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Abstract
Helicoverpa armigera has recently invaded South and Central America, and appears to be

spreading rapidly. We update a previously developed potential distribution model to high-

light the global invasion threat, with emphasis on the risks to the United States. The contin-

ued range expansion of H. armigera in Central America is likely to change the invasion

threat it poses to North America qualitatively, making natural dispersal from either the Carib-

bean islands or Mexico feasible. To characterise the threat posed by H. armigera, we collat-

ed the value of the major host crops in the United States growing within its modelled

potential range, including that area where it could expand its range during favourable sea-

sons. We found that the annual value of crops that would be exposed to H. armigera totalled
approximately US$78 billion p.a., with US$843 million p.a. worth growing in climates that

are optimal for the pest. Elsewhere, H. armigera has developed broad-spectrum pesticide

resistance; meaning that if it invades the United States, protecting these crops from signifi-

cant production impacts could be challenging. It may be cost-effective to undertake pre-

emptive biosecurity activities such as slowing the spread of H. armigera throughout the
Americas, improving the system for detecting H. armigera, and methods for rapid identifica-

tion, especially distinguishing between H. armigera, H. zea and potential H. armigera x H.
zea hybrids. Developing biological control programs, especially using inundative techniques

with entomopathogens and parasitoids could slow the spread of H. armigera, and reduce

selective pressure for pesticide resistance. The rapid spread of H. armigera through South

America into Central America suggests that its spread into North America is a matter of

time. The likely natural dispersal routes preclude aggressive incursion responses,
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emphasizing the value of preparatory communication with agricultural producers in areas

suitable for invasion by H. armigera.

Introduction
Helicoverpa armigera (Hübner) (Lepidoptera; Noctuidae) has recently extended its already
considerable geographical range from Europe, Africa, Asia and Australasia to the NewWorld.
It was formally reported as present in Brazil [1,2,3,4,5,6] and Paraguay [7] in 2013, and Argen-
tina in 2014 [8], but given the extent of the area infested and high abundance (see below), it is
likely to have been present in South America for some time before detection. Most recently it
has been reported in Bolivia, Uruguay (Cecilia Czepak, Universidade Federal de Goias Brazil,
pers. comm.) and Puerto Rico [9]. Naturally, biosecurity managers and others in the Americas
who may be impacted by the spread ofH. armigera are eager to understand the potential geo-
graphical range and abundance of this notorious pest species better.

Helicoverpa armigera is a polyphagous pest of agricultural crops. We are aware of two pest
risk assessments for H. armigera; for the USA [10] and for Europe [11]. The risk assessment
for the USA focused attention on theH. armigera incursion risks posed by the movement of
passengers and goods. In contrast, the European assessment acknowledged the importance of
natural dispersal of H. armigera in the risk profile in Europe, and consequently the lack of op-
tions for managing the recurrent incursion risks in Northern Europe [11].

Using a CLIMEX model, Zalucki and Furlong [12] indicated broadly where in the Americas
H. armigera could establish successfully should it be introduced. Here we refine and extend
that model to alert biosecurity managers to the potential for invasion, identifying areas that are
suitable for establishment and those that are suitable for population growth during favourable
seasons. We consider where host crops are grown and the effects of irrigation in extending the
range of this species. In addition, we examine border interception data for this species as a
means of contextualizing the invasion risks. Our objective is to detail areas at risk in North and
South America at a fine spatial scale, discuss the risk of spread and impacts, and suggest inter-
im mitigation strategies to delay the apparently inevitable invasion of North America.

Methods

Helicoverpa armigera: Background Biology and Ecology
Generally H. armigera is referred to as a single species in the majority of literature, but there
are reports of three subspecies around the world, and no evidence of reproductive isolation, at
least between the two most widespread subspecies of H. a. conferta (present in Australia, and
possibly New Zealand) and H. a. armigera (found in the rest of the Old World) [13,14]. Given
that we do not know the geographical origin of H. armigera that recently invaded the New
World, it is logical to follow the convention of a single species with a wide potential range.

In the Old World, the species has been a major pest of agriculture, horticulture and floricul-
ture throughout its range (Fig. 1). There is an extensive literature on the species, although it
tends to be necessarily parochial, as researchers concentrate on managing the species in partic-
ular localities (e.g., [15,16,17]). Nevertheless some general statements can be made that are like-
ly to be more widely applicable.

Helicoverpa armigera is polyphagous; females lay eggs, and the caterpillar stage can survive
and feed on a very wide range of host plant species [18,19]. Not surprisingly, many of these
hosts are crops, including many field crops: cotton, sorghum, sunflower, chickpeas, lucerne,
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lupins, soybeans, tobacco, maize and wheat; and horticultural crops such as tomatoes, lettuce,
capsicum, various bean crops, and flowers: chrysanthemums, gladioli and roses. In Australia,
35 plant families have been recorded as hosts of the species [15,20]. Host use for H. armigera in
countries outside Australia has received less attention, with the exception of India [21]. Pub-
lished records for H. armigera host use in China [22], Europe [23,24] and Africa and the Mid-
dle East [25,26,27] do little more than catalogue its status as a pest of local crops. Helicoverpa
armigera is recorded from 68 plant families worldwide, but only 14 families are recorded as
containing a host in all geographical areas [19].

The pest status ofH. armigera is in part a function of the plant parts eaten. Although larvae
can feed and survive on leaves of many hosts [15], they move to [28,29,30], prefer to feed on
[31], and do better in terms of survival, subsequent fecundity and other fitness parameters
when feeding on flowers and fruit (e.g., [32,33]); hence the common names budworm, boll-
worm, earworm that belie its varied feeding habits. Interestingly one of its common names is
the “American Bollworm,” due in part to confusion surrounding theHelicoverpa/Heliothis
clade in the Heliothinae.

Females can lay up to 3 000 eggs under laboratory conditions but in general potential fecun-
dity lies in the range 500–1 000 and depends on the rearing host and ambient conditions [34].
Realised fecundity is a function of adult longevity (generally 7–20 days in the laboratory (e.g.,
[33])), weather conditions and hosts availability [35], although there are no good estimates of
realised fecundity under field conditions.

Fig 1. The known global distribution of Helicoverpa armigera. Source GBIF and Matthews [13] (point location records), AgroAtlas (http://www.agroatlas.
ru/en/content/pests/Helicoverpa_armigera/map/) for sub-regional mapping, CABI and Alejo Costa (Syngenta, pers. comm.), Cecilia Czepak (Universidade
Federal de Goiás, pers. comm.) and Miguel F. Soria (IMAmt, Mato Grosso Cotton Institute, pers. comm.) for country or state level records. Where point
location records were available, coarser level records have been ignored. Categories such as ‘widespread’ should be interpreted cautiously. For example, in
Northern Africa it may only be widespread throughout the very restricted cropping areas adjacent to the Mediterranean Sea or inland irrigation areas.

doi:10.1371/journal.pone.0119618.g001
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Larvae develop through 5–7 instars and their physiological thermal requirements have been
estimated (e.g., [34,36,37]). Minimum developmental thresholds are ca 11–12°C, and it takes
approximately 475 degree-days from egg to adult [34]. The optimum temperature for develop-
ment is around 31–34°C, with an upper threshold of ca 37–42°C depending on what model is
fitted to data, and whether temperatures were fluctuating or constant [34].

The level of damage caused in a crop depends in part on the abundance of adult moths, the
number of eggs they lay, and the numbers of larvae surviving to the larger damaging larval in-
stars. Helicoverpa armigera adults are migratory, and can move many hundreds of kilometres
between regions and extensively between fields within regions [38,39,40,41]. Thus, influxes of
moths may occur into an area from far away, or from nearby fields. Depending on the crop
plant and season, complete crop loss can result if caterpillars are left unchecked [42].

Apart from the significant vagaries of migration [43], the level of H. armigera attack (pest
pressure) that a particular agricultural producer faces in a particular season on a particular
crop depends on the favourability of the region for the pest. This is determined by regional and
on-farm cropping system factors, including cultivation practice, adjacent crops, percentage of
alternative host crops/plants in the region, and so forth (e.g., [17,39,44]). Climate favourability
within and between seasons can be a major determinant of abundance, as rainfall and tempera-
ture conditions impact on all life history stages [12,35,45,46].

In subtropical and temperate parts of its geographical range, H. armigera enters a facultative
cold diapause in the pupal stage during the winter months [47]. In tropical areas the proportion
of the population entering diapause is very small, and, rainfall and host plants permitting, pop-
ulations breed year round [48]. Diapause has been studied in different parts of the species
range, including: Africa [49,50], Australia [51,52,53], Greece [54], Israel [41], India [55], China
[56] and Japan [57]. In general, declining photoperiod and temperatures experienced by the
larval and pre-pupae stages determine the proportion of the population entering cold diapause,
with winter/spring temperatures determining the timing of emergence. In China, Wu and Guo
noted that the supercooling point for diapausing pupae (approximately −21°C) was consider-
ably cooler for populations of H. armigera collected from more continental northwestern Chi-
nese locations, than those from eastern China [58]. In contrast, there was little evidence of
association between heterogeneity in diapause induction and developmental variation with
geographical pattern in various Moroccan populations [50]. In China, the ability ofH. armi-
gera pupae to tolerate −16°C was reduced to negligible levels when soil moisture was increased
from 20% to 80%. As befits its wide latitudinal range, H. armigera also experiences aestivation,
with induction triggered by the larval temperature experience [59]. In combination, these two
diapause mechanisms confer a large degree of protection to H. armigera from the extremes of
temperature, albeit at the expense of some growth potential during marginally suitable climate.

