k OHEN, FRHENZ control & bl L7256 DR KD/ %K L
TW5.
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11 Il I i

0.8 1 0.8

0.6 1 0.6

0.4 0.4 &

0.2 1 02

Spike correlation
Spike correlation

Y00 30 0 30 100 400 50 0 30 7100 Y00 30 0 30 100

T [ms] T [ms]

3.9. (a) Bisection task &, (b) Vernier task (23515 5 A XA 7 FHEY. FEk & SMIE, = ZF
Ny THETDEBDHDHGE L IRV ORREEZ R LTS, EEO ST, AN
JHEEZHETAIDIHEA L2 2—a T 2RO TRLTWAS.
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352 FRZICEHETAHEREHRICBIT SV X LIREIOKRE

[X] 3.10 /%, Bisection task, Vernier task {233V T, parallel ~X7 & % V& collinear X7 @ LFP &
N =2~y " VEEE (PSD) %7k LTV 5. PSD 13 ED BB N EENn TV 5D 2:115
MK & < 72 5. Bisection, Vernier Dl & A 7 \ZEBWT, by 7" X0 L EREIO SOM Bipnilic
2 THFEESND VI IREDN—5 B DL & T, 7o~ AR m@mgn
TWAHEEZLND., 2T, R—=FVXLRH o~ ALZL>Ta— &z LFP 2
WEZ 52 DAReMENH 5 FEZRE L TND.

31 IF, WG DX AZITBY DR EBOBRIT, &5 WIFHREHEOLRIT &2 2 — K
LTWAVIPry==2—ay~XT7DLFP 2k —L UV ZAZRLTND. by FE T DREIC
F VU, LFP 21 b — L > R F A7 RAF DAL L B LTz, Bisection task T, ~—2% (10 -
30 Hz) BELOMEH >~ (30 — 60 Hz) D478 T parallel ~~7 D LFP = & — L > ZAAMEAI L T
W N2 O, R SO 23— R LTS VISOM =2 — 1 D FEH D
BAHNC £ 25 V1 Pyr = = — 1 > OIRE AL, parallel X7 T3 S L5840 1F WM O BAFRIE L, 7
IERDO TN =TI L > THIERZShD. XR—=Z R TOa L — L AOHEME, T
V=T O collinear <7 @D LFP = & — L > 2 §,58(k L, relevant & control THO =2 [T A
k ZBHMELIZ L 7=, Vernier task CiL, F vy 7 X U AMEHIZ LD, X=X HILTOD collinear <7
D LFP 2 b — L A0 Lz, Zhud, R EfEtoRyE2=2—RFLTns VI SOM =
2 — COIEFRMBIENC L > Tl & Z S, BOEROBERETH O, o oiEx RS
23 5. Ao ~HTIE, LFP 28— L U ADFERIC %%ﬁ)ﬁ%ﬂfb\@b\%b%, RS
EMED IRy DT — T VAT OMSEE R ET D F LR L TV D. , L TIZH DHED
Wy %E2a—FLTWD VIPyr ==2— 0 X7 D LFP 2 b — L &3, f\%&mfﬁf‘i%bub,
X7 LR MR LEOERERIE LT, S BTy~ AL L > TRINDBOHEHRD
FERAIE, N—F W DOFRYFEARIC Lo THEMLIZEB 2 bND. H£X A 72815 LFP =
b — L ZADOFERIL, Ramalingam H O FEERFEFR & — L T\ 5 (Fig. 6 in Ramalingam et al.,
2013).

[X] 3.12 |, Bisection, Vernier task (23317 % parallel ~X7 & % M Z collinear X7 D k v 7' & 7
VAT v AR LTWA, I OfEEY, X7 E RS = a—u URIEDIRKFE L LFP
T — LU RIHRTER=F IV ALABIOH o~ XLOFEE R LTV 5. Bisection task
T, hy XU ERICL s TR SN A _X—F U X LE, # AZIZB%ET D VI Pyr =
2—BYDIEKRE LFP 2t — L AZHINSE, X=2 ) XA LfihtbElTr~]
ALH IO OEEAENEETZ, 2F0, Ny T XU UAFEE, # A7 IZHET 5 VI Pyr
Za—a DI KFEEED, parallel X7 ORISR AEEHEZ#BIL L, ¥ A7 IZEET 585
HREH) 7 — TR 5 . SFIRAYIZ, Vernier task IZB W TEHR SN T-N—F2 B LT~
~IRENE, TNOOREAED S L8 b E ST, hy I HE T UEFITE D, collinear
T ORKEMNMET L, fHEERZHEY, ¥ ATICEET LB OO0z RS IS8 5.
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~20 ; o ~— 20 N -
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3.10. (a) (b) Bisection task, (c) (d) Vernier task {23515 % V1 Pyr == —nr > @ PSD. £XIZH
W, H AR control, ZRFEARIT relevant DIGHE TH 5. PSD OFEHRIE, 100 Bl DFAT D)
Z4+SEM THiE L T\ 5. EfO S, BAHSICEWTT =2 ELIT> T F L~
LTV, 7 XU ORERDDHHET, N—=ZnbA~ OERERIR CHE R v —
7L NTND.,
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3.11. (a) Bisection task (2331} % parallel ~X7 @ LFP =2 & — L > &, (b) Vernier task (Z35\F 5
collinear X7 D LFP 2t & — L > A, FH AH#IE control, 7RFERRIT relevant DS TH S, EEB
DSEE, BEHZOXT Cat— L U AT EiTo - FE2 R LTV 5.

4

3.12.(a) X—=H U XL, (b) Ho~URAAIBIFAHVI by T HE T A0T v A,
Bisection, Vernier task DGR IZF N ZIERD, fktaD 7 1y N TRLTZ.

01020304

TDI(R)

i
o)

a1l

e t——t——1
0j0.2 0.3 0.4

TDI(R)

Z1T-72 100 FIOFI TPV TE2T T ey b L7

VIalb—Tar
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3533 Fo P EFUUMERICL-TEREIENS VI B0 2

AR T T

[ 3.13 14, Bisection task (2351 A —HRIE D >~ 7Y 27 (PAC) B X OMIAH—AAH D

7V 7 (PLV) T T L2 ZAL D —FITH 5. PAC 1%, & 2 Rl O JEEET Ik
DIRBND, & DA BRI EORRED v 7Y 7 &N D& R LTS, PAC DOFf
Bk, EREWE, 3.13.(b)(d) IZRT LT, RERILE RS> TWAHIREIOH T, flipu
IRENNAE T 5. PLV 13, FeiE OEIIR L OS> LFP (2B % /it 2s & OREE, ArFH — (A
BTV T INTNDHDERL TS, PLV ORI E, &5 FHTRISIL TV D S ER
{72%. 72120, EOREDONAHTHYI L TWD2MI0 N D20 E, KR L7725 2 DOIRS)
[ COMAHZENE, PLV & I3BIOHT AN ETH D,

B 3.14 1%, VI IZBWTH RO 22— KL TWAD Pyr =2 — 1 U OINEIZB T 5 X—

HNFE & H o~ IRIED PAC OFEFTdH 5. Bisection, Vernier D[l # A 7 28T, control &
Eeifs U C relevant OFFE, AAHODN—% (10—-30Hz) &REED T >~ (30— 60 Hz) O#iPHT
PAC DIENRE L 725 TS, ZOHEMND, VI Pyr =a—a L Zx LT, ¥ A7 \ZHES 51
WA ESPENR—F U X LOMFHN, BRI O S Z 2 — N5~ L0
Rz ZFHSETW 5.

