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Application and aspect of cryo-electron microscopy for

the structural study of membrane proteins
SUN Fei*, WANG Xue

(National Laboratory of Biomacromolecule, Institute of Biophysics, Chinese Academy
of Sciences, Beijing 100101, China)

Abstract: Two three-dimensional cryo-electron microscopic techniques, electron crystallography and single particle
analysis, and their application for the structural study of membrane proteins and membrane complexes in the recent
ten to twenty years were introduced and reviewed. The benefits and drawbacks of those two methods on the
membrane protein structural study were discussed accordingly. Besides, the recent appeared new sample preparation
techniques for cryo-electron microscopic study of membrane proteins, e.g. the amphipol usage, liposome tethered
by 2D crystal of streptavidin and solid-based liposome, were also introduced and discussed. Finally, I gave my
personal aspect of the future development of cryo-electron microscopy on its potential of solving the 3D structure of
membrane proteins.
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JZ W N, AR R A S R E s AT (Protein Data
Bank, PDB) " {7 fif 1 K IR 8 1 o = 4 45 40 Bl
B 2011 427 J1 31 H, 2&AZ) 74 800 &5 1
17, HHEAFRLSMA T A XK=
TIRATR A K 31 = LG A, SRMAEIX 7
EANE AR C L N U =i 3 o AR P ER I
Mz, AR A 2R 41T (Protein Data Bank
of Transmembrane Proteins, PDBTM, http://pdbtm.
enzim.hu)" (411, BB 20114E8 4 H, Hf1
458 NS ELHE B S YRS AT BT, FES R R
WAk ANFERDE G AR GRS L ER S,
2 W8 MoK 2% Trvine 43 B¢ Stephen White 2 #% If) ¢
vh, b 5 A gl ST R & Ry JUAT 29 300 A (http:/
blanco.biomol.uci.edu/mpstruc/listAll/list), & &5 [ [
SERIRIE T A R T IG5 R R A S R A
s I HLAE B BERE LA 25— BN ) Py Bk 4544 7
P e — AR

WA AT IR T B A R X 5
iR ESCIRAH T WROR, A5 H TR AT
1500 AN A (1458 1, 90% Lh F R #E HY X4
LR B . AR, BEAE R L 1 W = e T
FIEEARAEIT 5~10 FFER Uk JE, AR BB R
SRR B A (Rl 2B ARG ) 45k
MBSZNITT IR 255 bk, W AT, 7EAR K
5~10 SE N, ReAEBeRoB 2 I B S5 AT ST kiE
SR B TR SRR TR 5% N TFVA S E I Nl (X1 T NS VS
10~20 FFARAG M HL -1~ 02 Gl B AR A 5 2 1 45 R T 5 v
R, IR e BRI AR ETEAT T 73
Bt SR AR R RETT 10 A T 118

1 KRR FRMEAREN

IR L 7 T Ak — e A R ) IR T2k
P2 il = SRt 5 6 e UK MR SRR A C Sk s N E LVAIS'S
TAEW RSy 7 L A PR A R R, T RLZE L
JERCR A FRIR A CE PR L gk P,
BN & MRC 73 1AW %7 5258 % 1) Aaron Klug
HP2 L2424 David DeRosier Z(#%, fhAl1T 1966
AL Nature bR T — i % TR i1 W s e
HA AL B 1) RSN AR S0, fe T
A7 T B = 4E #5424 (3D reconstruction) 1] — %
MESFE D o MRS, b T RS T IR K
AR R, AT T v 2 R A
AR . R T B AR 57K A
FE b PRI VR T, AR/ 2 AT AT

B, AR E g ok T AR K R e, I
HAE S T AR SRR S A 2 fe ). KA =
o R AR T LIRS 1 2 o) R B DX 3 P 1 i S 5
AT T S A i 7 AR AN Db L () O B . 1984 4F,
Dubochet %5 ¥ % 3 T 58—k 74 A% I oL 7 AR
s R TR A RO B SN AR AR R
RTA T €5 % NN (1l h = AP E 537 7 S SRR T ek b
WA, — TR G T, B AR
L1 30 o — 4 A BR324 AR ) A 0t
o

