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Phylogeny and origin of the oriental tobacco budworm
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Abstract The oriental tobacco budworm Helicoverpa assulta (Guenée, 1852) is currently distributed in East Asia, Southeast

Asia, Oceania and Africa. However, the origin of this pest remains unknown. In this paper, we review evolutionary

relationships among the Heliothinae with emphasis on the phylogeny of H. assulta. Based on its feeding habits, behavior,

distribution patterns and host plant range, we infer that H. assulta most likely originated from tropical rain forest regions. We

justify this inference with factors associated with the population characteristics of H. assulta, including human activities and

plate tectonics.
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150°, g4 17°-18°), BLA 434 T LU ( ZR a8
ZRAE ). RFEDN L ARG By BT SRy H X DL K
PR IE L 505 -, e EHL (Origin ) MATEZE,

HE R ERERENFEEHERILFER, TEEFHF
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SCRIE VAL Heliothinae, 9% B T SE % K &
Heliothis, Hardwick (1965 ) KA R4 R IR
Helicoverpa . ¥ % 1 J& MR CRUEAR 48 L Noctua
armigera Hiibner ( 1808 ), J&44 Helicoverpa M4y
JiF3C helicopter ( 485824 ) +verpa ( FHZE ) ZH AL,
AR helic- 2 28 S8 1 = L, BT SCAH P 45 0]
helicoidéus, = AWIRBEE ), HI, Helicoverpa
BN CHZERHZE” B “EREEHZET, Hi
SC A4 PR TR T TR MR 2 DT HLASE = Sy A 4
Z

BRI E A S P At A L AR
Helicoverpa armigera . 45Kk Helicoverpa zea
L2080 (£ 1), HrhIRER M B AR R
VG S M H. tibetensis Hardwick 3 Fi .
Hardwick (1965) i\, M7 BUAHE4 WA H.
assulta assulta ( Guenée ) FIAEWNFN H. assulta
afra Hardwick iX 2 NERH SRR 7337 ) T 2K
SE e PR 2R s B A T . T8 R TCE ; R
WA 7 5% 8 HE T, H PHZE0m 2R 1 A B [H]
B HES) A 7

#1 AR Helicoverpa EHMEE S
Table 1 The known species of Helicoverpa and their distribution

4 Species name

4y Afi#h Distribution

Helicoverpa armigera (Hiibner)

H. assulta (Guenée )

H. punctigera (Wllgn.)

H. gelotopoeon (Dyar)

H. hawaiiensis (Quaintance and Brues)

H. zea (Boddie)

R, SEU, REE, AR

ARWAARFI, REEM, FEM, RPAEEHES

PRI

BH, BIRGE, SR, O, O

RS s, 5%, BERING, L5
B, dLSEU, HRER

H. atacamae Hardwick wE, e
H. bracteae Hardwick Ehik, PFARZE, e
H. pallida Hardwick SEFENR. Nnk, JeEs

H. helenaeHardwick
H. titicacae Hardwick
H. confusa Hardwick
H. minuta Hardwick
H. pacifica Hardwick
H. toddi Hardwick

H. fletcheri Hardwick
H. tibetensis Hardwick
H. prepodes (Common)
H. hardwicki Matthews

H. sugii Yoshimatsu

MR (AT R R

PR (F 0 3 — )

RIS WS, BO, fisl, SEELE
SURRAESy . MM, KIS
AT R (AT RFPETER)
Sk, HOAT, HRRW, HEIE
HFr, JEHIR, JEHFNE, ngh, FEMIR
o P 1 0 g DX T4
[N I 421 e 20

PR AL 40, P R A IE.