[X] 3.15 I, Bisection, Vernier D ifi # A 7 |Z351F 5 parallel ~<7 &, collinear ~X7 @ PLV & {if
FZEDFERTH 5. Bisection task (2331 % parallel ~X7 1%, control & kb L C relevant C PLV
DIEIIRE < 2o ey, AAREIZOWTII/NS K Ro72. PLV EALFZEDF EEIL, N—4
(10 =30 Hz) &{KA >~ (30 - 60 Hz) OFPH TN, ZORRIE, by T X T AFEHA
— A B LT o ~HIkiZ 725 T parallel X7 TR Z2BHE# 25 ZEZ LTWb L& X
H AU 5. Vernier task Tl collinear ~X 7 %, control & [ L T relevant C PLV OfE H A7 FHZE
K&L Ipo7=. X o T, Vemiertask O ~ v 7 X 7 15514, collinear X7 CIERIHEIRE % 5|
TEILTWAHEEZILND.

I a AT TN T OFRERNG, X—=2 Y X LD v 7Y T, H

ZVWZBET 25 VI Pyr = =2 — 1 X7 OTFB) O RFEAYHERE 2 50 b & 2 Vi3s3 5. —7,
FAZICEE L. 1 D=2 —n ORI TR, X—U XLEHEE LI~ U X LD
=R > 7Y 7%, # A7 IZEET IR A a3 5.
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3.13. Bisection task (Z331F 5 PAC 35 X OV PLV fi##T T L 72 ISEBAL 2L D —B. (a) (c)
control, (b) (d) relevant D5 TH Y, (a) (b) FHROFIyZ 2— KL TWD VI Pyr ==2—n
() (d) Dy Ea— R LTWA VIPyr =a—n Y OfRTH 5. (b)(d) 2»5H 507
Y, relevant OIRFIE, RKERIL (X—%) OIRENZ T » 7V 7 L7en s, flWIRE) (7
=) WAL TWD., EFO ST, BEHSICBWTT =2 IEZITo e F 4R LT

5.
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_ (@) ()
= 100 =100 1
§ 80 gso 0.8
< 60 < 60 0.6
£ 5 0.4
£ 40 E 40 :
<’ 20 %‘) 20 0.2
g 2040 1000 g 2040 100 ¢
= Freq of beta phase [Hz - Freq of beta phase [Hz]

(c) G
2100 = 100 7 1
g 80 § 80 0.8
< 60 < 60 0.6
£ 40 § 40 0.4
3 S 20 0.2
kS 5 0
g 20 40 60 1000 g 20 40 60 100
is is

Freq of beta phase [Hz]

Freq of beta phase [Hz]

314, FROMYZT—RLTWNWD VIPyr = 2—n1 > DO_—F ikl & 2~ IRIED PAC.
(a) (b) Bisection, (c) (d) Vernier task {23315 % PAC DFERTH Y, (a) & (c) 1E control, (b) &
(d) 13 relevant DFFOFERTH D, B T — N— 1Ty DIEEZ R L TN D,
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(a) [ (b)

111

0.5) o oTEE

1 35
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S 25
> 06 =2
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0.4} Pt 1.5¢
"'—A—ET%_—E{.______' g 1
0.2 é
O30 30 40 S0 60 70 & 90 100
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(©) : (d)
1 . . r 3.5
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=
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=) O 15f
)
g 1
=
[a W
020 30 40 30 60 70 & 90 100 05
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3.15. (a) Bisection, (c¢) Vernier task {Z331F % V1 Pyr = = — 1 > ® PLV. (b) Bisection, (d)

20 30 40 50 60 70 B8O 950 100

Freq [Hz]

Vernier task (235 1F A A7AHZE. 75 AURRI control, JRFEARIT relevant FFCTH Y, EFD /SR L1T
HEIFH L =2—a X7 E2RATRLTWVAD,
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3.54 V1 JBELEFTECHBITS HVA 15D 7 41— Ky 7 DE

i

3.16 IZ, Bisection, Vernier task (235175 HVA == —n1 V ORKIGELHH & LFP 2 & —
Ly AEFRLTVD, ZUHDOFRERIE, VI =a—u v L RO EZ R, 1| KOy % =
— 42 HVA ==—nrm 3, FAURSOMRERZ T —FT254 50D V]I =a2a—arinb
DANEFEL TS, ZOFETATIE, HVA =2—n IVl =a—n  LERRIC b v 7
B DB REZ T TNDZ), HVA =2 —1a  OREIE, VI —=a—n  LEEED A 1 =
ARZE->TERHEND.

33.(b) 95, HVA 5 VI ~D T 4 — RNy i 2 Y 5 H T, EDL HUWER
HAEMNY I 2 b—va v &fTo2B0, VI =2 —ua U O KISELEFE LFP 2t —L R
ZRLUIEONRH 317 ThHhD. EWFRCiE, SREREOEHES )G, HVA 225 VI ~D 7 4
— RNy 72k LT, BEERAITOFITHE LD, YIa2b— a3 ETIEARETHD.
X3.17.(a) \IE£T LI, 74— KNI RENGATYH, by 7 X755 VISOM =
22— U NZATTENTWND S, X 3.17.(c) (e) DX 51T, control Hf & LLif: L T relevant FFZ~
— X OFEET LFP 2t — LV RZBERE L TWAER, o~ O CldaER2=T4ET
TV, F£72, K3.17.(b)(d) DX HIZ, VIPyr ==—u VOISERHEIZIEE A EER SN
otz ZOHENS, HVA BL V] = 2 — o U OIS 2 MOt 52 ED 7 4 —
R7Z 4T —=FR+7 4 — RNy 7 =778 VI Pyt =2—a U DIFEICKELHFLHELTNDHHE
DD, by TETAEHTHNRNTA—=FEZIFFICRELSTLHET,HVANLDT 41— R
Ny 7 PRI TH, VI T 3.6 BEUX3.11 OFERNBH S L9 ICB 2208 i, Iz
Ny FHET DN RERDD L, SOM =2 — 1 OIHIIMEES DN, TG A —F %2
FIZLIZE LTh, B2EODANEBZETD L Pyr=a—0 DKM 2{HTR DR TITEN.
L7223 5°C, SOM ORI R A S FRBNAERA SH 512X, HVADRHD 7 4 — KXy 73
V1Pyr == —u U OIGE & 588, Z 212 SOM OBLIEIZh RN’ GG T H A = X ANEET
»H5.
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Spikes / s

Spikes / s

3.16. (a) Bisection, (c) Vernier task (23313 5 HVA Pyr = = — 17 > D F& KIS ZE7. (b)

(©)

Side-flank offset position

70
60
50
40
30
20
10

0

End-flank offset position

LFP Coherence

LFP Coherence

01

(®) | [ [
1
] o.s-l*{,il
{ 06 *
1 04l {
i 02} Eiiﬁn
Og 30 40 60 €0 100 %0 20 40 60 %0 1
Freq [Hz]
| |
Il 000
(d) | [ |
1
02} nifi}?fﬁi[ir}iéf L
30 40 60 %0 100 "0 20 40 60 ®0 1

