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Abstract 
The potential movement of transgenes from genetically modified crops to non-genetically 
modified crops via insect-mediated pollen dispersal has been highlighted as one of the areas of 
greatest concern in regards to genetically modified crops. Pollen movement depends sensitively 
on spatial and temporal variation in the movement of insect pollinators between crop fields. This 
study tested the degree of variation in the diversity and relative abundance of flower-visiting 
insects entering versus leaving pak choi, Brassica rapa var. chinensis L. (Brassicales: 
Brassicaceae), crops throughout different stages of the flowering cycle. The relative abundance of 
flower-visiting insects varied significantly with Brassica crop phenology. Greater numbers of 
flower-visiting insects were captured inside rather than outside the crop fields, with the highest 
capture rates of flower-visitors coinciding with the peak of flowering in both spring-flowering 
and summer-flowering crops. Moreover, the ratio of flower-visiting insects entering versus 
leaving crop fields also varied considerably with changing crop phenology. Despite high 
variation in relative capture rates, the data strongly indicate non-random patterns of variation in 
insect movement in relation to crop phenology, with early-season aggregation of flower-visiting 
insects entering and remaining in the crop, and then mass emigration of flower-visiting insects 
leaving the crop late in the flowering season. Although pollen movement late in the flowering 
cycle might contribute relatively little to total seed set (and hence crop production), the findings 
here suggest that extensive late-season pollinator redistribution in the landscape could contribute 
disproportionately to long-distance gene movement between crops. 
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Introduction 
 
Insect-mediated pollen transfer is a key 
mechanism for gene movement and cross-
pollination within and between a wide range 
of crops (Fenster 1991; Ellstrand and Elam 
1993; Ennos 1994; Ghazoul 2005). Therefore, 
the abundance and diversity of the pollinator 
assemblage is not only important for seed 
production within crops (Suberi and Sarker 
1992; Stewart 2002; Klein et al. 2007), but 
also for viable pollen movement between 
crops (Chifflet et al. 2011; Rader et al. 2011). 
This pollen movement between crops could 
result in unwanted cross-pollination of 
conventional crops, weeds, and wild relatives 
(Poppy and Wilkinson 2005; Hoyle et al. 
2007). Interest in pollen movement from crops 
has increased with the mass-planting of 
genetically modified crops (Chifflet et al. 
2011), due to the potential risk of uncontrolled 
‘escape’ of introduced genes. Gene escape 
might be particularly problematic in mass-
flowering crops that are attractive to a wide 
range of generalist flower-visiting species 
with differing relative abundances and 
dispersal capabilities (e.g., Abrol and Kapil 
1996; Rader et al. 2011). In particular, it is 
crucial to understand how the abundance and 
distribution of these different flower-visiting 
species vary throughout the growing season 
(Howlett et al. 2005), and how the relative 
activity rates of flower-visitors entering and 
leaving mass-flowering crops vary with 
changing crop phenology, as these factors will 

have an important bearing on the relative risk 
of gene movement in the landscape. 
 
Insect-mediated pollen transfer in mass-
flowering Brassica crops has been particularly 
well studied, as insect pollinator activity can 
contribute significantly to pollination (Sihag 
1985; Hayter and Cresswell 2006; Rader et al. 
2009). A large number of insect species visit 
Brassica flowers (Howlett et al. 2009a, b, 
2011), and absolute visitation rate is thought 
to play a central role in the resulting quality 
and yield of seed (Bhalla et al. 1983). For 
example, some authors have found that 
without adequate cross pollination, Brassica 
rapa var. chinensis L. (Brassicales: 
Brassicaceae) cannot produce high seed yield 
(Suberi and Sarker 1992; Westcott and Nelson 
2001). Similarly, Morandin and Winston 
(2005) found that herbicide-driven reductions 
in pollinator abundance resulted in poor seed 
set in genetically modified B. rapa crops in 
Canada. To some extent, however, the effect 
of pollinator abundance on seed set is likely to 
be dependent on the cultivars planted, the 
environmental conditions where the crop 
grows, and the compensatory capacity of the 
crop (Mesquida et al. 1988; Free 1993; 
Westcott and Nelson 2001).  
 
A wide variety of insects have been recorded 
as flower-visitors in Brassica crops. These 
include social bees (Donovan 1980; Goodell 
and Thomson 2006), solitary bees (e.g., 
Leioproctus and Lasioglossum) (Rader et al. 
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2009; Howlett et al. 2009a; Rader et al. 2011), 
Diptera, Lepidoptera, and Coleoptera (Brunel 
et al. 1992; Chaudhary 2001; Howlett 2009a, 
b; Walker et al. 2009; Chifflet et al. 2011; 
Rader et al. 2011). Across all the taxa 
recorded as flower visitors of Brassica crops, 
Bombus spp. and Apis mellifera are 
considered key visitors in most regions of the 
world (Sihag 1986; Singh and Singh 1992; 
Williams 1997), and are typically considered 
to control the maximum rate of pollination 
(Hayter and Cresswell 2006).Therefore, 
variation in the abundance of social bees 
visiting flowers, either spatially or seasonally, 
might be expected to have a dominant 
influence on gene flow and cross-pollination 
within and among crop fields (DeGrandi-
Hoffman et al. 1992; Firbank et al. 2003; 
Hayter and Cresswell 2006; Sahli and Conner 
2007). However, recent studies have shown 
that many other solitary insects are also 
capable of transporting viable Brassica pollen 
over very large distances, and are significant 
contributors to the movement of pollen from 
crops (Chifflet et al. 2011; Rader et al. 2011).  
 
