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Abstract: Like human speech, singing of songbirds is sensorimotor learning by tutor and auditory feedback . The de-
velopment and crystallization of singing is depended on the integrity of the song system composed of vocal pathway and an-
terior forebrain pathway. X area in forebrain pathway plays an important role during learning and memory of singing. In
this paper, we reviewed studies on the organization and the function in singing development and crystallization, the synap-
tic plasticity of X area. We also compared learing and memory function of X area to that of mammalian basal ganglia.
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RIALKHE—H, B8 (FEEEFPRE) 1§
BHRESBHTN, REWERSFELATZA
FlzZak, EEKETEHST (tutor) PR (au-
ditory feedback), BTN & HA K E RS HE L
Fngngw] LA T BACIFR MR, IBIEFEZE
BB R BN IE 317 ] i & F B A (Kon-
ishi, 1985; Brainard & Doupe, 2002), BUZELEREIA
REGIEHAXHERLUEKATERFHEL
(critical type) [MAPEMIELE ( Taeniopygia guitata )]
MABR Y (open-type) [ 24%E (Serinus ca-
naria)] P R—FK, WIBRSEEH R b &5 EH
(vocal pathway) F1H(j % i i B¢ (anterior forebrain
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pathway, AFP) @ (B 1), RFEHEkK: RELFE
FHK (HVC) —dH8CREHEZ (RA) ~EREFT
MRS EWETE (nXlts) > (synnx), HEE
BY5%FE1TR; BRRER: HVC>X K (X area)
— R MU MRS (DLM) —H80REEIFTE
HEAZSMUEE (LMAN) —~RA, REESS5KFETT
k, HE RS EEYWEEAMAE (Brainad &
Doupe, 2002; Margoliash, 2002; Mooney et al,
2002), H& IMAN BR A AR X X, ER
BISHAR R ZBE #% (X area—~DLM—LMAN—X area),
ASCRIEFE R X KEWIIEEM IR # R T LA
4,
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A1 eAne iR RS EE (RRE)

(fii B Perkel et al, 2002)
Fig. 1 Schematic sagittal section depicting the song
system of songbird (From Perkel et al, 2002)
HVC: H&RADHE (High vocal center); RA: SR Z
(Robust nucleus of the archistriatum); nXits: EBEE THREZESY
W94 IF B (Tracheosyringeal portion of the hypoglossal nucleus);
nRAm: JG5E# (Nucleus retroambigualis); X: X X (Area X);
DLM: ERN? 5B PIMEE (Dorsolateral medial nucleus of the
thalamus); LMAN: $ 2R (K55 88 E 40 B2 B 5 35 (Lateral
magnocellular nucleus of the anterior neostriatum); LPO: MK
(Lobus parolfactorius ); AVT: %8 FC M X (Area ventralis of
Tsai); Syrinx: M,

1 XERESHALEN

X KA F R & B i 3P 55 A (lobus parolfacto-
rius, LPO) 1, ZHEE. 5 HVC MRA —#, X
KAEAHN __SHMEEN AN S . EREY
B BSATHEBNXK, MHESHXKXKAHE,
BEEFZEHZTEZENMELEE, HXK
RALSHEABHAR, HFEERBL, JLPL
BB MMATHAY LPO K; HHKEAEY, BT X
RAASER, ERSLBEAS 2P (Nordeen et
al, 1987; Li et al, 1992; Nixdorf-Bergweiler,
1996), ZREESHERSHELSE TR, #5R
BEHITARRRE—BN. THX RHERNS
NEPBRE ) HHEAIX (Sohrabji et al, 1990),

X K5 R B3R gl 2 &R R &
T, MREESUREEE, ABEEMELR, B
HEAEYR P ERMEYESL ERE, BF
RGN E R T LR, Hilk, "SaRTH
R X X BERENG IR R SE R o SRR 215 A

4> (Farries & Perkel, 2002; Perkel et al, 2002),

XK#EZ HvC F [ B Z T s, BRe
BMAERAL; RN KE LMAN B EBABL 4
BRE; AAEXRRIRRAPERRH AVT (area
ventralis of Tsai) BtFTE ML EMREZRM (Lewis
et al, 1981), X K % i K BE B Y GABA (7-
aminobutyric acid, ¥ - Z2ET M) RBL 4%, B
AL F LAY DIM X (Luo & Perkel, 1999).