Freq [Hz]

(=]

Bisection, (d) Vernier task (23317 % LFP 22 & — L > A, #H SR control, 7RFEHRIL relevant B
THY, EHONRFVIFHREICHEH L2 —a X7 2RO TEL TV,
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LGN
1 I
110 I 1!
(b) (©) [LI [
80 1 1
70 o | i
& % 0.8 0.8
™~ 50 = {1
"‘E i '% 0.6 :;‘_;
8, 3 F——b———————de——i @) 0.4+ ?i‘
© 20 & &
i — 0.2+ AT
V= . 0 T 2 05— 40 60 %0 100 %0 20 40 60 %0 100
Side-flank offset position Freq [Hz]
| |
I 0 00
(d) (e) LI |
sU 1 T y T l\} T T
70
G S os os|
%) g l
- S 06 06+
L 40 = +
k° 5 |
2,30 O 04 )i AL
A & F 3 i :
it — 0.2 EiHi
3 =l 0 T 03040 60 %0 100 %0 20 40 60 80 100
End-flank offset position Freq [Hz]

37.HVA DS DT — Ry 7 BNIEWEE D (a) £F VK &, (b) Bisection, (d) Vernier

task (Z351F 5 VI Pyr = = — 12  DFKISZEZF. () Bisection, (e) Vernier task (23517 % LFP

ab—L A, F AT control, FRFEMIT relevant FF TH 0, FEO/SFIVITEEICER L
lema—n T ERATRLTND.
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36 £&¥

AETIL, 2 DOWERBIMZ A7 IZEBIT D VI IEE~D Ry T XD ORI D08k
AH=ZANIET D 3 OOfERER L. 1 DHIL, V1 BT 5 2 A7 (ZBE U721,
SOM & K FH 7 AFHIT L > THERMEILD push-pull ZFhERIZ L > THII E LTz, 2 D
Hix, # AZIZEELEFHRDN, X—F U X LD —NFEH v 7Y 7L » TS
, o=z ANEN=2 Y XLORIE— AT > 7D o 72 Lo Tk iz, 3 2HIE,
HVA 725 VI ~D 7 4 — Ry 7 Bgei3, VI ORREAF®RO 2 2 7 BAORBAZ@HF L1z, =
O OFRERIT, # 27 BB OERD, push-pull 1R E Ry FH T AMFHICL - THEHRIND
U XLREND 7 v ZE S v 7V I ko THI SN T FEE R LT,
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H4E RRBLERIEBOMIZHOIHREETD
Ry avTHRRMRE
41 ZC®HIZ

MREFEL, by THE ALY, X RT ONERE LT 2R E K 2 FiRE T 5 FIC X
D, ZATDONT =< AzA ESED. H 3 BT, Li bORRERMI 27 2 HNT,
Ny FHETANFGHFD VLB DL REHN L.

3 EIIBITD by I E T AEEIL, task-relevant OBFIZHEICIFELTE Y, HVA B LW
V1 ~EFRALVTWEDR, AR by T XD NGB ORREHEBE~OEEIL, 178 & HHICBR L
T 5. Engel & (Engel et al., 2015) (%, &R g & B IR EE O ORI 2 A 0A Fx, EE)
HEDIr 7T TV =8 A7 T, FEREBOLEHPTHORIR EMET 556, ZELEZA
TAV—RBDEZDFELZR LI, £, BRGEE (CP) 28, #MIIKEFET 2 ~TFEH O]
FAME 2B U C, FEERNSEHHT, BEEAREZ R L TCWEHEL/R L. Law 5 (Law
etal., 2009) 1%, HLFEO—KARIERDO—>TH 5, W THRIFREE VT, PEIHEEE
(medial temporal area: MT) DIEH) S MBI Z £ DR = = —w > &, SMAUIBRTAFIEE?
(lateral intraparietal area: LIP) 72 & DHEERAFDIEE 2R = 2 — 1 » O OHEE & 22709
DEAtEET NVEAER L, MRETFE PIATE) AR O OB E L D EE R LT,

ARIFFEETIE, Li OIS A7 D 9 5, Bisection task (22T, RS A /-
BEmd 0 FEIZEY, A7 T LIS R Lo E PRk S5 F 4R LT (Tanietal,
2018) . L L22Ah, ZHHOHFETIE, MEFAEIHED by AL 5 A7 a2
T %A N ORFHEIRME &, BEF A 71Tk D ikt & AR R T D 2 DR A 1 = X LT
SIS TR, RETIE, Li bOIMEFEE 2T, RiE=a—n v ATHIREE O
PRI, Z A7 ICBERIERELET DB E2RFF>Ry P =7 ETVE/ER LT, Z0%
TNERNT, BISTEIR BRSNS ICON THREREREE O v 7 A G =a—n
VORERENR ED L OICET D EHED.
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42 BITEIOFHE

AL, 2T 5REICEDE THSOITH A REICEIS S S, 20X 5 R TH)
D= FE D B 5. M FE TIE, EMNRZT & DHNE RRIET 2 X5 FE BT
s, BEFEICBITS TDEERLQ I —=2 72D —D2Th 5.

1TE) &SRB O BAFRIZ KT L C, HEMIHEZEEF (ventral tegmental area: VTA) O R—/ 33 ==
— 1 N2 K BRI T HIFRZE (reward prediction error: RPE) DFFENHIHAL TS, X 4.1 13,
RPE OMZEKTH 5. SN0 ORKICK LT, RETHON LW Z THIL, BERER
EERATH RIS, FERICEONTHM & OXEE, ROFEREREOEHIIHANTNDS &
EZ BN TW5 (Schultz et al., 2016) .

I Outcome
r' 3
I Decision Reward Prediction
4 Error
I Reward Prediction
-~
I Update

[ Stimulus

41, HETRIRGE, ORI T, FERHIC I 2 5 MO TR L, EIIC B
Y DBEREN LT, £0%< OMMERRIKD & 5 ICEE LTV,

ARETIE, 27 SNMOBE I L TTEME T SICHMA 5 2 5 s %, b8 o
I Che b B 7 Rescorla — Wagner LD €7 /L % H\ 7= (Rescorla and Wagner, 1972; Averbeck
and Costa, 2017) . =¥ =%, X 4-1) »6 @-3) THZLNA.