BRSNS [FRE A, Y AR F - W = 4
FIHARWFAY R = YE GRS XA AR, K
FaT LAy oA #2)iE B K4 (helical reconstruction), 4
L F- /A2 (two dimensional electron crystallography).
FRUSTRE = 4k FEf4) (single particle analysis) il 1~ K =
— #E T4 (electron tomography) 25 PU Rl A [F] (1) 7 7 o
KT XL AR T7 VL LS i 0 Ak = 4 T AL 1 HL AR iR
BN AR, AREALE (CEPEsER) b
T VEAN IR B0 AR SOR ST IR S R AR AR B
SERIRE T IR o

2 BTFRRFERERSEMTR TN

WU R A RS, o] OB R 4E A,
W] LU B dE R AR BB 5T 4R AR AE XY P
WHAFRFRE, 1A Z J7 ) B R A — AL
ANEE PR L R 3 4 A BN
WS AT, AT R AR T A I A G R
JE » AR AT LURR S 2 A 1) L7 b S B R A E o
TERAE T AT SRl AR A7 f5 5wl DA SE Je 30 fe L oA
IR 1% A R T o T R .l
T o R A R OR R AR LA AN FH A B B B
XL R KR 280 = Y T AL JE 3R AS YR AR N
SV g e i NI i TR e S T
Y gt by 1, SKBITIERR N B (5L T A% (protein
electron crystallography). <25 [ i HL 1 i AR 24 1)
HARFER A A7 735, A SCHR AT DA WL [ S Hr
MRC 73 14 ) 2 5206 % Amos %5 1 (1) 30 % Fi Fk 6
VB L AR T AR 20 20 90 AR £k
e U, SeF AR R e AR A KO VE R
P H A b P 15 R W] LAZ2 L Henning Stahlberg Aiff
SXHAE Methods in Enzymology 130 ),

B4, L R EE A — T AR 52 B S5 R
()7 R 2 U5 T PR i A S A R A 3 S5 R S (1)
N FH A AR B 38 DR A P it AR 2 A B o o
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A PRRES, A A K HE ST X R
P = e (T AE 10~100 pm),  AATTIA A JBEHE
I T RAR A AR I — Y IR 85E R B 28 5 T ik
TYE AR (USEAE 100 nm~1 um), Rl 1990 4E
Henderson %5 ™ 2 VR A HL 1 0 MR 4 B R AR HH 40
HUL 28 41 7 JI5 2 11 (bacteriorhodopsin) ] = 4k 45 K4 2.
Jei s NATTRE 6 I FH H - A 2 T S I B 1 11 = 4 &5
FIWFS 783 T 150 7 Henderson 2 Ji5, f1H £
T T R R (1 10 4 R AR KRR (1 T — 4 v
TRRSEIEIT, RIS T — RAIMTF TR, s
BADRBNEAT Sy THREEME, WEAE
Rhodospirillum rubrum {4l Y68 1 ST (1995 42,
8.5 AL TR HES PIRLEE LI (1996 4F, 8 A,
FHAIT S 200 SN R 48 11(1996 47, 8 AL A
YRS /K TE 3 A T (1999 4F, 7.7 A) R4 0 2R R A4
WP IS 55 45 A T IR 5245 7 (2000 4, 20~25 A)M %,
BT i AR S AN, Sl 85 ATk
BT RABEEAN =L, RS £ 90 A0
% 4T J§t Halorhodopsin (1995 4, 7 A)", 4& 44
Rhodo-spirillum rubrum #i G [ (1996 4, 7 A,
RIS 3506 RN 2 48 1T (1998 48, 8 AL i fise
H'-ATPase [¥)FF % (1998 4F, 8 A)™. 41 jfu fiseipk
% 7% 11 Gap Junction (1999 4F, 7.5 A", B {8 ¢
[ % 3z 75 11 NhaA (2000 4, XY J50 7 A, Z J5 1)
14 A il 38 1 GIpF (2000 4, 6.9 AP ¥ i
Na™-K' ATPase (2001 4F, 9.5 A)*, el b 5z 4 ff =
B R 5 44K uroplakins (2001 4F, 12 A)®, kK
JAT B 25 )2 R 11 EmrE (2003 45, 7 A)PY,
H/K™ ATPase (2009 4, 6.5 A)* F1 A\ 20 41 i 9] 25
F ( CIVHCO3") AZ#eitiiiE ( B J i) %1244, antiporter)
(2010 4F, 7.5 A)P0 2k,