Although studies such as Rader et al. (2011) 
and Chifflet et al. (2011) provide much 
sought-after evidence of the complexity of 
pollen movement by insects from Brassica 
crops, they provide limited insight into the 
influences of temporal factors, such as the 
seasonality of crop plantings, or changing 
crop phenology during the period of crop 
flowering. These factors may significantly 
influence pollen movement by insects, and 
hence influence gene flow. For example, gene 
flow between genetically modified and non-
genetically modified crops was found to be 
twice as high in winter-sown crops, which 
bloomed in spring when pollinator abundance 
was low, compared to spring-sown crops, 
which bloomed in summer when pollinator 
diversity and abundance were high (Weekes et 

al. 2005). In contrast, we are unaware of 
studies that have extended observations of 
insect movement across the full flowering 
cycle in Brassica crops to examine how the 
relative activity rates of different flower-
visiting species in mass-flowering crops differ 
with changing crop phenology. In the present 
study, the aim was to quantify the degree of 
spatial and temporal variation in the diversity 
and relative abundance of key flower-visiting 
species entering versus leaving pak choi (B. 
rapa) crops throughout the crop development 
and flowering cycle in an intensive cropping 
landscape in New Zealand. 
 
Materials and Methods  
 
Crop phenology and insect activity patterns 
were measured in two 50 x 50 m fields of B. 
rapa located at Lincoln on the Canterbury 
Plains, South Island, New Zealand. The soil in 
both fields was a Wakanui Silt Loam. 
Brassica seeds were drilled to 2 cm depth at 
15 cm square spacing on 12 September 2006 
(Lincoln ‘spring-flowering’ crop) and 10 
November 2006 (Lincoln ‘summer-flowering’ 
crop). The fields were 3 km apart. The amount 
of seed sown was 200 kg seeds ha-1. Weeds 
were controlled with Trifluran at 1.7 L ha-1. 
Fertilizer was applied according to common 
practices used at Plant and Food Research 
Ltd. before planting (the details of rate of 
application and fertilizer composition are 
commercially sensitive, and are therefore not 
available for release). 
 
Crop phenology 
Crop phenology was monitored at weekly 
intervals, from the time the first leaves 
appeared on the emerging seedlings until 
seeds were formed on mature plants, in both 
crops. On each sampling date, plant and 
flower density measurements were recorded 
within three randomly-located 1-m2 quadrats 
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at the center, and at each of the four corners of 
the crop (giving a total of 15 samples per 
week). The number of plants in each 1-m2 
sample was recorded, and the number of 
inflorescences per plant was estimated by 
counting the inflorescences on 10 randomly-
selected plants. The numbers of buds, open 
flowers, and old (senescent) flowers per 
inflorescence were estimated by counting the 
numbers of each flower type in 10 randomly 
selected inflorescences within each of the 10 
plants. These variables were recorded weekly 
until the flowering phase had ceased. 
 
Abundance and diversity of flower-visiting 
insects 
The relative activity rates of flower-visiting 
insects were estimated using four flight 
intercept (window) traps located inside the 
crop in each of the four corners (5 m from the 
crop edge), and four window traps located 
outside the crop at 50 m distance from the 
crop edge (Figure 1). Capture rates in the type 
of window traps used in this study have been 
shown to be highly correlated with observed 
visitation rates at flowers (Howlett et al. 
2009a).  
 
Each trap consisted of a rectangular grey 6 L 
plastic tray that supported two transparent 
Perspex (acrylic) window panes intersecting 
perpendicularly. The Perspex pane that ran 
lengthways along the tray had dimensions of 
36.4 cm wide by 27.0 cm high (tapering at the 
tray base to 34.7 cm), while the pane running 
perpendicular to the tray was 23.8 cm wide by 
27.0 cm high (tapering to 21.8 cm wide at the 
tray base). Four long stakes (1.2 m aluminium 
coated with green plastic) were hammered 
into the ground at a height that was just below 
the height of the crop flowers, in a pattern that 
matched the trap dimensions. The grey plastic 
tray was attached to the stakes using 15 cm 
long copper tubing to connect the stakes with 

the plastic tray joiners (Howlett et al. 2009a). 
The window trap was then placed on top to 
ensure that it was positioned at the same 
height as the flowers.  
 
Window traps were oriented with the longest 
side pointing north. For the traps inside the 
crop, the exterior-most diagonal corner of 
each trap was designated as capturing insects 
entering the crop, while the interior-most 
diagonal corner of each trap was designated as 
capturing insects leaving the crop, as depicted 
in Figure 1. Insect samples from the other two 
quadrants of each trap were not analyzed here 
because it was much less likely that these 
could be interpreted as insects entering or 
leaving the crop with any great certainty. For 
the four traps outside the crop, the two 
quadrants of each trap that were closest to the 
crop were designated as capturing insects 
leaving the crop, and the two quadrants of 
each trap that were furthest away from the 
crop were designated as capturing insects 
entering the crop (Figure 1). The collecting 
tray of each trap was filled with 1 L of water 
containing detergent (to reduce the surface 
tension of the water and ensure efficient 
capture of insects) (Virkon S; Antec 
International Ltd., www.antec.com). The traps 
were left for five days, and then the insects 
were collected, and placed in labelled vials 
containing 70% ethanol.  
 