A /N SR B

1.2 RGXRHE

BRI SR T RGBS AR AR
SR E Y RSN ANV SN P SINAE 2 5]
ORI, T4 P MR A S PRI A v By Mo —
A

121 IRBIRSEREHNEGIRNRESEL
FXRFR ORI R R AESG B0
(1999 ) MRHE R HUE SRR B 438 19
AR, SR 5 R Noctuinae
MRS C R IE . Matthews (1991) TAH, Kid
4 HUET M Ly B Ly BHES i 2C R4 g 22 il 11
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e HE SRR MO AN L ER ( Monophyly ) 1Y
2 A EEEAR s AR T A FE AR AR AR T s R
LI HTHIE , Stiriinae -5 52 BHE4H Ik
B (Sister group ) {HJE, MEAFEARFFIERAILE
T S0 A RE RLE I A Al H A 2 2 DA T Ay X S
BAHRAOCRMIIE B PR (Speidel er al.,
1996 ). Poole (1995) I Speidel 5§ (1996 ) %f
PR A 4l BT S RS 53T, 43045
SR B 5 PR Bl Agaristinae J2UH IR,
TR PR RNE 5 R B — > K
X RIS Mitchell 25 1997 )55 Fang 45( 2000 )
S ZE R AT 1o ( EF-la, elongation factor-la )
EEHWFY) . ZEBREER (DDC) PN T
1 SR Noctuoidea 48 & A IS, K LR
IV R 5 R B Noctuinae s L F R4 R
it . Mitchell 2 (2000 ). Zahiri %8 (2011, 2013)
Fl Rota 5 (2016) 43 51R 15+ )7 51 55T
SEACEE RS AR C R, Hid Zahiri 45
(2013) MHEXT coxl . EF-1a %5 8 IR F 5 1Y

MR A, N R SER O R 5 5 7R O R
Bryophilinae KR W ARHE B— A Frig iy 3 &
SZ &7 (Pest clade ), Rota % (2016) Xf ik 8
AIEHEFH] (5 LARBFE R E A AR ) /Y
A R BRSO RS i G O R
Ophiderinae [ E R kI8 Ecpatia . 5 EERUIFEF} |
RO BAE I R 2 O R . Keegan 5% (2019)
M)A 45 R R |, SER Bt T Aediinae
+ Condicinae ) F1'E R ik J& 2 [H] .
122 REHESHEMENRZLAEXRE L
WA Fr R R 40 >0 BR—0 (1999)
R IE A RO | RO E S 8 &, [T
BB KRR THIT

Hardwick (1970 ) WERHT 17 NMESFY
fiE Can, HEH R 25 i I B A, gk D
e E e, IRYNIERAT), JERHFEX
703 B 5 AR 5 S O R o3 A T A6 38 Y A
JBIRFR, RIS 5 SR a1 R4 &R
i (E1),

Matthews ( 1991, 1999 ) FLF /1T SE 7 MK IV
Bhah B LSRR T, SERCHOTRLE L& K
1RBT K Pyrrhia % . Schinia FER Heliothis 3

e (& 2),

Melaporphyria
Microhelia
{ Heliothodes
Baptarma
Eutricopis
{ Derrima
Erythroecia

Rhodoecia
{ Pyrrhia
—L_

Helicoverpa

Heliothis

Protoschinia

Schinia

Heliolonche

1 Hardwick (1970) ETFpHFSIFIEIERN
EERMERHITRZBHRFLEXR
Fig. 1 The phylogenetic relationship among genera
within Heliothinae in North America reconstructed
by Hardwick (1970), based on the morphological
characters of adults

Aedophron a
Baptarma
Derrima
Erythroecia
Erythrophaia
Eurticopis
Heliothodes
Melaporphyria
Microhelia
Periphanes
Pyrocleptria
Pyrrhia
Psectrotarsia
Rhodoecia .
Protadisura -

Adisura
4,_7|: Schinia

Heliolonche .
Heliocheilus .
[Timora]
[Masalia]
Heliothis virescens group |Heliothis group
remaining Heliothis
Australothis
Helicoverpa .

