He# 2k Chinese Journal of Zoology 2015, 50(2): 311 ~ 320

B Sz R B R ARG S TR R

FAKE AT

R HEE R 58 =TT T2 361005

WE: BUERFREEZ R 2 BRI 5, BRI R N 7, R HEs AT G HESh L
SHN 7 W OGRS T SCE SOV E SR R 2 A I 8k . 15 5 e 3 DL AR S R A 46
EIAERIPLE . R, ASERRAG i A% RS W B2 AR (A TSR BT (K BTk

REEW: VERFEIRESZIE; (55 XAfM

FEAKS: Q495  ICERAFIREE: A SCEHS: 0250-3263 (2015) 02-311-10

Nuclear Sex Steroid Receptor Signaling in Amphioxus

FANG Yong-Qiang WENG You-Zhu
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Abstract: Sex steroid receptors belong to the members of the nuclear receptor superfamily that are
ligand-dependent transcription factors which play key roles in the reproductive endocrine in both vertebrates
and invertebrates. The structure and signaling transduction of nuclear sex steroid receptor as well as the

mechanism of receptor and binging ligand interactions in amphioxus are introduced in the paper. At the same

time, this review will provide new information for the evolution of nuclear sex steroid receptor.
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(regulators) , FE[EEE) 2 D AMEFEA B 5o
TEHEBNY), H% 52 AR S50, 52 A4 i 1 0] M
Wz (estrogen) . MEJZE (androgen) . 3%
% (progestogen) « F#f JiZ Jii 2% (glucocorticoid) «
b {7 Bt % (mineralocorticoid ) I FFR I &
(thyroid hormone) HATRFIRMIZERI ). IEAF
>} Escriva 25 (2000) F1 Thornton (2003) %f#%
ARRG KT . WEBER . HERE R4
W, WIS S5WRRA SISy, H
L] 5 K4 Lafont 55 (20070 B4 12 57
(sex steroids) o TV KZEMITARIEAAT

MEZIY, THEIRMIEEI . (sex steroid hormone)
1A HES YRR 5 A FE e ma i L & A s
AEKAUR B DA S HERE AR EASE o M FHE
W, oy n A HEVEROHEE RS, T ARGl
FMERN RS, 420 (progesterone) MIIXTHEME:E
B IR AT FE 2 X (Baker 1997). & T
] 2 3 2% M L2 AR (receptor) FHEA ARG E 1
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RPN PZERE (Yu et al. 2007, Holland
et al. 2008, Putnam et al. 2008) , HH ALK H
fiiJ5 (body plan) FFAEFIEK 41 5 HEB P
L, H 5 i ( Schubert et al. 2006 ,
Garcia-Fernondez et al. 2007) . %1, 13
IERA S, FHESDIE REEAR 2 4. 3
a4 AN FYEEEDR, oA A R E R
[[]J5%) (ortholog) (Holland et al. 2008) , Ff
PLA I AR 3C B e 8 s % S AR AR
F—48HEE (Lecroisey et al. 2012) . A AR
FATTHE TSI TS A PR [ i 3R S HE 2 A
(LA, X EE A E % /& (nuclear hormone
receptors) i 5 BEAL 7 1 T 3R 43 140 731 W K,
RIMAZANE R [ B 2= A5 5 W IR VE 28 1 A
ft.. 401 Thornton (2003) @ik A\ k&G S
[ {5744 (steroid receptor, SR) £x[, ffilA T
MER A G Re ), TR — MRS M RE 2 A4 1
B S M R AW . X, FRATTRT I ek
L2 T RIS B A A A M 3R 2 A
(estrogen receptor, ER) (J77K355 2001), {H
ST R R 8 % AR S AT RE W 45 A ME I
(estradiol, Ex) o BT kLRI, CE a1l
FRAAREL G MM (Paris et al. 2008).
= AR I S A4 R A U R S AR SRR 1) ik
B3, e 0 R 3R A K g HA S 1k
WIRR, dE—EHATH. Hitk, ARZR
B AE T 19 B S0 B A M S8 [ i 3R 2 Ak 1Y) 46
Ry LA S BCAR (R A% AR S5 AR LT,
THIE T A A R AL, 1B BRI [ A AR
S .