5(6) = R() - mi(0), 4-1)
wit + 1) = vi(0) + p3(0), 4—2)
p(a) = —2PFV) 4-3)

D=1k exp(Bv;)’

ErRT.
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43 ETI)

ARETHW =Ry N —271EK 42 ThDH. % v bU—7 1%, Sensory, Middle, Decision @ 3
JE@CHERL L7z, 2 Th=a—n IREETHY, BROERHIIZ A7 IEKFL TS, §
3ETIX 2 ok & LTV, REOET VT 1 RIhLFIZ L T, Sensory, Middle J& i3 1
KOBITIERE 1 DO Pyr =2 —a 33— RLTW5 & L7-. Bisection task Cli, Sensory
J& L Middle &%, # A7 ICHETS=a—nr, D PR LBOMYET— R+ 5=
— 0 OB DB S H. Vernier task TlE, ot ftoBrnsdsa— R4 r=—o—m
DOENZDOHRFERR DD, AT HE2H51%, FI3IFEIH3HELFEHLTH Y, Sensory JE 1L,
KT I ANRALIZINC L > TEHEZONDT 4= R7 U= FAJ), BANDLDO AT, B
T547 8y MIBORSEZ 32— KT 5 Middle @RS D7 4 — KNy 7 AN EZITES.
Middle JEi%, # A7 ICBET 58 0% 22— K95 Sensory ENDH 7 4 — K747 — KAJ),
Decision J§72H D7 4 — K8y 7 AN %% 5. Decision O R ==2—Rmr L L =a—n
E, BRI RIS 58 L FEDORTEZAT 9 . Middle J& & Decision J& X & L T
W5,

Middle J&1Z, Sensory J& & Decision JEDOICHDETH Y, TEI % E L HITRRIERELE
B, 53 L FER, AR TH Bisection task 13 BEHE 3~ 5 855 [R £ D 7 /v— 7k, Vernier task
IBET DM R L ONBREN LB TH D LAUE LT, Tk X, RO E %, R H]
RRAAIZ K BT Lo TIRIE L2 (Roelfsema and Holtmaat, 2018) .
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42, ATERIZ A 7T H R v N U—2 FF /L. (a) Bisection task, (b) Vernier task. = ™
v hU—7 1%, Sensory, Middle, Decision & CHEl 41TV 5. Sensory J& & Middle JE1x,
K& (a) BEOMIY, HOHNTTRE (b) MO Ea—FLTnH=a—rrE b,
fEe MR T AL, 72y MER-2 ORFICEEST 2 =2 —r VEO/REDOHREZ R L
TW5.
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431 BFBED=o2—a  FEF)V

Sensory J& & Middle JBIZ1%, X 42 IZRTLHI, Bedr A7y MEOH D EZa— N3
H=a—n 5. Decision JBIZIE, K427 T X1, ENAEEAMTAI=a2—a )N
H5. HB—0O == —n X, Izhikevich E 7 /L (Izhikeich, 2003) % F\ /2. ZJE (Z=Sensory(S),
Middle(M) , Decision(D)) @ i 7 H OIEEN & [IEZE#IT, X 4-4) BLOKX @-5 THZX DL
ns.

VA
dvcilt(t) = 0.04 (viZ(t))z + 507 (t) + 140 — u? (t) + 17 (D), (4—4)
VA
du:-lt(t) —a (bviZ(t) - uiZ(t)), (4-5)

= a— P EfEv, (=30mV) 2 72E, BEEMITX 4-6) OlD, =a—a R 2A
SNA T BB LB, Ry hERSD.

vE(t) « ¢,

uf(t) « uf(t) +d, (4—6)

if vZ(t) = 30mV, then{

G IHE ZBO I FHO=a—ar~DANERL TS, 2 TO=a—na U,
M, Izhikevich &7 /LD Regular A/NA 7 X2 — U ZHWTEY, 2O/ T7 A —H(fa=
0.02,h=02,c=-65.0,d=8.0 CH5.i % HD Sensory J& & i 7 H D Middle D == —1 >~
DANEZNZENE@®) , IMt) 2925&, X @-7) BEOK 4-8) THZ BN 5. Decision
JECRorL(=k & 32) ZHIT 22— ~DANZEIR(@W) 95K 4-9) THZD
ns.

I5() = w"PUEX P ) 4 Z WESXS () + wiTMXM (D), 4-7)
]
M) = whSXS(8) + F(£) X {Z WSS () + kai’ﬁ’;DX,? (t)}, (4-8)
J
IP() = Z WRTMXM(2), (4-9)
]
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Z2T, w™ME i BEHO Sensory BO=2—10 L ~DET VU AT DREATE,
w313 i 7 H O Sensory JED = 2—1r L jFH D Sensory JHD == —n  OENFEEIZE
THRAMETHY, X (4-10) THZONDEEEHKTFIC L > TIEA RS, wi ™ML i &FH
D Middle BO==a—v )b i FHFED Sensory JEO==2—n1 L ~D7 4 — KN 7 HEfEIC
B4 DO E, wMSix i FH O Sensory O ==—na 25 i & HO Middle D=2 —
RA~DT 4 — 74U — FEERICBET 2/ G W E, w5133 B O Sensory D = 2 —n1
b i FAO Middle BO=a2—8m 2 ~D7 4 — R 7+ T— FE#E (i %)) (BT 5
i 8, wiiP1% k% H O Decision JED =2 —nr /5 i FHO Middle BDO=2—r 2 ~D 7
o4 — Ry 7 B BT 2 AMTE, F(t) 1 VIP-SOM-PV > 27 L% N L C,Pyr =a—n
Y DOR=Z Y X NEET DBIREBIMRERT O T 4 L F =B, wMiT i FRO
Middle JED==2—nr 75 k % H D Decision JEO =2 —1 2 ~D7 — N7 4 U— Nk
BT A AMELZR LD, X2 (Z=input,S,M,D) 1 Z BO=a—a HHTHY,
X (4-11) THRALND.

. _ . 2
wPS = w55 X exp <— (12012) ), (4-10)
X
aX#(t
rz% = —X7 () + A25(t — ty), (4-11)

Z 2T, wSTSITIERL, o 130k, tAIXHIC BT D REE SR, A2 I ORIC BT 58T
A—=H St —t) 1TT 4Ty 7 OT NV, t Lk FEBHOTFT T ARI=2—1 UHFK
THELATHD. V2 —a Tl =a—arBEKLELS(E—t) = 1.0, THLL
SDOEEIES(t —t;) = 0.0& L7=. Sensory JB~DKRT V> AFNZEET B8 ICHIE T (4-12)
Ths.

1.0 (R(t) < frpoisson X dtpoisson)'

6(t—t;) = {
' 0.0 (R(t) = frpoisson X dtpoisson)'

(4—12)

ZZT R®) 1F0.0505 1.0 £ TOMD—ERELIL, fryoissont TR T Y U IFEKER, dty,pisson !
KT HORESTHS.

BISTENZ BT 5 /37 A —2 1%, X A 7% UCIEfRTE - 72K, R(t) = 1.0, RIEfi#Z -
72BE, R(t)=0.0& L7=. 7272L, A7ty MLEDN 0 OFFEXHFEICR(E) =00L Lz, p=
0.01, B =3.0& L7-.
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BBO=2—1 BT T 587 A—21F, w™ =20, wSS = 5.0, g, = 4.0,
L
wi™$ =25.0, ¢4 = 10.0 ms, 75 = =72 =30.0 ms, A™P* = 100.0, fryoisson =

1000.0 Hz, dt,pisson = 0.0001 s, 25 =AM = 2P = 150.0& L7z,

432 FAMEDOFE
3 J& (Z= M-S, S-M, D-M, M-D) O OfEE i EIL, WM PHREEZ M) ~7 7 H

(Roelfsema and Holtmaat, 2018) (2L > T (4-13) THz2HND.