2 Matthews (1991, 1999) E-TF4IHESHHEME
HERBELERBIBHRFLEXR
Fig. 2 The phylogenetic relationship among genera
within Heliothinae reconstructed by Matthews (1991,
1999), based on the morphological characters of larvae

Pyrrhia group

Schinia group
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Fang 55 1997 )LIEA 24804 .DDC 1 EF-10
SR SR, AT LR 10 T8 30 Rl
RGERERFR 4R BN, BIRE R — 1B R
, (HHS5HAMEM RGN . DDC KT
YIFIE 228038 S8 Australothis "R PR )
GHIAREE , M LAXT EF-1a WOAFFE 45 SR 86 0 21K
)8 SR8 S IH IR s R E I, I
W5 R (R RS ) IHIRIEC R

1995 4ELISK, F B IEZE LUK 7 S AAR
UG, JRIRAGE . MEPEE R R . B
THAK . 537 A 0 FR 4 AR A SRR AR R 2R
SFESFE R MRS, kKR T 28

( EERFEMIEREE, 2000; 7B, 2005;

Wang et al., 2005; Zhao et al., 2005; FEFE,
2006; EEAEMEMAREL, 2007; Lietal., 2017 ),
HAp X P 223 A G 4 SR AR AR HURN
HH T AE 5 5 R JE 57 PR R B D 45 Hofig - A=
BB A E A B RS, (AP Z AT A AR

BRET, S AP LE Do iy B TR
WEPEAR B R 00 MR W& R R i R 46
WoR, YGRS A LR SRS L AL
AtE FTfe ( A11 desaturase ) Sh 3, W4T HLLL A9
AR ARG (A9 desaturase ) . FEREFPE LI
SRV, XA S B ) = R OC RS M e+ A
B A S ),
Mitchell 55 (2006 ) LIAZIE A EF-1a 1 DDC

() PR 8 i, o BT IRt 146 DY R S8 &
HERFR, SRRV E 5 S0 8 o GH ik
. {HJZ, Cho 5§ (2008 ) RHTFAYHLA, I
TS 22 SRR MR |« Heliocheilus 55
ZAR . FRIEN EF-1a. DDC FZR (AIE
cox] JPHNHATHELIIIE (K 2), Z5REH, PR
BRI B 5 B 2R 10 Australothis JEAHIRT K] 3 ),
HIRE 5B H. hawaiiensis ) H. pallida

(EWHEB T 2R ) ZiEgm, XAl H
assulta + ( H. hawaiiensis + H. pallida ) 382 .

F2 A Cho%F (2008) MAIRAPH|IASLBBIMERHIRERER

Table 2  Collection information of Heliothinae in the study by Cho et al. (2008)
M4 Species RAEHL Locality 4 Species KAEHL Locality
Helicoverpa armigera FRE, BWICHE Heliothis virescens EE|
Helicoverpa assulta ZE Heliothis punctifera TR
Helicoverpa gelotopoeon orT 3 A Heliothis peltigera LI
Helicoverpa hawaiiensis FKEEEFE Heliothis decorata o H
Helicoverpa pallida FKEEEHE Heliothis galathae o H
Helicoverpa punctigera TR FI R [ S Heliothis nubila o
Helicoverpa zea EH Rhodoecia aurantiago %
Australothis rubrescens by R A L Heliocheilus aberrans K FE
Australothis volatilis Bt == Heliocheilus albipunctella Ey:El
Erythroecia suavis ESE| zorophanes PRRH) I
Heliolonche modicella EH Heliocheilus eodora T I
Heliolonche pictipennis [ Schinia arcigera ES
Adisura bella o Schinia gracilenta EH
Adisura parva oH Schinia vacciniae [
Adisura purgata TRAHP. Pyrrhia exprimens EH
Eutricopis nexilis EH Pyrrhia adela XH

Heliothodes diminutive

eS|
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Pyrrhia
Erythroecia
Schinia group (s.s.)
Adisura