1 PR mR KA R4k

1.1 HREREEE

201 40804EAX, Zhang®% (1985) 145G
N RO e il s vk, RILTIE TS E fa
(Branchiostoma belcheri) 1 i 2 b S5 RTRS 8
AR PE R B, EMER . M 2
WE . J5k, Fang®% (1993) HFIFEiLE—
AWFFCR T3 B A S T R R KT S IR R

BAHIME, Ak 0S5 AR S b Sertoli 4
i 0 0 B v S v 4 s A e 9 R R A e
(T77K5% 1991, J77K585 1995). ikt , Mizuta
S (2008) TEBARSAY NI F0IE 2 [ 1 A
SN 235, I C-FRit T 5 W5 S E a5
HAR —RIATI G LK, RIARBCAT RS
FSCPE S [ 1 B8 ) L R S TEAIG . IX S TR
DI, PR EIREECER A E A T2 5
WS EAaPEIR CON SRR ED R B U
TGS BT TORN TR, 05 A A IR I 1 A
P R AR R e i o ME R, ENLARYE
FF I U 2% A 2% 2 () 2R 3P DL AE N
A ME B ) 28 5 Ty e A PE 2 A bk 2 AR
(Sohl et al. 2010, AFE#4E 2012). 71K R 5,
Callard %5 (1984) Ist RIS B A PEIREE
W MR e M A B 3R S B 05 B R IR A AT
Jak, JiKpRAE (2003a) FlFang®s (2005)
P A0 LA 2 R0 U R AC B, RIE T 41 £
FEP45075 FALEE (CYP19) e ih Mk Sk 2
LRGN BB R AN A R eI S 5
ARG (AIESE . FERAIG e TEAR.
JHE B HTHE . 5 BERIET, Castro (2005)
FHfiTf4 (stingray, Dasyatis sabina) CYP19J¥41,
I I BLAST 2 )7 3 $k 18 15 58 B #h 2 BLik 30 5
i (B. floridae) 5EHEFERATH], KIT CE
HCYP19E R K%, & 4 4 Amphi CY P19.
Mizuta%s (2007) K HRT-PCRMRACEJ; %,
M E £ 5 v [ 41 i (4 FP450 (CYP) JEHA,
i3 CYP11A. CYP17HICYP19, £ HX Lo #r
NS B A CYPUAZ IR AR AL m AR~ , 1
it A AL D) e BB A7 5 8 MESh P CYPL1A 58 42 3t
=, PR T CE AT H RS S A HES 1)
AR . T, AR BRI S YR R R B
W)L DRI A1 v A BEASLIN 21 41 e (1, 35 P4S0.. LA Bt
BHEZ, HIX eI A /i B Sk R 20 ) 5 Al
B AL P 2 [ B 2 A5 T R e
1.2 BRI B2 44
TESRRENY), KRS (2001) FISI4NT
S (2001) AT RBENS T, WoRT
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Bl CBMAIENV ~ VI (BIHN KBRS 2001)

Fig.1 Ovary at IV - V stages in amphioxus (From
Fang et al. 2001)
HEBEH AR (ERD S FHYEY) € i 7E 50 B IR (/s x 1200 &
Immunopositive ER receptors were located in the nucleus of oocyte

(arrow, x 120).

