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SRR R RA BT T BN, RERAE T A UM EEENRE T, SI70%%F. AR
3 Feitle by A AREAAN Ko SURRIBMCR B KB R B LRGN 5, 34, RSN a4E
B A RAY 2 W Hrb Az, WA, E T AR B EAT A 205 B T (behavioral effectors) . 40K
PRHr AP 2 702 GABA £ % & #olkAd 2 77(medium-sized spiny neurons, MSNs), # 747 A48 %42 B 49
i) Fo o XY R IR T SCRARNH R B P RBUR X AT & 4988 ), A BE S IR e IA e iR
A5 KK fik B AL 69 BURAOA A LS 3 Feitie ey ak, BUR SOKMRG K0T 84 ) RAY 2 A
RREE TP OARAREE T AR AR T, KNEDBR T AR SRR R fkF L 409 TR RH X9
B ) 4% #i T %2 1 (spike-timing dependent plasticity, STDP), X % ##F Ak % F /£ MSNs & 3 7 & K4
T # M (long-term plasticity) #5447 Eo Kdm, SCRAKE A2 (B &% GABA 4% 49 (fast-spiking
GABAergic) . —#4b &.4-8 (NO-synthase) F=fesk 4t 18 4¥ 2 5L (cholinergic interneurons) )ik % &k
B RN, FEE RS R KR SORIRE B Bk, A4S T MSCKRARZEKIN T A A R
N EHBH e BIRRAY BT S FEE . BUR SURMKR STDP /£ 7R Rl 6940 22 U B Fo 55 3o St T B R R 49
B A 4R A4 (spike-timing dependence) o XA H Aotk Kb T HR SORRBFE A T B bk 75 @ 49 3F L%
7o

R AR SRR IAARB T B, BUR SUKRAR, SUKAR, GABA ft 18 4Y 2 5T, A2skse @AY 20, LTP, LTD,
A JRAY 227

B SRR 27 T JHL = A Nl 1% < B 5 SR A T i

M AT 25 5SRO 5 A S 3)) 7 81 1 %7 2] AL 2 (Graybiel
2N, 1994; Packard 1 Knowlton, 2002; Graybiel, 2005; Yin I Knowlton,
2006) . 7 ] FCAZ A N A A2 IH T A 2k e A 4 (1) JEAitli(Bliss A1 Collingridge, 1993
Martin 1 Morris, 2002; Lynch, 2004; Malenka 1 Bear, 2004). [Alt, FEJE#
S5 7T AN [R] S B I TR U P S, D R AP ST (R P 2 ST R Th RE SRt
THANLHI(Yin N, 2009). (FNEERRAHETTH EEmMASHE 1), SURER
ARG IZ B AN R SRR L AZ T BRI 32 BE35 T, 31X 3R B B2 R SCIR Ak 5 i v 98
PE AN [E) T2 20 1 HE B 1) 25 B (Calabresi 25 A\, 1996; Mahon %5 A\, 2004; Costa,
2007; Kreitzer A1 Malenka, 2008; Di Filippo £\, 2009). #4b, B2 SURAKA
I8 Y 7 52 M) 5 JeC A 2871 1 LR s 2 A 4 7 B 2503 (Kreitzer A1 Malenka, 20083
Calabresi %\, 2009). [Ft, HLE 7L RAMSCIREFE ST, KA
SV R A TR R R SUIR AR 9 i« BTE L2806 52 5 i R 92 il 5 e 28 0 16 30 (R I (1] 96
REFFIENMAB AT B JoE R R, X—I YRR STDP, #iiA8 1 M



B2 H 31 IR LB W 1 KBk 45 7 (Sjostrom A1 Nelson, 2002; Bi 1 Rubin, 2005; Dan
F1 Poo, 2006; Caporale fl Dan, 2008). {EIXFEZRIAH, FRA T IE BT HRIE R
F R SUIRAR SR fil A 9 Hebb ZE i~ > FLU ) STDP 5L 55 .
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Bl ARAZYHEMTER. ARVZFREEMEGRETHA G ES. BEATLAMR (Glu) &#), LbEikT
GABA (GABA) ¥, & kT %8 (DA) #. GPe: %G #Ib; GPi: H @A, SNr: ZR MKE; SNe: Z
FRECER; dp: HBa@%; ip: MBid s,

JE AR 28T FH 7N A% A A3 AR SOIR AR e fidi T AZ(STN), - A0 H
1%: 2B TR B (SN M BRI BU(GP), — A 4kt%, 15 EERIMER(GPe) Al — A
Z EREREM A T, B IB(SNe)(E 1), SURME R E T 10 = E A
%, MRS B2 2 AN i B SOR B A R AE N « [k, SUIRMR T k25 B =
12 B 1m) P A JEJE fh 2 Sy A% (SNr A GPi) A% 3, 38 i A A 1 T BE
(anatomo-functional) I&1%: FLFEIH B (5 5T -SUHRAR- B2 J5 ) A 8] 422388 4% (52 i -SCIR
- A ER- BB 1) fEiashishilh, B [R50 % A AH R 2, 433
AR M A B AZ A . I, ERSE R 0S8 shale itz g, 1A%
T % ER IS D) ) 301 o SNe 22 TG RE Al 28 0 06 AN [R] 32 IS 10 % B R ph 22 1 15 i
HOER, BINZERRERET KERERBEEFESR 7 AAEH Redgrave
Gurney, 2006; Costa, 2007; Schultz, 2007).