In the laboratory, insects were sorted to 
taxonomic orders and species where possible. 
The capture rates of five key flower-visiting 
species were analyzed in more detail, as these 
species were found to dominate flower 
visitation in a pilot trial conducted one year 
prior to the present study (Laura Mesa, 
unpublished data). The five species were a 
non-native bumblebee, Bombus terrestris L 
(Hymenoptera: Apidae), a non-native 
honeybee, Apis mellifera L., a native solitary 
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bee, Lasioglossum sordidum Smith 
(Halictidae), a non-native drone fly, Eristalis 
tenax L. (Diptera: Syrphidae), and a native 
dark hover fly, Melangyna novaezealandiae 
Macquart. All specimens were deposited at 
Plant and Food Research, Lincoln, New 
Zealand.  
 
Statistical analyses 
For comparisons of the abundance of flower-
visiting insects entering and leaving fields, 
only two quadrants within an individual trap 
inside the field could be designated as 
entering or leaving with a great deal of 
certainty (see above), whereas counts from 
traps outside the crop were made from all four 
trap quadrants of each trap. Therefore, it was 
necessary to standardize abundance per trap 
by multiplying counts by a factor of two for 
all traps inside the field. Contingency tests 
(2×2) were calculated to determine whether 
the frequency of insects entering versus 
leaving the field differed between traps inside 
and outside the fields. Relative differences are 
expressed as log response ratios, calculated as 
log10((number entering + 1) / (number leaving 
+ 1)).  
 
Results 
 
Flowering phenology 
The spring-flowering crop started flowering at 
day 48 (early November 2006), and flowering 
was completed by day 90, with the densities 
of buds, open flowers, and old flowers 
showing a broad overlap in occurrence, but 
distinct seasonal peaks (Figure 2). The 
summer-flowering crop started flowering 
substantially sooner, at day 38 (early 
December 2006), and the flowering period 
was much shorter, with a lower proportion of 
open flowers available at peak flowering 
(Figure 2). 
 

Window trap survey 
Six orders from the class Insecta were 
captured in window traps over the flowering 
period, with a total of 10,061 and 6654 
specimens from the spring-flowering and 
summer-flowering crops, respectively. Diptera 
was the order with the highest number of 
specimens (12,823) and species (18) captured 
across 10 different families, with 
Stratiomyidae alone representing over 80% of 
the total capture rate (Table 1). Diptera 
abundance was greater in the spring-flowering 
crop (8213) than in the summer-flowering 
crop (4610), and was typically greater inside 
than outside the crop in both cases (Figure 3). 
Hymenoptera was the second most abundant 
order, with 2872 specimens and seven species 
comprised mainly of A. mellifera (1016 
specimens), L. sordidum (969 specimens) and 
B. terrestris (552 specimens) (Table 1). 
Unlike Diptera, Hymenoptera had a greater 
abundance in the summer-flowering crop than 
in the spring-flowering crop, and 
Hymenoptera abundance was generally lower 
outside the crop than inside, with one notable 
exception at the peak of flowering in the late-
season planting (Figure 3). 
 
Five species identified as key pollinating 
species in previous studies (Rader et al. 2009; 
Howlett et al. 2011) accounted for 2603 
specimens, dominated by A. mellifera (39%), 
L. sordidum (37%), and B. terrestris (21%), 
while M. novaezealandiae (2%) and E. tenax 
(1%) were comparatively less abundant. The 
most abundant species, A. mellifera, showed a 
consistent pattern of variation in abundance 
that tracked crop phenology in both the 
spring-flowering and summer-flowering crops 
(Figure 4). A. mellifera abundance was also 
consistently greater inside than outside the 
crop. These patterns were consistent with 
those observed for B. terrestris and (in the 
late-season crop only) for L. sordidum, with 
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abundance tracking flowering phenology. 
However, it was surprising that the absolute 
frequency of L. sordidum outside the crop was 
substantially greater than inside the crop. E. 
tenax and M. novaezealandiae were 
comparatively rarely captured, and therefore 
trends in relative abundance were not possible 
to establish (Figure 4). 
 
The overall frequency of insects entering 
versus leaving the field differed significantly 
between traps inside and outside the field for 
the summer-flowering crop (χ2 =7.050, p = 
0.008), but not for the spring-flowering crop 
(χ2 = 2.050, p = 0.152). Two species in the 
spring-flowering crop (Megathereva bilineata 
F. (Diptera: Therevidae) and Scaptia adrel 
Walker (Tabanidae)) and seven taxa in the 
summer-flowering crop (Tachinidae spp., 
Delia platura (Meigen) (Anthomyiidae), E. 
tenax, Helophilus hochstetteri Nowicki 
(Syrphidae), Leioproctus sp. (Hymenoptera: 
Colletidae), Pieris rapae L. (Lepidoptera: 
Pieridae), and moths) differed significantly in 
the frequency of insects entering versus 
leaving between traps inside and outside the 
crop (all χ2 > 4.29, p < 0.038; Table 1). 
 
