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MOVEMENT ECOLOGY

Cereal aphid movement: general principles and

simulation modelling

Hazel R Parry

Abstract

Cereal aphids continue to be an important agricultural pest, with complex lifecycle and dispersal behaviours.
Spatially-explicit models that are able to simulate flight initiation, movement direction, distance and timing of arrival
of key aphid species can be highly valuable to area-wide pest management programmes. Here | present an overview
of how knowledge about cereal aphid flight and migration can be utilized by mechanistic simulation models. This
article identifies specific gaps in knowledge for researchers who may wish to further scientific understanding of aphid
flight behaviour, whilst at the same time provides a synopsis of the knowledge requirements for a mechanistic
approach applicable to the simulation of a wide range of insect species.

Although they are one of the most comprehensively studied insect groups in entomology, it is only recently that our
understanding of cereal aphid flight and migration has been translated effectively into spatially-explicit simulation
models. There are now a multitude of examples available in the literature for modelling methods that address each of
the four phases of the aerial transportation process (uplift, transport in the atmosphere, initial distribution, and subsequent
movement). | believe it should now be possible to draw together this knowledgebase and the range of modelling
methods available to simulate the entire process: integrating mechanistic simulations that estimate the initiation of
migration events, with the large scale migration modelling of cereal aphids and their subsequent local movement.
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Introduction

Although there are approximately 5,000 species of aphid
across the world, only a handful pose a threat to cereal
production. Those that do can commonly be termed ‘cereal
aphids; which can cause both direct damage to cereal crops
such as wheat and barley but importantly transmit a num-
ber of viruses, such as Yellow Dwarf Viruses, that can
cause even greater damage to crops. The most common
cereal aphid species globally are the Rose-Grain aphid
(Metopolophium dirhodum (Walker)), the Grain aphid
(Sitobion avenae (Fabricius)), the Bird Cherry-Oat aphid
(Rhopalosiphum padi (L.)), the Corn aphid (Rhopalosi-
phum maidis (Fitch)) the Russian wheat aphid (Diuraphis
noxia (Kudjumov)), the Indian Grain aphid (Sitobion mis-
canthi (Takahashi)), the Rice root aphid (Rhopalosiphum
rufiabdominalis (Sasaki)), the Apple grass aphid (Rhopalo-
siphum insertum (Walker)), the Blackberry-cereal aphid
(Sitobion fragariae (Walker)), the Fescue (or grass) aphid
(Metopolophium festucae (Theobald)), and the Greenbug
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(Schizaphis graminum (Rondani)). For a comprehensive
account of all aphids found on cereal crops please see
Blackman and Eastop [1]. Common to this set of highly
successful r-strategist aphid species are frequent movement
and a propensity to migrate over long distances, thus hav-
ing a high disease vectoring capacity to cause widespread
damage to cereal crops. ‘Migration’ is taken to be the peri-
odic flight of insects beyond the boundaries of their old
breeding habitats into new ones, where migrant behaviour
refers to individuals “that are relatively undistracted during
flight by stimuli that normally lead fairly quickly to the sat-
isfaction of normal appetites and especially to oviposition”
[2] pp 19. This definition is taken to apply equally to non-
ovipositing morphs which form a significant proportion of
aphids that migrate to commercial crops.

Both an understanding of, and ultimately the capability
to predict, aphid movement patterns at multiple spatial
scales are vital to achieving area-wide strategies for inte-
grated pest management of cereal aphids [3]. Area-wide
pest management programmes need to incorporate ap-
proaches that can forecast the timing and magnitude of
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pest immigration events taking into account potential
source populations. This would allow for a regional ap-
proach to pest management, thinking beyond the crop ra-
ther than employing simply a reactive within-field response.
To this end, spatially-explicit models that are able to simu-
late flight initiation, movement direction, distance and tim-
ing of arrival of key aphid species can be very valuable [3].

Many observational studies have shown that aphids are
capable of very long distance movement. A number of
studies of aphids in the USA and inferences on their mi-
gration pathways in relation to jet-streams are summarised
in Wallin and Loonan [4]. Field observations in conjunc-
tion with a study of the timing of low-level jet winds con-
firmed that aphids were efficiently transported by jet winds
from the Southern Plains to the North-central states of
Iowa and Wisconsin. Since as early as 1925, trans-oceanic
migrations of alate aphids have been noted [5]. Studies
have also noted evidence of long distance migration be-
tween Australia and New Zealand [6]. More recently, evi-
dence of limited genetic variation across large regions
points to high levels of long range dispersal activity in
cereal aphids, e.g. in Russian wheat aphid in the USA [7]
and S. avenae in Britain [8].