K ZEFE AP 2B A o U Jz o SCRAR R B 2. SR, e N IS &
PR BEAH 28 0 B3 Bt SUIR 14 (Groenewegen Al Berendse, 1994; Smith 25 A, 2004).
MSNs b [ Bz 53 SUHR AR AN e Jixi SO AR 5% ik 5 B ) L ~F-AH 55 (Smith 58\, 2004), {H
FIH A [E] ) Th BEEF (Smeal 28 A, 2007; Ding 28\, 2008). HIT-H=4F% T
T SCRARAC S AT 8 1 (R S 30 208, TR T A X R 273 vh B 00 8 R ot SUIR A
o



SRR R T B 2 B 7 o= B R S ik

SUIRM R MVF 2 R, AMUEET HAEHRI DR H A (SUR/ME ST =
IR/ IS BN AT S XD, B E T 400 2 F P (Graybiel, 1990; Groenewegen
Z£ N, 1990; Deniau 1 Thierry, 1997). SURM A H1 44K 2 E0(95% s 15 2504
80% 11 R A FEEN W) SUR AR S HH w2 e 2L R, B AP B OIR # £8 JT(MSNs) » 7 MSNs
W, AT DAARYE 24 1A . 22 IR e TR OT SR 1 3R IA R X AN [F] R B 2R
(Graybiel, 1990; Gerfen, 1992; Nicola % A , 2000; Venance 55 A\ , 2004; Vandecasteele
SN, 2007). BEAh, SUIRFRIEETE GABA R MEBREE AL T, T2 i
7 MSN [B2%as e, ATV B2 R SUIRAAR G B AL . (R, ek — N Ei
SORMES K, FLE A5 St mT S PR AS R A 2 A) BR B 2R 75 AR i I LR

SRR 2 o0 Th BUBCIR R 22 0

H R OPR A 22 70 th T A I A B S AT AR S B TIRTEAR IS A2 4441, MSNs
(R e He B RS B 7KPRAIG, X AT DAR — 240 F He 11 4 L i AN et 5 R i IR
2614 H TR PE R i B (Nisenbaum 25 A\, 1994; Nisenbaum A1 Wilson, 1995), X
S R 2 () IR 1 Fo VRS HASAH SG I SR ik s AR AT A 2 i ik . DR, IS
] MSNss 75 5 K B FH 22 B JZ % A\ K il H (Calabresi 28 A\, 1987; Nisenbaum Al
Wilson, 1995). lith, MSNs 1E4 5 2 &S AF G AL 2% (coincidence detectors),
HA NG e 5 g BUH (5 S HURE /1. 76 MSNs A, 7] DURR 48 52 44 B 1 R S+
PERIERIX AR . HAARKYL, MSN REATERZER 1 (DL 2 &
SeR(D2), 73 i % e A B R B (& 1), B D1-EGFP Al D2-EGFP
/NER A X 7 B R4S MSN (A F TR, DRtk H Fiar X b 5 o3 14 AR 7 e
% (Surmeier £ N\, 2007; Valjent 2 A\, 2009). %A1, 15 MSNs 7E/) 5 A H B
53 B5(D2-GFP Yt R IR T[] #218 4% Matamales 25 N, 2009), ‘B7FEKRAIR KK
B AEAE R E (5334 30%F1 80%) 1) MSNs, 1X4& MSNs #5521 B 8 A0 [a] 1%
£ (Kawaguchi 28 N, 1990; Wu %5 A, 2000; Levesque Al Parent, 2005),

GABA gERy 48T

A 43 N =R SO GABA R4 0: (1)/MNEE AL (parvalbumin
positive cells) (R o 8] # 42 70 )(Kawaguchi, 1993), (2)45 45 & &5 (A BH 4 41 iy
(calretinin positive cells) (Figueredo-Cardenas 25 N\, 1996)(fth AT B A= FERFVEAT
H 5452 )(Tepper A1 Bolam, 2004)LL N (3)# 4 o8 — 44K % A B (neuronal nitric
oxide synthase, nNOS)H [H] #f 28 Ju (HF 22 AIK B {E 22 V¢ 40 g , persistent and
low-threshold spiking cells, PLTS)(Kawaguchi, 1993). Hif{] GABA GEIF#HZ: TG
RAFETRR NI E (B 2A), F AT ELAEIRERH ik MSNs Hsh 1 AL 1) &
SF(Kita, 1996; Plenz  Kitai, 1998; Koos £l Tepper, 1999). iXL&|a]4# % oA
26 540 Ak F ) MSNs £5fif(Kita 28, 1990; Bennett 1 Bolam, 1994) iXIig T
PN A T8 52 B 251\ (Bennett A1 Bolam, 1994; Ramanathan %%,
2002; Mallet % N\, 2005), Pugfalths o] AR HEETHALE], 3400 MSN X 5 i
i N AT IE FEERN B R SCRARAS B AL ER IR S . SR [ R 22 Je A L, nNOS
B #2270 3 AR R BE A ik MSN, R firk 3 & /b (Kubota A1 Kawaguchi, 2000) .
FEB IR AE A N FNSUIRAA nNOS (1] 4 22 70 2 18] 58 fih () fift 35 2 A Th e A7 AE