CLIMEX
CLIMEX is a bioclimatic niche model that has been demonstrated to be well-suited to estimat-
ing the potential distribution of a wide range of taxa [6,60]. The CLIMEX Compare Locations
model [6,60] was used to estimate the climatic suitability for H. armigera globally, taking into
account the effects of irrigation in extending the growing season in semi-arid areas, and the
need for suitable crop hosts to be available. The climate dataset used here was the CliMond
gridded 10’ spatial resolution historical dataset centred on 1975 (CM10_1975H_V1.2) [61].
This dataset consists of long-term monthly average values for minimum temperature, maxi-
mum temperature, precipitation, and relative humidity at 0900 and 1500 hr. The model-fitting
strategy involved refitting the CLIMEX model for H. armigera developed by Zalucki and Fur-
long [12], fitting it to distribution records in Australia and Asia, and verifying it with
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distribution records elsewhere. The distribution records in Central Australia indicated in [12]
and those in northern Europe include reports of transient populations. The northern limit for
records of permanently established populations in Europe is in southern France, Bulgaria and
northern Greece [11]. For the model-fitting exercise, areas with transient populations should
have a positive Annual Growth Index (GIA), and an unsuitable Ecoclimatic Index (EI).

The CLIMEX parameter set of Zalucki and Furlong [12] was firstly modified to remove in-
ternal parameter inconsistencies where the lower (SM0) and upper (SM3) soil moisture growth
limits overlapped thresholds for the accumulation of Dry Stress (HDS) and Wet Stress (HWS)
respectively. To facilitate this, it was also necessary to reduce the upper optimum soil moisture
level (SM2) and the upper soil moisture limit (SM3). As a result of the increase in the lower
Soil Moisture threshold (SM0), the Dry Stress accumulation rate (HDS) was relaxed slightly.

CLIMEX can simulate three types of cold stress mechanism. Damaging low temperatures
can destroy tissues, and tends to have a rapid stress accumulation rate. If the diurnal heat sum
above the developmental base temperature is insufficient, an organism may be unable to gener-
ate or forage for sufficient energy resources to offset basal respiration losses, and their condi-
tion wanes slowly. For ground nesting animals that are able to regulate their temperature
environment somewhat, daily average temperatures can limit the ability of a population to per-
sist [62]. The Cold Stress mechanism in the CLIMEX model was changed from a damaging
temperature mechanism to a degree day mechanism. In Australia, the apparent southern latitu-
dinal limit for persistent populations was similar for both mechanisms, but the fit elsewhere
throughout the poleward range was far better using the degree day model (e.g., in Western
Australia). Morey et al. note that H. zea survives poorly when exposed to conditions close to
freezing [63]. Whilst this may also be true of H. armigera larvae or adults, we found no need
for this stress mechanism in order to fit the available distribution data, probably because the
population can survive sub-freezing conditions through facultative pupal diapause.

The Heat Stress accumulation rate (HDS) was increased to fit the known inland distribution
in Australia better. Compared with the model of Zalucki and Furlong [12], these modifications
resulted in a significant reduction in the area in central Australia that was apparently suitable
for supporting persistent populations. These semi-arid areas are now modelled as having a
mildly positive Annual Growth Index (GIA), but an unsuitable Ecoclimatic Index, implying
that these areas can support ephemeral populations during favourable seasons or years [20].
The Cold Stress modifications allowed the potential range to extend further southward and
into Western Australia where persistent populations have been recorded. The modified param-
eter set is presented in Table 1.

The sensitivity of the model parameters was investigated using a newly developed function
in CLIMEX (Kriticos et al., in prep.). The function adjusts the parameter values up and down
by a nominated range, and then reports the corresponding change in the state variables
(Table A in S1 File).

Model verification. The fit of the model was compared with results from Zalucki and Fur-
long [12], taking into account the use of a station-based dataset in [12] and a gridded climate
dataset here, and the expected minor idiosyncrasies between datasets. We plotted the known
distribution of H. armigera based on the CABI 1993 map [64] and the more recent offering
(2013) [65]. For Australia we used vouchered specimen collection records summarised in Mat-
thews [13] to generate a distribution map, as was done in Zalucki and Furlong [12]. Lines and
dots on maps can be misleading: species distribution and abundance tends to be dynamic,
shifting or waxing and waning in both time and space [66]. That temporal variability in distri-
bution is most evident in “marginal” areas such as Western Queensland and NSW (Fig. 1). Pos-
itive collection records for the species here are rare and only occur in those seasons and years
that favour host plant growth [20].
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Because CLIMEX models the weekly suitability of climate for population growth, it is possi-
ble to verify that aspect of the model as well as the geographical patterns of establishment. The
modelled growth phenology (GIW) was compared with field data from Punjab (India), Xinjiang
(China), and Northern New South Wales (NSW, Australia).

Diapause. The facultative diapause in H. armigera populations may be genotypically vari-
able, with only a proportion of individuals entering diapause when conditions are suitable [48].
Individuals entering diapause forsake opportunities for growth as a trade-off for protection
against extremely high or low temperatures. In the present version of CLIMEX, only one dia-
pause mechanism can be run at a time. In this model we noted that the cold limits were most
important for projecting the potential range of H. armigera, and the high temperature range
limits did not appear to need a diapause mechanism. To account for the cold temperature be-
haviour in the climate suitability modelling, two versions of the model were run – with- and
without a cold diapause mechanism.

Irrigation. Helicoverpa armigera is found in areas that under natural rainfall conditions
extended periods with soil moisture below permanent wilting point, and which appear too arid
to support sufficient crop growth and hence population growth for H. armigera. In these areas
it appears likely thatH. armigera is able to survive only in the presence of irrigated crops. To
simulate the effects of irrigation the CLIMEX model for H. armigera was run using 2.5 mm
day−1 of top-up irrigation throughout the year; a moderate scenario c.f. Yonow & Sutherst [67].

Table 1. CLIMEX Compare Locations model parameters for Helicoverpa armigera (mnemonics are taken from [6,60]).

Index Parameter Previous Values New Valuea

Temperature DV0 = lower threshold 11°C 11°C

DV1 = lower optimum temperature 20°C 20°C

DV2 = upper optimum temperature 31°C 31°C

DV3 = upper threshold 37°C 37°C

Moisture SM0 = lower soil moisture threshold 0.05 0.1

SM1 = lower optimum soil moisture 0.7 0.7

SM2 = upper optimum soil moisture 2.0 1.0

SM3 = upper soil moisture threshold 4.0 2.0

Cold stress TTCS = temperature threshold 9 -

TTHS = stress accumulation rate -0.0003 -

DTCS = degree day threshold - 5°C days

DHCS = stress accumulation rate - −0.0005 week−1

Heat stress TTHS = temperature threshold 37°C 37°C

THHS = stress accumulation rate 0.0005 Week−1 0.001 Week−1

Dry stress SMDS = soil moisture threshold 0.1 0.1

HDS = stress accumulation rate -0.005 Week−1 −0.004 Week−1

Wet Stress SMWS = soil moisture threshold 2 2

HWS = stress accumulation rate 0.005 Week−1 0.005 Week−1

Diapause Index DPD0 = Diapause induction daylength 11 h 11 h

DPT0 = Diapause induction temperature 15°C 10°C

DPT1 = Diapause termination temperature 16°C 10°C

DPD = minimum days in diapause 69 0

DPSW = summer/winter switch 0 (winter) 0 (winter)

Model parameters were adapted from Zalucki and Furlong [12]. Changed values are indicated in bold.
a Values without units are dimensionless indices of soil moisture for a 100 mm single bucket model (0 = oven dry, 1 = field capacity).

doi:10.1371/journal.pone.0119618.t001
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The area over which irrigation is practiced was identified using the Global Irrigated Area V5
(GMIA5) developed by Siebert et al. [68].

Crop hosts
A composite crop dataset was compiled from the global distribution datasets for a subset of key
economic hosts: cotton, sorghum, soybeans, tobacco and wheat in the MapSpaM database
[69]. This dataset defines the approximate geographical extent of major crop species, including
those that are hosts for H. armigera.

Composite risk mapping
The diapause and irrigation scenarios were combined into a fully factorial set of scenarios.
Within the irrigation scenarios, the results of the with- and without diapause models were
combined, taking the maximum EI value for each cell, reasoning that the allele that was best
adapted to the climate within each cell would predominate. The results of this process for each
of the irrigation scenarios were combined, drawing on the results for the irrigated scenario
where the GMIA5 dataset indicated that irrigation was practiced, and the natural rainfall sce-
narios elsewhere. For some analyses, results were set to zero where crop hosts were absent ac-
cording to the MapSpaM dataset.

Potential cropping impacts in the United States
To assess the potential impacts on cropping in the United States, data on the value of produc-
tion for the year 2005 for each of the main field crop hosts of H. armigera growing in the Unit-
ed States (cotton, maize, sorghum, soybeans, tobacco and wheat) were processed from the
MapSpaM database. The Global MapSpaM data for Value of Production (VOP) were provided
at 5’ gridded spatial resolution. The VOP data for each of the selected hosts were processed as
follows:

1. Data were extracted for the conterminous United States,

2. Cell values were aggregated to 10’ resolution to coincide with the CliMond 10’ climate
data used for the CLIMEX modelling (CM10 1975H V1.1),

3. Cell values for each of theH. armigera host crops were aggregated to a single value per
10’ grid cell, and

4. The cell-level host crop production values were intersected with the composite CLIMEX
raster (see above).

5. The total value of production potentially exposed to the pest was then derived by sum-
ming values for those cells that are climatically suitable to the pest (i.e., where GIA � 10
or EI> 0). The threshold of 10 for GIA was chosen arbitrarily as the minimum climate
suitability that could produce noticeable pest impacts.

Our original intention was to use data from the USDA National Agricultural Statistics Ser-
vice QuickStats dataset (http://www.quickstats.nass.usda.gov). Unfortunately, the available
data types from the 2007 agricultural census varied by commodity. For all crops the area har-
vested (acres) was available. For some crops, the sales values were available, and for others, pro-
duction was gauged in weight of commodity [either pounds (lbs) or hundredweight (cwt)].
This lack of consistency precluded any meaningful integrated analysis.