Heliothis (partition)
Heliothis (partition)
Heliocheilus

Heliothis (Masalia)

Heliothis virescens group

H. punctigera
H. gelotopoeon
H. armigera

H. zea
Australothis H. hawaiiensis
. H. pallida
Helicoverpa ————> H assulta

3 EGRAMERAEEFIZNSIRBIHMBIBHRZLERXR (Choetal., 2008)
Fig.3 The phylogenetic relationship among genera inferred from nuclear and
mitochondrial gene fragments (Cho et al., 2008)

Pogue (2013) 3&F EF-la. DDC. coxI Fl
WABHEMSR T LR Chloridea 5 HAD
FKHFZ G R , HE R SRR kg — 1~ 5
FH#, HHY Chloridea ¥4 AHIARE . Regier 55

(2017) fiiFH 6.7-18.6 kb FEH 55 Kb K
AR (SRR SR 74 AR, b S ik
WA 3 ) MRS KA XLR ., FiRER, TR
TR R R SR RE Adisura A IHIRAF
KER

IR R I, OB — L8R B S MY
B—SJ@ M RG R ERR, 2O H 45 R
WA —3 SRR, ATRgE R i R R
G5y T0 (Taxon ) B, N[E2EE TR HE 148
b R AR, AT S R A&
A ; [FEE, ZEH ( Phylogenetic tree ) 4%
A BRI A 5T, A I RIS TR
HIRFIE RS SHOR], TS E5 R REAETE 25 57
ARINEH IR, MW ERERNF , Koo
LB MBI RHE S 3 T E YA F B ES G R
K AEATRTE, B/ T ekt i

2 EiEH

Wy ol DR T ) R R R R A
XAPIREIAT, fEBZ A A7 HOOR AT HAR AR
KMEFEmE, W T IZ YA A et oy

PrARSCHE T BERE, P LIVE AT, Ao —5%
AT

2.1 EER
S, . 'Y BRI

REFMFEFEZHNR, MHWF IS 7
— P YITEHL R b LEAE RN O A AR R 5 H AR RS
fii (Niche ) ZFYIAHC, oA I 29 K 25 %6
SRR BATIZY R AT BT TR Y
SEGTIR. PRI, ERATE T AR IR, AT
B LA B AR BEA T

T4 IR RO & 20 Fhrb (R 1), BRAA
FH AL SR . PEES R LA S H
sugii Yoshimatsu #b, HALR HLFREEM X, JE
DN DRE AT X 3 R IX BT b — 28 50 h
M R, HARPDE AL TR R R, 2
A T HAb L D I RPEIN B R R 3 —
BERBU55E ) RS (K 4),

FIRTERIRE, Rk R R R R 2 TR
EER IR ALK . Pouge (2013 ) PEILFR, K
1 J T RERR IR TR AT X, B BRI R B
HF H R SRTE AR AR AT UL, (H 32225041 Hh 7 Fe T
FREENE . FED . P B R v e 47 5 5 5
R 2 N 21

Y AERFIREY], S ETE (Feeding
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A RN S l\ . .
/ _,"‘--.l, N \\ /
g ;:Jfﬁ“\f\\\g\\\ Ys\§ \\50 394
Ea %ﬂ\ﬁ@\\ ? N \ N 40 0w/
< \\\\\ 30 30
mw////
\\ \ 0 / /
R N T
4130 140 hso 1160 170 180W170 160 150
. \ - E180