Several comprehensive reviews exist on the ecology of
aphid flight [3,9-14]. Much of the research conducted in
the 1950s to 1960s was founded on the theory that the
flight of alate (winged) aphids can be separated into two
phases. The first is a distinct migratory phase, followed by
an ‘appetitive’ (foraging or mating) phase [2,15,16]. Some
attributed the two phases to the weather conditions, with
predominantly passive transport in windy weather and ac-
tive flight in calm weather [17-19]. However, more recent
authors see this more as a continuum [20], where the tran-
sition between the two can be influenced by a wide range
of factors [21].

The early studies also maintained that most flights are
migratory, with only a small proportion of flights being
from plant-plant [15,19]. More recent work declares that
this interpretation of ‘migration’ is ‘overstated’ [14]. Re-
cent literature now agrees that alate aphids tend to move
mainly short distances over their lifetime, of the order of
20 m in favourable habitat and 100 m in poor habitat:
“spatial displacements (dispersal) rather than migration
sensu stricto, are the ‘norm’™ [20], pp 1479, [22]. Migra-
tion is an infrequent occurrence, the ‘exception rather
than the rule’ [14], pp 293 and there is a gradation from
‘non-flyers’ to local flyers and then migrants. However,
although migration may now be considered the excep-
tion across all alates, newly emerged alates are highly
likely to attempt migration at the earliest opportunity,
although this window of opportunity is small (further de-
tails in section Basic rules of aphid flight). Subsequently, if
an aphid encounters an unsuitable host it will move on,
trying to maximise the chances of finding a suitable host
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in the shortest possible time [14]. There is a large degree
of stochasticity in flight behaviour, and even a large vari-
ation in duration of migratory behaviour between clonal
individuals [23,24]. Overall, aphid flight activity is now best
viewed as a complex continuum of behaviour at multiple
spatial and temporal scales of dispersal from the plant
scale to global, with a large range of possible flight activity
spanning both inadvertent and intentional flight [3].

“Many researchers have confused host-alternation and
migration and incorrectly referred to both as migration.
The two terms are not synonymous and they describe
separate behavioural phenomena” [9], pp 462. This paper
concentrates on the primarily temperature- , crowd- and
long day- induced winged females (summer alate virgi-
noparae) which fly to fresh summer hosts or migrate be-
tween crops and grasslands as anholocyclic populations.
This is opposed to the short-day induced, winged autumn
forms that return to the primary (non-crop) host (gyno-
parae). It is known that there are distinct behavioural dif-
ferences between gynoparae and virginoparae [25-28], such
as a faster initial climb rate and longer flight duration in
gynoparae. Together the result is that where holocyclic and
anholocyclic populations combine in cropping regions
such as France, they tend to exhibit bimodal annual migra-
tory behaviour [9,29,30].

In this paper I firstly outline the four key phases in the
aerial transport process applicable to aphids, as defined
by previous authors. I then describe four core ‘basic
rules’ of aphid flight that I perceive to be of key import-
ance, which provide a framework for a simulation model
and upon which further complexity can be added, as de-
tailed in the following section ‘nuances of aphid flight
behaviour’. I then give an overview of simulation models
of aphid flight developed to date, showing modelling
achievements. This includes a summary of the approaches
that have been used, as well as examples of data collection
methods and surveillance that can help inform such
models. This indicates where more can be done to inte-
grate approaches in order to simulate the entire aerial
transport process (Figure 1).

Review

Basic rules of aphid flight

There are four key phases in the aerial transport process
for cereal aphids (Figure 1): (1) uplift at the source, (2)
transportation in the atmosphere, (3) deposition leading
to the initial distribution following transportation and
(4) subsequent local movement, after [31,32]. In relation
to each of these four stages, scientists collect various
forms of data and conduct surveillance, map and analyse
distributions and also construct simulation models, as
indicated in Figure 1. By thinking about the aerial trans-
port process in this way it is easier to assess the overall
principles of aphid migration and also to consider where
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Figure 1 Key phases in the aerial transport process for cereal aphids and the relationship with data collection, risk mapping/data

knowledge gaps exist, as well as how we can bring to-
gether understanding from each of these four phases to
better simulate the aerial transport process [32].