Using the MapSpam data, H. armigera field crop hosts accounted for just under two-thirds
of U.S. agricultural output in 2005, some $78.3 billion. Taking account of the potential spatial
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distribution of H armigera reveals that all of this production could be exposed to the pest if its
range expanded to the areas indicated as suitable in the CLIMEX model. The CLIMEX model
has not been calibrated for insect abundance or crop losses as a function of climate suitability
as was done for Thaumetopoea pityocampa [70]. Actual losses would likely be substantially
lower owing to mitigation efforts and also because it is not likely that all potentially suitable
areas would have an infestation in any particular year, or thatH. armigera abundance would
cause significant damage.

United States Border Interceptions
The USDA-APHIS border interception data for “Helicoverpa” were extracted for dates between
1 January 1984 and 18 February 2014. The records were filtered for “species = armigera.” All of
the records were geocoded for the interception port location using the Great Circle Mapper
website (http://www.gcmap.com). For a small number of ports for which the International Air
Transport Authority (IATA) codes could not be resolved, Google Maps was used to identify
geographical coordinates manually based on the location description. These data were mapped
by number of independent interceptions at each port, and analysed for trends through time.

Results

Potential distribution
The potential distribution, ignoring the distribution of specific crop hosts, based on EI (suitable
for persistent populations) and GIA (temporary seasonal range expansion) agrees well with the
known distribution of this species (Fig. 1, Figures A and B in S1 File). In Australia the model
sensitivity was perfect (1) in relation to the location records for persistent populations. The
coarse nature of the distribution data elsewhere precluded calculating model sensitivity.

The most sensitive parameters influencing the modelled range of H. armigera were the dia-
pause termination temperature (DPT1), followed by the lower soil moisture for growth (SM0).
The diapause mechanism is poorly understood, but the soil moisture limits for growth are well
characterised by the permanent wilting point for annual vegetation.

Phenology
Another weak test of the CLIMEX model is to generate weekly changes in GIW over an average
year for a location and compare this “modelled seasonal suitability” with observed seasonal
phenology based on say, trapping of adult moths (Fig. 2). We would expect GIW to be a leading
indicator of moth population growth rates. For all three sites, trapped moths occur at times
which are on average climatically suitable for growth, with variation in seasonal climatic suit-
ability reflected in part in changes in moth numbers (Fig. 2). Moth numbers will of course re-
flect additional landscape level effects of crop availability, suitability and “management”; the
latter usually translates to extensive and intensive spraying of various insecticides [42].

Distribution and crop hosts
When climatic suitability is combined with a cross section of crop hosts for whichH. armigera
is a pest (Fig. 3), the potential pest status of the species across its extensive range is apparent.
The area of potential establishment of H. armigera in the NewWorld is extensive (Figs. 1and 3
and Figure B in S1 File).

Helicoverpa armigera has established in Brazil in an area with a generally high EI (Fig. 4).
Populations have been high there, impacting significantly on key crops such as corn, soybeans,
tomatoes and cotton (to name a few) [5]. The species has already been detected in Argentina,
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Fig 2. Weekly Growth Index values (Major Y-axis) and variousmeasures of population abundance forHelicoverpa armigera (expressed as a % of
the total catch, secondary Y-axis) over a year (time in weeks, 1–52) from 1 January. The GIW (thick solid line) is an average of 4 CLIMEX scenarios for
H. armigera (with and without irrigation and with and without diapause) for: (a) Urumqui, Xinjiang province (China) where the two thinner lines are light trap
catches in two agricultural landscapes [Aksu county (40° 56’N, 80°27’E) and Maigeiti county (38°53’N, 77°37’E)] [71], (b) Ludhianna (India) where the thinner
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Bolivia, Paraguay, Uraguay and Puerto Rico [7,8,9], and given the extensive production of suit-
able host crops, year round in many cases with irrigation, the high levels of abundance and the
propensity of the moth to move on wind systems, we suspect the species will continue to spread
further in South and Central America (Figs. 1 and 4).

United States Border Interceptions
Since 1984, H. armigera has been positively identified in 1 017 border interceptions in main-
land United States. The difficulty in distinguishing H. armigera from its congeners (especially
fromH. zea) using morphological characteristics, and the large number of interceptions (7
203) keyed to Helicoverpameans that the real number ofH. armigera intercepts is likely to be
even greater (Table 2). In the period being considered, the overall interceptions remained fairly
steady until 2007, whenH. zea started being trapped in remarkably large numbers, and the in-
terception rate of H. armigera also started to increase steadily (Fig. 5).

Risk of introduction, establishment and potential impact in North
America
Suitable climate and extensive areas of host crop plants are readily available in North America
(Fig. 6). Whilst there have been a large number of border interceptions of H. armigera within
the cropping zones, so far, it appears that there have been no establishment events or post-bor-
der detections in the United States. There is contiguous suitable habitat across the Isthmus of
Panama, and the Caribbean islands are also mostly climatically suitable for H. armigera

dashed line is pheromone trap catch of males (V. Dilawari, unpublished data) and (c) Narrabri (Australia) where the solid thin line is for average light trap
catches (from [35,46]), and the remaining lines are for male light-trap catch (dashed line) and pheromone trap catch (fine dashed line) (from [72]).

doi:10.1371/journal.pone.0119618.g002

Fig 3. Potential global distribution ofHelicoverpa armigera, modelled using CLIMEX, taking into account climate suitability, irrigation patterns,
and the existence of suitable crop hosts.

doi:10.1371/journal.pone.0119618.g003
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(Fig. 7). Should it spread further into these areas it is likely thatH. armigera would be capable
of invading the United States and Canada through natural dispersal on a regular basis.

Using a reasonable threshold of 10 for EI and GIA reveals that the majority of the crop val-
ues for the major hosts are at risk (US$71,755 million from established populations, and US
$112 million from transient populations, Table 3). Even considering just the most climatically
optimal locations suggests that US$843 million worth of crops is under a substantial threat.
Values for individual crops and for various scenarios (Table 3), indicate that 65% of total U.S.
agricultural output is potentially exposed to H. armigera. Clearly, this pest warrants attention.

Discussion

Global potential distribution
With its discovery in Brazil,H. armigera is now present in all continents that are climatically
suitable, except for North America. Given the pest threat it poses to such a wide variety of eco-
nomically important crops, it is perhaps surprising that there is so little geographically precise
data on its distribution, abundance, and crop yield impacts. Similarly, its phenology is relatively
poorly understood, particularly with respect to the factors controlling the pattern of diapause.
Given its notable migratory ability and short generation time, the range margins ofH. armigera
are indistinct particularly with respect to the regions in which it can overwinter. These uncer-
tainties combine to limit our ability to model the potential distribution of H. armigera with
great precision. Nonetheless, the modelled potential distribution (Fig. 3) accords well with the
known distribution (Fig. 1). Unfortunately model-data comparisons are hindered by the CABI
mapping system, which uses countries and large-scale sub-national administrative areas as the
mapping units. For example, CABI claims thatH. armigera is widespread throughout North
African countries covering the Sahara Desert, when it seems obvious that its presence would be
restricted to the narrow band of peri-coastal land which experiences a Mediterranean climate

Fig 4. Climate suitability forHelicoverpa armigera in South America, modelled using CLIMEX, taking
into account irrigation patterns and the existence of suitable crop hosts. A) Ecoclimatic Index (EI),
indicating favourability for persistence, B) Annual Growth Index (GIA), indicating the potential for
population growth.

doi:10.1371/journal.pone.0119618.g004
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and is capable of supporting cropping activities, rather than the more xeric interior, except per-
haps following localised seasonal rainfall.

The presence ofH. armigera in northern Australia outside the cropping zone (Figs. 1 and 3
and Figure A in S1 File) highlights the fact that its hosts and climatic potential range extend
well outside of the current cropping zone. Helicoverpa armigera is climatically well suited to
the agricultural regions of South America, and unsurprisingly, it is spreading rapidly through-
out Argentina, Bolivia, Brazil, Paraguay and Uruguay, and most recently into Cost Rica and
Puerto Rico (Fig. 1). Further spread westward and northwards through Peru, Ecuador, and Co-
lumbia, and northwards through Venezuela seems almost inevitable. The successful establish-
ment and spread of the species seems to have been unhindered by the presence of closely

Table 2. Total port interceptions for Helicoverpa species in the United States from 1984 to 2013.

Year Helicoverpa
armigera
(HUBNER)

Helicoverpa
assulta (GUENEE)

Helicoverpa
gelotopoeon
(DYAR)

Helicoverpa punctigera
(WALLENGREN)

Helicoverpa
Sp.

Helicoverpa zea
(BODDIE)

Grand
Total

1984 5 5

1985 2 9 11

1986 11 71 82

1987 18 67 85

1988 16 233 249

1989 14 225 239

1990 9 287 296

1991 6 222 228

1992 14 275 289

1993 10 340 350

1994 5 201 1 207

1995 345 1 346

1996 5 241 10 256

1997 13 268 13 294

1998 20 1 318 13 352

1999 31 2 322 9 364

2000 24 11 343 6 384

2001 41 4 240 4 289

2002 32 3 256 8 299

2003 50 1 1 202 7 261

2004 56 219 17 292

2005 57 1 2 223 6 289

2006 51 1 237 17 306

2007 79 2 1 594 48 724

2008 86 472 266 824

2009 74 229 751 1054

2010 68 169 674 911

2011 58 181 416 655

2012 79 192 401 672

2013 83 222 335 640

Grand
Total

1 017 24 4 2 7 203 3 003 11 253

Source, USDA APHIS inspection database.

doi:10.1371/journal.pone.0119618.t002
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related heliothines, ostensibly in the same or similar niche. Continued spread through South
America may well be reminiscent of the spread of Africanised bees, which dispersed rapidly
throughout the continent crossing into Central America and onto the Southern United States
in less than 50 years [73]. Unlike H. armigera, the bees were not particularly migratory.

