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Advances in tetravirus research

YI Fu-Ming, ZHANG Jia-Min, LIU Chuan-Feng, HU Yuan-Yang" ( Laboratory of Insect Virology, College of Life
Sciences, Wuhan University, Wuhan 430072, China)

Abstract: The family Tetraviridae is comprised of ( + ) ssRNA viruses and divided into the Nudaurelia B-like viruses
and Nudaurelia w-like viruses. The viruses of these two genera have different genomic organization. The B-like viruses
have monopartite genomes and use a subgenomic RNA to express the structural protein, while the B-like viruses have
bipartite genomes composed of two unique RNA molecules; which encode the replicases and the structural proteins,
respectively. There is a tRNA-like structure on the 3’-termini of the tetravirus genomic RNAs. The coat proteins of the w-
like viruses show 66% — 86% amino acid sequence identitiess while the overall homologies between the coat proteins of
the B-like viruses are much lower. When the coat protein ORFs of tetraviruses are expressed in insect cells, they are all
able to form virus-like particles. The paper also reviewed advances on replication mechanism of tetrviruses and the
evolutionary relationship among tetraviruses and others.
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7N Jei R B 25 27 73 R 2 01 o3 JOIE WAR Rk w FER @ virus, NwV)(Murphy er al ., 1995). T4 Ji 2R H i
B 8 ( Nudaurelia w-like virus genus) , J 75 5 KT 41 4 XU A5 12 B A e IR RE AT 10 i AR 23 28 1) m) g
73T HBE RNA, L RNAL K/M2T 5.5 kb, RNA2 K HIBRERCE 1.
N 2.5 Kby AR AR KIK w 3R C Nudaurelia
x1 4FRERHRR
Table 1 Members of the family Tetraviridae

IR A TR 45 1 L I EEBEN
Virus name Acronym Family of host Geographical location References
FARIE o FE 75 R
Genus: Nudaurelia w-like viruses
FARIE o Wi 5E PN (R[S
Nudaurelia capensis  virus NoV Saturniidae South Africa Hendry et al ., 1985
FAZE I T4 T il i et P .
Dendrolimus punctatus tetravirus DpTV Lasiocampidae China Yi et al.» 2005
23 45905 B gk F WA H
ﬁ%'tﬂjéiﬁﬁ% . HaSV &ﬂ&ﬂ‘ {B&}\?T‘J]E Hanzlik et al.» 1993
Helicoverpa armigera stunt virus Noctuidae Australia
FARI B FE7E B
Genus: Nudaurelia 3-like viruses
FARIE B TF KA ZE[S
Nudaurelia capensis {3 virus N3V Saturniidae South Africa Juckes, 1970, 1979
A ==y = bR N |
B - AeV 7(?1%@(“— {B&jﬁfﬂﬂz Grace and Mercer, 1965
Antheraea eucalypti virus Saturniidae Australia
TR ) i 9 1)
M m&ﬁﬁ DtV ﬁﬂlﬁiﬂ' Eﬁ;ﬁlﬂlﬂ Reinganum et al ., 1978
Darna trima virus Limacodidae Malaysia
BRI B DpV HIR ok Greenwood and Moore, 1981a,
Dasychira pudibunda virus Lymantriidae UK 1981b
BRR A 7 RAHF EAE .
Philosamia cynthia X ricini virus Pxv Saturniidae UK Reinganum et al ., 1978
KE R 2 ! BOF ESE
Pseudoplusia includens virus v Noctuidae United States Chao and Young, 1983
W2 UG i B RHfyE kM
5| 3 .
Providence virus Py Not determined United States Pringle et al ., 2003
Dk o R s 2 et R4 .
Thosea asigna virus Tav Limacodidae Malaysia Reinganum et al . 1978
A SR B eNE| .
Trichoplusia ni virus nv Noctuidae United States Moris et al . 1979
A RE L
Unassigned possible members
2 s 7l sl B
%Hﬁ%mﬁﬂﬁ o . AaV 9@@6 ﬂ’ KT Greenwood and Moore, 1982
Acherontia atropas virus Sphingidae Canary Islands
o ittt 5 s it i A %
H]Mﬁ ﬁékﬂﬁj i AvV AR . lﬂﬂ%é Greenwood and Moore, 1982
Agraulis vanillae virus Nymphalidae Argentina
KTk B e . AT YL H .
Callimorpha quadripuntata virus CaV Arctiidae UK Greenwood and Moore, 1982
% L i 5 8 3
yﬁﬁm&ﬂﬁﬁ . EmV Vim&ﬂ' %”E%?)LWE Greenwood and Moore, 1982
Eucocytis meeki virus Noctuidae Papua New Guinea
S 2 DEIER} R ./ [ .
Euploea corea virus FieV Danaidae Australia/ Germany Greenwood and Moore, 1982
T Ui 1 . T g He[H] .
Hypocritae jacobeae virus HV Arctiidae UK Greenwood and Moore: 1982
== ) == = b | ! 5
&Mﬁﬂ L LnV EH@UH R B LA ﬂE Greenwood and Moore, 1982
Lymantria ninayi virus Lymantriidae Papua New Guinea
FA R & 95 2 R IRt ZElE
Nudaurelia € virus NeV Saturniidae South Africa Juckes, 1970, 1979
A= o b e ji
fﬁﬂ‘}kﬁﬁa L SpV fﬁﬂ&ﬂ» R Greenwood and Moore, 1982
Saturnia pavonia virus Saturniidae UK
B ol o 2 ifil| gk Al Ik H
FSaR ISR SnV LR B Greenwood and Moore, 1982