L Aw?(t)
dt

T = —wZ(t) + AMZXPTe(t)XPOSE(£)8(t), (4 -13)

T, tMEERE R, AMITEE R, XIS A T D = 2 — 1 ), XPost(t) IEHEA
D=a—ua W), 8@t) FHM THFREZZRL TS, T A—=XF, wi(t) =0.0,
" =1000000.0 ms, Bisection task {235V T, APM=S = 300.0, Vernier task |23\ T, APM=S =
400.0, Middle J§ THRDO#/rZa—FLTWND==2—nr B80T, MM =400.0,
Sensory J& CHEDOM 2 a2 — R L TWnD =2 —a BT, AMS™M = 400.0, Sensory J& Tt

Dy ET—RLTWVWAH=a—a IBWNT, A»57M1200.0, AP~ = 400.0, Bisection task
IZBW\T, AMM=D =300.0, Vernier task (23T, AMM~P =800.0& L7z, 7Zeds, FEBIMIC
BT, ORI LT IVEIR L7725 D Decision —=2—nwa O 14 1.0 & LT
g’i’fTof:.
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4.4 SensoryE~D LNy FF UV EARRT DD Middle B
DFE

4.3 X, Bisection task Zfil & L C, FHAI & FEHPICB T DV LOITEI L, ZDEED
Sensory, Middle, Decision JED % > NV — 7 fiE 2K LT\ 5. KED Sensory EITLH 3 HD
VI BXOHVA 2ELTCW5. £/, X @-7) 0L 3 HIZH D, Middle B> 5 Sensory
JE~DT 4 — RNy JEEGNF 3 DO Ny T XU AGFICHT- 5. FHENE, K 43. (a) E
B X 51z, SRRRRIC ) LT VITIE LWVIEBIRBIT 2 702, il 152 2 & 3 Hiske
VY. &5, Sensory, Middle, Decision JED R~ N U —271%, R LA 7+ > MHAIZH D Sensory
J& & Middle BO==a—na Y F+EDT7 4 — K74+ T — RKEBIOT ¢ — Ry 7 8 LOF(E
L7auy, S8 i, SRS xE U CIE LWIRIRBT X 72 BRI, 2152 2 L B3k 5.
EoT, X @-13) 12> T, XAV IR Lic=a—u At rF 7 A EENREE SN,
F 7o, MRISEDORHEIR (IREIEY) FrtE k3 5.

0 o0

¢
®  No Reward
A

————————— 1
KS i

¢
y Reward

S

Decision @ @ Decision @ R

Beta
Middle Middle Filter
Effect
Sensory Sensory
Left

Center Right Left Center Right

4.3, RRHFC T2 v T8 e, Ry R U — 7 . (a) FE AL (b) FEPEFRLT
BY, EEIFIHRERE T 5 v 0fTHE). T B¢ Sensory, Middle, Decision J& D%~ kU
— 7 HEIE DR,
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AREDET LTIL, Sensory J&, Middile &, Decision J& D JE 5 A 23S THE) & & HITHE:
L, £7z, Middle & IR RIRBIEZ BT 2 L ZERXTe. KEDETLDOR Y N —2
BV = o — 1 TR STV A 72, IEETAD 2R IR ) 200 5 2 254 2412, Middle J& 12
— X274 NF—B F) #8 AL, ZOBREIIMEIENME=2—a > Ths VIP-SOM-
PV VAT AZ LD ARMZRBRIZIREZR L C0D. 207 0¥ —B¥0E, 5 3 & 2 i
L FER, R FERIMBIOMIE Z AW TW D, 5 3 BETIIRARDBH LT > T ol
Ny TH T NFGFICONT, 4 BTIHFEBHICEL DX AT RT p—~ 2 ANMH LT 5o
AT 5 Middle JOZALR, Ry FH T A55 L LT Sensory JBIZHELH 2 T\WbHEEZX
7

fEHEEN 2N 51T, Bisection task D, X (4-14) O R ERE TH5 2 b5 & LTz,

Famp(¢) ((n — DT + FPhi(t) <t <nT — T/z)
—F*P(t)(nT —T/2 <t <nT)
(n=1,23,)

F(t)z{ , (4—-14)

Vernier task (23T, FIROMGE 23— FLTWDH=a—m I LTI @-14), HiEto
Mok a—RLTnWb=a—a s LTI @-15) oM ERR & L.

Famp(¢) (nT —T/2 + FPR(0) <t <nT —T/2)
—F*P(t) (nT —T/2 <t <nT)

(n=123,-)

F(t)={ , (4—-15)

Z ZC, FOP(t) 1ZIENE, FPR() A TH Y, IO IIITE)CTA U7 i+ lRE 2
(RPE) IZIRTE L C&ALT 5. FamP(t) , FPRi(t) 1%, ThTh 4-16) BLOKX 4-17) T
HEzbnb.

Famp () = 29mP x (1 — 8(1)), (4 —16)
FPR(t) = APRi§(t) x {100 x RPRi(t) — 50}, (4-17)
Z 2T, 8(t) X RPE, 24P RIGIZRES 5 /3T A — &, APhase 3 (TARICBE 3% /8T A — X

THY, RPA() 130.02°5 1.0 ETORO—KEELE THDH. RTA—=HX|ZB LT, T =100.0
ms, A9 =10, APH=1.0L L7-.
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45 v Ial—arHELT—F T

Bisection task TIIRED#Sr DA 71 ~ MHE, Vernier task TIXHEDRR Iy DA 7 &~ MEDI-2
MH+2 FTHELTEBY, EOF 7y MEPBINDNIT F L ThHD. Ialb—
Ta TR L EORITE EEBIRTT 2 M) L LTwD. FEBR T, 1 >4 Tk
v MEIZBIT 204 % 400 ms 52 CTE0, 72 MK TIX 1 204 7% v MEIZE T 2
W72 1000 ms 5-2 7. 7 2 MHIM CORBRFHIARWERIL, =2 —r U OFKPLEL T
WHIREETOT — 206, FAEFBEDRNT 21T 2 227 — F BB ULEENL ThHh D, K4
A7 I 200 [HOFITE 10 £ MyTV, T —FEHTIE, MHAMEORREEZIT o7 £z,
ETVOMERERHN & LT, ) IEREAE (Mean Square Error: MSE) DF R 21T 572,

451 A 34 7 fHE

Bisection task TlEH 9 & BEDHRSY, Vernier task TIEH R &t Ea— L Tnb =
2—BYOXTIZX LT, 10 ms OBV TRY) - 72 KEE Z & OF8kE A VT A 31 7 FHE
FEHE L. B CTRUIBBICHER L7 — 1%, fERR% 500ms o7 —# & L. fig
HriZiZ MATLAB R2018b ®” xcort” =1~ K& iz,

452 ¥ FERKRE (MSE)

Decision JE D= =—1 1L, 0.0 705 1.0 OFPADEEENM O 74 REEKE LT, X
4-18) L LThHXx7. a=10& L7 F7z, X 4-19) ITR-T L1, £ELHD2OOMEIT)E
LT, BT AW LIRS, &, BT — Xy, OZZFHE L, 5607 E% MSE & L7-.