B4 WEREMKENSHER (5/8 Hardwick, 1965)
Fig. 4 The distribution of Helicoverpa assulta in the world (Quoted in Hardwick, 1965)

habit ) B A[FIZERY, AR A BA —E 1
HaibE (PMETK, 1992). o) (WiERH) &
PEFEH T B BRI M 25, i h 2R
. SRt (EMEEALEN) 3
ﬂ‘%’é’ﬂo SIS R IE L S RS
LKL OBERIECRED], BT iR
Ekiﬂ:ﬁ/}?$r (Richness ) it 2s 2246 1 AH
XA P FR b, Tz A A5 e A e AR R )
{ET ( Prokopy and Owens, 1983 ) . MR I,
VKL S AR A IR S R AR RS A ek
SE LTI . JEITTE, TR BT HUS
%ﬁ% ( Oligophage ) HYEEEIRIAEE, [RIAFAE
R BT IR, AT R I HAR AT GRS PV R
HK ( Tropical rainforest ) FfrAb y il
ESCHE Y Cho % (2008 ) R4 TAE W4,
ARIG R, BV ST HOES O R mY
AU T E I (X B A YRk 2 i
M) W) H. hawaiiensis Fl H. pallida, VI AR R
i A R 5 G A A R Ak Y
B o3 A SR 3EA ) A —I}Eﬁufiﬁfiﬁfﬁﬂfﬁo i
BRI (FERASE, 2009 ), 124 BT 70 ZF04H
i Horp @ AH 5 Nicotiana tabacum FEE AV M B

N. rustica HARSEM, HARRZE AR ) 1R IR
HRESEU . R . BT EAY — L8 B A 7Y
FAEM, X 57 A M B AR AR ) A
XA AR e, RRTEORMISE (1996 ) B4
IR HR IR TR E A AR X7

PO WARTE A= Yy b 32 b2 48 7 T HiekdL
5 10054 10° 2 MR TR DX B 2R RARAE
7% o HIK ERCRARIL A A =K b — 2R
VUSR8 L30T 230 | JE H 2R T 435 AR SR 9] 221
My T EDEE EET LN B BB - SR b IX
= 32 IR S ) I PNIRT 2k kb RN PR A i BT
FEH . PERIIAMREIK . AR FEE, EERRZE
FE, WA PRSI EAEYREE T, YA
X2 2 AT ARG’ AR R AR oA o
BHE N = 25 B b AT I S A ) X R B AR A R T
HEFT Y FP ( Strahler and Strahler, 1974 ).

2.2 HERTRORRAR

MARTE BE Ak (21, | 4) XF,
— KR FRGHT T AR HE Hp R A R SE N A, oAt B
KA HAr A B30 5%, 13X 32 B AT R SE N AR
AT A A TR . A A e B R AT
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A, B YN SR PN R AR B 2B X, A KR
i 22 B 0 R AT AP R

ST HUAAT LA UL A e e L A B Y
KEGFNGE 2 B G -, 5 = R IX
P PIAERAT AP HE, A4 R R AR HL U
W R AT R ORI R IR A
SRR DL R 2 BRIT L RA, A B F A
AR B AR AT R B 5T AT T AR Ak H s
XAHERT
221 EFEEEYEL M SR
SR S e Y A e A, HE AR
AR B R, DR X AT e AN AT o
222 AEFEET AR SBE R e
TRE AR T N HRS 5 b 457 22 B hb . A 57 B
Wi TSt Y TR — o A ) D — b B 2 bR
H ) AW ( Biological inhabitation ) A9 E A A
AT LU R AT 4 HAS | it iy | E 7 &%
AT HHTE B oA, AR EE DR RE A 2020 2 K fili
H NGB FER R H1E 2 B0 A =R
Rt “AEES R X EA TS
223 PHEMARIRSFZFZSIBAEL X AW
SRy b BRI 1 TN R Bl R 1 BT S AR

T R YR L I8 7 B R AR B B T 7 it b Al
sk 2 5K, M AR A RO

HOER AR I A R, HEKR A3 P =
DR O AR . ARSI AR . SRR . R
PR . ENEEVE CELAE RN ) MR AN g Al AR
Heo Kk, eMTZmle AR/ M, L.
MU ARV TR | R AR R i A B E OR i DA
S B R T N2 HH— D FRVERS i il ( Pangaea )
RO BE KA, Bli#% ( Continental nucleus )
B3 A A PR, JEJ7 b | A& B =2 FITRR
PNREE—, W77 B ( Laurasia ) )i

BUCKRE; BRI, RN, EREEES L Sikmy
e KA R KRR G E—], B FTIER
X FL44 KBfi ( Gondwana land ) 9 J52 45 YK K fili

( Strahler and Strahler, 1974 ).