C RIS (Vuillet 22 A, 1989; Fino £ A, 2009b). [4 7 NOS 4F, nNOS [A]f#£
JC & £ 15 & ) GABA i (Vuillet 28 A, 1990 ; Kawaguchi , 1993 ;
Figueredo-Cardenas %% N\, 1996; Kubota Al Kawaguchi, 2000), FFE RN
GABA Re4ifit, 1A 24 MSNs(J& 2B) (Koos A Tepper, 1999; Tepper #ll Bolam,
2004), EATHET NO B MSNs 7= A4 filiil/F F (Sardo %5 A, 2002; West and
Grace, 2004). NO @i BH Wr NO & ik sk i i NO BH 1k 8% {2 3 7 w5 450 0 3%
(high-frequency stimulation, HFS) /517 5 K #1#1#] (long-term depression, LTD),
M T MSN il m] 38 ¥4 (Calabresi 25 N\, 1999; Sergeeva Z£ A\, 2007).
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B 2: SURMRATZLZ A a9 F . (A) Wik inad GABA fb F 1A 4% 2 03t MSN A ARFR 69 Fp k45 A . F a4 270
894 BAL 5] A2 MSN F 69 IPSC (%% B Tepper 5 A, 2004) o (B) SURH AT E 27 nNOS F [ 4h 2 715 MSNs #9
Wp#EVER (B % A Tepper #= Bolam, 2004) (C) J2akfk 7 849 22 7U4F MSNs > a4F A 09500 : AL sl At P ) 4¢ 22 7009 4m
RSN R ME w455 X MSNs #) EPSC (%% B Lin A, 2004) .

JEBRRE i [H] #4200
FER, RE 5] 4 28 7042 52 12 )= %1 N (Thomas 25 A, 2000; Reynolds 1 Wickens,

2004; Fino ¢ A\, 2008)F1iA7T MSNs HI6av 4. NHBREE 20 ML 7E A& N Lo BT
POE, FEESCIRAR I 28 Fh$E R 2545 5, DAME R 28 1) ot 26 2% Tl (A osaki
ZEN, 1994; Kimura % A\, 2003; Morris 28, 2004; Apicella, 2007). L L,
2 P g7 1) 255 ELGR E 400 B D TBCFRL TG B o RELG A ) 40 42 G 3 3 22 b LA 52 A T 4
MSNs )75 14 (Bennett 1 Bolam, 1994). B #M1A]4:i484% 1 MSNs HA 1 & (1) 5
HE AR IERE R . BRI MSNs A £IAFHBE R 1 B, M1 BICLAE )
4 7. M4 RIGMHIME) 244K, [RI#2& 121 MSNs B 3RiE M1 B 524K (Acquas
DiChiara, 2002). [Ftk, AH R ARS8 RS S R0 2 0 1 B2 5 S Al 28 (1) AR A0 N % 2
SEPRAS A MSNs P2 A A0 520 . SR, B3 EREh 1) (L BRI e a5 2
B> 2 4 0 H S M (Perez-Rosello 25 A, 2005)8 T M1 3243055 1 51
f¥) EPSC #RE(Lin 2 A, 2004; Pakhotin A1 Bracci, 2007)%} MSNs HA M &1EH
(K20 o B4, ZPRRRBRAE F T 32 07 T 2 B AR A it SUR A4 Y 1R KRB 52 1
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(Clarke Al Pert, 1985; Exley Al Cragg, 2008). i), NEBRAET [EFHZ 0t iR %]
S 7 R SCIRAR HES A5 1 MSNs ®] 381, A B TA FI T i 0 25 B2
i SK AR (LTP) (Centonze 25 N\, 2003; Surmeier 28\, 2007) , TtHA
B2 RS A Bh T S LTD(Partridge %%, 2002).

PRIk, BT MSNs 4b, SUIRMR a2 0 B 5 R B R AE P SUIRTA TR
[, $ ) B SCIRARAS S AR, DRI FESUIR A 22 T0 1) SR ik o] 2B 1k R ARAT 14
.