1

igmoid = ————— 4-18

Sigmot 1+ exp(—ax)’ ( )
1 n

MSE == (fi=y)?, (4-19)
k=1
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4.6 HER
4.6.1 2 2ODF A7 AHEINITE)

1 4.4. (a), (b) 1%, FE%D Decision BIZBIFAEELIFLAEDRELZI— T H=2—n
VDINEERE R L TWD. X 42287 XK 912, Bisection task TOIE LWREE, BEDHRRES
DA 7% MEN-2,-1 ORFIEMR, OB DA 7% v MED+H], +2 ORFIAEMTH 5. X
44. () IZFRTEIICR=a2—0E2¢-1 D47y MET, L=oa—n 2 10 3R
MNREGR =a2—nmrd L=oa—alE+ &2 OF 78y METKIOIREZR LT,
F 7 MEM 0 ORI, BEORRSY B D WIIRHED HHR 1, R DRIk U CEERFE DAL
BIZH Y, Z AZITRT WA LR WS, #Z 52 ThiRvw. 20%, ot 7ty
MELHBL T, R=a—rr b Loa—ar0RkiIdakOELAE LTV, =
no 0)%*% I, Bisection task, Vernier task & HIZIELWRETH D.

X 4.5 1%, ¥ H 0 Bisection task 33 X O" Vernier task (23515 5178) & idz= DR 2 L &
mbfwé‘%%iL&R@zo@E%®9% R OEfOREZ R LTS, 1 [EIOFAT

OFEWIMC L FIERICIT 2 >OREET (X7 vy MIBEN2 B LU OF) 3H 1,

AEET 200 [BIOFATOFH M ZAT 2 F 6, FEROBHEN IR R B 400 [0 & 725
TW5. EHEH0H A7 Th, FIICKT 2/THR IR (X14.5.(2) (b)) &, HEHFHIHHE
(X 4.5. (c) (d) ) 1T, W THREZE (B4 4.5. () (D NI T DR L lnoTodmin D, 28
DHETRIZ O TIE LWTEIZ T2 HENHED Lol &B 2 biLs.

(a) (b)

60 T T T T T 60

50

40+

301

Spikes /s
Spikes /s

Offset Position Offset Position

4.4. Decision D R/2 54 71 v MLE TOINEZ. (a) Bisection task, (b) Vernier task.
FEREABMIEN TR ELEZTI—RTD=2—m 2R LTVD.
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4.5. FEIZ X H178E) LR EOREIIZAL. (a) (c) (e) Bisection task, (b) (d) () Vernier task.
KB AT, FPITxET AITEE R AR (BB, BIBIZ XT3 2 TR AE (), M
FHIFRZE (TE).
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4.6 1%, 7 A NIRNZE T 5 F 1A (MSE) 278 LTV 5. MSE (F317[FIEL 100
EH‘Tk@Cﬁ&LkA%ﬁ@@ﬂmETiAﬁEHOJHT®@&@5@ﬁﬁ%ot
X 4.5 38 L O 4.6 OFEHRIL, #3877 Middle J& & Decision J& D OFE S E 2 iHEE L C, &
AT arTHAMIETHREICEN DL FEZ R LTS,

(a) (b)
1 T T T T T T T T T l T
0.8 1 0.8 g
0.6 1 0.6 g
82 4|
%) %)
= o4l = o4l g
02F B 021 i
0 L L 0 T | = VR
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Trial num Trial num

4.6. 7 A AT 2507 Z &£ O L. (a) Bisection task, (b) Vernier task.

4.62 Middle B TDHZ AT a T F A NRE,

[ 4.7 I Bisection task & vernier task (23317 % Middle J& D = = — 1 » OEEMNE(LE R L
TW5%. (a), (c) IE Bisection task DxfIind % == —1 <7, (b), (d) % Vernier task {Zxf)d
H=a—m T DISEEZRL TS, FEANCEAL TE, # A 2712 XK b RrICR R
FREZ R LTV B 48 1E, 2 DDOX AT OFEBORINT =2 —1 T OEE(L
B &7, (@), (¢) IE Bisection task, (b) , (d) % Vernier task (XI5 == —1 X7 D
B LTV 5. Bisection task TiX, FE%, ~7 Led=a—n IFEEIRKEZFHERE L T
VN T=L [RIERIT, Vernier task TIHSEE %, X7 &b = a—n 3BAE R IERIMIR K &2 R LT-.
ZIDOFERIE, ¥ AT ITHERAT LT8R FE DZh R % [ L Ty 5. Bisection task Cl, I
HiE 2 5 21 Epy%éii‘ﬁﬁ@n‘?/\% OOME L L TRADEMEM AL T2, =a—n
T DASA T [FHIMEZ B8589 5. — 77 T, Vernier task TIE, H1ie &ttt ﬂ’ﬁ/\i’ THEL THRS
PRI D720 = 20— 1 T OJERBIWEZ BT 5. DX 91, Middle D= =2—n >
DFKIL, WICATENEFE D FRICE > TH AT O a T X A MRIFORMMRIEZ RS 2
3:73%”‘4'5'%5.
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4.7. FHEATO Middle & DIEENZA . #ERIEL, 47> MER-2 OFFOD, Bisection task
D (a) R L () MOy E 22— R 25 ==—1 >, Vernier task @ (b) FI L (d) Mt
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4.8. ZFE% O Middle B DREEN L. F5RIX, 47 v MEMN-2 DD, Bisection task
D (a) FHL (c) DMy & 2 — R 5H==—1 >, Vernier task @ (b) H& (d) itk
Wk a— R+ =a—a L Thsd. 1000 ms DFLTERIFRID 9 5, H&% D 400 ms 12O

TERLE.
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4.9 1%, Middle J& D e L BEOBRSY, D WITH R L0y 2 a0 — FF b =a—n
VRO A RA MBS Z 7R LT 5. Bisection task T, fHEE23t = 0 ms TRV E—727 27K
LTBY, X7 ¢hbma—naEto A 310 7 EEINEWEZ 78 LTV 5. Vernier task T
I%, MBIt = 450 ms TRWE—2ZZ/RLTEY, 1=0 ms 226N TWLENL, X7
b =ma—n U RLEDANAL ZIEFRMBEmNEZRL TS, AL 7 HBEOR R,
Middle ETOZ 27 a2 FF 2 NEBEEVR— 15,
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4.9. FE 1% O Middle Jg D A 231 7 FAB4. (a) Bisection task, (b) Vernier task. 7RO SEHE & FH
DAL, TNEN S v T XU ORBENH D56 L WBONGEOFEEZRL TV 5.
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4.10 1%, BHRENZEET 5 N—& 7 1 )L & — B OIRIER L ONLFE & DRI R 2 R
LTWD., FEBEIZON T, A7 ZEYIRITEI 2 #ENR L TW 2D EHIEX 4.5 206
ThHDHN, TN, FREBOM G E 2 — R =a—n U OEEMOX—Z 7 1)L
2 —BIEL DT AHZEIT Bisection task Cfff 0 [ZUXR T 5. —77, Vernier task TlE, 14t & it 3k
Mok a—RNT2=a—0 ORENON—2 T ¢ )L 2 —BONFZEITMEr GEALAR) (12
TPz, 2D OFERIE, IELWITEINER SN D &, R (4-8) TRMIE 72IFIERB DA
Tl 720, A, Z AN Middle JBIZEN D FER LTV D,

(2) (b)
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4.10. FEHIZEBIT 5, Middle J§ DX—% 7 ¢ V&2 — B OIRIES L O AHZ O (a) (c)

Bisection task. (b) (d) Vernier task. #RiME ( FB) 3 X OMZFHZE (FEX) . Bisection task Tl&, H