e G Q80 K IR MER 3R 2 M TESER 32 4k
(androgen receptor, AR ) Fl 4% % 52 1k
(progestin receptor, PR) s e V. 5Kt —
AHFURIN, ERa 43 A A8/ A B 5 59 Jiz
S AN OE RS A . AR I B B 240 A RN A%
1=, H AR D 08, 78 I AR O BE
A RIS s ERB ez B R 5t e A A 51
i 40 L R S8 O 40 i 5 LA % S 32 O 4 L )
SRREIEE, AR R S B SN . AERE L, MY
Tl 7 R R 5244 (ERou Al ERBD 3552 7 AE K
JRA L WIS IR ORS BEAR R AL i (T 7K
SRAF 2003b) o ZJa XAESLE AL ERa M
ERB SMERER L E AT, AR A2 ] - 60 1 5
FAWHELE P A E #KIA (Fang et al.
20050 o ARJRGT, VRIS B ER 52 A4 A Hl A4
W S R I KR 01, BTG I s A
WS Bl T E 4K (glucocorticoid
GR > . #h B W o® %k
(mineralocorticoid receptor, MR). #4E4% D
Ak (vitamin D receptor) LA A A0 3% IR 57 14

receptor ,

(retinoic acid receptor, RARs)  (Katsu et al.
20100, HAELIEMERE 244k . X2 R SR
[ W2 52 A4 55 HABAZ AR AN R, TE S STEA A
BV =28 (AR« ZE %24k (PR)
Bl B T 25 2 A CGRO FIER B2 T 25 2 A4« (MR)
KA, TR 2R (ERD Bl Y.
41 (Baker 2002) , BTSRRI S MMERER
AR (amphiER) ANgh & ME " F% .,

1.3 XEAMEEZE (ER) AEEH_F
FHE S Paris® (2008) HLEE TSk RBhWI%

]k 2 Bk 3C & £ 5 J5Uah ()8 ME 2 ) L il g

(Petromyzon marinus) #2524k (ER) HI%F
(S TR W X TN WS A ERE T
amphiERFI-L AR #EJH 2 52 /& (lampER) J& T
ERZ] (ER group). LampERAMI4T “Z iy
FHESIYIMER 2 24K (ER) , PN ESRFEm
DNA M ¥ 25 W & JC fF  (estrogen response
element, EREs) &ity, HEEWHME—IE (B
PG AHRCH,  BARARATT R BlamphiER 45 &
EREs, {H'EANGEHS 454 E AR E WA sk 3
B SIGR I, TP ISR FN G 1) ME B A

(ER) FCARLA S 147 IE[E B AT A=, AN
WA (—FEEEE R N T 4G
CEAMERE SR (ERD . 82143 #T (parsimony
analysis) JIT o] FHFIMEBCEE 324K (ER) 7413
B, fHAEMER 2K (BER) ANRERS 45 A iz

(Ep), Jf HiXFhfie JJ7E A HESh )i 2 rh s ik
ik, PRI AN SCHF DARTAR S A0 56 e 1 0 4
Mréi e, BRI AH S0 2 [ W 2 AR 455 ME 7.
WA AR R SC B A ME R 2 AR (ER) ANREZE Sl
TRE (B 7 HETH =R R B A R R AR «
— R S0 E A PRI PR AR T e M AT
W) (Baker 2004) sl ) —Fi LR, BAE