Setora nitens virus Limacodidae Pakistan
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2 T4REEEBEY

2.1 X PHFENEREALEN

PaAR I, 564 A Rk B R 22 A 1 Al
B NBV(Gordon et al ., 1999). 34+, B ik f il i 7
E:( Thosea asigna virus, TaV) M5 Z' 4E & 7 il 7
(Providence virus, PrV) 3 K21 (1) 5 $ 845 43 2 1 )7
FICAHE (Pringle et al.» 1999, 2003: Gorbalenya
et al > 2002) . IXEERTAEILRIALN T, AT
JB B BEHE Copen reading frame, ORF) A4 H &, 5'
S 2 5 S T A 1 T 5 ) A R R TR D A 37
S LMK 2.5 kb IOTEIE 1 RNA BEATRIX
(B 1. NgV B2 6 625 bp, 57 % 2 5 52 il
Ml ) T T ) T2 ME S 06 %% 5 462 1 55 93 ~ 25 95 [ k%
TR, fd— N5 1925 MREFER M E A B 70 1
LN 216 kDo 1% HIGE H DI RE X HRFIIF A
5 S 21 3" 5 73 Gl i R R RS g A e A RNA 2R &
BFCRARpY .« A2 37 S f4 &5 F 2 1 ik A B 52 1 il
WA 1 827 MEAFIR &, gih— D 612 NI

PRARIEI BT, 73 8290 66 kDo 1% H 1 BTN 7%
AT, 230 Asn536/Gly537 A s V) 1 7= A 4y 1
50 %9 58 kD AT 8.0 kD 9 2 A5 R H LG
Csubunit). TaV F1 PrV 2% K20 4549 5 NV AHALL,
HILFedr RIS 5 NRV AN A R4 37 i T
TR ) A 2 B 1 A4 £ Tt 2 R B TR
R/NPRR 58 8 M e Ab, 3 7 AL — b D BER S 1
ARG . TR IR 1 DRI R R
DI /AT — Ak AR R T AE S
GXEXNPGP, Rl iZ A s DI ) B2 B 4 11 5T B 3k
JKAAEH] 2A72B VIE] (Donnelly et al ., 2001; Pringle et
al ., 2003); 55 2 X VIE 5 NV 7e 8 1 H A 1 D) )
BUHIZRACL, 46 7 21 ¢ J5 V) %1 Cpost-assembly cleavage) »
SUR Prv V) EIAL s AR T 84K, Asn/Gly 2220
Asn/Phe ( Pringle et al ., 1999, 2001, 2003). Ji4F,
TaV S H 1 RNA SR& 862 T 2 8 A b i),
H 20 52 5 358 Cpalm subdomain) ) A B #1 C
HJF Cmotif) KA T A EB LA, HH 48 LAY A-B-C 2R K
T C-A-B (Gorbalenya et al ., 2002).