For the five key flower-visiting species, the 
log response ratios of individuals entering 
versus leaving the crop varied considerably 
with crop phenology (Figure 5). With such 
wide variation, phenological trends in relative 
movement rates were difficult to establish for 
the two less common species, E. tenax (Figure 
5a) and M. novaezealandiae (Figure 5b). For 
the more common species, log response ratios 
varied with season and stage of crop 
development. During the early stages of 
summer flowering, the capture rates of L. 
sordidum individuals entering the crop were 
one to two times greater than capture rates of 
individuals leaving the crop (Figure 5c). 
However, this ratio declined through time 

such that, by the end of the summer flowering 
period, two to three times more individuals 
were captured leaving the crop than entering 
(Figure 5c). This same trend was observed for 
A. mellifera in the spring-flowering crop, with 
over three times as many individuals entering 
versus leaving the crop in the early stages of 
flowering, but two to three times as many 
individuals leaving rather than entering the 
crop in the late stages of flowering (Figure 
5d). Surprisingly, this trend was reversed for 
A. mellifera in the summer-flowering crop, 
with a comparatively greater numbers of 
individuals leaving rather than entering the 
crop in the early stages of flowering (Figure 
5d). Finally, B. terrestris showed a somewhat 
idiosyncratic seasonal trend in capture rates, 
with an indication that log response ratios 
were highest at the peak of flowering, 
especially in the spring-flowering crop (Figure 
5e). 
 
Discussion 
 
Flower visiting insects play a vital role in the 
pollination of many flowering crops (Free 
1993; Westerkampe and Gottsberger 2000; 
Klein et al. 2007). However, flower visitors 
may also contribute to undesirable gene 
movement among crop cultivars and wild 
relatives (Poppy and Wilkinson 2005; Funk et 
al. 2006). As different insect species are likely 
to contribute differentially to this process, it is 
essential to understand spatiotemporal 
variation in the distribution and movement 
patterns of flower-visiting insects during crop 
development. In this study, there were 
substantial differences in the diversity, species 
composition, and relative abundances of 
flower visiting insects captured in spring-
flowering versus summer-flowering crops, as 
well as substantial variation throughout the 
flowering development cycle within each 
crop. As expected, the activity rates of most 
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flower-visiting insects tracked the absolute 
availability of floral resources. However, peak 
activity times varied between insect species 
within the same trapping location in the crop, 
as well as between different trapping locations 
inside versus outside crop fields for the same 
insect species. Most notably, for some flower-
visiting species, the apparent dispersal 
trajectories of insects entering versus leaving 
crop fields varied significantly in relation to 
spatial location inside or outside the crop, and 
stage of flower development. These findings 
could have potential implications for gene 
movement within and between Brassica crop 
fields through insect-mediated pollen 
transport. 
 
Flower visitor abundance and crop 
phenology 
The four most frequently captured orders in 
this study, Diptera, Hymenoptera, Coleoptera 
and Lepidoptera, were also those typically 
recorded in other studies as the most common 
flower visitors in mass-flowering Brassica 
crops (Sahli and Conner 2007; Howlett et al. 
2009a; Rader et al. 2009). Surprisingly, 
combined abundances of these orders were 
greater in the spring-flowering crop, rather 
than in the summer-flowering period when 
insect abundances would normally be 
expected to be greatest in the cool, temperate 
region. The high spring-flowering capture 
rates were driven by greater numbers of 
Diptera (particularly Stratiomyidae) and 
Coleoptera, whereas Hymenoptera and 
Lepidoptera were more abundant overall in 
the summer-flowering crop. Although 
Stratiomyidae flies have previously been 
recognized as flower visitors (Lamborn and 
Ollerton 2000; Souza-Silva et al. 2001; 
Howlett et al. 2009a, 2011) and pollinators of 
Brassica crops (Howlett et al. 2011), their 
dominance in both spring- and summer-
flowering crops was unexpected. In New 

Zealand, the stratiomyid Odontomyia sp. can 
be highly variable in their transfer of pollen to 
pak choi stigmas, with individuals depositing 
between zero and several hundred grains in a 
single visit (Howlett et al. 2011). Given the 
large numbers of Odontomyia recorded in this 
study, they are likely to play a significant role 
in absolute pollen transfer within crops. In 
addition, their ability to move distances of at 
least 400 m (Rader et al. 2011) indicates they 
are likely to be key contributors to long 
distance pollen flow from Brassica crops.  
 
Of the five key flower-visiting species 
considered in this study, there was 
considerable seasonal variation in the relative 
abundance of species between spring- and 
summer-flowering crops. Capture rates of the 
honeybee A. mellifera, the two syrphid flies E. 
tenax and M. novaezelandiae, and most 
notably the native solitary bee L. sordidum, 
were all greater in the summer-flowering crop 
than in the spring-flowering crop, whereas 
capture rates of the bumblebee B. terrestris 
were greater in the spring-flowering crop. 
These gross seasonal patterns of variation 
among orders and species masked a more 
subtle trend in which capture rates inside the 
crop fields tended to be higher in spring- than 
summer-flowering crops, whereas the reverse 
was true outside the crop fields, where capture 
rates tended to be higher in the summer-
flowering crop. The dominant driver of these 
trends could be species-specific differences in 
seasonal activity patterns, dispersal 
capabilities, or behavioral aggregation in the 
crop, but the observed trends might also result 
from differences in relative resource 
availability in the surrounding landscape. In 
the case of B. terrestris, for example, the 
higher early-season activity may be due to a 
comparatively greater ability to tolerate cool 
climatic conditions compared with other 
species, or it may simply be that there are 
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more mass-flowering crops available in the 
surrounding landscape in the summer period, 
and this availability has a dilution effect on 
the frequency of bumblebee foraging across 
numerous crops in the landscape. More 
generally, relative resource availability in the 
landscape needs to be considered in more 
detail before conclusions can be drawn about 
local determinants of seasonal pollinator 
activity.  
 