e I R H T 0 (Bryan et al. 2006) . #7T,
Mizutad§ (2008) SEEGUESE T _LibfERE, AbAll
I v RV S AT R MERR (B D AT
SIRMERES, A0 A TR N O A AR [ e 25 2
ABOE AR . 51— Ml Re @il R (B
ARG AESC B AR B EH, (A RE
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PRMERCER 2 A B 1 JFJEAmphIER, A fE
ZAMER R 52 (ER) 1L . Katsu%s (2010)
TEC BT T IR R I RESZ AR, — T2 Ak
SYIHER R AR H R FEYIB. belcheri ER
(BbER) 1, 55— Fi@& i HES W2k B & [R5
Yoo N TR« AER N BT ER (cortical
hormone) AZ{A[B. belcheriSR (BbSR) ], F#fi
ABbSR ) 73 D RE RN T MESh DI MET 3 =%
& (ERD, TfiBbER . xf MEW R A UK. 5
MR T ME R (By) 455 L i
#Z%2A (ER) FISCE MM E 2K (ER) 15
ARARES 25 FATF I, RIS S A B2 R
LR R AR (ER) I8 2 RE LR ME 17
(Bo) B A A, RIS s BERC A,
MEZIE (B AR EmlEREZ 4 (ER)
TEIZKAR, X3 B S E 32 & (AmphiER)
KR U I ARRE R e 2 X E —RE (Ey) MI4h &
Bt (Paris et al. 2008). FriEH NIAK LS
MEB 2 (ER) nlfigmh e —Fh L2 44, Rl
{30 BB AR (BER) ALk, |
52 86 MMM ERAIE 5 R P %€ (Bick et
al. 2011)

2 ZMERERESZ4K (nuclear receptors,
NRs) f4h#g &1k

2.1 HMHREREZAE (NRs) REMATIEE
Schubert®§ (2008) H 53 2 k%52 A K
G ARG R R A 4438, I 3N K%,
PER[EEE 2K (NRs) JENRIW KR4, A4
WHKEHA B O R4, a0 bk ST E a8 g
ZA (SR AL MER R 52k (ERD RIMERL R
ZAR-MIFe3Z 44 (ERR)  (Horard et al. 2004,
Bardet et al. 2005, Paris et al. 2008) . 3 B fait%
PER R EESZ A (NRs) 2 [ DISEER 45 4 A
ik, HSASFEDhREIERAL % (E2) (Lecroisey et
al. 2012) o N-ZJE5m A/BIR KK/ NP 1) 2 ]
B, CHlkm RS, WHDNAS & 1
(DNA-binding domain, DBD) , DA+
AJARERAEIX. (flexible hinge) , Bl &5 {55y,

ALFGEC A 45 51K (ligand binding domain, LBD)
MICRILHFIL,  FHK /N1 2 A A2,
EIFARAE P AT B 2R RE 5248 (NRs) #BAFAE -
P27 (R 5 Sk s PSS 0 A i CRIE AL 1
AF-1MAF-2) XA E . Biksi 518 (LBD)
PURRF SRR MR CR I, Fe e e
W2 W7 (Olefsky 2001) , (HEL AL, A1k (LBD)
TR PELUDNASE &3 (DBD) BE28, HEUJEAR
Uity 3k AN R ST R AF-1 AR AN E A4 A7
1, HARAF-1IR s A AR SS, H e P[]
IR AF-27EES ™ AR T iR R . %
PRS2 48 (NRs) LhRe, H5HBOGY
RV BE A4 1) A T A O T A 1 2 il 7 2 4
(NRs) HEiG 8 ie e, i nf A A R
K 7 Cactivators) FFHAI4) (repressors)
P TR) DIy R 41 ke DXL AR TG A PR A7 A B 2R
(Bastien et al. 2004, Germain et al. 2006b) -
R Z WA, AR B 2 AR R 3 g
DNA, FAE N — JARRAH S VR BRI 525 44
FHIAL PES [ 524K (NRs) Hskifsh. 7Eid

Thfighk
Domains a/g C D E F
N-ter—( DBD ()—| LBD G- C-ter
AF-1 AF-2

B2 #hRERZAEARKSEH
({5 Lecroisey et al. 2012)
Fig. 2 The structure of sex steroid receptor protein
(Modeled from Lecroisey et al. 2012)