Cropping regions throughout the United States appear climatically suited to a greater or
lesser extent, being capable of supporting established populations of H. armigera, particularly
in the south (Fig. 6A). Given the known migratory ability ofH. armigera [15,74], and its similar
ecology to H. zea, it is likely that if established in the southern USA, H. armigeramoths would
be predisposed to annual long-distance migration northward, via the classic North American
Low-level jet (LLJ) phenomenon (east of the Rocky Mountains), that is common during sum-
mer months [75,76,77]. Consequently,H. armigera populations carrying pesticide resistance
genes would also facilitate exploitation of Midwestern and northern USA crops, as observed
withH. zea [78]. The model presented here suggests however that the exploitation of the north-
ern cropping regions in the United States may not be as dependent on the annual migration of
moths from more clement cropping regions (Fig. 6A). Conversely, under current climatic con-
ditions the majority of Canada’s cropping regions (Saskatchewan and Alberta) appear suitable
for supporting only transient seasonal populations (Fig. 6A-B). The importance of other tran-
sient migratory pests in this region, such as Diamondback moth (Plutella xylostella) [79] serves

Fig 5. Border interception frequency for selected Heliothine moths in the United States (1984–2013) (source USDA-APHIS).Other species not shown
due to low frequency of interceptions: Helicoverpa assulta, H. gelotopoeon andH. punctigera.

doi:10.1371/journal.pone.0119618.g005
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to underscore the potential pest impacts of transient pests originating in the southern United
States and Mexico into these valuable high-latitude cropping regions.

The potential range limits for persistent populations of H. armigera in cold regions are not
well defined geographically. Recent research suggests that the pupal cold tolerance limits for H.
zea under current climate conditions in the United States may be limited to the 40th parallel in
the interior of the continent [63]. Such limits may, or may not apply to H. armigera; it is possi-
ble that since the genetic separation, H. armigeramay have evolved additional cold tolerance.
It is also plausible that H. armigera and H. zea share the same or similar cold tolerance mecha-
nisms and limits. Either way, in terms of the risk assessment, there may be little that distin-
guishes between areas capable of supporting overwintering pupae, and those that experience
seasonal immigrant flights of H. armigera during the cropping season.

Economic impacts
The total value of crop production in the USA at risk fromH. armigera, nearly $72 billion per
annum, is attention grabbing. There is presently no means of calibrating a function relating cli-
mate suitability forH. armigera to crop damage, such as has been done for Puccina graminis in
wheat [80], Thaumetopoea pityocampa in Pinus spp., [70], or even the semi-quantitative meth-
ods of Pinkard et al. for estimating the management significance ofMycosphaerella leaf disease
in Eucalyptus spp. plantations [81]. Thus, it is presently impossible to estimate what fraction of
the total value of production of the suitable crops in the USA might be at threat from H. armi-
gera should it invade the USA. Estimating these potential losses would be complicated by the
presence of a number of pests in the USA that share a similar niche, including the closely

Fig 6. Climate suitability forHelicoverpa armigera in North America, modelled using CLIMEX, taking into account irrigation patterns and the
existence of suitable crop hosts in the MapSpaM dataset. A) Ecoclimatic Index (EI), indicating favourability for persistence, B) Annual Growth Index (GIA),
indicating the potential for population growth.

doi:10.1371/journal.pone.0119618.g006
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Fig 7. The invasion threats to North America byHelicoverpa armigera. South American locations known
to be infested by H. armigera are indicated by red polygon outlines. Cropping areas in Central and South
America suitable for establishment (EI positive under appropriate irrigation and natural rainfall scenarios) are
indicated in pale green. In North America, areas suitable for establishment are indicated in dark green. Areas
suitable for seasonal migration-based impacts are indicated in bright green.

doi:10.1371/journal.pone.0119618.g007
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related species H. zea. The existence of these pests means that at least some of the control costs
for H. armigera would already be included in the present pest control costs expended by
agricultural producers.

It may be worthwhile considering qualitatively the management ofH. armigera overseas, as
a means of forewarning production systems in North America. Management ofH. armigera
has relied on insecticides, and it has repeatedly developed resistance to all chemical classes
used to date [42,82], with some major disasters in both tropical [83] and temperate regions
[84]. It was in part to combat H. armigera that cotton varieties were genetically engineered to
express various Bt Cry toxin genes and deployed across the OldWorld. To date, with Insect Re-
sistance Management (IRM) strategies, GM cotton has been very successful in Australia [85]
although resistance is on the rise [86]. In North and South America, GM crops expressing Cry
toxins include corn and soybean in addition to cotton. They were introduced to control native
lepidopteran pests such as H. zea,Heliothis virescens and Spodoptera frugiperda, and the Aus-
tralian experience suggests that they may well prove effective againstH. armigera when com-
bined with a well-designed management strategy. Globally, over four hundred million hectares
of Bt crops have been planted, and resistance in a number of species has been on the increase
[87].

In Australia, the widespread replacement of conventional cotton with plants genetically
modified to express various Bacillus thuringiensis (Bt) toxins has effectively turned one major
crop into a population “sink” for H. armigera across whole landscapes where cotton is grown
[39]. Currently Bt cotton comprises nearly 90% of all cotton crops in Australia [42], as it does
in other parts of the world [17]. This landscape-level change began in the late 1990’s, with the
introduction of one-gene cotton transformations (INGARD), followed by two-gene Bollgard II
in 2004. An IRM Strategy that relies on refuges to produce susceptible moths [71] has delayed
the development of resistance to the technology [88]. Nevertheless variation in population size
due in part to climate [12] can put pressure on pest management systems [42]. Overall, the
overseas experiences suggest therefore that H. armigera is not an “Armageddon pest”, but rath-
er a problem that requires integrated management systems that are themselves managed to

Table 3. Value of agricultural production in 2005 for the conterminous United States at risk from invasion by Helicoverpa armigera at different
levels of climate suitability modelled using CLIMEX.

Value of Production (Million US$, 2005)

Crop Total U.S.
Value of Crop

A B C D E F

Establishment +
seasonal presence

Establishment Establishment and
pest impacts

Optimal
climate

Seasonal
presence

Seasonal
population growth

EI > 0 and GIA > 0 EI > 0 EI > 10 EI > 50 EI = 0 AND
GIA > 0

EI = 0 AND GIA >
10

Cotton 4,078 4,078 4,078 3,968 292 - -

Maize 40,121 40,121 40,105 38,208 207 16 14

Sorghum 1,463 1,463 1,463 1,305 115 8 -

Soybeans 23,362 23,362 23,356 22,922 131 7 5

Tobacco 543 543 543 543 66 - -

Wheat 8686 8,686 8,477 4,808 31 205 93

Total 78,254 78,254 78,022 71,755 843 228 112

Production values have been taken from MapSpaM data [69].

EI is the Ecoclimatic Index, GIA is the Annual Growth Index.

doi:10.1371/journal.pone.0119618.t003
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slow the development of pesticide resistance, and to respond to changing pesticide resistance
patterns.

Niche model interpretation and limitations (including comparison to
previous model)
Our CLIMEX model agrees with the available distribution data, development rate experiments,
and phenological observations. However, the existing distribution data is mostly imprecise,
and hence the known and potential distribution maps should be treated as indicative. The dia-
pause and cold stress functions were fitted to the best of our ability using the available data, but
we are not confident of their precision, suggesting these are possibly priority areas for addition-
al research. Our confidence in the modelled potential distribution presented here is bolstered
by the similar distribution of the closely-relatedH. zea in the United States, which likely shares
a similar niche [5].

The previous CLIMEX model of Zalucki & Furlong [12] indicated a positive EI value for
large areas of arid and semi-arid habitat in Central Australia, where the climate is only suitable
for H. armigera during favourable seasons and years. The poleward distribution limits of the
present model match the known distribution limits better than the Zalucki & Furlong model.
Compared with the coarse biome-comparison methods of Venette et al. [10], the present
model indicates a more extensive climatically suitable area for H. armigera, with suitable habi-
tat extending into colder continental climates, and more xeric regions than the biome analysis.
The northern limits in temperate regions of the USA (eastern third) are similar, though it is
not clear whether the limits in the Venette et al. report [10] are due to the USA border or the
biome border.

Whilst the modification of the Zalucki and Furlong model may be interpreted as an implied
criticism of the original model, the changes we implement here are more of a reframing or re-
definition of the model. Whereas the original modelling attempted to indicate both persistent
and ephemeral habitat through a positive EI value, in the present model we define these two
types of habitat explicitly using a combination of EI and GIA values.

The various data elements used in this analysis span a range of temporal frames. The climate
is centred on 1975, the crop distribution data on 2000 and the value of production and irriga-
tion data on 2005. These temporal mismatches should have minimal impact on the analytical
results. The CLIMEX model parameters were fitted to recently updated distribution data. To
the extent that the climate has changed since the 1975 average conditions, the parameters have
been automatically adjusted to compensate.

Biosecurity implications for North America
With its establishment in South and Central America, several invasion routes into North
America now appear open toH. armigera: 1) direct air or sea transport, 2) natural spread
across the Isthmus of Panama into the high-elevation cropping areas of Mexico and then A)
natural migration in the spring or B) land transport into the United States, and 3) further is-
land-hopping across the Caribbean islands. In recent timesH. armigera has been detected fre-
quently associated with goods transported into the United States (Table 2, Fig. 6), yet so far
apparently failed to establish resident populations outside the quarantine border facilities. It
seems unlikely that the border interceptions included every introduced specimen of H. armi-
gera. Whilst there is no direct evidence of the detection rate in this case, based on the few stud-
ies available (e.g., [89]), we presume that despite the best efforts of the US border biosecurity
agencies, a significant number of H. armigera are transported directly into the United States as-
sociated with fresh produce. The failure so far of H. armigera to establish there is likely
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therefore due to inhospitable conditions post-arrival through the consumer product delivery
process, or asynchrony of life-stages with the climatic seasons upon arrival. The vast majority
of border detections of H. armigera in the United States have been associated with cut flowers,
mint and basil (Table B in S1 File). The post-arrival treatment and final uses of these commodi-
ties may limit the potential for H. armigera to establish in the United States. Nonetheless, the
alarming frequency ofH. armigera intercepts in the United States points to significant prob-
lems with the sanitary precautions implemented prior to the export of these commodities. If it
has not happened already, an increase in pheromone trapping surveillance around ports of
entry and southern US cropping districts might appear warranted to enable biosecurity re-
sponses to be implemented as soon as possible. However, this might be a futile effort ifH. armi-
gera can establish in locations in Central America or the Caribbean from where it can disperse
into the USA naturally.