R ] | == | e
[ AN RNA
TaV
sgRNA
%/ R SRNA
NBV
sgRNA
1 kb 2kb 3kb 4 kb 5kb 6 kb
1 | 1 1 | |
s B0 A RNA RAH *  2Adike
— smmotE Bl REEATRT AREAVSET || FRMIEAEORF)

K1 FARE B FEREERE 20 45 (7 Gorbalenya et al . » 2002)

Fig. 1
2.2 MR o HHREMNEEBLEY

AT 2 58 IORA Rk o PRI TS A 3 Al (R
1), A 88 HUWR 4 99 B ( Helicoverpa armigera stunt
virus, HaSV) FIAA & 1 T4 5 5 ( Dendrolimus punctatus
tetravirus, DpTV) I 45 K 414> 7 41 LL K NV 1#] RNA2
741 424 % ( Agrawal and Johnson, 1992; Gordon et
al .» 1995; Hanzlik et al ., 1995;Yi et al ., 2005). X
3 P 2 A5 05 7 RNA ZE 41, RNAT AT A
K TF I BEAE , G fish 7 5~ 529 0 180 kD &2 1l I
S, BN T HEPNT A 5 5 2 3755 73 53 & FH Ak

Genome structure of Nudaurelia (-like viruses ( Adapted from Gorbalenya et al ., 2002)

R R ER AN RNA A5 HF. RNA2 5 2 M54
15 PR AR 1) T 5 5] A, 43 3] & B 5 2 1 i 4R N
— Mo rEAM 17 kD PR E A (P17 (B 2.
P17 F 1 Pro (P)Glu (E)~Ser (S) F1 Thr (T) 4 Ff
IR T 7515 39% ~ 49% » 4t —F PEST & [,
Hhfe HAT M ANE 2. X HaSV 7EFE 4 Js 2 o A
(LA 3R B, P17 B2 1 B AT W 15 T Rg, 760
RNA Sk F2 7, B RNAT A1 RNA2 XJ 52 il B (1)
364 (Hanzlik and Gordon, 1997). 734h P17 & 13
IRIAE K AT B PR B T 20K I RE % T WS 1 TR IR IR
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4589, A, Hanzlik 55 (1995 4% 8 I v B3 5
R0 EE b (A% B a AL DhBe . S5 R R B
FEIW B 50 5 VAT AR — A, FA R o FFE9 28 1) 2 B
HUAR AR ZE AT — IR UIE = A 2y 550 8 60 kD A
7.0 kD ¥ 2 Fhod i W 0T, JF HX 3 Fia Rk o

FER B DIEIL 5 5 PV — FEHSJE £E Asn/Phe {0 5
RIVIE . WFFUR IR PP DI E T4 3 5 KL 5 AT
W75 ) C Agrawal and Johnson, 1995: Canady et al .,
2000: Pringle et al ., 2001: Taylor et al ., 2002)-

o0 HEA Y
) B NN+ RNAI
1 kb 2 kb 3 kb 4 kb 5 kb
i 1 ] 1 ]
L RNA2
1kb 2 kb
J 1
WG oy Wi N rvamAE  — mEAKE)

Bl <xzaunx

NEEE TR

[ ] s ore)

Bl 2 FaRk o FEREEIERIZL S50 (1 Gorbalenya et al., 2002)
Fig. 2 Genome structure of Nudaurelia w-like viruses ( Adapted from Gorbalenya et al ., 2002)

AU HES W) IEHE RNA 3 75 1) 52 00 Mg #4855 A
R R 1 1 HE 7 Cootif ) FH B 75 I % R B2 B X
(hinge domain) , &LRA X RNA & il £ 2R 45 11 fig
HEAT B3N, B By 5 BN I D) e 2 F (Koonin
et al.» 1992; Strauss and Strauss, 1994). - CL4
FRi) T4 e R WIZR M BRI E A B AT X 2
T 85k, PRI T 05 75 0 A2 7 £ 1 2 15 REREAT A o
LA BN TR DR E A H AT AN 2 .

3 T4TREEFHEEF

H T FH R i b (19 2 IR 41 RNA 1 R #R %, W
AEM NBV G Bt 3 RNA O %43 —Fh 5%
AL A 41 RNA AH R B 1) XUEE RNA & il 18] 4
(replicative intermediate), T % A & ¥ 5 W & [K 41
RNA AHXF R 1 o A4, Du Plessis 55 (1991) W\ NRV
(FIFEPRI 21 RNA S WV FE R 2 RNA 43 DL 5¢ 1) 7 %
RNA 1E A BAREAT S 6. {H /2, Pringle %5 (2003) 4
75 PrV G B 40 o A B T 5 JENV S DR AL AR RS .
EE RNA, FT LN A PV 5 25 459 8 (flock house
virus, FHV)—#F, HP LD 20 w] s b A7 &2 461, 9f 5
AATT I A I 1% 995 B KL BRI 21 RNA 114 1 s 35 s T
W REFER 4] RNA (A . R AA KUk B B 75 1)
BEPIZA S AT RE LB 2 .