N-ter. N-ZJE3i; C-ter. C-¥Jk3ii; DBD. DNA%ZL#4d; LBD. it
RGEEIR; AF-1. HOoRBOEIN 715 AF-2. Beeliiliin 12,
Composed of five different domains: the N-terminal A/B domain is
variable in size and sequence, the C domain is highly conserved and
contains the DNA-binding domain (DBD), the D domain corresponds
to a flexible hinge region, the E domain is moderately conserved and
contains the ligand binding domain (LBD) and the C-terminal F
domain, which is variable in size and sequence. Arrows indicate the
positions of the two protein regions mediating the activation of

transcription (activation factor AF-1 and AF-2).
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AAFAEIY,  PRBHAN 555 25 UL R OE )
HE Y ZEEE F B AL O .
2.2 HEMERTE BERZARKIAL

¥ % AR AE ¥ 5% 154 (transcriptional
regulators) 25 ) 2 AR, OFEKE .
91 43 A AR N B B RS 8 (Germain et al.
2006b) o HRAEIZSZAREG GHCARRE ST, BIX 73 H
PPN EI S AR S AR R AE-Bo AR 2 A, I
FANILZAR (orphan receptors) o HI#E ML
Mk, WA (RARD « HURIR
W4k (thyroid hormone receptor, TR) . Mff
WA (ER) FIRREEEZ A (SR) , A
L2 AR AR LB, 0T N DR R4 A LR TR
(RA) XHLHIRSZ & (RAR) , HUIRMRIE E (HI
ST IR 2R, T3 )% HUR IR 3R 2 A& (TR),
MEER (17B-Ey) XTHEHERZ4 (ER) , ik
WOEE S BB TS 3 R BT A A 4R A
W] 2% [ Bg 52 /& CSR ) F i [H] ¥ 3 A
(Dahlman-Wright et al. 2006, Flamant et al.
2006, Germain et al. 2006a, Lu et al. 2006) -
S A0 S [ B 52 AR ik 5 DNA B RR IR A RS
GG WIS . KRG KA TR,
AR BE A28 (NRs) £F R LSRG H )
W) B AR Ok LR S D 3 )k R
(Bertrand et al. 2011) . Escriva®s (1997) &
DUHEB 2K (ARD « MEE 24K (ERD
Bz iR 2k (GR) FIZ iz 524k (PR)
HAETERE 1 1 SR 4 . J5 2K, Thornton (2001)
MGG v % T MERER . AR ER R R
AR, X e gl PP 2 IR S ]
AR TR ) B2 A B 52 AR R Gk A
LRSI A BT R B, HE R S AR I
ZAR T, RGNS AR IR
R B2 AR, R UOE — B 2 B 24k (ER)
(AL JEHLA (Baker 2002) o [AIA, JX4EszE
B IR T RMEEZ AR IAE G Q3. AR
A, SCEMNRIW G,  FaR APz 4400
FIWRAAAE T IR A8, B 5 3P s b
W), SRR H ET R 1k, 3R R 2R (MR

Bl R R AR (GR) 22354k (PR) I
MR AR (AR URIAEBHESIY) . RGEK
TR RN, A8 A S X PR G HES)
WA AR, ARG E R A S 52
AFAEN o d5dlE, 5 B IS R A ol B
333244 (Howard-Ashby et al. 2006) , 1]
S XML AR BAT R IRz k. A MHESIY) R
RV A R W A E 2 B2
(Campbell et al. 2004) . JFHESYI LA )
2 [ i B2 Aok B AR S MR 2 44 (ERD
HBF R I RS A E — W% (Thornton et al.
2003, Kajiwara et al. 2006, Keay et al. 2006,
Matsumoto et al. 2007) o A IBEFAZPESS A iE 7
AR, TR L TR A R GG R HES )&
fife i3 M1 G A ME S ) b AT R B0 SCE Ok
Y, X2 RO GRS FI S Bt AR R sk
kb T A (Delsuc et al. 2006, Marlétaz
etal. 2006, Schubert et al. 2006) . b4k, LE
10 IRTEAS G576 UL KRS R A 25 44 LE R R sh e Ak
%/ (Schubert et al. 2006) . WIHLEE R A
TEARASIN , MRS 4)) HLUAR Sy 1A TR A A AN [R],
B AN N 2 KB Y) (Holland et al
2003) , M H 2R s 5k R 412 ok 3L
(Delsuc et al. 2006) & 22 B f#hox & K 1) (Tkuta
etal. 2005) . {EBIEHEE (Ciona intestinalis)
B RIS R AL P 51 38 B A e 2 248 (ERD
(Dehal et al. 2002, Howard-Ashby et al. 2006),
FE3C S B EE R A P AT — PR 524K (ERD
(Holland et al. 2008) . 24412k HITGHHME
VNI TR, MR A (ER) AR &
MW, [HUE, Paris?E (2008) WAL GHER
XA (ER) AEMEZFER2 4K, MaGMER
MIfe 1R e Ja R AL A3 ). BIRAT I, TG
BHESHY) S R BN HAT RN B 2 AR5 5 &R
4, JFSEMESIM ARG, R, LR
L E AT HES A R rp, AT
[T R o A% M 288 T T 2 A R 2K 1] e ) e gk A
(A BRABE A, i LS 5 A R A P A ]
ZAA (NR) JEAHRA i 5 1) S T Y
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3 MR SZ A AL