SO K H P 28 0 BB g 1] T 9 e

F R SCIRAR AT ¥ 48 8 K (1HZ) . 71 (10HZ) 28 = 52 338 (100HZ) i)
2 WO T =458 7 T2 HFE (Mahon 25 A, 2004; Kreitzer 1 Malenka, 2008;
Di Filippo 55 N, 2009) . M. - SR A4 5P B4 I SUIR AR N EF4E1 HES /£ MSN
Rfilab 5 LTD (Calabresi 25 A\, 1992a) , {H47E 2 N34T B s sk ) 5 2
LTP(Fino %5 A\, 2005). HFS %51 LTD ki T 1| AR E IR Z 4. £ B
D2 24K, HUEBUREASIEIE N CB1 32 A& K 0% (Di Filippo 55 A, 2009; Kreitzer
F1 Malenka, 2008). J7JiiSCIRA LTP A& B B2 i HFS 53 1 (Fino 5 A\, 2005),
T 4R SCIRAR B AR B, 75 22 2 B A AMEE 25+ AW LTP (Calabresi 55 A,
1992a, b). HFS 153 [1) LTP 75 % NMDA 3244180 (Di Filippo 5§, 2009; Kreitzer
1 Malenka, 2008),

STDP /&4 T~ RANAT AN TR ful J5 iG S AE J LZBAP N HOHE— Bk . REAWZ T
F R SCIRAR T BE AH 7E, 2 H AT 1L, 78 MSNs bz iR SUIR MR R fil ) STDP R
TE = ANANE I A R 2% (Fino 2%, 2005; Pawlak 1 Kerr, 2008; Shen 5 A,
2008). #E4RkiE, STDP s —Fk 1L K SCIRAAR T AR AR A RIS, BT
RAEAE KLY 80%[K) 4 FH (Fino 2%, 2005; Pawlak 1 Kerr, 2008). H4 A [H 5k
oA, C&RkiE 1A RN O . (2 ML) STDP J7 % (100 % 1Hz
RO HIEO , TofR 2R, WS BN AR I8 % (Fino % A\, 2005) , 5
A 2L BP0 225 4 R BT A R B 18] AR A P (Markram 55 N, 19975 Dan Al
Po0,2004,2006). F 5L |, /£ MSNs H, S5 - S fil 7 i %t 5 5 STDP-LTP (t-LTP)
N5 A 57 - 5% fub J5 it X %5 5 STDP-LTD (t-LTD) (Fino 28, 2005)(% 3A). #%, 0.1
Hz ] BSOS A GABA A A% 46 £ BEL U 45 J BILAE 2R fllJ - 5 ik iy i v J= 80K t-LTD,
FE FE fis i - 28 fh J5 R 6} )5 380 t-LTP (Pawlak 1 Kerr, 2008)(& 3B). ik, #H—
i 5 GABAA A% i BELIWTAH 5C 1110-12F A& WS BIF 78 4l 2 BR - 8 R A = - 2R flt i
Boxt e, ik MSNs f) D1 24kt = STDP(Shen 28 A\, 2008). K, 7ERFEM
SEER AT, AT RASE R SOIRAR B DR B S B, R SUIRAR B 52 0 1 o AR AN
[F) R SEEG 26 A, AN IR B 32 AR AN AT N i3 421U F- /&2 MSN-STDP H)%:fili, Sk b,
0.1 Hz BT 753 1 t-LTP #1 t-LTD Mt T — N7 & Kl #5 Ccoincidence detectors),
B15 D1 B2 ARG AH < 1 NMDA 32 f& (Pawlak 1 Kerr, 2008). i lhz X% S
[#) t-LTP A1 -LTD 13 2IA K EUR, B v T sr )& S s, 016
HAFERAF SR 820 B, LTP {4 T NMDA 324k, 1 t-LTD 75 ZA[H
HIAF AR 25 . W% S lE CB (phospholipase CB, PLCB) . WLEE = il B8 52 1K
(inositol-triphosphate receptor, IP3R) [14Z45% (gated calcium stores) A1 i H
BB (diacylglycerol lipase a, DGLa) (Fino 28 A\, 2010). PLCPHIFIESZ 1
AU IR IR 1 B E3 E0 S A g e U MR A i v M %) . PLCB.
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IP3Rs A1 DGLa ) 303 5 2 2-46 4 Bt H 9l (2-arachido-noyl-glycerol ) F1K ik 2

(cannabinoid) CB1 24K/ F M NI KM ZE (endocannabinoids) W4T 15 5 5%
S(Fino 25\, 2010). &, #EFETF0-2E KK STDP f, t-LTP #K#iT- NMDA
SEARFN D1 SZARIEGE, 1 t-LTD 8T mGluRs. WM KRR 1 2 B % EE D2
SR (Shen 25 N, 2008).  FZ i SUIR1A STDP Hid & (45 i@ i 5 HFS 5
LFS 553 1 52 R SORPR T B8 14 By 75 L 1S Sl B AR DL X Le SR, J2 B SUIR
PRI S — N EBUR RS, RYE R SCIRAR I BCN WS, W RASFIE 5 2%
.