FARIE w FEIHBEHE K 41 RNAT AT RNA2 187471
—EUPEAEEAR, BIUEIX 2 B RNA A g2 il A Bl
fiE RNA A il X 52 B 4 NV B 5L 1)

Bdfg it RO 4 ) 5 L R 20 RNAL A
RNA2 AT B [ 0% RNACdsRNA D & 5] A 1] 44 B 4iF
512( Hanzlik and Gordon, 1997).

4 T4 TREERFELE RNA B RLEH

FITA 58 40 ¥ T4 993 % 5 X 41 RNA 373 1) )7
FUHRHEHT B A5 tRNA ALK = 42 45 14 (LRNA-like
secondary structure)( Agrawal and Johnson, 1992; Gordon
et al.,» 1995, 1999; Hanzlik et al., 1995; Yi et al .,
20050 T4 J 55 H BT AE S 93 75 o A IR e —
ATIX Bl (RNA SEBAEG R (R0 85 o X P (RNA JRALLES
H4 5 FORZ (RNA™ BT BRI R, ELASH A7 40
RSB 7 1 R 5 B R I AR ) 73 35 R 41
RNA 1 3"3i tRNA b0 25 45 4 th AR H AR AL, (BAE
AEMRBE LA S HHEY W IR A R
(pseudoknot) o

T BEHE R A1 RNA 373 (1) tRNA RALL5 1 5
RNA & Hil47 % (Dreher and Hall, 1988; Ishikawa et
al.» 1991: Duggal et al ., 19920, I H H A ik (1) L)
fig Ctelomeric function), 7E RNA ¥ 52 il i B v PR FEF AR
Ui [ A A5 S (Rao et al.» 1989)« Gordon 55 (1999)
I T4 95 5 R D 41 RNA 373 (1) (RNA SR {BLES #4 th
HAXER D fE, JF HICRELRY" RNA R ALTR M)
W . VR AEAI ] 3 RACE J5ETIE DpTV 2
PIZH RNA A 3 > 41 B 3 7 mh 3Lk 20 A4S e B I
P, WA R — A se BE R R N PP 51 2615 T (RNA
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FABNEE AL P S A% A R ik B, 1% &5 TR 3R W 1 B A
41 RNA 3'35i (A% 1 R )7 51 A A= W 24 1 ] e 1 AR /)N
Z LL5eHE 1) (RNA B &5 49 T A7 A, T4 UE ] T
T4 95 B A R0 RNA 373 [ tRNA SRS #) B AT (R
RNA 52 A% 1R &) T B ik 1) Dy e

734, HaSV & R 20 RNA 57wy i 1~ 45 #4019 i
AT BR v %) e B B URE 1) R < 45 /. Gordon 4%
(1995 HEMIX P45 Myt 55 RNA M HIAT K. (HiE,
X T ILAR L2 DU 1) T4 995 55 A WLAH G 25 F 1 ik 0

5 MmEEEAFISHRERIE

5.1 =EEFISHR

T4 FARETC A 1 CBL N 4 578 8 11 AT 40O 2 R 1R
PR [FIJE AR AR K CIB 300 AR 5 AR R I o
FEIWRE 5¢ 8 1 2 18] 1 [R) Y51 48 w40 DpTV Fl NV
Z AN 80— 30 R IA 86 % s T FA Rk B FF I 55 5%
SR 2 TR R TR PR AR A S Y 279% ~
35% » AAATE RN 35% ~43% - (EAHE RIS,
SRBE DR A 45 Ky Jis 7 b 3~ R TRFAE AR R T Py J& T
FARI B FET B IR, (AL 58 8 A AR IR P91 S A R
Wk o #9025 2 18] 1R R 95 PE BE R, S HaSVs NeV AT
DpTV Z R 7 41—k 53 ) 2 38% +37% H1 30%
M5 NRV # TaV Z [8] (1) 5 51— U 53 51 ok 27 %
28 %% » JX Tl 2 5 XS ) B T4 3 B AL BAT B
X (Pringle et al ., 2003; Yi et al ., 2005)-