1% 52 A it e e TR Y I AR 15 5 16 2 Th e
Mo 3 BLAE I LHIROY 40 e o0 A, 7ERCAAR Sk
ZI A AR . N ERRYED T, WA
PR WO 0 gt N, SRR g G
SERAENRT 1 B2 R sldifiurz (11 2Rx
AR o B3 R B A M S I e g 2 AR A
ORI ROAZ R VE FHAL . SR, S ]
ARG G R, KA 1 2R E A AR
. 5 H (heat shock protein, HSP), &/ 7EM,
1 1T B ZARAS B A HSP, Sty [ 24k

R, EALAENAZ . R BORR I A 1 NS 41
PR, fEMs, WES 1 B2 R4
f£ DNA 454718 (DBD) slCiA4S 473k (LBD)
TR e A AR T, SO VIR v B A
o2k DNA 456k (Pratt et al.
1997), 54, TR IR — R4, SR )5 i hr (3
iz HEANMEZ. %N E DNA Fim)7
GBI R N 2 70t (hormone response element,
HREs) &4, X ASHLH 8 AR A B XB0E
(transactivation) . )&, ZS2ARVE FHHLEIK
TR, ALHE T AU I B P ARG B

B3 it JREmE 2 A AR AL
Fig. 3 Mechanism of nuclear sex steroid receptor action
PR B SR T RS2 Ak (NRD (PR FIALE: BGRIEARLS, 5 NR/HSP B4 AARHAEH, R HSP ## 8, 2 RUMEH, Bk
NR “25Rfk, RIETHAMME. 762N 5 DNA KR P A RIBER M et (HREs) iy, IXAMEZ/K DNA SRR SHE AR & 1,
PR HE BT DCHEIE R 5k mRNA,  FRE BRI, B e an i Ih g

This figure depicts the mechanism of a class [ nuclear receptor (NR) that is located in the cytosol. Hormone binding to the NR triggers

dissociation of heat shock proteins (HSP), dimerization, and translocation to the nucleus, where the NR binds to a specific sequence of DNA

known as a hormone response element (HRE). The nuclear receptor DNA complex in turn recruits other proteins that are responsible for

transcription of downstream DNA into mRNA, which is eventually translated into protein, resulting in a change in cell function.