I R (1T LT S A2 T VR TR ER 11 (¥ = 4
48 K S50 1 T 19 ) 7 h 2 /K Ol T8 2K (1 (aquaporin,
AQP) &5 RIWF5T. 2000 4F, HUHR K24 Fujiyoshi
PR AT ISR AT TN 20 40 i K T I B G
AQP1 1] 3.8 A [ 4k itk ¥, 5 4E)5, Fujiyoshi
HUFZ S5 5 K 22 18 Walz F1 Harrison #0424 1F 5¢
BT /KB E & AQPO 1 1.9 A 43 HE R 1) — 4k f ik
SER o ARERAR IR T IR U W S5 G 4 1A
VEFR B, 330 2R (170 7 s A4 B R A X 1 T
VB, UF BT FEL Al A2 mT DURR AT IR 2 (1 1 i 20 2R
ghfhy,  If HLA B i T A v ] OB B 7E X 4
8 RS RAT 0 2575 RV ZE IR B R (1 45 M b BT e i
BRI A S00R S TN 25, i)

AR SEIT K IE 8 4 A YR AR AT, T 2009 4F
HRIE T /K IEE B AQP4 1) 2.8 A 4 AR SR,
JE7R T R PRI AGEIE PE T 43 HLEE 7 2010 4,
AW AT 7K B T B 1 AQPO 8 KT AT VA A 2 1k i 45
H NI 2.5 A dik, $oR T IR S RO BEIE A
HAEH

M ET 0 4 i 7 B ARSI I SRS A
JH Y i A2 (K VR RAT 00 R (R R 11 = e 45
ARG g, LA W R LA 51
2.1 BEEAMZHBAEREKRILKEME, RESRE
A9 Z 4 &R 1K 58 n (&l X

JREER 1 AR A A K — A DA IR
HOER R LI R CERN AR A, AR5
e 538 IWEAR 7> T RAEAI N (0 K5 75, R
A IR TR 0 L IR LR, R
Ja BTk (AR BT PRSI
Bio-Beads WY &5 ) K5 1% 1 G v v 1) 295 71 A Bk
FEd e — 2 LI N R BRI RE T, Pl
BRI IRIE, A REIE R e k. H TR
TR USSR RONLERRT STIE H R D, IR AT AR
M YRS AR SR R A A, T
THAEIRZ N M T8)o 8%, iR I 1 bac-
teriorhodopsin., 411 /fil 145 4 Gap Junction. [ it
F B A B AR 11 R 45 44 uroplakins MK 1E 2
F1AQP S8 AT 1, "EAIIAE RIS DL T S A 41 M i
R RN T A AR, X A
LA ik A3 — e dh i . (HJEANE BT I £ 1 4
FATIZPEROTE T, 4k B A IE BRI B K
YRS AT LU AR, AR PEBRE I T I B AR e
E— DRI T B e A RS . AT I
F R R Y ik i b, 2R IR R LR
PNIIRERSRER - STy Y T N /1Y QB
H 1 AQPO [ 4k A RS T LA ) 2~8 pm ™, 1
X R R A R A A B
22 REAZHSBAMNBILIRE S