Although aphid flight is a complex phenomenon acting
at multiple spatial and temporal scales [3], in order to reach
a general understanding of aphid flight and move towards
predictive mechanistic simulation of this process, a general
set of quantifiable rules must be formulated as a basis on
which we can build. To this end, I propose that the rules of
migratory flight of cereal aphids (that may also apply to a
wide range of other aphids) can be conceptualised as fol-
lowing four general principles, which are summarised dia-
grammatically in Figure 2 and the numeric parameters
given in the text are summarised in the Additional file 1 as
a quick-reference table.

Firstly, the primary factor influencing the initiation,
path, speed, distance and duration of aphid flight is wind
speed and direction. The majority of studies of these wind
effects are conducted in the laboratory, and although they
yield quantitative values some consideration should be
made of their relevance in the field and thus how these pa-
rameters should be best applied in a model. For example,
Walters and Dixon [33] recognize that winds are ‘gusty’ in
the natural environment, and therefore even when mean
wind speeds are high there are likely to be periods where
the wind speed lowers and allows for take-off. There is
strong agreement in the literature that once aphids go
above a ‘boundary layer’ at approximately 1 m from the
ground aphid movement is controlled by the wind [34-37].

Flight below this boundary layer can be termed voluntary
‘appetitive flight'. Aphids undertake appetitive flight if wind
speed is not above 8 kmh™' [15,38-44], with their flight
path influenced by wind speed as low as 2 kmh™ [14].
Although it should be noted that there is some evidence
that if wind speeds are higher than 8 kmh™ aphids will
migrate, but with a delay ([38]; for a graph and equation
relating flight occurrence and wind speed see [33]). Aphids
will still take off in wind velocities of approx 1011 kmh™
[38]. Continuous wind velocities of 4.8 kmh™' caused a
delay of 4-10 hrs, and wind speeds of 8 kmh™" caused a
delay of 24 hours or more for summer migrants of A. fabae
and B. brassicae, however, after these extensions migratory
flight occurred with regularity [38]. This probably accounts
for evidence from field studies of aphids flying in much
higher winds [19].

Second, aphid migration will take place within a day
(24 hours) and primarily during daylight; aphids have a
strong preference for daylight flight initiation [45,46]
with take-off increasing almost linearly as a function of
light intensity in S. avenae and R. padi [47]. Field studies
have shown take-off occurred at light intensities of 1000
lux (approx 3.85 Wm™) and higher, with no upper limit
[12]. Cool air at night in temperate climes means that
the upper air clears of aphids at night [12,14,39,48,49].
There is usually a double peak of migrants in the day,
the first peak being the morning migration when light
and temperature allow, the second being alates that mature
during the day [19,30,39,48]. Wiktelius' [48] study shows



Parry Movement Ecology 2013, 1:14

http://www.movementecologyjournal.com/content/1/1/14

Page 4 of 15

Nuances of aphid
flight behaviour

Density,
resources,
environmental
conditions

Aphid flight
capacity

Is aphid adult
alate (winged)?

Yes

-

Is wind too strong
for takeoff?
(principle 1)

I
No

Is it daylight?
(principle 2)

L No

Yes

\’

—9| Does aphid takeoff? I— No

Yes
v

Does aphid fly

|_|above the boundary

layer?

(principle 3)

Yes
N\

Is aphid flight speed
greater than wind
speed?
(principle 3)

— Yes

No
\2

Aphid migrates:
distance and
direction
determined
primarily by wind
trajectories

(principle 4)

— No —

No

—

Aphid remains on

— Yes —f{ plant, or may walk

between plants

Aphid appetitive
movement

Figure 2 Conceptual model of cereal aphid flight.

that although flights are bimodal in early and mid-season
(spring and summer in Sweden) the diurnal flight period-
icity is unimodal during autumn migration, due to shorter
days and lower temperatures. There is also some evidence
flight can continue overnight as aphids become entrained
in high altitude atmospheric layers (particularly with war-
mer temperatures, such as experienced in Australia and the
USA [6,13,50,51]), thus increasing the window of aphid
flight making movement more difficult to forecast in such
regions [32]. Migrating over-night as well as during the day
means aphids may displace further, as the potential scale of
displacement is greater [50,52-54].