RO A — R T o= —n ORIE, TREMOBIZI—RTLH=2—1 L OfFRE

FONAHZEZ R LTV 5. — 5, Vernier task CTlE, T ROMOE2 a2 — FT5=22—a DR
g, LIy Ea— R 5 =a—a  ORIREIOMHEZEZ R L TN,
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4.6.3 Sensory D= —n NIXT B My XU DOEE

4.11. (a) (c) X HATD, X 4.12. (a) (c) 1E57E 1% D Bisection task (Z331F % Sensory J& D
PR ORIy E I — RTH=a—a OREMEILZRL TS, FEEEZIZBWT, 2
TEnbma—u IR AEFE LTI K411, (b)(d) 1XFEBEC, FEETD, [X4.12.
(b) (d) 1281 D Vernier task [Z351F 5 Sensory D Hide & ity % 20— R4 5 =2 —
0y OEBEMEER LTS, FREZBICBWNT, X7 LD =a—a 3 dERIEIR k%
FBRELTWZ., ZHOORIT, 2 2DF A7 O a7 %A FOEE) Middle E2H D k
THE Y EEE LT, Sensory JEIZ KA TWEHFEELRLTND.
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4.11. FE 71D Sensory & DB L. #EFIL, 471 v MED-2 DEFOD, Bisection task
D (a) THRE (0) MDY E T — RT5H==2—n >, Vemier task D (b) & (d) fEDik
WA a— RTH=a—a 2 Thb. 1000 ms DRFLIERIFF D 5 6, £45% D 400 ms 12OV
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4.12. S E 1% @D Sensory JE DN 2L, #ERIT, 47 & v MEMR-2 DFED, Bisection task

D (a) FHRL (c) DMy %E 32— RK95H==—1 >, Vernier task @ (b) H:& (d) itk

WMoy a—RTH=a2—n 2 Thb. 1000 ms OFFLIEREFF O 9 B, %D 400 ms (2O
TFERLI.
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413 1%, FEBED 2 DOZATIZBT L REBOBIY, D VITHR L HED L)
Ea—Ryb=a—n EtoA A 7HZR LTS Middle b0 kv 7 X0 A5
1%, Sensory J& 23\ T, Bisection task TIL[FIMIGE, Vernier task TIFFEFRIMISEZ7H7 L
2. Middle JED X 227 a7 % A N & [ LTz A3 27 J50E, Sensory JE DR BLA T L,
Sensory-Middle-Decision > A7 A3, Z A7 BH#EOITEI & —H L CTHET 2 2 "REICT 5.

I | I 1l
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4.13. Sensory JEIZH1F B = =2—1 X7 DA/ A 7 #HE4. (a) Bisection task. (b) Vernier
task. == —12 X7 |, Bisection task TIIF R LMD A2 a— FTH=a—n1 L,
Vernier task Tlx, HR DI E a— RT5=22—0 0 ThD. ROEREFHOHR
X, ENEN Ny TH T DRERD DGE L ENGEOMEER L TND.
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4.64 FSITEHE Xy FU—7 OELRRE

[X] 4.14 %, Bisection task (ZBWTH RO EZ T — RLTWA=a—m O, HGTE &
Ty MU — 7 O LEFEE R LTV A, Bisection task THEDO# Y Z a— L TCWh=—a2—n
> X2, Vernier task D ROy EHEDO IR 2 a— R L TWD=a—a NI T AR B IA
THD. 28 0TI, Sensory JE (IX] 4.14. (a) ) , Middle J& (IX1 4.14. (b)) & HIZ25D 1
DRERTITENRIRDT O D 2, X A7 KT HEERITS0%E 05, ZOK, BITENIT
ThhTELT, 742 —BELEE L TWARWE, RRAIZRREKZ R L. 28 100 5

T, A7 HIEZEZEN 90 %% 2 TE Y, Sensory & (X1 4.14. (c) ) , Middle J& (X
4.14. (d)) TEKDOHEMMBE ST, 528 200 [0 TlE, Z A 71Tk 2 EZLRDN 95 %ir< 72
> TH D, Sensory J& (IX] 4.14. (e) ) , Middle & (l414 (f)) CTEHERRN—RA KA L7eoT
AV

ARETHNTWDET L, BRFMRBEREEZFHR ST D 7 0 V¥ —BEMNFEE
LTEY, M4101ZR-T X9, FEICEDEISTEINK I NS &I, 7 0 V2 —REK
ICEDR—=F Y RLBELTTND., LLERD, FETMMIEBWTE, 7 4 & —BHDORR
B2 TR, HFBOHNIXT 2 F T ARBAEMBEORELEETHL. 744 —H
BOBRR LT T T AREGWEBE LR 72858, X 4-8) owliSewliPizonx
F72D T, Middle B DOFEFIZIX 4.14. (b) OFEFETHS. UL EOFEND, #ITEIZ L > T7
A NE =B KBORO T T AEEDTER SN D FIZE > T, Middle gD X A7 227
FARNBRBLEN, ZORID Ny T XD 55 E LT Sensory BORIEZZFHL T\ 5.
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4.14. Bisection task [ZB W THEDH T EZ T — RL TWbH=a—a D, @EIciTE & R >
N — 27 OEALIBEE. (a), (c), () Sensory J& DEEM (L (LB & Middle @607 1 —
KXy 7 ANT1 (FEX). (b)), (), (f) Middle J& DIFEENM 2L (1B &7 1 v —B DB %

ZAF T2 AT (FEE) . 1000 ms DRIHFEREEH D 5 6, %D 400 ms (ZOWTHRR LT,
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47 F£& ¥

AREETIE, W EE DB ESATES U TRy N —2 OV F 7 AMEE ED X 51221k
SELNERLE. FHICK > THRAZIZHEYIRITEIARET HICONT, A7 a7
F A MIKAFT 2R Middle J8Ic&kN, by 77X T A5 & LT Sensory D ==2—n
VDISEEELSHE S, Bisection task 1%, FEICLV XAV ICEHE LR DE—RT5
Middle JED =2 —1r O F T ZAFEEOHME AL 7 BOFEBINERERLS LD, —H,
Vernier task CTlL, ¥ AV B#EOM Sy EZ a— T 5 =2a—n Uo7 AfEEOEME A
NRA T O FEHOIEEZSIEHT. Middle O =a2—m 060D~y 77X 7 UE 5T,
Sensory JED = = —n OIREIFEEEL KT, D OFRERIE, 178 & ERIGHRS > 7
DL S>TEDL T U7 ENTVDENIZOWVWTOMREIE A =X L% b
Z25.
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ESE FLOLER

ARFIETIX, by T H T D VI ~OEBEIZONT, M) AL E=a—1 2, HIIT
B & OBFEPEEZ B L7203 5, Li b OHMEFEHICBIT L 2 DOWRRRAME A7 #5E\Z LT
Za—BurOXy NI—ZETNAVEEHRLT, YIalb—varzirol.

B 5112, H3EOMENR L E LD, B3I EOET N TEHELRSTWADIIZ AT
NG U7z by X T NG5 OFRM/ FEFRBIORE TH 5. Z OFRGEDRILIE, Binding
problem & Ramalingam & (2013) D FEBRFER TH L. 72720, =a—nm ORHIE A L
Binding problem 73Bdf% L 72 &5 9 #%5 (Lamme and Spekreijse, 1998; Palanca and DeAngelis,
2005) LD HEND, BIBEDOET L THOREIC DWW TCIER DB OMLENH 5.