A Post-pre STDP Pre-post STDP 5 200 8 ‘
5 140 b
Cx (L5) _|_ Cx (Lsy—’— 8 150 & { !
syt sETpaaLs o 1204 [ :
[} . bl > :
MSN RMP MSN LU - TV R s NS <A = - .
£ Q100 --F - e
: : 3
20 mv |20 my S 50 % a0 ‘?
50 ms 50 ms E & { '
i o T T t T T 601 -
-80 mV 78 mV o = Y R 200 100 0 100 200 300
Timing of the spike relative to EPSC (At, ms) At(ms)

B 3MSN ¥ 69 sk Bt FAR BT 2.  (A) STDP ERR-SURKRRARLF L T A AR & T 2% Bstar (A A
%M, 42 1Hz T 100 3+ BLxdhlig) Fofi st /s 9 554 LTP fo -LTD (%% A Fino F A, 2005) o (b) STDP (60 A~
Bust R 0.1 Hz, B8k EE LM T) : 25 AW A= KT BTG 5 5 F LTD #= ¢ LTP (i 4 F Pawlak fe Kerr, 2008)
R ERTE, R ARMRR B AR AT R I R A & AR, 12E R T BUR-SCRART By 2% ) .

IXLERI AT 2 (B 22 57, T A2 R ICAF P JE 1, N AV 2 A /& 4
R PESCIRIR I S B AN T8 77, LR R & Fh B2 BV BESCIRAR m 28 . 25—
ANEBEPME R, AFEFSLEEFAFE P STDP J5 Znl LT 8K HA I T 2384k
TEARATIEOL T s AR SEE0 264 v DU R4S R Rl 2 57 . & %6, MHBARY
FhONRACR R PTREA 20, Rl e i B s e . 35—, FlEeR
fl AT oA I AL B LA AR AR B B2 Z IR 2 5 2 (Fino 8 N, 2005), ELALENFIRAA
(Pawlak 1 Kerr, 2008), %24 B2/ MSN B 2RI SCIR Y (Shen 25 N, 2008).
Ak, STDP hBGRAFEI, A E AR 7E R fili5 MSNs HH NS E ALY &
5 (Fino 2% N\, 2005; Pawlak F1 Kerr, 2008)% 4T %} LA ({32 /& (Shen 25 A\, 2008).
BCXT AR AE 0.1 Hz (Pawlak A1 Kerr, 2008)+ 1 Hz (Fino %5 A, 2005)#1 5 Hz (Shen
EEN, 2008)2 81784k . B )E, HARREEN, BSCKRAR STDP (148 S E] 4K
M C M ELR], T GABA #8115 ¥ bk FHLIT(Pawlak F1 Kerr, 2008; Shen 5%
A, 2008)F1 5[] STDP %45 {£1i] GABA B [H1#% [f13:54 (Fino 25 A, 2005). GABA
Aefiinl %, 5 GABA RE[EIfHZ JGAT MSN £ ik, 1ESCIRAR G Jm 38 A B4 F Ak
& 20 H EIME H (Koos F1 Tepper, 1999; Tepper %5, 2004; Venance 25 A, 2004).
Rk, A HEVHE GABA REIRIEEAE B 5 SCHR A g A PE R AR A

TELCRIR 22 0 RY STDP

R R SURAE IS RT 2840, BPSCiRiE i 4o, — B MMIRERE R
SR, WNHTATIR, SCRAREIFHZ ST MSN N PE, JRlid ok B R RS R
FREEfE N5 MSN HLIfMEL R, (R, EAIFE B -SORIARAS B P i e e E A
RAELFAEEATIVER , SCIRAR TR FH 2 oK il B M 15 S IR IR D Ml 4 % R diRE
JE AR A4 H 1) HFS 7] 75 5 REBRRE [R] #1122 70 1) LTP(Suzuki 6 A\, 2001; Bonsi 5 A,