Thirdly, an individual can only migrate a distance of
several kilometres once (if at all) during its lifetime
[22,50,55], and that single long distance migratory flight is
most likely to be the aphid’s maiden flight [3,12]. There is

evidence that many species show wing muscle autolysis in
as little as 2—3 days after moult [14,28,46,56-60]. There is
also known to be a ‘waiting period’ also termed the ‘teneral
period’: the period between moulting and taking flight,
which varies from 6-36 hours [19]. Due to this as well as
environmental limitations to flight, it is considered that in
fact aphids spend much of their lives unable to fly [3], with
migratory flight only possible via active take-off and ascent
within a limited time window of approximately four days
from moulting [56,61,62]. The aphid’s take-off angle will
also become more acute during this time, limiting the po-
tential to reach the planetary boundary layer and thus
travel long distances [52,63]. However, this doesn’t mean
that aphid migration is a rare event; it is common, al-
though seasonal [3], and it is likely that all alate aphids will
attempt to migrate during their lifetime at least once given
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the opportunity: which will be constrained to a window as
defined above.

Finally, ‘normal’ migration will generally last only 1-3
hours [14,15,25,26] and is known to be as short as 30
minutes or less for spring and summer migrants [25,26].
The percentage of aphids remaining airborne after a
given time is also estimated in the literature, where only
0.1% of aphids are estimated to remain airborne after 3
hours [64]. The resultant dispersal distance within this
timeframe would be of the magnitude of tens of kilo-
metres from a source, as shown in South Australia for R.
padi along a transect from an irrigated pasture source
through annual grasses [65]. However, this may be an
underestimate, as higher mean flight durations to exhaus-
tion for cultured aphids of 5.3 hours and 8.9 hours for
field-collected aphids have been observed, with a positive
correlation of flight duration with aphid weight [66]. This
study aligns with the flight capacity of tethered R. maidis
studied by Liquido and Irwin [61], who found a strong ef-
fect of aphid age and lipid content: alate adults under a
day old could fly for up to 14.3 hours, two-day old aphids
flew for a maximum of 6.5 hours, and four-day-old aphids
flew a maximum of 1.75 hours. During migration the
aphid is assumed to be carried by the wind a distance de-
termined by the flight duration multiplied by the wind
speed, in the direction of the wind’s movement [14,38].
However, it is now known that aphids do not behave in an
entirely ‘passive’ manner whilst migrating with the wind,
particularly in relation to the altitude gained [64] (see In
flight, below).

Subsequently, repeated alighting, brief probing and re-
take-off from hosts and non-hosts is a common pattern
among Aphididae [67,68], generally termed ‘appetitive
flight’.

Basic rules of appetitive flight

Alate aphids lose control of their flight at wind speeds of
around 2 kmh™ [14,38]. Thus it can be inferred that ap-
petitive flight may occur at low wind speeds (2 kmh™ or
less), taking the form of increasingly ‘random movement’
as wind speeds lower, and short flights tend to be con-
centrated around host plants [67]. Harrington et al. [69]
found that 27% of winged R. padi re-takeoff at least
once. Appetitive flight behaviour is thought to differ be-
tween alate aphids that have undergone migration and
those that have not, as their degree of rejection of alight-
ing surfaces differs [9]. In general, the flight speed of
aphids is between 0.8-3.3 kmh™" [12]. This is in agree-
ment with Compton [36] who states that the maximum
flight speed of aphids is 0.9 ms™* (3.24 kmh™). To ob-
tain the maximum distance flown by foraging aphids,
this maximum flight speed can be multiplied by the total
foraging flight time of an aphid, which is about 30-240
minutes [15], pp 84. The resultant maximum distance
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would be around 200 m (without wind assistance). Indi-
vidual appetitive flights will be much shorter than this,
just a few metres [70] where aphids fly for only a few
seconds up to around 5 minutes at a time, depending on
the suitability of the habitat and aphid exhaustion [15].
Aphid flight capacity for self-propelled flight has also been
shown to be strongly influenced by the age of the aphid
[61] and also to be influenced by whether the aphid is
viruliferous (R. padi with BYDV): nonviruliferous aphids
over 40 hours old were found to have a greater flight capa-
city than their viruliferous equivalent [62]. Other factors
known to influence aphid appetitive flight include plant
structure and crop architecture [71].