%3 ETIE, WHREEICRIT 22 27 OFRRIRERN, by TH T AMEEHIZL - TH
4D push-pull ZhEE U X AREOJEFEEAER 2GS, 74— K74V —R+7 41—
RNy 7 —FIZ LT, il TWADHEERLE.

VI 22—B OB EFHCLFP 2t —L V AD Y 2 o bL—1 3 UiERIE, Ramalingam &
D FEERAER & —F L TV /o, Ramalingam & (3, R Z 2 712U X ARG LT D
FERRE LTV, BEMZ2EZRERITEEHmE S TuwRn. § 3 EoET LT, b
 THE T AGHEDOR—F Y ZALABYUREH CEL DT~ ALy TV LT, T
<~ U XLDEZRMRE I D HF AR LTZ. T Richter 5 (2017, 2018) THIRSHTE
D, REEERECHRTRIEREIC W T, KRS & &R O M O RRBR R
SNTWDD, TOHM L 72 2R EIIE A T = X NFH DN/ TRV, B3I EDOET
Naffioley I ab—ya URERTIE, ISR OBFRLEITHET D hy X T DR
BOMREA = AL EH O LT, SENEDENICLD by T X T O BEOENE
RE LT, N—ZRE) & T~ IRE O JFIREBREWHI 2RSS, by T X T ORI ED
KOG LTWAhERLT.

R == DIEEIL PV =2—0 2, SOM =a—n 2, VIP =2—u O 3 fiEO I
Foa—a ko THEBEENTEY, FIZVIP =a2—a U OIEHEIC L 5T SOM = 2 —
o OMEINEREND L, R o2 —a COINENE SN ERRE SN TEY, =
TUTHEBNREDOA N =ALTHDH EEZ LTS (Pietal,2013; Zhang et al., 2014; Lee and
Mihalas, 2017; Lee et al., 2013; Batista-Brito et al., 2018; Keller et al., 2020) . Z &L 5 OHFFE Tl
SOM D] Z il 4 2 HIC L D INEDHFRO LR E S TWDD, 5 3 EOET LTI,
SOM DOHNHIFRERN X A7 2T X2 MG U VI Pyr =2 — 8 > DISEE RS 5T
T 2F 2R L7z, ZHUE, VIICBIT A2 X A7 a7 % A MiE@lY, ¥ A7 BT 5
= a2— 1 2 THRE SN I OREE) BRI Ko TR S LTV 5.
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Higher Visual Areas

Feedforward Feedforward
Top-down Feedback Feedback Top-down
signal loop loop signal
A!;L/N/M/ /w“/ A!Qh
Pyramidal Pyramidal
LFP Cross LFP
Frequency
\ Coupling ’
disinhibition disinhibition

5.1. 5 3 BEOMFIEENE

3 EOETNME, by T EU MR R CE A KT T E AR S LTI
a2 b—=a YEIT SN, AR, BUEICH T DEISATENCHE-> TRy 7 H U b AR S
NTWL EBZXHND. K 52 125 4 BOMRENELE E L O, H 4 ETHOLIRERIE,
B ISITENZ X - T, Sensory J& & Decision D2 # 5 Middle f& T4 UTc ¥ A 7 KT D RELNR,
Ny 72 fE5EE LT Sensory D = 2 — 1 VINEEZLIETWDHEER LT, AL
TIX V1 7»5 V4 £ T% Sensory &, PFC J&i % Middle J& & & 2 TV 5 23, Middle & 2R
FOEDOFEIRIH YT 20H N> TRV, L LRRD, i@jmﬁﬁikﬁ% (2B
ARSI B\ T Middle JBIC L B4 A7 2 v T A NRBLS N TE) & 3t ?%E®m
Zl %%%ﬁxfmé%%Mﬂﬁhké(mWam2m9mgmw1mw)%,$HW
WTH Middle OFEZRTERTEZLFIIRLETH D,

Decision layer

Reward Beta
Prediction Filter
Error Effect
Feedforward Feedback

Middle layer

Top- down Feedforward

Sensory layer (V1, HVA ofSection 3)

5.2. B 4 FEOMFIEENE
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&MM%(&MMadZW%:ik%&mﬂﬂﬂﬁi@VE®Vl::~mV@*yF
T — 7 %7 VEAER L, Bisection task (23125 hy I X T AN ALEREL T D.
D DOET /LTI, task population & F D F N HDOANCEY, /M EO=a—a D57 A
YRRy T HUAGEIC L o THINT 2T, S/IN LR SES I, EEDT 1 — Ry 7S
D3gRAL 4D F & 7R LTV 7z, Schifer & DE T /LIZ IV T, task population 23] T & 25 725
BRI >TELT, E@ii@fﬁ:XATS/N%ﬁ&ééﬂé®ﬂA#ofw&w
B4 BECHEHLEET VT, b o/ Th LMl T HFRZEA AW isf TEhNC
DRy IE OB LY, Sensory JE DFRRIAIFRICZERNE LD FEERLTND.

% 4 FEODT T )LIL, Bisection task 33 X OF Vernier task (2 X A FE R A2/ R L72A, K 53 12K T

N, AR M B EER S D (Seitz, 2017) . 2D DHMEFBIIONT, H4ED
ETNCTEHTELINEINEELDOONESL THDH. HiliflF (B %1, Texture) T
HIL, FHAEDOET NVEAILET VIRV, BRI (F121F, Color) L7022 &, a4
DETMITAT 47 E LTHH L CTEMERET VEERT A2LENH D EEZEZTND.

Many forms of perceptual learning

Fine form Contrast Stimuli in noise Motion

Stereo Texture Complex
figures

Tl

1)

IIII

Diﬁerent families

Different individuals

Current Biology

X 5.3. £kx RO (Seitz, 2017) .
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FS51. FABEOETNEIR, HHNNITAT 4T ELTHIFATHET
FHAIRER R

P U CEEBL AT RE TAT 47 & LTHIA
T 5 CEBLAHE

Fine form O -
Contrast O -
Stimuli in noise — O
Motion O -
Stereo — O
Texture O -
Color — O
Complex figures - O

B3 EBLOE 4 BOETIVCIE, XAV IZBEE Lo R EOBN Y 258 Li=tT
NETRoTEY, ETVOABELEKRDTND. ARTHNUL, =a—vr DRy NU—7
X, FAZICBEET 2085 pERRL ATO=a—a URMEH L, AL T2 T
HD. AFETE, X AZICEEL TV RN 2 —a OFFEREN Y 1355<, BhEL T
Hma—n LT, BROBBELUTORBELNG A TWRNWEER -8, ET/VOH
MEZRDTZ. o, TET VDN 7 777 RELT, hy T XU UAMEHZDOR—F Y X4
R 2B AFEET 5. Z UL, PV-SOM-VIP [Z L A M E=2a—0 VDY AT KX - T,
U X LIRENHEEE L T D (Lee et al., 2018) . 25 3 T CIE—H & H S, 4 32 CIIIIRE)
L LTHWE, AR R IEICE S Y XAOMREEZIY AL D 2I21E, KREMEZ
Za2—BrDFy NI—TETANRLETHDH. KFETIE, 2EMIC Sy T X T 155
DEBIZET D R/NEOTT LN SO TR, 5H%TTNVEILE L2208 E 2 DHf
REATOVENH D EEZTND.
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