R X RARMETEARIES . B4
DURABELHMAR, A4k 5% BHET
(spiny neuron, SN), KFZEFERALH L T
( “long-lasting afterhyperpolarization” neurons, LA).
fSB R Bt 25 J0 ( “low-threshold spike” cells,
LTS). REKMZIC (fast-spiking neuron, FS) FI
TR K ¥ 4 T (aspiny, fast-firing neuron,
AF), HAmMEsT (SN) E&mE, mHf 43
MWETLHERBE TR SARTFHLE, SHAGEHE
KEAARR, X K5 R WE0r a4 Bt A
MEGIE R BRI L B AL (Farries & Perkel,
2002), FPET 4 BWEIT (SN, LA, LTS, FS)
BAHEISIYLCREMZITTHRE ., BOENTIRE
W, AF ARASREWZITHRRIE, HRS5WH
HYEERMET—H, REREKR, BESXH
HFAHRESE . THARERBOREE, FHRH
GABA REAFEH5TS DIM. X KA, FEKR/IE
SN #% K H HVC. LMAN DAK AVT MfEA, K
AR S5Z X A AY AF JEAR GABA REEK R, 7%h 3
ML X RFEHEZT. SHAMA
A, SEESCRETEARGERILF T X RNH
(A 2) (Farries & Perkel, 2002; Perkel et al,
2002; Reiner et al, 2004), REMH, SHEY
BER~8URE—>E OBk~ LB —H, SEgIE
FGERT I ROE RS P AE S R 2R GABA BEE
BEINHI T R 2T,

2 X XREBEZEMERIEDHER

AR R F2HRAE B B M B R
BB, XAMHBRAE —-EHWEEIES (Kon-
ishi, 1985; Brainard & Doupe, 2002), 7E B HIF
B, ZEAIMERER®, TEGERSHEBRXE
M #ic1z, FRIEEAMR (Konishi, 1985), HVC fE
HEREFDK, BEAFEREHTL, RIHAER
HBARAMXK . ELXELEP, XKL FRAE
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HVC
(Glutamate)

Area X Spiny Neurons
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Area X Pallidal Neurons
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tfm—ok-—oh—oh_ -0

LMAN Projection Neurons
(Glutamate)
A+
RA Projection Neurons
T (Glutamate)

—

To brainstem nuclei

B2 W@ R v Al B A R B LA B R
({5 B Reiner et al, 2004)
Fig. 2 Schematic diagram illustrating the cellular circuitry
of the anterior forebrain pathway of songbird (From
Reiner et al, 2004)
ZFEBAMZFLE 1 (The nomenclature of nuclei seen in Fig. 1),

FHVC MR R, WRHBMEEKALERLER 12
dETERA HVC B X KA HKE, MHAR 30d
il RA WA A HVC IR B 5T, MATBE e siE
HALENE, FiREF¥T. X K&ET RA %
HVC 85T, BER T iZEEA v e E S Hidiz
MR, REARRGMH YR EE ML —
(Konishi, 1985; Li, 2001; Margoliash, 2002), 7E
A T e B g A2 B 2 T T B R B AR A P R
B, 5 1LMAN K#Z&n (R BSHMEREER
N) ARER, X KbAkEHEMLTitEd g
my i ER R B MRS, BT X KA
EE M AN ERICRACIZANA S, TRREHRS
g & 7S SR LR A S AL B T (Solis &