X R = AR, R SR e
WA (I AT Aot )t ar DU AT 5%,
MRS &5 i A AR REAT TR B R A . SR, 4R dh ik
IR A B A WA B AT R, A
075 2 e R A E R A 7 S OB T 3R 4T 0
8, XA R HOERE I AN B ) B, T HL T 2
FEFEdh, X AEAF o 45 0 2% 1 10 0 ik 1 A AR 45 b
B e 1G . IF NN 2 1% FF Scripps BT 5L BT ] AMI
(Automated Molecular Imaging Group, http://ami.
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scripps.edu) WF514H 85 Kk T —MHLAE TR E 4k
(¥ 4 B R 5 Leginon KR ik ik 2 B, 3
NRGON T Y i1 AR I S e A Rt — 20
IR

JBEE 1 A AT dib R A 2 R A A, X
TR m T R A AME . YR AR 2
AR, A8 T8CE B T B U S 1) SRR 3
() b2 5 KRR RS T, I A 3L Py A
70 e AS HEF A A A, X AEAF L AT Y RE TR
KEAR, TEVEWCEE R 3 R AT s . e 2
RSN, Ptk RE T — kg o e kR
J7ik, TSR B R A 8 e e i,
T HRBAT WA R Y b AR AR I

S E 11 2 i R PRI . S P e B A
PR A% BORMG —dE iR = 4E g5 fE B, 40
B e S A, AEAN RS T WA AT S s
WIENE . b, B YR AR LR b kA A
ST, BRI, O IR R R A 1 A AT
W7 i, 7 B L AR A R RE
PR BURPRS PR AR E R . H AR TR 2
(1) Fujiyoshi #5455l I HL 7 SR AU BE R FH 274 65 71
THEAE AT B O T 3X AN ), DRI AR 22 — 4
i VA TR 15 70 % 20 000 S 2 A A PR S50 2 S04 e B 1)
(¥ = HHTH A 724277 1) JEM-3200FSC #5 (f H
T W MBIRS T Fujiyoshi 4% (1 e vt AR ).

5 8 i N o0 [ P B 651 T o 1SS SRR T 2 a g
HEA S TTITRAAEIRZ, HErkR 7t
# K 2% 1Y) Fujiyoshi 2 #2 1JF 97 41 (http://em.biophys.
kyoto-u.ac.jp/Eng/index.htm) #b, LA 4 118 A 1
i 2% 1) Tom Walz Bt 57 41 (http://walz.med.harvard.
edu/), UItAb, 31 Basel K% [f] Henning Stahlberg
it 9¢ 21 (http://www.c-cina.unibas.ch/) — . 7F M 57 JIK
T AR 1 71 2RI (LFE 4 T TR A
PaAb B ), AT K1 2dx (http://www.2dx.uni-
bas.ch/) & F Hi bt 4 Bl FH T Ak BRI 28 11— 4 &
ATt B0 R B 248k, WS R A R
A S AR A K FMEE T TH e UG R I Sm, A
TR T T U B ) S S R R R RK
()25 TR R 34, 3X 32 B2 R R A T X5 4 i A,
YT A R T DU ST R AR IR XS 1=
&g, SEnHEaL HRIRES .

HL - im RS B T ] UAR B 4 G ARHE i, ]
DLAL PRIRTE S5 A o AR FIBR T RERE T 1 4 b
AL, 75— SRR A T R A R HEZI Y 4T 4

R HAT BRI FRVE IO 54 o T 28 HAT IR g h)
G O ST D I O WRANE i W IS SRR SR s g b
(helical diffraction), X7 5 BE A 4 M v] DL 4%
DSE , Wi 45 K it 1) PR AT ) B oA 48 w] D
SRAFX AT R HIARAL . PRI, 0FT- W8 e &5 M A
T DI S AL it 2 1) A R L = i A B
AP R 7 AR 27 D VR AT R 1 R T 4 A R o e K
A5 ¥l 7 9% 1 SRS AR i i 13 ) = 4E &5 A
fi## §1, Nigel Unwin Fll Yoshinori Fujiyoshi Z(4% & 1F
T 2003 HERAF T L BRI A7 A R A 11 1 B B A
i, SR HL T AN E T IR AT S B AT
TR AN 4 A Sy PR = gegii B,