2004). i BFFER, =R SUIRIR RIS Z o0, THBEERT . TRIZR) GABA
ReAl nNOS [H#H£27T, £ STDP FLXT(7E HAR SR, 100 %f 1 Hz 1) 5 Re 8
FE R B AT 880 (1] 4)(Fino 25 A\, 2008, 2009b). BRI GABA A1 4 TR I
t STDP, HA 5 KM 280 5 X AR ) STDP ARG Vi [a] APk . F s
b, 7 GABA Bl ICH, S5 - ALATECAT 75T t-LTD 15 fih 5 - 5 fd J5 Fic
XT1%5 5 t-LTP(J&] 4A).t-LTP A1 t-LTD #K#i T- NMDA 3244 11350 (Fino 55 A\, 2008).
KT NEFERE R 22 o0, FRATUEE 250 43 8 7% (1) STDP: 5% ik Ji5 - 2% fis 71y Fic %f 175
t-LTP F1 t-LTD (t-LTP 5 K Z2%0), 1M Rl FT- 2l 5 B 753 +-LTD(& 4b). A
P2, HEBRRE A #0220 ) M IR S 5 5l 5 - SR Al BT B X 5 75 5 +-LTD 55 t-LTP
FHI(Fino %8 N, 2008). ZjHIZSLIGR M, -LTP {KHi T NMDA SZARI3#GE, M
t-LTD K8 T 20 1 2 & ER A 7 52 44 (glutamate metabotropic receptors , mGluR)
[T (Fino 5 N, 2008). 5% nNOS FRIEJ#1Z 56, STDP & A KRN E B
— AN R AR B ) A A t-LTD 2 EH R fikt 5 - 5% A 7 TBC X (-65<At <Oms) Al B 11>
FAMHT - T A S5 ECRT (0<At<+30ms) JFFE T, T t-LTP J& 56 4t Ja B 5 ik
-2 fish J5 BC % 7 81 (+ 30<At <+65ms)(E 4C)(Fino 2% A\, 2009b). iXJ& STDP )45
— M, X AR R AR AT BV (-LTD) S 1 PRI AL, B G 2 5 —Fh
T R A L AE AR (t-LTP) . 5T nNOS HE#Z 75, STDP K s Sl g A
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B 4:MSN Fo SRR 8] A 22 70 18] STDP 8940 fdd Ftk o (A-C) R SURARE AP 22T STDP 89 R4 Bf 4R (A) B
F R GABA fe A 24 (GABA) , (B) f2sifkimi? 24 (CHOL) #= (C) aNOS A% 4 (NO) o #—AMg 3|
B AV 2 A — AR EZ AF AT, SIDP /e 1/ RAR A FH4E (SEM) AZEAT. (D) FRELUIKRKATY
ZAfd (£) G (&) Bxb (100 & 1Hz BxbRli#k) J& /% £ 69 STDP Rukif MRS 69 AL F A 7. (K% A
Fino % A, 2005. 2008+ 2009b) .

X2 R, FESUIRAR P 2 TOHE Th A7 72 i 25 I 4 A 57 Ceell-specificity )
(1R W P[] A4 8 () 4D) IS 5 K - IX AR A s 57 1% STDP 48 R %% 21178 Bl % 3=
MR N H =R RER #2270 (glycinergic interneurons) {27~ AN [F] STDP B i) 45 i {4
(Tzounopoulos & N\, 2004), fERZJZH, HERLHMIANES 4 SRR HA A E
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(RIS 1) (A6 1 (Markram 28 N, 1997; Egger 28 A, 1999).

ZUIRAR STDP 2 M e i 45 21

B AR SUIR At 22 0 I AL A L [F]Rf4iE /2, STDP B 7E MSNs(90%) i
GABA f£(95%). NHBHAE(86%) A1 nNOS [8] ## 28 IG(90%) F K & 155 5 (Fino 25 A,
2005, 2008, 2009b; Pawlak fl Kerr, 2008).

TESCIRARMZ e, STDP 5 BB 8] 2 30 B 2 A 40 e e ko s |,
MSNs (-30<<At<<30ms) 35 ELPLi% GABA gt (—40<At<<60 ms) . AHBHAE
(—50<At<<60 ms) F nNOS (—65<<At<<65ms) H[A]#Z 70170 45 (Fino &%
N> 2005, 2008, 2009 b). A [F][FISCRAR A #0122 %7 STDP 755 (1) B [8] %t MSNs
Ko EINRE L, XEPREIEAL <-30ms FIAt > +30ms I, [AJ#2 T AR5 52
KHARTSEPE R0, T MSNs A B B R il fe WA Z oM IeAh, [A#H 4 o
MSNs HFLZ B4 52 R AE ANARZ L (recruit)  (Mallet 25 A\, 2005; Fino 25 A,
2008) , IXERE AR BRI MSNs X i3 A .

2% [E F| STDP ¥4 f e 577 DA K SURAAR ] #4148 S0 A MSNs 22 [8] 1) J 30 AH ELAE
H, FAIHEH T ANFE STDP AH A F X SOR At H sz i1 18140 07 (K 5). (53
HERENI, %7 R TR SR %A T 3RS 18R : RAME R STDP 7%

(100 % 1Hz FCATHIED , FEARSIE GABA AEALHAIE 0L T 34T /KB .

AL FE J5 B EC A E MSN HHi% 5 t-LTP, 7F GABA fE Ml nNOS [RI# & 55 S
t-LTD, 7E A5 BE (8] #2870 H 75 5 AR R 20 m] 28 9% (DL t-LTP S 3)( 4D F1 5A).
A, FETALER S, MSNs FRHBHGEE] B 40 A =4 t-LTD, 1 GABA fEfI nNOS
() Jo3 2 A D) e 3 Y 5 STDP 77 [ 56 42 AH & 1 t-LTP(&] 4D 11 5B). [ @i 52 :STDP
(180 200 J A5 S 2 2 G e 52 e SOTR A H TR 200 T B IR AN )l RATT 75 25 [ Uk
A (B ph 22 Jo A MSNs 2 [l (1) /B AH BAE A . anmy plrid, (8] #4265 MSNs 1)
Je A8 ELAE P AR AE 1 R :GABA REFT nNOS [8] J5i #4276 %F MSNs A 15 58 (1 30 1l 1
H s FRATPRAE 25 FE AR fE 8] 0 40 22 T [ % A FH (B 2)