NR. #%524k; HSP. ¥Rt d; HRE. #EFENE T

NR. Nuclear receptor; HSP. Heat shock protein; HRE. Hormone response element.
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[ BA% S AARLHESC B AL 52K NR3 B 1, i
WS MECEE 2R 2 S2 AR IO S otk
M. 2k DNA S5 IR S A
H, W& E (coregulators) {EiEEk
FHIAHOCHERE R 55 mRNALMRYE 45 G,
oK [ BEOR R R OB B A TR
(coactivators) & HEAK, BRI TR
BosE RS OCEENEN . MBOEY LIt 1E
RS (adaptors) 7EA5 il i AL a6 e s B
% (Edwards 2000). Shibata %5 (1997) £S5
AR R D RE TR R, BRI
ARG 1 (steroid receptor coactivator-1,
SRC-1), EX T2 [ W 3R S B KR VF 22 1
GUE— PR . SRC-1 I W AE4LER A &4
WAL F5 1 (histone acetyltransferase, HAT) 7%
P, @r 55 —M4AEA LB
p300/CBP- #H X Bl -1- ( p300/CBP-associated
factor, PCAF) MTAEH] . M EABOR A,y
SEJR BN TINZ i SRC-1 il PCAF [¥) ZIEALAE
M, FEBCA S K 2R g &, HpLT S
Tt [ S AR FAH G S V) O, 3
o £ € WU S 4G 2 & & (stable preinitiation
complex) [T, AT 04 Al i 4 £ 5
AR H IR 2 JE R % 5% (Spencer et al. 1997)

11 A% 52 A A = Y 5K, 9] AR v 1 2
KM TEEE X 524K (retinoid X receptor) A HUIR
iR %524k (TR) (Klinge etal. 1997) . 1%
RN, AERAARLE SRS S 5
AMPIARZZARTE B - — AR (GEH 5 RXR)

35 DNA 4G, fefifhuh= i, 11 AZ 2k
T S5 PHAIY) (corepressor) K & A4
TC A 55 K% 32 AR &5 5 S B BT ) A 20 R S 4
BOEWEE. 55— MEOMEHE RNA RBEH,

VEHI 255453 NR/DNA & & 5 5% DNA J1H
i RNA. SR, W 3L ] R A4 fid e 3% 80
LARE G| L Z A% (conformation) HIAZAL,
fil Rk K& TR AF, DNA $:3%24 RNA Flig G
HEAN, SRR L.

4 JRHE

TCAMESHYIATAE M [ R R 2 ik, EAT]
(1 ) RERE AL B8 BN e i B 1 28 [ B2 2 A A 5
FSRRMNRG R KRB R
[l B2 57 AR S AH D53 P A2, e+ 2
TR, R T kRN A AR
[ BEZ ARG 5 RE S B M) RGMAH N
WO RRR R, SCE AU I s B iES)
WIS YR ) T AR, R A I I I 1 A2 A
R[] i D) B A R AR, B A d e
ETHERNYPIIAEED (Yu et al. 2007,
Putnam et al. 2008) . H./K, AZERMEHE T 0T
K2 AR A5 R D REAE by BE DRI 0k (1 = 22 1 3
IEFTIANIR o 45 AR 2 AR A 5 8 sk B A
T2 T ML S Bt e o R T A%
P S [ P33 2% B2 A 1) A 1 TR ER 5 1 FH 22 T
RESR B, MECEE S A R M SIS I i 52 A v e
W, M EE LA A, BeE A
1 52 PR R 2= 5244, RIS, BT TS0 Efa
WMEB R 2 ARANBE 25 B E R I N R SRR 5 =,
TR B R 5 R A o il 3R S AR A 5 (R N
WAHLHI 3505, AT EA X T Al OR DR 1)
6 NSRRI LA EEDIR, (HIX a7 f4ofl]
W SR Y) o FHLEIIANTE 2, At —2
W b, SERELPERME R Z /A& (NRs) i
FIRRGER LT ER, KA JGEYH IR
ZH BN NRs v] 50 AN S5, AEREN K
&M, NRs @4l 2 AH, CEMATT
A 33 /N NR R, b 32 AN S0 Atk
AP s e, o 3 MR, HAZbESs
[ B2 52 A4 )8 NR3 WK%, K WISCE f NR HS
JERFN NR-AAGT 5 AL I 2 R S HL R 2k

Z % X W
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