NwV 7¢ 85 F dh 14 45 5 0 1 2 & W) L= 6 1R 7
FIaf LAy 4 A X3 NOK B X33 CN-terminal
domain) « 4 45 14 35 Cjelly-roll domain) - lg 28 BL 45 14
. (1g-like domain)F1 C AR ¥ X 35 ( C-terminal domain)
COEX 35 DI Ja 1 B /N 5 1 00 B e AT D
FA G TR LR HI A, B 1g SR ABLEE #y
Wy B R 2 843 (Munshi et al ., 1996; Helgstrand et
al .» 2004) o ZIETR Y5 73 At S S AL T 2 W) 3G A
T4 5 B B 50 8 2R 7 91 B W] B2y X FE Y 4
AMXIH CGordon et al., 1999; Pringle et al., 1999,
2001; Yi et al.» 2005). HHEMT A p-HrE s
T BEAR &R 0 £ 1 75 g SRS 3L T 2 1 52
(ISP, 7T RE 55990 55 A A5 RIE N4 2 40 AT G, sk
ST IS T TG A 1 A R S P s 2 A AR i XA T
S ST N R I PR R e, R
(0 I FELAT, W] A SRRk R 4 RNA (1L RORE T AT
Ko

A Similarity (%)

PrVv | Tav | HaSV | N3V | NeV | DpTV
PV 35 |47 35 46 50
g
~ | Tav |28 33 43 35 37
=
z
5 [msv |38 |2 36 72 76
g NpV |27 |35 |29 35 36
|
NeV |37 |27 |66 29 92
DpTV |30 |23 |66 23 86

3 T4 RERTCHER AT R SRR A R T (%)
Fig. 3 Homology analysis of tetravirus capsid protein
precursor amino acid sequences ( %)
DpTV: Dendrolimus punctatus tetravirus; HaSV: Helicoverpa armigera
stunt virus; NBV: Nudaurelia capensis 3 virus; NwV: Nudaurelia

capensis w virus; PrV: Providence virus; TaV: Thosea asigna virus.

5.2 =EAMMKIMRIE

TE R I T4 93 55 Re K 4L (1) 41 IS 78 R 200, AT
X 1% 295 BERL 1 (R 2 B0 A R I 9T 22 SR T Ak oh
WETT e A8 AT IR B 34 B A B 4 g b 3
ik T4 R B 5T R AL DRI RE B RO B R ABUORL
(virus-like particles, VLPs)( Agrawal and Johnson, 1995;
Pringle et al., 2001, 75 41 B 3R I8 %KL KN, 52
TR A A T D)R], WA RETE B B8 2 AR T
(Hanzlik et al ., 1995). Fit /% i 28 28 UK+ 7
AR 22 B LR J5T 7 1 AT L O #RL 1 A (R s AL,
# e LUAHAL IR 77 X alidh, BAAH R R 7 B2, S fe
AT H FE J5 1) A F V) E . Agrawal A1 Johnson
(1995)7E Sf9 F1 Sf21 4 Jg % 7A NwV 1 5¢ i F 2L PRI
W B B S RUR T RE AL e R A AW
mRNA, 1748 2> BAS £, 2 3F 4 B ¥ RNA, Ui B 55 Kr
TAEALhE RNA B H A G B R R S 1, [ N 3% B
T BERLT R RNA IR e B 285 5 A2 e T e R W
i . Pringle 58 (200130 7E HAR S ARAH [F] (1)
LT T se21 i b 73 TFARIA T TaV K/ 5
I 576, (R A 0 B ABORE T 1R B, 12 45 SR 35 B
70 8 W D) 0] g 02 B R B BT A 201
Gordon 55 (2001) {EMA) AN i h FI& HaSV 7e ik 1 5E
(1) [ I, 3 G ifk HaSV 58 2 1 5L K 4 RNACRNAL
T RNA2) B[] B FH JF A 480 44 30 AT 21 s, 8 i o6
ff) HaSV ZEPR 41 RNA, 3843 T F AT I G 1 1) 0 75 0L
To AZMIFST A 2 B B R T 10 415 AN L RNA
(IR=RE S
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6 T4 mERIEFEIL