Apterous (wingless) aphids move from plant to plant
very small distances, at a speed of around 5-20 cm min™
depending on the species [12], or may ‘run’ from 15-35
cm min" [12,23,67]. Although small, it is thought that
these movements of apterae are significant, allowing
aphids to spread locally through crops more efficiently
than by flight alone [72,73], particularly as a response to
disturbances such as wind, herbicide, predators, crowding,
mechanical disturbance, drought and virus-infected plants
[73] (but notably not rain, although others have found rain
effects to be important [74]).

Beyond these basic principles, a fully mechanistic un-
derstanding of short-range, appetitive dispersal of aphids
has not been reached, as there are a multitude of factors
that can influence the short-range flight initiation, distance
and landing of the aphids that act often simultaneously
with varying importance that is not well understood, with
often conflicting results reported in the literature [3]. Such
factors that may influence the flight of aphids include
landscape elements (such as hedgerows and trees), crop-
ping systems and crop phenology [75]. It is possible for
these to be taken into consideration in a spatially explicit
simulation model e.g. [76].

Nuances of aphid flight behaviour

Although it is possible to construct some very general
rules that might be viewed as broadly governing the aphid
movement process as above that can form a basis for a
model of aphid flight, it would be a mistake to consider
that these rules apply universally to all aphid species and
to all alate morphs. This section now addresses some of
the complexity of aphid movement, and a range of add-
itional important biological and environmental factors that
should also be considered in understanding and simulat-
ing aphid migration.

Take-off

Aphids are very sensitive to a range of environmental
factors that determine whether they take-off. These in-
clude crowding, wind speed, temperature, day length, light
levels, humidity and crop growth stage or quality. Not all
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factors always apply, depending on physiological traits of
the aphid such as age and morph. For example, gynoparae
have a greater tendency to short-day induced migration,
however other winged forms are less likely to show migra-
tory urges during maiden flight [14]. Temperature, photo-
period and crowding also determine the proportion of
alate morphs forming in the population [20,77,78], for ex-
ample as described for alate viviparous females of R. padi
[79] and for S. graminum [80], where host plant was also
found to be a factor. This is alongside genetic factors and
is still a large area of ongoing research, for a recent review
see [81].

Host plant conditions

Aphid starvation is thought to be a significant factor af-
fecting flight initiation [82], as well as host plant quality
(including the presence of the virus BYDV) [62,83] and
the presence of natural enemies [6,44,84]. Although many
of the cereal aphid species feed on multiple grass hosts,
periodic harvesting of crop hosts or dieback of grasses dur-
ing drought may stimulate mass movement. Crop growth
stage may instigate migration; alate aphids were stated to
disperse from crops (in Victoria, Australia) during the
October-November period ‘as the crop matured’ [6]. For
some key cereal aphid species such as R padi and S. ave-
nae a relationship between host plant quality and dispersal
has been observed [77], although this same study shows
that across all aphid species there are conflicting results on
the relationship between host plant physiology and the
propensity for aphid movement.

Plant structure and crop architecture also have an im-
portant influence on flight initiation as they affect the
ability of aphids to move up above the plant boundary
layer and affect local environmental variables such as wind
speed to permit take-off [68], with some indication that in
mixed cropping aphids depart more readily due to in-
creased wind barriers and shade effects [44].

Crowding may stimulate flight as jostling of aphids on
the plants can pre-condition alates for flight take-off
[33,46,85]. Furthermore, migration has been associated
not just with crowding in the adult stage, but also with
crowding experienced in nymphal stages leading not
only to wing formation in the adult stage but also to in-
creased migratory behaviour [86]. Pseudo-crowding mech-
anisms are also thought to result from aphid response to
the presence of natural enemies, thus flight initiation may
be partially attributed to natural enemies in this way [3].
Natural enemies may also simply disturb aphids into mov-
ing away and falling off a plant or initiating flight that can
lead to both long- and short-distance dispersal [3] and ref-
erences therein. Overall, the relative importance of natural
enemies to dispersal initiation and the interaction with en-
vironmental factors, aphid density or plant quality is un-
clear [3].
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Environmental factors

Low temperatures have been shown to inhibit the take-off
of cereal aphids in the field [33]. Although the threshold
for flight of cereal aphids is given as about 14-15°C [45],
in reality this threshold is a guide only and not a firm
limit. Movements on a daily timescale are adaptable and
can simply be delayed by low temperatures and are known
to be region-specific see also [48,75,87]. For example, R.
padi adapt to the conditions at the season of their devel-
opment and any delay experienced due to adverse temper-
atures lasts only for a matter of hours, and is not believed
to actually prevent movement of the alate morphs [33].
Likewise, high temperatures may also inhibit the take-off
of cereal aphids, with the maximum temperature thresh-
old presumed to be around 31°C [12], but with some ex-
ceptions such as S. graminum with a threshold of 41-42°C
[12]. However, less is known about how high temperatures
may impact on aphids other than on aphid mortality, and
more research is required [88].