Another reason for the failure ofH. armigera to establish in the United States in recent
times is perhaps due to founder effects; the small numbers of individuals in each introduced
population [90]. In the relatively short-term, the presence and continued spread of H. armigera
in South and Central America may facilitate its invasion along the Central American isthmus
and the Caribbean islands, from which further natural dispersal into North America is
clearly possible.

Whilst there are several closely-related heliothines already established in the United States,
none have the broadscale pattern of pesticide resistance observed in H. armigera. The threat
posed to a broad range of economically important crops suggests that some significant pre-
paredness activities may be warranted. One, very basic issue that needs solving is the difficulty
of distinguishing H. armigera from the nativeH. zea (North and South America) from which it
is estimated to have diverged from H. armigera only approximately 1.5–2 million years ago
[91] and H. gelotopoeon (South America). Traditional taxonomic methods require very special-
ised skills and molecular tools are likely to be required. Behere et al. [92] have reported using
two partial mitochondrial DNA genes (COI, Cytb) as markers to differentiate betweenH. armi-
gera,H. punctigera, H. assulta andH. zea. Improving this method to include other Helicoverpa
species (e.g., H. gelotopoeon, H.minuta) may also be desirable. A further complication is the
fact that H. armigera and H. zea have been shown to hybridise in the laboratory and could well
be hybridising in the field [14,93]. It is unclear ifH. armigera can hybridise with other endemic
heliothine species, such as with H. gelotopoeon. The mtDNA marker method of species differ-
entiation of Behere et al. will not be able to correctly identify zea-armigera hybrids that resulted
from mating between a female H. zea and a male H. armigera; these hybrids would be incor-
rectly identified asH. zea [92]. The prospect of hybrids, indistinguishable using morphological
and standard molecular tools fromH. zea, but containing H. armigera resistance genes is one
that would dramatically complicate control and/or eradication initiatives.

Slowing the spread of H. armigera throughout South America, Central America and the Ca-
ribbean would seem to be a prudent goal, though given the previous pesticide resistance pat-
terns, may be problematical. Given the long lead times, initiating classical and inundative
biological control programmes, sterile insect techniques, large-scale pheromone trapping, trap
crops at borders would seem prudent activities to initiate promptly. It may even be in the inter-
ests of the North American countries to co-invest in biological control and spread monitoring
programmes in Central America and the Caribbean. Reduced populations of H. armigera in
these regions could translate into reduced rates of spread into North America. In Brazil, re-
searchers have been dedicated to identifying potential biological control agents for H. armigera
and the adoption of inundative biological control using Trichogramma spp., viruses and Bt
bioinsecticides have been increased since the detection ofH. armigera in the 2012–2013 crop-
ping season [94].
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The incursion ofH. armigera into South America and its subsequent spread into Central
America and the Caribbean has changed the nature of the invasion risk to North America fun-
damentally. Previously, the perceived threat was from goods and services being transported
into North America, from various locations worldwide, including South and Central America
and the Caribbean. Now there are two likely natural dispersal pathways, via the land bridge be-
tween North and South America, or via island-hopping across the Caribbean. Not only has the
dispersal route changed, but so has the nature of the invasion pathway. These changes have im-
portant ramifications for the constraints on biosecurity response actions. If an incursion hap-
pened as a result of an isolated, low frequency human-mediated dispersal event, then an
eradication could feasibly be contemplated. However, a central tenet in the definition of an
eradication of an unwanted organism is that there is low probability of re-invasion. If the USA
is invaded byH. armigera from either Central America or the Caribbean, then, as demonstrat-
ed by many migratory insects such as P. xylostella and Danaus plexippus, it is highly likely that
it will be capable of re-invading on a regular basis. Another potential problem lies in the close
association betweenH. zea (usually considered a native North American pest) andH. armigera,
which would make eradication of one without the other practically impossible. These compli-
cations suggest that there may be limited available responses such as:

1. trying to slow the spread of H. armigera through Central America and the Caribbean,

2. preparing agricultural producers in the USA with information on the spread ofH. armi-
gera, and explaining why an eradication effort would be imprudent and impractical,

3. monitoring the pesticide resistance profiles ofH. armigera populations as it spreads
through Central America and the Caribbean, with a view to adjusting the integrated pest
management recommendations in the southern USA.

During the preparation of this paper, the distribution maps for H. armigera had to be re-
vised several times to accommodate fresh reports of its spread. There are no apparent barriers
to its spread through Central America to the point where it could migrate into the agricultural
regions of North America. Its rapid spread into the Caribbean also reflects its strong migratory
abilities. The spread of H. armigera into North America, not only looks to be a matter of time,
but a short one at that!
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and B and Tables A and B. Figure A, Climate suitability for Helicoverpa armigera in Australia
modelled using CLIMEX for A) Establishment, and B) Population growth in relation to its
known distribution. Point locations indicate the goodness of fit of the model. Figure B, Global
climate suitability for Helicoverpa armigeramodelled using CLIMEX for A) Establishment,
and B) Population growth in relation to its known distribution. Point locations and shaded
areas indicate the goodness of fit of the model. Table A, CLIMEX Parameter Sensitivity for
Helicoverpa armigera. Table B, Frequency of interceptions of Helicoverpa armigera in the Unit-
ed States by inspected host.
(DOCX)

Acknowledgments
This study was supported financially by Cotton Inc., though this organisation played no role in
the design or implementation of the study, nor in the decision to publish the results.

Helicoverpa armigera in North America: Is It Just a Matter of Time?

PLOSONE | DOI:10.1371/journal.pone.0119618 March 18, 2015 19 / 24

http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0119618.s001


Author Contributions
Conceived and designed the experiments: DJK MPZ. Performed the experiments: DJK MPZ
NO. Analyzed the data: DJK MPZ JB. Contributed reagents/materials/analysis tools: JB NO
DB. Wrote the paper: DJK MPZWDH JB TWWTT SVPM CC DB.

References
1. Czepak C, Albernaz KC, Vivan LM, Guimaraes HO, Carvalhais T. First reported occurrence of Helicov-

erpa armigera (Hübner) (Lepidoptera: Noctuidae) in Brazil. Pesquisa Agropecuaria Tropical. 2013; 43:
110–113. doi: 10.1590/s1983-40632013000100015

2. Specht A, Sosa-Gomez DR, de Paula-Moraes SV, Cavaguchi Yano SA. Morphological and molecular
identification of Helicoverpa armigera (Lepidoptera: Noctuidae) and expansion of its occurrence record
in Brazil. Pesquisa Agropecuaria Brasileira. 2013; 48: 689–692. doi: 10.1590/s0100-
204x2013000600015

3. Mastrangelo T, Paulo D, Bergamo L, Morais E, Silva M, Bezerra-Silva G, et al. Detection and genetic di-
versity of a Heliothine invader (Lepidoptera: Noctuidae) From north and northeast of Brazil. Journal of
Economic Entomology. 2014; 107: 970–980. PMID: 25026655

4. EMBRAPA. Nota técnica sobre resultado do trabalho inicial de levantamento da lagarta do gêneroHeli-
coverpa—detecção da espécieHelicoverpa armigera no Brasil. Planaltina: EMBRAPACERRADOSe
EMBRAPA SOJA; 2013. 2 p.

5. TayWT, Soria MF, Walsh T, Thomazoni D, Silvie P, Behere GT, et al. A brave new world for an old
world pest: Helicoverpa armigera (Lepidoptera: Noctuidae) in Brazil. PLOS One. 2013; 8: e80134. doi:
10.1371/journal.pone.0080134 PMID: 24260345

6. Sutherst RW, Maywald GF, Kriticos DJ. CLIMEX Version 3: User's Guide: Hearne Scientific Software
Pty Ltd. 2007. Available: http://www.hearne.com.au/attachments/ClimexUserGuide3.pdf. Accessed
2011 Apr 3.

7. SENAVE. SENAVE reafirma su autoridad en materia fitosanitaria. 2014 Available: http://www.senave.
gov.py/noticias-85-SENAVE-reafirma-su-autoridad-en-materia-fitosanitaria.html. Accessed: 2014 Aug.

8. Murúa MG, Scalora FS, Navarro FR, Cazado LE, Casmuz A, Villagrán ME, et al. First record ofHelicov-
erpa armigera (Lepidoptera: Noctuidae) in Argentina. Florida Entomologist. 2014; 97: 854–856. doi:
10.1896/054.097.0279

9. North American Plant Protection Organization. Detection of OldWorld Bollworm (Helicoverpa armigera)
in Puerto Rico. 2014 Available: http://www.pestalert.org/oprDetail.cfm?oprID=600. Accessed: Novem-
ber 2014.

10. Venette RC, Davis EE, Zaspel J, Heisler H, Larson M. Mini Risk Assessment: Old World bollworm,Heli-
coverpa armigeraHübner [Lepidoptera: Noctuidae]. St. Paul: Department of Entomology, University of
Minnesota; 2003.

11. Lammers JW, MacLeod A. Report of a pest risk analysis:Helicoverpa armigera (Hübner, 1808). UK De-
partment of Environment, Forestry and Rural Affairs: Plant Protection Service (NL) and Central Science
Laboratory (UK); 2007. 18 p.

12. Zalucki MP, Furlong MJ. Forecasting Helicoverpa populations in Australia: a comparison of regression
based models and a bio-climatic based modelling approach. Insect Science. 2005; 12: 45–56.