As might be expected, peak capture rates of 
flower-visiting insects within each cropping 
season largely corresponded with the peak of 
the flowering period (Sihag and Khatkar 
1999). Floral resource availability is well 
known to correlate with increased activity of 
flower visitors, both in cropping systems 
(Westphal et al. 2003) and natural ecosystems 
(Hegland and Boeke 2006). In our study, 
capture rates of all insect orders, as well as the 
five key flower-visiting species, clearly 
tracked floral resource availability inside crop 
fields, in both the spring-flowering and 
summer-flowering crops. Interestingly, 
capture rates of several flower-visiting species 
50 m outside the crop fields also tracked floral 
resource availability inside the fields. This 
suggests that the mass-flowering crop had a 
strong landscape-level influence on insect 
activity rates beyond the boundaries of the 
crop itself. Whether the landscape influence 
occurs primarily through an aggregative 
response of adult insects already active in the 
surrounding area, or through increased 
reproductive output of local individuals, is 
open to question. For social Hymenoptera, 
such as A. mellifera and B. terrestris, it is 
most likely that more individual foragers were 
simply recruited to the crop as floral resource 
availability progressively increased. Apis 
mellifera, of course, will be heavily 
influenced by the distance of Brassica crops 
from commercial beehives (Sabbahi et al. 

2005); in the present study, several managed 
A. mellifera hives were located within 2 km of 
both trial crops. Bombus terrestris colonies 
are not actively managed for Brassica 
pollination services in this region, but, again, 
forager recruitment is likely to be an 
aggregative phenomenon. Similarly, Diekötter 
et al. (2010) found that foraging bumblebee 
recruitment to mass-flowering crops when in 
peak flower reduced pollination services to 
other plants in the landscape that relied on 
bumblebees for pollination. Whether or not 
this same adult aggregative phenomenon 
applies to solitary flower visitors foraging for 
nectar or pollen is less certain. Lassioglossum 
sordidum, for example, is a small solitary bee, 
and is therefore likely to have a much more 
limited foraging range than the larger A. 
mellifera and B. terrestris (Gathmann and 
Tscharnke 2002), so the extreme peak in 
capture rates at the height of flowering might 
be due to an increase in reproductive output of 
individuals, and enhanced local population 
density in the immediate vicinity of the crop.  
 
Frequency of movement of flower visitors 
entering and leaving crops 
If capture rates of flower-visiting insects in 
and around Brassica crops were determined 
primarily by patterns of aggregation in the 
landscape, then periods of peak activity in the 
crop might not correspond to periods of 
greatest risk of pollen transport between 
crops. Instead, greatest risk might arise from 
high differential immigration rates from other 
parts of the landscape into the crop field 
during the build-up phase of local 
aggregation, or from high differential 
emigration rates out of the crop post-
aggregation. For key flower-visiting species, a 
comparison of the relative log response ratios 
of individuals entering versus leaving crops at 
different stages of the flowering cycle 
suggested that there were strongly non-
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random patterns of variation in insect 
movement in relation to crop phenology. Most 
notably for the honeybee, A. mellifera, which 
had high capture rates in both spring- and 
summer-flowering crops, and is known to 
carry relatively large pollen loads compared to 
many other flower visiting species (Howlett et 
al. 2011), the log response ratio shifted from 
strongly positive in the early stages of spring 
flowering (three times as many individuals 
entering compared to leaving the crop field) to 
strongly negative in the late stages of spring 
flowering (two to three times as many 
individuals leaving rather than entering the 
crop field). These remarkable differences in 
relative movement trajectories occurred at 
times when absolute capture rates were 
comparatively low in the crop. This suggests 
that landscape-wide pollen transport between 
crops might also increase at these times, 
outside of peak flowering, when local 
resource availability is relatively low. 
Naturally, without absolute measures of insect 
dispersal between crop fields, there can only 
be circumstantial inference made about the 
significance of these altered movement 
trajectories for landscape-wide pollen 
transport. Nevertheless, the data do provide 
strong evidence that relative movement rates 
within and between fields do vary with 
flowering phenology. 
 
These seasonal trends in relative movement 
trajectories will depend to a great extent on 
the relative distribution and availability of 
other floral resources in the landscape, not just 
local flower density within the focal crop 
itself. If landscape-wide floral resource 
availability varied markedly from spring to 
summer, this may also explain why 
phenological variation in the movement 
trajectories of A. mellifera differed so 
strikingly between the spring-flowering and 
summer-flowering crop. Moreover, other key 

flower-visiting species, such as L. sordidum, 
had very different patterns of phenological 
variation in movement trajectories over the 
same time interval, potentially suggesting 
species-specific responses to local versus 
landscape-level resource availability.  
 