3 BEN-H#EMRAREREASHARSD
AR

FEAGHR F T A = YE B A B H AN Bk
J Iz WL RO = Y B RO, AR ORE 23 B
(single particle analysis, SPA). %% A T %5&E T
HA A B R0y 5 B S R b —— HR B
SRR 3 HVEIORE i B I 28 385 A L 1k 5
b T PRV RN T, XK ST RO 0
TEPFEAUKES, SN HA RN =445k, H
SETTALIR AR, AT 5 R AR X S kL 7)1
(R RE BER, T PR A 2 o B T 3K e 58 58 T 1)
AV, AR e A e v S v BT gAY T
HARAF LKL 1 (1) = e 4 by, XAV R R
SOBARIAT ), B AWCSE AN IERIR S5 R 7R3
WKL AT e, B0 RURE 2 [ B [ PRSI At o 314
R = YEE R SR I ORI AE, AT R R
T AN R R0 o Ml H B D P AR AT A5 e B v
BT AR ORI L ), XELHE TS5 27 (1R
b ST B, AR Ll L AR e R A
TR AL, XA BN 2 ) R IL I
TiEAE T A S T R TR A AN IR A
it AT - TAR RV PR 08 3 OB . FLAT e
HERFRPE R 23 - FEARRE il . AN BATS BRVE I AR 4
RIRERE i 2%, B0 AN [P RO SR B, AEBE
FR 1) R0 == 2 F Ay AT AN RISV . 5% T UKL 7
Fr PR i BRG] LS B A RS A A (F
PIIEL AR IR e B X LA I T A
FEGFARLEN & B S5 TR N

78 20 20 90 AN, i1 1 RSO H A i e
TR IR O BB IS B RORE 23 BT B R T BUE A
FEAR R, A AR F UKL 23 A BRI IR 2
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(1) = HE4b R TAELL R D, ARG B VLA 251 R ik
i3 (Ryanodine 2244 )(1994 4£, 32 A)®" Myt
k1 2% (haemagglutinin) [ £544 (1999 4F, 10~14 A)PY,
Ja RNATEHANRE], XFTIR 2 8 Bk Jo ik kg 45
mn IR B R I G4, R SURIORL 23 By T i IE AN g gk
PR = e, (AR UR R iR MR 21 H S
BHFHZE GRS SR . Bk, 2
T 21 ALK 10 2R, IR T 2 G
FRORL 4 A SR SO 1 2 A R S M 1 AR, b
Ryanodine 52 {4 5 J& & 3(RyR3) 11 W4 Bl #4 52K &
(2000 4F, JFHCRZA, 34 A KHPRA, 40 AP,
ABC ¥ [ YveC SR — 2275508 B = 2 44
SERY (2002 4, 25 A)Y. I H ATPase (1) 95 Ff i)
% (2002 4, ligand-free, 17 A ; Mg’'/ADP-bound,
17.5 A0 B 1 p97 (BT T KAWL
ATPase [{J A JHE [ 5 2002 4, 23 AP BT A I
ATPase(p97) [t} AMP-PNP 454545 (2003 41, 24 A)®),
R U I 22 52 % — Ik & 118 DPPIV/CD26(2003 45,
14 A RIGHF BHEE 20U ARG AMEFLIE pIV(2003
4, 22 AP AL Eekiik ATP & (2003 4R, 32 A)*,
Ryanodine 5% {4 RyR1 (2005 4, 10.3 A)*, 415 55
RO UALIE VacA (IR 51 e85 2005 4F, 19 A)H,
2} i V-ATPase (2007 4F, 34 A, A U5 5 4 8 55
T Kv2.1 (2008 4F, 25 A W REL: ki fAk ATP
A1l (2008 4F, 24 AYU. WERFERIAR MR T
IZ4LIE TOM 5414 (2008 4, 18 A) K AT H
SR Wza [ %AE4K (2009 4E, 25~33 A)P R
F P L H -ATPase (2009 4, 16.5 A)P 4%,
FIFH FRRURE 3 At D7 iR BB T IR 4 ), LR
il g R S g AN, A LA S, AW
SR Al i 1R 5 B O B A AL R B B R A T
R AR B, 2 )5 FH DR ACK 2 R AR 22, 4R
Jo HCRAE SR VRAE S I S e b, a3 B
Ao AR RIS O, R A R )
W 2 Ab7EF LR LT T . (1) J 2 s i i 2%
T4 7002 WA I, FL B AR I R BEUG T 5t, AAIT BRI
R 1 AR IR o) LU o 3 5 I I P AR TR ) L 5
K R 1 RUE B (1.36 glom’) 5 BB AS UK (¥ 2 2
(~0.93 g/em’) [ 2251, 1 2375 A A7 AR5 15 U
J& R AR, Wi 2757 DDM (N-dodecyl-beta-maltoside)
VIR B H 119 glem® BV, K, DDM iX ey
FIFEAGE T8 A PR BB &g . dhah, 255
VS VRAE IR SL M B (critical micelle concentration, CMC)
2 B (micelle), 31X 5 FI4E R H A8 T