Post-pre B Pre-post

e

7N
/
,\F

Basal ganglia output structures Basal ganglia output structures

B 5: BUR-SURAK STDP a4 Sk ad SOR AR B 09 2 S i Fvm o 1% B SRR 1) A 2 U A» MSNs Z 8] 49 £ -2 % fik A8
EAER, LT A RISOREAYZ LA STDP 48 ZAF A 69 RALAEAL . B4 STDP Ad SRR 69 % vl 72 R AR AT- R ik )5 BL 3t
(A) REMB-RARATHT (B) RARAT-RARG Bt h . (A) RARA- R ARG B, 7257 MSNs Fefeafiat P 14 49
Z AR A B B, R T AP Z 06 GABA fedpdl. Bb, SRR M ERESH LM, (B) HMAE, T
- R Ak Bxt, P AF 2 A3k MSNs 89 GABA #1538 3%, 7 MSNs Fofl2 kbt P 4% 2 6 Rk € F /K. B b,
T SRR i 2R Y. %X, SUKAK STDP K A TR R 69 SOKARAY 208, T A6 W B4R 36 Ao 3R Y SRR i



X T R - SRARHT B R ESCIRAARBC RS f3% 3, MSN SR il 2B (4 1 95 (A F s
# GABA HEAT nNOS A [ 22 Jo i B X FEAR PN 5. b4, PEEREERP £ T
%A AE AR AR FKP Bl ¢LTP B9 g in. Bk, P X LesRfim2oae
SRR FEAE A, SISO RS (BT SAD o M B, SR AT -2 i = B XS )=
B2 R SCIRA AL il 0h], IX 38 3E GABA BT nNOS [H] 4128 o 40| (1) 386 i A0 iE
i (e 18] 4 22 70 % A/ 0 B i s (B 5B) . £ BJTiE, SCIRIR R A4t S
MSNs [ STDP HE[FE1E R, R34 R mlcysi /b SCIR A i o

MR, XN RARM B, A SRRSO P BT A RS 408 15 F STDP |14
St FL b, w R EIEEE 2 uiE it M1 2R % MSNs [IME{ER, R
A RIEFR M4 2RS35 /E I (Acquas A1 DiChiara, 2002). 4k, R
F b J5 -2 fpb AT 515 S T IEBRAE (B 40 £ 0 K 3 t-LTP, {HiF S T t-LTD;
t-LTP 8% t-LTD A AL M T 4R B A0 X% 4 14 (Fino %8 N, 2008). FATIE N %% &
F|, nNOS [A|#P £ TR I — ks 2 1) STDP I AR, RN LE 52 ik i - 5 fi i
o, EATKRE N -LTD MK t-LTP (Fino 25 A\, 2009b). /o, FAlIFHE %
FESUIRAAR P 5 1) a3 58 U il Ry s X 52, 5l an >k B SNe 1) 2 ELZ g A% A (Nicola %5
N, 2000; Costa, 2007). 2R, IXANT7ZA BT BAF A 1X L STDP & Qi ¥y
[FIVER ). IXEeEE IR, IEMAEEAR B 215 B 5 SUIRIAR B 38 G S ) B R AP 42 1
i HH 25 M AR I R R L .

BT SR B R SCHRAR K AT 3 i Hebb 55« B B ALK

AR A

TE 4 HT HTE SRR AT YA PE RO & R, 1E STDP Fromiffty, shiE s ik
K HA T firh ] B () A AR S Y AL SR ) g R 25, DA A HA S Al mT 2Bk SR
A TCIEBN AR R G S EEMERAL, EHZHEN T, B2 SBR FHM.
U, SEISEHRE R, SR AL R s A AN S 5 S I I k] S BT 7 A
— R 5 B EM . RS, TR 2R ™ EPSP 53l A
IARIE AT,  1Hz FRATRIEAS A i 58 BR AL A7 (Staubli F1Ji, 1996); Rl 5 2
WAL PRIE R 5200 LTD [ K/ o X B[R] (1 4385 Artola %5 N, 1990 1 250ms;
Sjostrom %5 N, 2004) CRFEFIE HLAL AR 473 73] 55 0-3 K BN E A BT, 5% LTP

(Artola Z£ N\, 1990) B¢ LTD (Sjoéstrom £ A, 2004) .