The movement of insects between crops and 
the surrounding environment has important 
implications for unwanted pollen flow 
(between crops and weedy relatives). Despite 
high variation in relative capture rates, the 
data indicate strongly non-random patterns of 
variation in insect movement in relation to 
crop phenology, with early-season 
aggregation of flower-visiting insects entering 
and remaining in the crop, and then mass 
emigration of flower-visiting insects leaving 
the crop late in the flowering season. 
Although pollen movement late in the 
flowering cycle might contribute relatively 
little to total seed set (and hence crop 
production), extensive late-season pollinator 
redistribution in the landscape could 
contribute disproportionately to long-distance 
gene movement between crops at these times. 
This redistribution appears to be dependent on 
species-specific dispersal capabilities, and the 
relative resource availability in the wider 
landscape surrounding crop fields. A greater 
understanding of the relationships between 
changing flowering phenology and pollinator 
redistribution in the landscape is required to 
develop more accurate risk assessment models 
for insect-mediated gene movement. 
 
Acknowledgments 
 
Thanks to David Teulon, Melanie Walker, 
Steve Griffiths, Smiths Seeds, and Corina Till 
for their assistance with this project. The 
project was supported by the New Zealand 
Foundation for Research, Science and 
Technology (project CO2X0221).  

Downloaded From: https://complete.bioone.org/journals/Journal-of-Insect-Science on 18 Jul 2025
Terms of Use: https://complete.bioone.org/terms-of-use



 

Journal of Insect Science: Vol. 13 | Article 13  Mesa et al. 

Journal of Insect Science | www.insectscience.org	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
  	
 	
 	
 	
 	
 	
 	
 10 
 
 

 
References 
 
Abrol DP, Kapil RP. 1996. Studies of 
abundance and importance of insect 
pollinators for oilseed production. Journal of 
Insect Science (India) 9: 172-174.  
 
Bhalla OP, Verma AK, Dhaliwal HS. 1983. 
Insect visitors of mustard bloom (Brassica 
campestris var. Sarson ), their number and 
foraging behaviour under mid-hill conditions. 
Journal of Entomological Research 7: 15-17. 
 
Brunel E, Cadou D, Mesquida J. 1992. 
Entomofauna associated with flowering of 
male fertile spring rape seed (Brassica napus 
L): Syrphidae (Insecta, Diptera). Apidologie 
23: 490-492. 
 
Chaudhary OP. 2001. Abundance of wild 
pollinators on rape and mustard. Insect 
Environment 7: 141-142. 
 
Chifflet R, Klein EK, Lavigne C, Le Féon L, 
Ricroch AE, Lecomte J, Vaissière BE. 2011. 
Spatial scale of insect-mediated pollen 
dispersal in oilseed rape in an open 
agricultural landscape. Journal of Applied 
Ecology 48: 689-696. 
 
DeGrandi-Hoffman G, Thorp R, Loper G, 
Eisikowitch D. 1992. Identification and 
distribution of cross-pollinating honeybees on 
almond. Journal of Applied Ecology 29: 238-
246. 
 
Diekötter T, Kadoya T, Peter F, Wolters V, 
Jauker F. 2010. Oilseed rape crops distort 
plant-pollinator interactions. Journal of 
Applied Ecology 47: 209-214. 
 

Donovan BJ. 1980. Interactions between 
native and introduced bees in New Zealand. 
New Zealand Journal of Ecology 3: 104-116. 
 
Ellstrand NC, Elam DR. 1993. Population 
genetic consequences of small population 
size: Implications for plant conservation. 
Annual Review of Ecology and Systematics 
24: 217-242. 
 
Ennos RA. 1994. Estimating the relative rates 
of pollen and seed migration among plant 
populations. Heredity 72: 250-259. 
 
Fenster CB. 1991. Gene flow in Chamaecrista 
fasciculata (Leguminosae). I. Gene dispersal. 
Evolution 45: 398-409. 
 
Firbank L, Heard M, Woiwod I, Hawes C, 
Haughton A, Champion G, Scott R, Hill M, 
Dewar A, Squire G, May M, Brooks D, 
Boham D, Daniels R, Osborne J, Roy D, 
Black H, Rothery P, Perry J. 2003. An 
introduction to the farm-scale evaluations of 
genetically modified herbicide-tolerant crops. 
Journal of Applied Ecology 40: 2-16. 
 
Free JB. 1993. Insect Pollination of Crops, 
2nd edition, revised. Academic Press. 
 
Funk T, Wenzel G, Schwarz G. 2006. 
Outcrossing frequencies and distribution of 
transgenic oilseed rape (Brassica napus L.) in 
the nearest neighbourhood. European Journal 
of Agronomy 24: 26-34. 
 
Gathmann A, Tscharntke T. 2002. Foraging 
ranges of solitary bees. Journal of Animal 
Ecology 71: 757-764. 
 
Ghazoul J. 2005. Pollen and seed dispersal 
among dispersed plants. Biological Reviews 
80: 413-443. 
 

Downloaded From: https://complete.bioone.org/journals/Journal-of-Insect-Science on 18 Jul 2025
Terms of Use: https://complete.bioone.org/terms-of-use



 

Journal of Insect Science: Vol. 13 | Article 13  Mesa et al. 