ATE 2 ACAETT, BRE T R IREY, e
eI, W A BRI T A s, AR
1 =S8, JESRM SN SRR LS ; 1k
B2, A Bl o 54 95 W Bl 5 X ELAA R
Rifi; F2E2cme ], pEEUN SRR A A
L2 RS TN A i, BB R T 45 KBt 43X A
kR (B 5). KEFER 2 EITE, 2 K E

Bl 5 BAHREAER S AHEL (Strahler and Strahler, 1974 )
Fig. 5 Five stages of the breakup of Pangaea (Strahler and Strahler, 1974)

A 7B, B. M=84; C. MIRY 4L, D. MHYEL; B B,

A. Permian; B. Late Triassic; C. Late Jurassic; D. Late Cretaceous; E. Present.
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A HEAEAR XTI ST, SETTE AL T 45 B A 3
FEPIIX ZR o 6 AR Y 3 DX 2 28 X A stk
P (Price, 1981 ),

B Ao R0, 858 B Z R PR IE R

AT Y422 ( Gullan and Cranston, 2005 ). 7E [

Rl I e R R DN ST B S RS E S A
B, MNZRRERYAED . EPEE I« RIS IR EK
TE—2 , JHF AR P BB X A I S 7R ity b
b B HRGHT R AR i AL M SEOE Y o R T R BT R
PR i o i b B A L TR 1) /Nl B )RR T 0 B
HH T WAL B 4 57 Bl 2 TR

EEZGL T B | HESE I EA TN N T
2 T S5 YN A MR AT A AS 2 A T HE R 7
Gl o 2 TIe MR RS SIS S g4y
2 I R 5 N T ARAEZE IR L SOAS D H R 52 1) 1)
L, X A OB B 2% S R /el A A
PRI R 2R Z , i) 5 4 HE R WAL,

3 RIE

AR SO LA 23 28 7 FIR PR AT T B
B, 3K L8 AR AT BT IR ABIE TS S0 A i
fii o PIE—F R BRSPS, i i K F
IrRHTTI R G R, RGRAEE—TPE 2%
AT T R HAE A BOOER, e BoRHE R
2=, R BIESE & B e R i BE WL AT 51 A
AT, ABOH i B R A BE L8 32 FRT R 2
G A SRR, XA B IR LA B S B
Z G IR DL R AT H o Ml SR % O R il
OB 5 A7 AR 25, 0 D S 0 M ) 4R 5 1 R
PRI

B — Wl B RS D 5 A T L TS
W RSB AR ST T I BORESS AR SCIEBR = A4 HL
NARBAT LT RGO T, DUEHR SRR R
PERIIVEREPE | BB AR | 55 IO R oAt
FRIPRGOC R A TORE, MR IR M R AT EER
P FRAR B AL 358 AOHEIT , PR IS A HEWT A o
Bk ASCAEZ Ny, Bk A fERr, nl iR
PEAAEZRILY. . B iFe . R B |
JEUH A5 AT AR IR AR A, T
HERRIEN P S SAZ LN 7 5, JF SR SRR

WFTEARZE G, RFESERTY L5 75

X — ol S T FE AT A BT 4 A g AL —
MERS o AR SO A FRERRIE . AN ZETH SR R
AR | R PSR IR % S OHA HE
5 R R AR 3 i R A it R 1 ) BB A
T, R A MR S O HE TR 1 A AT o SRR A fi
P SEL G 1 e o8 3

BOft: PUALARMBHE KA LR BT A SRS
R PRI A B, B2 BUCEIL, #E

.
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