13. Matthews M. Heliothine Moths of Australia. Melbourne: CSIRO; 1999.

14. Hardwick DF. The corn earworm complex. Memoirs of the Entomological Society of Canada. 1965; 97:
5–247.

15. Zalucki MP, Daglish G, Firempong S, Twine P. The biology and ecology of Heliothis armigera (Hübner)
andH. punctigeraWallengren (Lepidoptera, Noctuidae) in Australia—What do we know? Australian
Journal of Zoology. 1986; 34: 779–814. doi: 10.1071/zo9860779

16. Sharma HC. Heliothis/Helicoverpamanagement: emerging trends and strategies for future research;
Sharma HC, editor. New Delhi, India: Oxford & IBH Publishing Co. Pvt. Ltd; 2005.

17. Wu K-M, Lu Y-H, Feng H-Q, Jiang Y-Y, Zhao J-Z. Suppression of cotton bollworm in multiple crops in
China in areas with Bt toxin-containing cotton. Science. 2008; 321: 1676–1678. doi: 10.1126/science.
1160550 PMID: 18801998

18. Jallow MFA, Cunningham JP, Zalucki MP. Intra-specific variation for host plant use inHelicoverpa armi-
gera (Hübner) (Lepidoptera: Noctuidae): Implications for management. Crop Protection. 2004; 23:
955–964. doi: 10.1016/j.cropro.2004.02.008

19. Cunningham JP, Zalucki MP. Understanding heliothine pests: What is a host plant? Journal of Econom-
ic Entomology. 2014; 107: 881–896. PMID: 25026644

Helicoverpa armigera in North America: Is It Just a Matter of Time?

PLOSONE | DOI:10.1371/journal.pone.0119618 March 18, 2015 20 / 24

http://dx.doi.org/10.1590/s1983-40632013000100015
http://dx.doi.org/10.1590/s0100-204x2013000600015
http://dx.doi.org/10.1590/s0100-204x2013000600015
http://www.ncbi.nlm.nih.gov/pubmed/25026655
http://dx.doi.org/10.1371/journal.pone.0080134
http://www.ncbi.nlm.nih.gov/pubmed/24260345
http://www.hearne.com.au/attachments/ClimexUserGuide3.pdf
http://www.senave.gov.py/noticias-85-SENAVE-reafirma-su-autoridad-en-materia-fitosanitaria.html
http://www.senave.gov.py/noticias-85-SENAVE-reafirma-su-autoridad-en-materia-fitosanitaria.html
http://dx.doi.org/10.1896/054.097.0279
http://www.pestalert.org/oprDetail.cfm?oprID=600
http://dx.doi.org/10.1071/zo9860779
http://dx.doi.org/10.1126/science.1160550
http://dx.doi.org/10.1126/science.1160550
http://www.ncbi.nlm.nih.gov/pubmed/18801998
http://dx.doi.org/10.1016/j.cropro.2004.02.008
http://www.ncbi.nlm.nih.gov/pubmed/25026644


20. Zalucki MP, Murray DAH, Gregg PC, Fitt GP, Twine PH, Jones C. Ecology of Helicoverpa armigera
(Hübner) andHeliothis punctigera (Wallengren) in the inland of Australia: Larval sampling and host
plant relationships during winter and spring. Australian Journal of Zoology. 1994; 42: 329–346. doi: 10.
1071/zo9940329

21. Manjunath TM, Bhathagar VS, Pawar CS, Sithanantham S. Economic importance of Heliothis spp. in
India and an assessment of their natural enemies and host plants; King EG, Jackson RD, editors: De-
partment of Agriculture; 1989.

22. Bai L-X, Sun H-W, Sun Y-W, Su C-E. The host plants of the cotton bollworm, Helicoverpa armigera
(Hübner) and their fitness (In Chinese). Acta Phytophylactica Sinica. 1997; 24: 1–6.

23. Torres-Vila LM, Rodriguez-Molina MC, Lacasa-Plasencia A, Bielza-Lino P. Insecticide resistance of
Helicoverpa armigera to endosulfan, carbamates and organophosphates: the Spanish case. Crop Pro-
tection. 2002; 21: 1003–1013. doi: 10.1016/s0261-2194(02)00081-9

24. Buès R, Bouvier JC, Boudinhon L. Insecticide resistance and mechanisms of resistance to selected
strains ofHelicoverpa armigera (Lepidoptera: Noctuidae) in the south of France. Crop Protection. 2005;
24: 814–820. doi: 10.1016/j.cropro.2005.01.006

25. Coaker TH. Investigations onHeliothis armigera (Hb.) in Uganda. Bulletin of Entomological Research.
1959; 50: 487–506.

26. Evans DE. Status of American Bollworm on cotton at Stennar, Sudan. The Empire Cotton Growing Re-
view. 1964; 41: 202–209.

27. Topper CP. The dynamics of the adult population ofHeliothis armigera (Hübner) (Lepidoptera: Noctui-
dae) within the Sudan Gezira in realtion to cropping pattern and pest control on cotton. Bulletin of Ento-
mological Research. 1987; 77: 525–539.

28. Perkins LE, Cribb BW, Hanan J, Zalucki MP. The role of two plant-derived volatiles in the foraging
movement of 1st instarHelicoverpa armigera (Hübner): time to stop and smell the flowers. Arthropod-
Plant Interactions. 2009; 3: 173–179. doi: 10.1007/s11829-009–9069-4

29. Perkins LE, Cribb BW, Hanan J, Glaze E, Beveridge C, Zalucki MP. Where to from here? The mecha-
nisms enabling the movement of first instar caterpillars on whole plants usingHelicoverpa armigera
(Hübner). Arthropod-Plant Interactions. 2008; 2: 197–207. doi: 10.1007/s11829-008-9047-2

30. Perkins LE, Cribb BW, Hanan J, Zalucki MP. The movement and distribution of Helicoverpa armigera
(Hübner) larvae on pea plants is affected by egg placement and flowering. Bulletin of Entomological Re-
search. 2010; 100: 591–598. doi: 10.1017/s0007485309990654 PMID: 20504381

31. Kakimoto T, Fujisaki K, Miyatake T. Egg laying preference, larval dispersion, and cannibalism inHeli-
coverpa armigera (Lepidoptera: Noctuidae). Annals of the Entomological Society of America. 2003; 96:
793–798. doi: 10.1603/0013-8746(2003)096[0793:elplda]2.0.co;2

32. Liu ZD, Scheirs J, Heckel DG. Host plant flowering increases both adult oviposition preference and lar-
val performance of a generalist herbivore. Environmental Entomology. 2010; 39: 552–560. doi: 10.
1603/en09129 PMID: 20388287

33. Soleimannejad S, Fathipour Y, Moharramipour S, Zalucki MP. Evaluation of potential resistance in
seeds of different soybean cultivars to Helicoverpa armigera (Lepidoptera: Noctuidae) using demo-
graphic parameters and nutritional indices. Journal of Economic Entomology. 2010; 103: 1420–1430.
doi: 10.1603/ec10022 PMID: 20857757

34. Mironidis GK, Savopoulou-Soultani M. Development, survivorship, and reproduction ofHelicoverpa
armigera (Lepidoptera: Noctuidae) under constant and alternating temperatures. Environmental Ento-
mology. 2008; 37: 16–28. doi: 10.1603/0046-225x(2008)37[16:dsaroh]2.0.co;2 PMID: 18348792

35. Maelzer DA, Zalucki MP. Analysis of long-term light-trap data forHelicoverpa spp. (Lepidoptera: Noctui-
dae) in Australia: the effect of climate and crop host plants. Bulletin of Entomological Research. 1999;
89: 455–463.

36. Allsopp PG, Daglish GJ, Taylor MFJ, Gregg PC. Measuring development of Heliothis species.
Heliothis: research methods and prospects. New York, Berlin: Springer-Verlag; 1991. pp. 90–101.

37. Jallow MFA, Matsumura M. Influence of temperature on the rate of development of Helicoverpa armi-
gera (Hübner) (Lepidoptera: Noctuidae). Applied Entomology and Zoology. 2001; 36: 427–430.

38. Gregg PC, Fitt GP, Zalucki MP, Murray DAH. Insect migration in an arid continent II. Helicoverpa spp in
eastern Australia. In: Drake VA, Gatehouse AG, editors. Insect Migration: Tracking Resources through
Space and Time; 1995. pp. 151–172.

39. Rochester WA, Zalucki MP, Ward A, Miles M, Murray DAH. Testing insect movement theory: Empirical
analysis of pest data routinely collected from agricultural crops. Computers and Electronics in Agricul-
ture. 2002; 35: 139–149.

Helicoverpa armigera in North America: Is It Just a Matter of Time?