Early studies indicated that dry conditions favour aphid
migration [40]; humidity will inhibit take-off if it is greater
than 70% [41,89,90], although other studies have shown
this effect is so temporary that it can be considered irrele-
vant [91]. There are also studies that have evidence to the
contrary, for example high soil moisture is associated with
high aphid populations and thus increased migration [92].
The mechanism of the impact of humidity is unclear;
whether directly on flight behaviour or indirectly on re-
production. Therefore this is an area that could benefit
from further investigation [19].

In flight

Migrant alate aphids ascend rapidly up into the atmos-
phere if they are carried by convective updrafts with
rates of ascent measured at up to 3 ms™* [50]. Even with-
out an updraft, aphids may ascend rapidly when in a mi-
gratory state, e.g. Aphis fabae ascend at 0.25 ms™ [93],
climbing fastest soon after take-off though the rate may
fluctuate [15]. Aphids may reach very high altitudes, in-
cluding the low-level jet stream [4,51]. In general, aphids
can be carried long distances by winds at 300-1500 m
[91]. Below 1 km (in the atmospheric convective bound-
ary layer (CBL)) insects, including aphids, are common
in the atmosphere and are generally concentrated in well-
defined plumes [94]. Whilst they may even gain heights of
around 2.5 km [95], their density generally decreases sys-
tematically with altitude [54]. At lower altitudes where
aphids are common, topography may have a significant im-
pact on long distance dispersal, including mountain ranges
and trees [65]. Temperatures influence the distribution of
aphids in the atmosphere, for example temperature inver-
sions leading to atmospheric stratification, which can in-
hibit upward movement of aphids at times or entrain
migrant aphids within the planetary boundary layer [54].
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There is evidence that there is a behavioural compo-
nent to aphid flight even whilst in the airstream, so that
aphid flight should probably not be considered entirely
‘passive’ [64]. There is also evidence that rain may increase
both the amount of aphid movement and the distance
travelled, although rain also leads to increased mortality
[4,92,96].

Due to the strong influence of wind on aphid flight,
long-distance movement of aphids may not actually be
due to migration, rather due to accident where the aphid
may have been caught in an updraft that has led to inad-
vertent long-distance wind-borne displacement [12,97].
However, this is much less common than migratory long-
distance movement [3], and so in general it can be as-
sumed that long-distance flights are predominantly due to
migratory behaviour in aphids.

Landing

Although at what point and for what reason during their
flight aphids decide to land remains largely unknown
[31], one of the key factors that appears to determine
when an aphid lands is renewed visual responsiveness to
plant-related wavelengths. Aphids are attracted to wave-
lengths > 500 my, especially yellow, also green and or-
ange [47,98]. They have been shown to actively bypass
blue to ultra violet spectrum when landing (whereas at
take-off they are highly responsive to this wavelength)
[47]. This has been tested in the field, but some species
are less attracted to certain wavelengths than others
[12,14,36,98]. This knowledge has translated into inte-
grated pest management strategies in horticultural crops,
with the use of silver reflective plastic mulch to deter
the arrival of aphid disease vectors [99].

Physical factors such as exhaustion are postulated as
possible causes of flight termination; however lab experi-
ments and field studies have not linked lipid reserves
with flight distance [31].

3-D visualisations and analysis of aphid flight in the la-
boratory and the field have been conducted [100], these
show that when landing, aphids compensate for wind
direction and strength in order to maintain flight path
direction and that they land preferentially into the wind.
However, even if an aphid switches behaviour to try and
land, it may be such that meteorological conditions such
as strong airflow inhibit landing, particularly for aphids
flying in low-level jet streams during nocturnal hours in
warmer climes [54]. Another meteorological factor is
precipitation, although it is not clear in the literature the
importance of this [31,75]. Precipitation may wash some
aphids from the air [91,101]. Heavy rain (large raindrops)
is probably most effective at cleaning the air, however
heavy rain immediately after aphid fallout may even kill
newly arrived aphids on the plant [4,102]. Temperature
may also have an influence on whether an aphid continues

Page 7 of 15

to fly, and these thresholds differ considerably from take-
off temperature thresholds [60,103].