Doupe, 2000), TERREIZZNNI B, MBIEMRMTE
ST, WIBREFZEH BB, MRS A R g
2, &iE (phrase) FH T (syllable) F3).
HFTEAFAE . BOERELL R EWE (repertoire) K/h
HEABEAE, HHEE MR, I0IE % FEHE
EHAFKA 90 d GIERE BE, L4FRFYIE
PEEFRELER, SERRATHRMEEH
e, SHAEEHG X RERES, HYBEHE R,
MIEMT WA E B B, MiEEPETH
FHIWARBE, s, giERG X XHeBREB 5
AT T BRAENS PE e A B B X R, REATERR
B s B, X XXF 0 0E B a] $RAE 49 BRI Y5
R e BRI EENRHIER, RFERBEEE X
Xyigst s, SiErEEESE, BEEPSE
FRFILRETER/NEARE, R ERASE
XEMTFEWFHNOZWEMRTHRE, (Scharff &
Nottebohm, 1991), ZEX} 55 —ff lfn R g SE 19 &
HIEXY (Lonchura striata) ¥4-#Hi45 X XY
RPEHR, RGRIEEGEE T EILHEE
ib, AP RETHHEREZRER, LXUTF
“GE MR, S ARMEBHE, X ‘4B
MREBME G K 20 d 5 XKk, WrEk R 2#
BiETBIRZ (Kobayashi et al, 2001),

X X LMAN #R2Rimbn@E b B E, 4h4E
XK # < % 3 LMAN (K 4/h, W X KXt
IMAN WA B WMEXEE, RN, WEREX
ny &G IE & TS REARAFR. NEEEES
ERGEB TR Bl X KEEEER, B4
LMAN ntRng R, SRR GRER, WiEER
EHETERHNTER, B LMAN FREE
/s Hi45 LMAN &S R S FHER B 7
W, HERGITHEY (TERXERBENETY) #
HERATERMYIES, XHARE X XAHLE
Hik % Z L (Sohrabji et al, 1990; Scharff & Notte-
bohm, 1991), 4345 BAE PRI 24 BB, *F
FEREIEFFEHAS AL E R (Nordeen &
Nordeen , 1993), {H X X 18 4 0] 5| & 1S 18 i 78 45
M, T LMAN BBt ERESE MG EER,
X X B A AT A BT | BINS I8 358 M A H
(Brainard & Doupe, 2000),

3 X[XrySRfmeraatt
X KA EEAREEEAHAME, ZEEN
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HAASERRTHENFS, BrRSEEEEE
REBRBAEHPTRREEEHEH (Soha et al,
1996), TEX R FAFMEEEZE: DI M
D2 HEZE, B 2SAMICREBRT XHHKEZ
PRI Sh R BN S RN : D1 RE 2RI 3 19 38 kb
ZURATYE, T D2 BRI SN PR AT
MFRMEZTRYE, kB AVI BEHESIRER
SIENMAER RS, "TRERRTARLMRX FEE
TSR (Ding & Perkel, 2002),

¥E LMAN X R BETES4E RS KB 358 (long-
term potentiation, LTP), M7E X X FHMLhFHRa]
PAZESS LTP, XXMBmB> A EERERAR X
(Charlotte & Doupe , 2001), 4 B g 548 & {4 fy
b g RO RRE, BARME XKL, &’
HF# HVC/LMAN 3| X K44, TTLATE X K i)
BRI LA —A LTP, INE7EMILEI e DA
BEECREES LTP —#E, X KIKBH LTP /KT
NMDA (N-methyl-D-aspartate, N - i3t - D - X&
HB) ZHMES, RARMITRREEMGAR
S, 20 Hz 3B EHRIEA - 40 mV EARATT LLEKTE
LTP, Hfn T A& T K55 ] 4L ) 7T B8
., SHAIYERELREERES LTP ML,
D1 HEZEZEMES N F X K LTP KiES 4
WE, {H D2 2R AMMR T X X LTP XM
B, mxtFEELsY K2R SCR AR B K LTP
HAEWHBEWE (Silkis, 2000), BLXFBK R0,
X X LTP FZRf/SHLH . X X3K1§ LTP R HAAE#
X, KB LTP WRKERN 47 d. EHAER
40 d 4TS P IRBIH B KEBEM (Long-term
depression, LTD) 3% (Ding & Perkel, 2004),

Rt 8 vh X il FT S B ST B AL T4 B B
HREHEWEREHLAMER T EHRTFHRE
7R T NS B R Akt e B VEAENS VR & T AL BVIAL I A ET R
EEEFEENEH, HRXRB, EHAIYER

B 30K -
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