Journal of Insect Science | www.insectscience.org	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
  	
 	
 	
 	
 	
 	
 	
 11 
 
 

Goodell K, Thomson J. 2006. Influence of bee 
species (Hymenoptera: Apiformes) with 
contrasting behavior on pollen movement in a 
mustard, Brassica rapa (Brassicaceae) and the 
muskmelon Cucumis melo (Cucurbitaceae). 
Entomologia Generalis 29: 237-252. 
 
Hayter KE, Cresswell JE. 2006. The influence 
of pollinator abundance on the dynamics and 
efficiency of pollination in agricultural 
Brassica napus: Implications for landscape-
scale gene dispersal. Journal of Applied 
Ecology 43: 1196-1202. 
 
Hegland SJ, Boeke L. 2006. Relationships 
between the density and diversity of floral 
resources and flower visitor activity in a 
temperate grassland community. Ecological 
Entomology 31: 532-538.  
 
Howlett BG, Donovan BJ, McCallum JA, 
Newstrom LE, Teulon DAJ. 2005. Between 
and within field variability of New Zealand 
indigenous flower visitors to onions. New 
Zealand Plant Protection 58: 213-218. 
 
Howlett BG, Walker MK, Newstrom-Lloyd 
LE, Donovan BJ, Teulon DAJ. 2009a. 
Window traps and direct observations record 
similar arthropod flower visitor assemblage in 
two mass flowering crops. Journal Applied 
Entomology 133: 553-564. 
 
Howlett BG, Walker MK, McCallum JA, 
Teulon DAJ. 2009b. Small flower-visiting 
arthropods in New Zealand pak choi fields. 
New Zealand Plant Protection 62: 86-91. 
 
Howlett BG, Walker MK, Rader R, Butler 
RC, Newstrom-Lloyd LE, Teulon DAJ. 2011. 
Can insect body pollen counts be used to 
estimate pollen deposition on pak choi 
stigmas? New Zealand Plant Protection 64: 
25-31. 

 
Hoyle M, Hayter K, Cresswell JE. 2007. 
Effect of pollinator abundance on self-
fertilization and gene flow: Application to 
GM canola. Ecological Applications 17: 
2123-2135. 
 
Klein A, Vaissière BE, Cane JH, Steffan-
Dewenter I, Cunningham SA, Kremen C, 
Tscharntke T. 2007. Importance of pollinators 
in changing landscapes for world crops. 
Proceedings of the Royal Society of London, 
Series B 274: 303-313. 
 
Lamborn E, Ollerton J. 2000. Experimental 
assessment of the functional morphology of 
inflorescences of Daucus carota (Apiaceae): 
Testing the "Fly catcher effect". Functional 
Ecology 14: 445-454. 
 
Mesquida I, Renard M, Pierre JS. 1988. 
Rapeseed (Brassica napus L.) productivity: 
The effect of honeybees (Apis mellifera L.) 
and different pollination conditions in cage 
and field tests. Apidologie 19: 51-72. 
 
Morandin LA, Winston ML. 2005. Wild bee 
abundance and seed production in 
conventional, organic, and genetically 
modified canola. Ecological Applications 15: 
871-881. 
 
Poppy G, Wilkinson M. 2005. Gene Flow 
from GM Plants. Blackwell Publishing. 
 
Rader R, Edwards W, Westcott D, 
Cunningham SA, Howlett BG. 2011. Pollen 
transport differs among bees and flies in a 
human-modified landscape. Diversity and 
Distributions 17: 519-529. 
 
Rader R, Howlett BG, Cunningham SA, 
Westcott DA, Newstrom-Lloyd LE, Walker 
MK, Teulon DAJ, Edwards W, 2009. 

Downloaded From: https://complete.bioone.org/journals/Journal-of-Insect-Science on 18 Jul 2025
Terms of Use: https://complete.bioone.org/terms-of-use



 

Journal of Insect Science: Vol. 13 | Article 13  Mesa et al. 

Journal of Insect Science | www.insectscience.org	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
  	
 	
 	
 	
 	
 	
 	
 12 
 
 

Alternative pollinator taxa are equally 
efficient, but not as effective as the honeybee 
in a mass flowering crop. Journal of Applied 
Ecology 46: 1080-1087.  
 
Sabbahi R, Oliveira D, Marceau J. 2005. 
Influence of honey bee (Hymenoptera: 
Apidae) density on production of canola 
(Crucifera: Brassicae). Journal of Economic 
Entomology 98: 367-372. 
 
Sahli HF, Conner JK. 2007. Visitation, 
effectiveness, and efficiency of 15 genera of 
visitors to wild radish, Raphanus 
raphanistrum (Brassicaceae). American 
Journal of Botany 94: 203-209. 
 
Sihag RC. 1985. Floral biology, melittophily 
and pollination ecology of cultivated 
cruciferous crops. In: Varghese TM, Editor. 
Recent Advances in Pollen Research. pp: 241-
268. Allied Publishers. 
 
Sihag RC. 1986. Insect pollination increases 
seed production in cruciferous and 
umbelliferous crops. Journal of Apicultural 
Research 25: 121-126. 
 
Sihag RC, Khatkar S. 1999. Foraging pattern 
of three honeybee species on eight cultivars of 
oilseed crops. 2. Foraging during the entire 
blooming period of the crops. International 
Journal of Tropical Agriculture 17: 253-261. 
 