PLOSONE | DOI:10.1371/journal.pone.0119618 March 18, 2015 21 / 24

http://dx.doi.org/10.1071/zo9940329
http://dx.doi.org/10.1071/zo9940329
http://dx.doi.org/10.1016/s0261-2194(02)00081-9
http://dx.doi.org/10.1016/j.cropro.2005.01.006
http://dx.doi.org/10.1007/s11829-009&ndash;9069-4
http://dx.doi.org/10.1007/s11829-008-9047-2
http://dx.doi.org/10.1017/s0007485309990654
http://www.ncbi.nlm.nih.gov/pubmed/20504381
http://dx.doi.org/10.1603/0013-8746(2003)096[0793:elplda]2.0.co;2
http://dx.doi.org/10.1603/en09129
http://dx.doi.org/10.1603/en09129
http://www.ncbi.nlm.nih.gov/pubmed/20388287
http://dx.doi.org/10.1603/ec10022
http://www.ncbi.nlm.nih.gov/pubmed/20857757
http://dx.doi.org/10.1603/0046-225x(2008)37[16:dsaroh]2.0.co;2
http://www.ncbi.nlm.nih.gov/pubmed/18348792


40. Feng HQ, Wu KM, Cheng DF, Guo YY. Northward migration of Helicoverpa armigera (Lepidoptera:
Noctuidae) and other moths in early summer observed with radar in northern China. Journal of Eco-
nomic Entomology. 2004; 97: 1874–1883. PMID: 15666739

41. Zhou XF, Applebaum SW, Coll M. Overwintering and spring migration in the bollwormHelicoverpa
armigera (Lepidoptera: Noctuidae) in Israel. Environmental Entomology. 2000; 29: 1289–1294. doi: 10.
1603/0046-225x-29.6.1289

42. Zalucki MP, Adamson D, Furlong MJ. The future of IPM: whither or wither? Australian Journal of Ento-
mology. 2009; 48: 85–96. doi: 10.1111/j.1440-6055.2009.00690.x

43. Behere GT, TayWT, Russell DA, Kranthi KR, Batterham P. Population genetic structure of the cotton
bollwormHelicoverpa armigera (Hübner) (Lepidoptera: Noctuidae) in India as inferred from EPIC-PCR
DNAmarkers. PLOS One. 2013; 8: e53448. doi: 10.1371/journal.pone.0053448 PMID: 23326431

44. Schellhorn NA, Macfadyen S, Bianchi F, Williams DG, Zalucki MP. Managing ecosystem services in
broadacre landscapes: what are the appropriate spatial scales? Australian Journal of Experimental Ag-
riculture. 2008; 48: 1549–1559. doi: 10.1071/ea08112

45. Maelzer D, Zalucki MP, Laughlin R. Analysis and interpretation of long term light trap data for Helicov-
erpa punctigera (Lepidoptera: Noctuidae) in Australia: Population changes and forecasting pest pres-
sure. Bulletin of Entomological Research. 1996; 86: 547–557.

46. Maelzer DA, Zalucki MP. Long range forecasts of the numbers ofHelicoverpa punctigera andH. armi-
gera (Lepidoptera: Noctuidae) in Australia using the Southern Oscillation Index and the sea surface
temperature. Bulletin of Entomological Research. 2000; 90: 133–146. PMID: 10948373

47. Fitt GP. The ecology of Heliothis species in relation to agroecosystems. Annual Review of Entomology.
1989; 34: 17–52.

48. Murray DAH. Investigations into the development and survival of Heliothis spp. in south-east Queens-
land: University of Queensland. 1991.

49. Roome RE. Pupal diapause inHeliothis armigera (Hübner) (Lepidoptera: Noctuidae) in Botswana: its
regulation by environmental factors. Bulletin of Entomological Research. 1979; 69: 149–160.

50. Hmimina M, Poitout S, Bues R. Variabilité des potentialités diapausantes intra et interpopulations chez
Heliothis armigeraHb. (Lep., Noctuidae). Journal of Applied Entomology. 1993; 116: 273–283. doi: 10.
1111/j.1439-0418.1993.tb01196.x

51. Wilson AGL, Lewis T, Cunningham RB. Overwintering and spring emergence of Heliothis armigera
(Hübner) (Lepidoptera: Noctuidae) in Namoi Valley, New South Wales. Bulletin of Entomological Re-
search. 1979; 69: 97–109.

52. Fitt GP, Daly JC. Abundance of overwintering pupae and the spring generation of Helicoverpa spp.
(Lepidoptera: Noctuidae) in northern New South Wales, Australia: Implication for pest management.
Journal of Economic Entomology. 1990; 83: 1827–1836.

53. Duffield SJ, Dillon ML. The emergence and control of overwintering Helicoverpa armigera pupae in
southern New South Wales. Australian Journal of Entomology. 2005; 44: 316–320. doi: 10.1111/j.
1440-6055.2005.00486.x

54. Mironidis GK, Stamopoulos DC, Savopoulou-Soultani M. Overwintering survival and spring emergence
of Helicoverpa armigera (Lepidoptera: Noctuidae) in Northern Greece. Environmental Entomology.
2010; 39: 1068–1084. doi: 10.1603/EN09148 PMID: 22127157

55. Jadhav DR, Armes NJ, Bhatnagar VS. Incidence of winter and summer diapause inHelicoverpa armi-
gera (Hübner) (Lepidoptera: Noctuidae) in Andhra Pradesh, India. Asian Journal of Agricultural Sci-
ences. 2013; 5: 40–51.

56. Ge F, Chen F, Parajulee MN, Yardim EN. Quantification of diapausing fourth generation and suicidal
fifth generation cotton bollworm,Helicoverpa armigera, in cotton and corn in northern China. Entomolo-
gia Experimentalis et Applicata. 2005; 116: 1–7. doi: 10.1111/j.1570-7458.2005.00305.x

57. Shimizu K, Shimizu K, Fujisaki K. Timing of diapause induction and overwintering success in the cotton
bollwormHelicoverpa armigera (Hb.) (Lepidoptera: Noctuidae) under outdoor conditions in temperate
Japan. Applied Entomology and Zoology. 2006; 41: 151–159. doi: 10.1303/aez.2006.151

58. Wu K, Guo Y. On the cold hardiness of cotton bollworm populations from Xinjiang Uygur Autonomous
Region. Acta Phytophylacica Sinica. 2000; 27: 23–26.

59. Nibouche S. High temperature induced diapause in the cotton bollwormHelicoverpa armigera. Entomo-
logia Experimentalis et Applicata. 1998; 87: 271–274. doi: 10.1046/j.1570-7458.1998.00331.x

60. Sutherst RW, Maywald GF. A computerised system for matching climates in ecology. Agriculture, Eco-
systems and Environment. 1985; 13: 281–299.

61. Kriticos DJ, Webber BL, Leriche A, Ota N, Bathols J, Macadam I, et al. CliMond: global high resolution
historical and future scenario climate surfaces for bioclimatic modelling. Methods in Ecology and Evolu-
tion. 2012; 3: 53–64. doi: 10.1111/j.2041-210X.2011.00134.x

Helicoverpa armigera in North America: Is It Just a Matter of Time?

PLOSONE | DOI:10.1371/journal.pone.0119618 March 18, 2015 22 / 24

http://www.ncbi.nlm.nih.gov/pubmed/15666739
http://dx.doi.org/10.1603/0046-225x-29.6.1289
http://dx.doi.org/10.1603/0046-225x-29.6.1289
http://dx.doi.org/10.1111/j.1440-6055.2009.00690.x
http://dx.doi.org/10.1371/journal.pone.0053448
http://www.ncbi.nlm.nih.gov/pubmed/23326431
http://dx.doi.org/10.1071/ea08112
http://www.ncbi.nlm.nih.gov/pubmed/10948373
http://dx.doi.org/10.1111/j.1439-0418.1993.tb01196.x
http://dx.doi.org/10.1111/j.1439-0418.1993.tb01196.x
http://dx.doi.org/10.1111/j.1440-6055.2005.00486.x
http://dx.doi.org/10.1111/j.1440-6055.2005.00486.x
http://dx.doi.org/10.1603/EN09148
http://www.ncbi.nlm.nih.gov/pubmed/22127157
http://dx.doi.org/10.1111/j.1570-7458.2005.00305.x
http://dx.doi.org/10.1303/aez.2006.151
http://dx.doi.org/10.1046/j.1570-7458.1998.00331.x
http://dx.doi.org/10.1111/j.2041-210X.2011.00134.x


62. Sutherst RW, Maywald G. A climate model of the red imported fire ant, Solenopsis invicta Buren (Hyme-
noptera: Formicidae): Implications for invasion of new regions, particularly Oceania. Environmental En-
tomology. 2005; 34: 317–335.

63. Morey A, HutchisonW, Venette R, Burkness E. Cold hardiness of Helicoverpa zea (Lepidoptera: Noc-
tuidae) pupae. Environmental Entomology. 2012; 41: 172–179. doi: 10.1603/EN11026 PMID:
22525073

64. CABI. Helicoverpa armigera (Hübner). 1993 Available: http://www.cabi.org/dmpp/FullTextPDF/2003/
20036600015.pdf. Accessed 2014 Aug 19.

65. CABI. Helicoverpa armigera (Hübner). 2013 Available: http://www.cabi.org/cpc/datasheet/26757. Ac-
cessed 2014 Aug 19.

66. Brown JH, Stevens GC, Kaufman DM. The geographic range: size, shape, boundaries, and internal
structure. Annual Review of Ecology and Systematics. 1996; 27: 597–623.

67. Yonow T, Sutherst RW. The geographical distribution of the Queensland fruit fly, Bactrocera (Dacus)
tryoni, in relation to climate. Australian Journal of Agricultural Research. 1998; 49: 935–953.

68. Siebert S, Doll P, Hoogeveen J, Faures JM, Frenken K, Feick S. Development and validation of the
global map of irrigation areas. Hydrology and Earth System Sciences. 2005; 9: 535–547.

69. You L, Wood-Sichra U, Fritz S, Guo Z, See L, Koo J. Spatial Production Allocation Model (SPAM) 2005
Version 1. 2014 Available: http://mapspam.info. Accessed 2014 Apr 10.

70. Kriticos DJ, Leriche A, Palmer D, Cook DC, Brockerhoff EG, Stephens AEA, et al. Linking climate suit-
ability, spread rates and host-impact when estimating the potential costs of invasive pests. PLOS One.
2013; 8: e54861. doi: 10.1371/journal.pone.0054861 PMID: 23405097

71. Lu Z-Z, Zalucki M, Perkins L, Wang D-Y, Wu L-L. Towards a resistance management strategy for Heli-
coverpa armigera in Bt-cotton in northwestern China: an assessment of potential refuge crops. Journal
of Pest Science. 2013; 86: 695–703. doi: 10.1007/s10340-013-0517-7

72. Baker GH, Tann CR, Fitt GP. A tale of two trapping methods:Helicoverpa spp.(Lepidoptera, Noctuidae)
in pheromone and light traps in Australian cotton production systems. Bulletin of Entomological Re-
search. 2011; 101: 9–23. doi: 10.1017/S0007485310000106 PMID: 20504387

73. Schneider SS, DeGrandi-Hoffman G, Smith DR. The African honey bee: factors contributing to a suc-
cessful biological invasion. Annual Review of Entomology. 2004; 49: 351–376. PMID: 14651468

74. Rochester WA, Dillon ML, Fitt GP, Zalucki MP. A simulation model of the long-distance migration of
Helicoverpa spp. moths. Ecological Modelling. 1996; 86: 151–156.