SPEAEG, AT R 1 ORI R . (2) B
A 0 275 A S BRI M R 5Kk 1, A
MAF TAEMALT R BE E GG IKE. 3) BT
LR 1 (R 7 P RN S R BB R g K P o, K
TS5 T B I B, AH R AETR AL R B
BRI R /D . (4) 72 A RO ARST 20 7 R R,
il AE 0 T BB EE IORE i, R (PR S T T
TR B s TR R A XA LG
FAR G BIE AR ARG 2 o BF X s i) 81, AT
5 1 A0 L P e R 8 S 32 88 e FBE, ) D e Bt
BRI R AVE 0 R F VAT et P ] 5
s BN v A T v, ARG AT
R XML R YL T 2395 RPN B B0k 2y
FCAAD ) FL, L K PR T ) R0 A2 R (1 0 e i
PR DL SR B P A 1 PR TS S 48k,
T R0 B (R K B 5 AL PR BB - A8 i I
THEVERE ) T DARRAR AR I A T . SR TR T
UKL 23 AT (R B2 (1R Wb & e R, AR ANAT . 3
R IR 75 7] L2 4 Rubinstein (1) 30 % 5,

I BAURL o0 AT 7 VARSI AR A R S by, SLAR
MUERES B AR R, TR A R LD, R
REMB AR 2 56 AL I g MM . Ik, T4Ek
X7 T S P R % o EE, N E AT T S A A J
WOALEMRTE, T PR IE AT RERS 580 10 A,
XE EZR AT LR LA (1) BEEE F7E 25 i
P X PR BT JG L R A v R, SEUEFRI A
R 7 9243 BT BB £ 4 W R 3 — M B e 2,
MM BELAS T 43 $E R 3 . (2) 595 25 ks Fl 43
PEARBURLAN R, AR B A R — LB AT AT 2 0 R
PR, XA A HRTURL 53 BT HH ORE 7 [ L Jia (00K A >R A
Hioke T ME. s b, BN a bR 1 B Ak,
BRAZREAAL, W RBA RN, H AR
YKy HE R ) S8 R LE R R A . (3) i T B
R TR A 5 (ks s, JLHBEIE & WA 20 F
Witk (M) BRI EE = A4 (M, >200 000), 1 i& &
- SR 43 AT 1) RS R 15 52 A PR EL AR B R R RN 2
A — AR, EEAEGRAS T (R & 75 A
WL RES1. Kook, LERLER (1 Bt i A R
FL, 0 0BS54 A B 5 AR T A 3 114 % e
FNGE 2 Ji I SR 3 BT B AR AT B 2 11 )
ARG PRI = e L F S e A T BER