H T MSN [ H A #EREME (Calabresi 25 A, 1987; Nisenbaum #1 Wilson, 1995),
B EEINFEA R Gl R AR HLAL, TV B A S AL, X e AR A R
SHAIAER N (Wilson, 1995; Stern 25 A, 1997, 1998; Mahon % A, 2006)(/& 6A).
R, 25 BB BN SCIRRTE B IE B A 2% IR PE T, B NS5 7E MSN R 4L
R b A G A 1) B SOK R e o eAh, BRI ik R A% # 7E MSNs
IR, SRR o 3 A5 2, U T PR SURRAES 38 1 (1995 14 (Carter %5\, 2007). MSNs
R R ERAS — RS R PSS R A, BR85S A B R il ] 24,
X PR B MR 80 R A A AT 4 (SDDP 518 T 2R Ak ¥ sd 4w i) (Fino
2, 2009a)(& 6B, C). KSCIRIE STDP #5507 & 5 Rl URAA STDP AH{BL: 2%
WAL FF LI} [R]AH [ (30ms),  HIWAZAR R, (ARG ERAATIAER F . T AlHT-
SR M J5 BE T (B2 JE RIS 175 I B R B ) F B K sd-LTD, S fith f5 - R it T e
X (R JZ= IR 75 R B0 25 Ak) 32 B35 K sd-LTP 8 sd-LTD. sd-LTP Al sd-LTD
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P& A S MSN MA KA K. &JiRSCIRR SDDP A1 STDP [ ELEER I, R fik
Ja B R AR R PAFE 50U R KRR R B, 1T S i 5 B4 B T S M ) A
[Fa) RIS 1) i 40K i 2 B2 v 2 4 P (Fino 25 N, 2009)(I&] 6). [FIFRE) 324K 5 5z i
ZUIRAA STDP 11 SDDP 1155, K2 sd-LTD 1k #i T CB1-324& )80, 1M sd-LTP
55 NMDA SZAR RIS . X PRI 253 A0 R, BT FHA44-7E MSNs H 1)
PSR M A R A R AL 3R, N AE A AT ) [FIB, EA1RE 8 3E NMDA
S, BT R R R RGBT I A& FR B sh 7R FRA

* EWV/W
20 mv
200 ms
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Timing of the depolarization relative to EPSP (At, ms)

B 6: AR O, BT EBACRMMET R, (A) AARRIEEZTH G mEEFfo— A MSN #9J8 R LR, [
W0 B EFEFH A MSN F il K S E AL, 28 FRB T F4 (%A Mahon 5 A, 2001) o (B) /G&-A#=47-/& SDDP #=
STDP $risl#) 7 H B (XBANEALE AERMENE BILAARE) o (C) ki SDDP = STDP #9 % 4. F ). K
Fa it 8] 5L H o SDDP fe STDP Wi 51 A2 69 Kt A2 R Ak B, AEH BAmk/A B 3. 5 SDDP ALk, STDP 4 %4t
AR, 5 STDP 48k, SDDP % % et g R (110 vs.30ms) TiE$%EK. (&% 8 Fino F A, 2009a)

SDDP iE#] MSN fE%% 78 05 FE R Al J5 R N5 5 5 K2 shf g &, R
X ELTE BN 2 (B R T AR 2 e i et i, AR A G #EY sd-LTD X sd-LTP.
SDDP H] X [ i SCIR AL 1 E 2 Fhgs . Kk, SDDP 51 1 57 5L 3 80K 1)
U EE AR MSN RF - MRS U AN fd 2 R BRUAEL . 52 b, g 5 A 0-3f R 75 K 1) LTP
W AF A B TR S PER I (Xu 28N, 2006) . Ak, 7£ MSNs ', SDDP [ 5|
IV [A] B I A, TR BE S5 STDP 1 &K A=Ak /). SDDP X} STDP
[FIX Fh 5200 2 H T STDP 72 8] 152 21 i BEFR ], Z04E HAL 1B 18] 67 B0 5 1)
A 8 1 B ) AR S E A W B A . 2, SDDP KA @ 1 & st i KA i fie
71, T BE AL, ARG TN B OE AL T .

45k
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Xt B J5t-SUIR A I8 % AN TR QR AR S Ak A 5 ik ] 28 E () 3tk 2 12 PR
B )5 - e A e A S AL BRIy 5 > I Al R S it 1) H b B i — 2. R,
T I T IRSCRAR T BIERIE S, T T fi# MSNs 381 (AR5 & A (5, =%
JESCIRAR ) = 1) S ot ik, #5577 (2 Bk, S-Ftlk, JBEmD JF7e %
B TCAERI ZAEE . BRAh, RUE BJsi i 42 18 R e 1) 2 B N T, 17
TUEFEHATMRNE S, SRRELOIRAR N 3R i i S ml 284, DhAiin 1 A
Bz o B ST A5 B AL AR i RS . AR, STDP N iZAEH 4% (GPe)
o (SNr A1 GPD #Z E#HATIHT (B 1D o f&Ja, EFHEATERNIETT R
PR STDP X B¢ Joit A o i I 2 8 35 (1 F AR S0 o 8 4R A BIF 98 B i B s o 2 (1Y
STDP 1£ BT N IAE L, R R B SR R i R 1 5 > A2 (1 4 i AN SR AL
il R — 2.
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