75. Zhu M, Radcliffe EB, Ragsdale DW, MacRae IV, Seeley MW. Low-level jet streams associated with
spring aphid migration and current season spread of potato viruses in the U.S. northern Great Plains.
Agricultural and Forest Meteorology. 2006; 138: 192–202. doi: 10.1016/j.agrformet.2006.05.001

76. Westbrook J, Isard S. Atmospheric scales of biotic dispersal. Agricultural and Forest Meteorology.
1999; 97: 263–274.

77. Lingren P, Westbrook J, Bryant V, Raulston J, Esquivel J, Jones G. Origin of corn earworm (Lepidop-
tera: Noctuidae) migrants as determined by Citrus pollen markers and synoptic weather systems. Envi-
ronmental Entomology. 1994; 23: 562–570.

78. HutchisonW, Burkness E, Jensen B, Leonard B, Temple J, Cook D, et al. Evidence for decreasingHeli-
coverpa zea susceptibility to pyrethroid insecticides in the Midwestern United States. Plant Health Prog-
ress. 2007. doi: 10.1094/PHP-2007–0719–02-RV

79. Dosdall L, Mason P, Olfert O, Kaminski L, Keddie B. The origins of infestations of diamondback moth,
Plutella xylostella (L.), in canola in western Canada; 2001; Melbourne, Australia; 2001. pp. 95–100.

80. Pardey PG, Beddow JM, Hurley TM, Kriticos DJ, Park RF, Duveiller E, et al. Right-sizing stem rust re-
search. Science. 2013; 340: 147–148. doi: 10.1126/science.122970 PMID: 23580514

81. Pinkard EA, Kriticos DJ, Wardlaw TJ, Carnegie AJ. Estimating the spatio-temporal risk of disease epi-
demics using a bioclimatic niche model. Ecological Modelling. 2010; 221: 2828–2838. doi: 10.1016/j.
ecolmodel.2010.08.017

82. Joussen N, Agnolet S, Lorenz S, Schoene SE, Ellinger R, Schneider B, et al. Resistance of Australian
Helicoverpa armigera to fenvalerate is due to the chimeric P450 enzyme CYP337B3. Proceedings of
the National Academy of Sciences of the United States of America. 2012; 109: 15206–15211. doi: 10.
1073/pnas.1202047109 PMID: 22949643

83. Michael PJ, WoodsWM. An entomological review of cotton growing in the Ord River area of Western
Australia. Perth: Western Australian Department of Agriculture; 1980.

84. Wu KM, Guo YY. The evolution of cotton pest management practices in China. Annual Review of Ento-
mology; 2005. pp. 31–52. doi: 10.1146/annurev.ento.50.071803.130349

Helicoverpa armigera in North America: Is It Just a Matter of Time?

PLOSONE | DOI:10.1371/journal.pone.0119618 March 18, 2015 23 / 24

http://dx.doi.org/10.1603/EN11026
http://www.ncbi.nlm.nih.gov/pubmed/22525073
http://www.cabi.org/dmpp/FullTextPDF/2003/20036600015.pdf
http://www.cabi.org/dmpp/FullTextPDF/2003/20036600015.pdf
http://www.cabi.org/cpc/datasheet/26757
http://mapspam.info
http://dx.doi.org/10.1371/journal.pone.0054861
http://www.ncbi.nlm.nih.gov/pubmed/23405097
http://dx.doi.org/10.1007/s10340-013-0517-7
http://dx.doi.org/10.1017/S0007485310000106
http://www.ncbi.nlm.nih.gov/pubmed/20504387
http://www.ncbi.nlm.nih.gov/pubmed/14651468
http://dx.doi.org/10.1016/j.agrformet.2006.05.001
http://dx.doi.org/10.1094/PHP-2007&ndash;0719&ndash;02-RV
http://dx.doi.org/10.1126/science.122970
http://www.ncbi.nlm.nih.gov/pubmed/23580514
http://dx.doi.org/10.1016/j.ecolmodel.2010.08.017
http://dx.doi.org/10.1016/j.ecolmodel.2010.08.017
http://dx.doi.org/10.1073/pnas.1202047109
http://dx.doi.org/10.1073/pnas.1202047109
http://www.ncbi.nlm.nih.gov/pubmed/22949643
http://dx.doi.org/10.1146/annurev.ento.50.071803.130349


85. Fitt GP. An Australian approach to IPM in cotton: Integrating new technologies to minimise insecticide
dependence. Crop Protection. 2000; 19: 793–800. doi: 10.1016/s0261-2194(00)00106-x

86. Downes S, Mahon RJ, Rossiter L, Kauter G, Leven T, Fitt G, et al. Adaptive management of pest resis-
tance by Helicoverpa species (Noctuidae) in Australia to the Cry2Ab Bt toxin in Bollgard II (R) cotton.
Evolutionary Applications. 2010; 3: 574–584. doi: 10.1111/j.1752-4571.2010.00146.x PMID:
25567948

87. Tabashnik BE, Brévault T, Carrière Y. Insect resistance to Bt crops: lessons from the first billion acres.
Nature Biotechnology. 2013; 31: 510. doi: 10.1038/nbt.2597 PMID: 23752438

88. Sisterson MS, Carriere Y, Dennehy TJ, Tabashnik BE. Evolution of resistance to transgenic crops: In-
teractions between insect movement and field distribution. Journal of Economic Entomology. 2005; 98:
1751–1762. PMID: 16539091

89. Stanaway MA, Zalucki MP, Gillespie PS, Rodriguez CM, Maynard GV. Pest risk assessment of insects
in sea cargo containers. Australian Journal of Entomology. 2001; 40: 180–192.

90. Farrow RA, Daly JC. Long-range movements as an adaptive strategy in the genusHeliothis (Lepidop-
tera: Noctuidae):-a review of its occurrence and detection in four pest species. Australian Journal of Zo-
ology. 1987; 35: 1–24.

91. Behere GT, TayWT, Russell DA, Heckel DG, Appleton BR, Kranthi KR, et al. Mitochondrial DNA analy-
sis of field populations of Helicoverpa armigera (Lepidoptera: Noctuidae) and of its relationship to H.
zea. BMC Evolutionary Biology. 2007; 7: 117. PMID: 17629927

92. Behere G, TayW, Russell D, Batterham P. Molecular markers to discriminate among four pest species
of Helicoverpa (Lepidoptera: Noctuidae). Bulletin of Entomological Research. 2008; 98: 599–603. doi:
10.1017/S0007485308005956 PMID: 18631420

93. Laster ML, Hardee DD. Intermating compatibility between North American Helicoverpa zea and
Heliothis armigera (Lepidoptera: Noctuidae) from Russia. Journal of Economic Entomology. 1995; 88:
77–80.

94. Corrêa-Ferreira BS, Hoffmann-Campo CB, Sosa-Gómez DR. Inimigos naturais de Helicoverpa armi-
gera em soja. Comunicado Técnico Embrapa. 2014; 80.

Helicoverpa armigera in North America: Is It Just a Matter of Time?

PLOSONE | DOI:10.1371/journal.pone.0119618 March 18, 2015 24 / 24

http://dx.doi.org/10.1016/s0261-2194(00)00106-x
http://dx.doi.org/10.1111/j.1752-4571.2010.00146.x
http://www.ncbi.nlm.nih.gov/pubmed/25567948
http://dx.doi.org/10.1038/nbt.2597
http://www.ncbi.nlm.nih.gov/pubmed/23752438
http://www.ncbi.nlm.nih.gov/pubmed/16539091
http://www.ncbi.nlm.nih.gov/pubmed/17629927
http://dx.doi.org/10.1017/S0007485308005956
http://www.ncbi.nlm.nih.gov/pubmed/18631420


<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Error
  /CompatibilityLevel 1.4
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /CMYK
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments true
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

    /BGR <>
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e9ad88d2891cf76845370524d53705237300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc9ad854c18cea76845370524d5370523786557406300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /CZE <>
    /DAN <>
    /DEU <>
    /ESP <>
    /ETI <>
    /FRA <>
    /GRE <>

    /HRV (Za stvaranje Adobe PDF dokumenata najpogodnijih za visokokvalitetni ispis prije tiskanja koristite ove postavke.  Stvoreni PDF dokumenti mogu se otvoriti Acrobat i Adobe Reader 5.0 i kasnijim verzijama.)
    /HUN <>
    /ITA <>
    /JPN <FEFF9ad854c18cea306a30d730ea30d730ec30b951fa529b7528002000410064006f0062006500200050004400460020658766f8306e4f5c6210306b4f7f75283057307e305930023053306e8a2d5b9a30674f5c62103055308c305f0020005000440046002030d530a130a430eb306f3001004100630072006f0062006100740020304a30883073002000410064006f00620065002000520065006100640065007200200035002e003000204ee5964d3067958b304f30533068304c3067304d307e305930023053306e8a2d5b9a306b306f30d530a930f330c8306e57cb30818fbc307f304c5fc59808306730593002>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020ace0d488c9c80020c2dcd5d80020c778c1c4c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /LTH <>
    /LVI <>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor prepress-afdrukken van hoge kwaliteit. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /POL <>
    /PTB <>
    /RUM <>
    /RUS <>
    /SKY <>
    /SLV <>
    /SUO <>
    /SVE <>
    /TUR <>
    /UKR <>
    /ENU (Use these settings to create Adobe PDF documents best suited for high-quality prepress printing.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /ConvertToCMYK
      /DestinationProfileName ()
      /DestinationProfileSelector /DocumentCMYK
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /DocumentCMYK
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