4 FFERBOREmEIFE R
T BURE 23 AT 12 B AR R R 1R
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AT, AT — S8R R A it 1 2% v,
Amphipol 5 # J7 yE R AR AR 7155

Amphipol & — WSR-S WM GFR, EYIHE
WU k2 R 5 e 25975 700 43 1 Bl A il 25 AR 2
ANRIT 15 R — ok K — Sk SR IR I &k 7 7
P, Amphipol s FKBERIRGY), AR ZM6E,
BRI K AR 5 BB R S MR O e B AR AT A HE
HIAE—i B se Ak ek 5K Xk B i
THEEEY), Amphipol [RIAHXS 731 it — M LL K,
L1 A8-35 J&—7Hh Amphipol, 1 M. 9 000~10 000 ®7,
TE £ VR IR B B, D20 A Ui g 2
mHRG . ASEEAS SRR Tlah
JEEER U R, AT S BUR S A SR EMPTE, XL
TR PRI B 25V AR A3 1 45 T AR IR YRR S e Y
K T BRAL. T Amphipol 5 295 AN, H 5 &
IS AR %, WU Ui 25 Amphipol (9K B2 4
ik, 4% A 5 Amphipol 454 )5, L5 W14k
A RIRE it Ak R [R] w v e B A, PR, TR
H Amphipol A 23574, 5wl DU e /E I f i
oh 255 A BT Y R 1) T SRR S S ) . 2000 4,
Wilkens™ | 1] Amphipol 4t 275 7] LDAO, %K
J AT B4 (7] FOF1-ATPase BEATARI B f%, /15T
T 5 LB 48 B2 B R A A A o TR
Fy HAESRAG =4S R Rl ERE— BB e T T
1% ATPase {4125, 2007 4, 765 T ki /R IF
W S G AR T AL S R o A b, o L R IR
Amphipol A2 f5 5 A ORL LUK 2t 1) 43 A1 5
¥)53, 11 H. Amphipol [ 45 & H A SR %2 A AR 1)
=4y P, & F Amphipol 765 AR 1 A A TTR
P B RORE 23 BT AE 5 (R AR 300 5 5 22 IR oKk
RNV A3 Hr

bk, EEReEREE S, f TR
TR )2 AR IS, MR B ARE,
By — PR 2, 1 H 2595 AR AR TR 5 e
BRI, AATTAR B2 A0 ] LUK IS (1 1 4 B 3 IR o
P by SRS ARG B AT 5 R AR
2005 4, ¥[8 3 Birkbeck k2711 Saibil 7T 20 4
AT T B i 223ake A AT oK 40 P PR 1ML B 2R
FALEE A BIMR TR L, AR AT F BT
T = e AR TR AL e R T AL
T L5, (EEh i 2EnE B4h S T B E
JRALIE R R A (R B AR B

JI JBAAR PR 7 V2 R 8 SR AR A 1 40 MBS R AR
ShR, ARER BEAEAE R . (1) R AR IR

P F B EANRE A i, A5 WIAE F B G gt 2 R
AR ES o MARFURAS 5 78 SRR 50 A
HREANE, IF A T AT e b, AERAL
R R D, X R T H B AR 3 ORL R A5
DXl P 119 2 AT 8 B AR A, AT o s (i
T B ETANE BRI R ). (2) M A
JERUSr 7 J2 1 3 B Bl S (1 0, T A % 22 B ol
Moy 2 0 AR 52— N1 ) . 2008 48,
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