6.1 T4fFEHZEMIFLKR

T4 FEERF 2 A 19 B KB AT 1R 22 3L 3R] (0 %y
AT U e T ) — 05 25 Bk, e O SR YT A —AH 2 .
HRIX 2 A 195 B R A0 25 K W) AN ] CH&L 1~
2), BRI, i3t AU AH 2 mT 8 B AT B4 o) i BR AT AL,
nlRE A A MR 2544 . Hanzlik A1 Gordon
(1997) AN, KA R o FEIE 75 HI R KUK B I 2 1)
S 0 HE R 2H 2 FE DR A I 23 Brdb AT o o AR AR A
ATHIHED, Gt A2 Tk B A3 75 7t 1 10 . PR 41
RNA HEAC A HA R o FE 9 75 BT B AT 1 5 A 2 B
935 MR FE BRI A1 RNA b 1) e 8 1 2 IR 34 2 4 A4 1)
BE BT 2 A 12 A R e 1) 25 R T A LAt P A
HIRFP AR . AR o FEWTBEGMEY P17 211 12
BRI A 1 A8 R AR 2 il SRl RE R O T P A
KM o FEWRE RNAT A1 RNA2 (95250, 78 BRIk
PR ) N EOET AR . JRATTHE — 2B, AR R w
PRI BE W] RERE I Prv B Prv 2R G 0C AR B0 1 oA
FAR MK B FE 2 IO A e BE Aok X B 4. (D
LEPSR VAN R R S R PN U R E SR 4 =
ZIE RSP EEARAR 21 (2) PV 5 o FER TR 7
Z A RIS PR B b A B 7 £ 1 TA) 1Y [ U5t 1
s (3) PV 5 A B AR B 5% B I DD BIAL ROA
L, 15 o HRRE R E AR S — 864 5
NBV ANA, i Prv 5 8 1 A 58 R0 g ) — 43 4
29709 13 kD HIARGE ) 1, 140 05 X AT BE 5 AL Rk
w PR TR AY P17 d5 H AR D P AR A G
6.2 T4mBFEHMFESEBHELKXE

XFFETA RNA W 75, 32 SRR 53 8 1 A0 52 1 15
B0 [ SR A 5 A AT 2 TR B BEA G R T34, i 7
JIT BAT B FCA RS AL 0 2 AN )99 B 2 1) B BEAL O R
WHELENME. EERGH IRV, T4 e
By A B A e s B B AT AR AL &5 4, HL T4
T3 BE 1K 58 2 1 AT g2 B FARR 2 0 58 2 1 A 2
(AT TE S (Olson et al . » 19905 Johnson et al . »
1994; Johnson, 1996; Munshi et al., 1996; Helgstrand
et al.» 2004). X NoV A1EF AT RE 72 82 (7 51 10
YL 73BT 5 Dy XA S A T4 ) I TE S C Agrawal
and Johnson, 1992). Chelvanayagam 5 (1992) 1t H
TR FRGERE o3 A HT T DR H R 193 2 A0 40 14
g5 Ky A AUE R 21 v B 23 A6 1 B ok AT LG X
Hanzlik A1 Gordon (1997)7E b 3L Ml 4K 7 4 #ri
Fil, 7% T NwV.HaSV F1 NRV HI5c 8 H 7 5. 34T

R EY AR RE AT T4 8 15 50 81 1 T8 O G 1 R 4
RE A, I 5 T RESKE T [ —4H %

T4 9 8 LT o 5B RNA 0 58 K 1% Co-like
RNA virus superfamily) ] —S8HFAE . X LERGAE AL $E -
(DI HING & O oA F AL N, ff 2N AT RNA 2§
AT (2 FE R4 RNA 5/ 3m AT 18 7 45805 (311
WO FCPRIE L WAL I 41 RNA AT Rk . 74k, BT 1
FERIZH RNA 357 (RNA RS R 2 588 T o
L RNA 9% 5 88 K . M I, Hanzlik A1 Gordon
(1997)\ 4 T4 Wi dE I8 T o AL RNA 95 2588 KK
S 0T T4 s w5 2 2 1Y) R R A AL I A e I
RNA SREGHEE o 5180 RNA J 25 88 5500 75 11 AH ¢
DIRAEAT LR 23 A1, 0 T 3X 3 AN Xk, T4 99 253
PR o 250 RNA 795 75 88 5 e Ak otk 3 b 1t — Ak
o3 o 6 YRR B 52 506 20 A1 2 X 800 2
AN JE TARAT— AN #5088 0%, (045 o FE1BL RNA 75 7

XF T4 955 B 5 B 1 AN S I A 1 DA R R R AL %
A AR 23 B EAT 53 87, 7= A2 P ol 56 4 A [F)
(REA R AR, BRI T4 93 35 1 BB AL — Bk & 2, I
SRS YR T o ZRAL RNA 93 2588 506 , 1M 7' 2 11 )
KR T B T A 99 55 58 B R 25 (9 4158 (Hanzlik
and Gordon, 1997).
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