Singh RP, Singh PN. 1992. Impact of bee 
pollination on seed yield, carbohydrate 
composition and lipid composition of mustard 
seed. Journal Apicultural Research 31: 128-
133. 
 
Souza-Silva M, Fontenelle J, Martins R. 2001. 
Seasonal abundance and species composition 
of flower-visiting flies. Neotropical 
Entomology 30: 351-359. 

 
Stewart AV. 2002. A review of Brassica 
species, cross-pollination and implications for 
pure seed production in New Zealand. 
Agronomy New Zealand 32: 63-81. 
 
Suberi M, Sarker R. 1992. Fluorescence 
microscopic study of pollen tube growth and 
effective pollination in Brassica. Bangladesh 
Journal of Botany 21: 33-38. 
 
Walker MK, Howlett BG, McCallum JA, 
Wallace AR, Teulon DAJ. 2009. Small 
arthropods as pollinators in a New Zealand 
pak choi field trial. New Zealand Plant 
Protection 62: 92-98. 
 
Weekes R, Deppe C, Allnutt T, Boffey C, 
Morgan D, Morgan S, Bilton M, Daniels R, 
Henry C. 2005. Crop-to-crop gene flow using 
farm scale sites of oilseed rape (Brassica 
napus) in the UK. Transgenic Research 14: 
749-759. 
 
Westcott L, Nelson D. 2001. Canola 
pollination: an update. Bee World 82(3): 115-
129. 
 
Westerkampe C, Gottsberger G. 2000. 
Diversity pays in crop pollination. Crop 
Science 40: 1209-1222. 
 
Westphal C, Steffan-Dewenter I, Tscharntke 
T. 2003. Mass flowering crops enhance 
pollinator densities at a landscape scale. 
Ecology Letters 6: 961-965. 
 
Williams CS. 1997. Nectar secretion rates, 
standing crops and flower choice by bees on 
Phacelia tanacetifolia. Journal of Apicultural 
Research 36: 23-32. 
 
 
 

Downloaded From: https://complete.bioone.org/journals/Journal-of-Insect-Science on 18 Jul 2025
Terms of Use: https://complete.bioone.org/terms-of-use



 

Journal of Insect Science: Vol. 13 | Article 13  Mesa et al. 

Journal of Insect Science | www.insectscience.org	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
 	
  	
 	
 	
 	
 	
 	
 	
 13 
 
 

Table 1. A comparison of the relative abundances of insects captured in directional window traps placed both inside and 
outside of a spring-flowering and a summer-flowering crop of Brassica rapa var. chinensis in Lincoln, Canterbury, New Zealand. 
The list includes both species known to visit flowers and transport pollen, as well as other species captured incidentally. 
Entering and Leaving indicate the direction of movement of the insects when they were captured in the window trap. For each 
species, in each of the two crops, a χ² goodness of fit test was used to determine whether the frequency of individuals entering 
versus leaving the crop differed significantly between window traps placed inside and outside the crop. Bold p-values are 
significant at p < 0.05. 
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Figure 1. Diagram of one of the two Brassica rapa var. chinensis crop fields showing the locations of four window traps inside 
the crop, each with one quadrant designated for the capture of insects entering the field, and the diagonally-opposite corner for 
the capture of insects leaving the field, as well as the locations of four window traps outside the crop (50 m from the edge of 
the field). High quality figures are available online. 
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Figure 2. Variation in the mean (± 1 S.E.) densities of buds, open flowers, and old senesced Brassica rapa var. chinensis flowers 
during crop development, for both the spring-flowering crop (sown on 12 September 2006) and the summer-flowering crop 
(sown on 10 November 2006). High quality figures are available online. 
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Figure 3. The four most abundant insect orders captured in window traps located inside (closed symbols and solid lines) and 
outside (open symbols and dashed lines) Brassica rapa var. chinensis crops in both spring-flowering and summer-flowering crops: 
a) Diptera, b) Hymenoptera, c) Coleoptera and d) Lepidoptera. Counts from traps inside the crop were only made from two of 
the four trap quadrants (in each of the four traps inside the field), whereas counts from traps outside the crop were made from 
all four trap quadrants of each of the four traps outside the field (see Materials and Methods). Therefore, standardized 
abundance per trap was calculated by multiplying counts by 2 for all traps inside the field. Overlapping data points offset for 
clarity. High quality figures are available online. 
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Figure 4. The five key flower-visiting species captured in window traps located inside (closed symbols and solid lines) and 
outside (open symbols and dashed lines) Brassica rapa var. chinensis crops in both spring-flowering and summer-flowering crops: 
a) Eristalis tenax, b) Melangyna novaezelandiae, c) Lasioglossum sordidum d) Apis mellifera and e) Bombus terrestris. See Figure 3 for 
further details. Overlapping data points offset for clarity. High quality figures are available online. 
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Figure 5. Ratio of abundance of five key flower-visiting species captured entering versus leaving Brassica rapa var. chinensis 
crops using window traps located both inside (closed symbols and solid lines) and outside (open symbols and dashed lines) the 
crop, in spring-flowering and summer-flowering crops. The log response ratio is calculated as log10((number entering + 1) / 
(number leaving + 1)), and a value of +0.6 represents approximately four times as many individuals entering the crop as leaving, 
whereas a value of -0.6 represents approximately four times as many individuals leaving as entering the crop. High quality figures 
are available online. 
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