Landscape structure at multiple spatial scales may be
important in determining aphid landing behaviours and
arrival rate; however there has been little work done on
this to date, with landscape studies mainly focused on
abundance of aphids and their natural enemies. There is
some within-field evidence that mixed cropping reduced
landing rates of aphid species on sorghum and soybean,
compared to soybean monocultures [104]. Crop variety
and configuration, as well as growth stage, may therefore
have an important influence on aphid landing [83]. Some
studies indicate that host density is not important in de-
termining whether an aphid lands [12], although there is
some evidence to the contrary where ground cover ap-
pears to be important [104].

Overall, the termination of aphid flight remains a par-
ticularly complex area where less data is available and
fewer conclusions have been reached to date. As Hendrie
et al. state, “We initially theorized that the factors deter-
mining flight termination and their interdependence would
be much simpler than they proved to be” [31], pp 567.

Simulating aphid migration

To simulate aphid migration it is necessary to bring to-
gether process-based population dynamics models to
model flight initiation (Figure 2) and long-distance dis-
persal simulation techniques using wind trajectories®
Such integrated simulation methods are now available to
study the entire aerial transportation process through
four phases: at the source, in the atmosphere, the initial
distribution following transportation and subsequent local
movement and risk (see Figure 1). Knowledge of the po-
tential source locations of aphids is therefore highly im-
portant along with their population dynamics at that
location, but in many cases this may not be known [3].
However, in this case a trajectory modelling approach may
also allow for identifying the source of an aphid outbreak
using ‘back-trajectories’ e.g. [105].

The concept of trajectory modelling for long distance
migration of aphids is not new [31,106]. However, due to
the volume of data required, there are numerous chal-
lenges to transferring, storing and processing atmospheric
data for trajectory models. Therefore, many models that
have explored aphid flight in the past have focused primar-
ily on flight initiation (often data-driven rather than a
simulation approach) and local dispersal modelling, rather
than long distance migration (with the notable exception
of the trajectory simulation models of Isard et al., although
these are also data-driven). Recently the entomological
data collection tools, meteorological data, modelling tech-
niques, computational power and knowledge about aphid
migration behaviour have become sophisticated enough
to begin to establish realistic and robust long distance
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migration simulations. There is also now the opportunity
to begin to integrate methods to simulate multiple phases
of the atmospheric transportation process (Figure 1). Here
I give a summary of existing models of aphid flight and
the range of data sources and data collection methodolo-
gies, in addition to the rich literature already described,
that can help to parameterise and validate them.

Data collection

There are a number of observational methodologies and
examples of studies that have attempted to track insect
movement [11,14,107]. These include back-tracing, to
find out from where insects may have originated [6,106],
direct tracking techniques such as radio-labelling [108],
suction trapping, used widely in the UK and Europe, as
well as the western USA [109-114] and aerial sampling
[31,53], including the use of aircraft-mounted sampling
devices [54]. Other field-based studies have observed
landing rates that are indicative of aerial movement [55],
including with the use of pan trapping methods or small-
scale suction sampling e.g. [115]. Recently, video and radar
observation methods have been applied [116,117] using
concepts developed in the late 1980s to detect aphids by
the Pest and Weather project of Illinois [118], along with
the use of molecular markers and genetics [8,109]. Genetic
and electrophoretic methods for back-tracking are begin-
ning to help us understand where various airborne aphids
came from [119-121]. Combinations of these methods
have given valuable insights, such as identifying whether
aphids are more likely to be originating from long-distance
or local sources [122], using a combination of suction trap,
field sampling and genetic data analysis. However, the
challenge of obtaining concurrent measurements of pro-
files of aphid density alongside atmospheric and environ-
mental variables as highlighted by Isard et al. [54] largely
remains, along with a full understanding of the physio-
logical limits that determine the duration and capacity of
aphids for long-distance movement.

Existing aphid flight simulation models
Although a range of methods and ongoing surveillance
for aphid data collection exist, the spatial coverage is
patchy and overall there are limits to what knowledge
can be gained by observation alone about aphid flight
behaviour, without also exploring with simulation model-
ling approaches [123]. A recent summary of some existing
aphid population dynamics models exists [75]. However,
the majority of models summarised in that review are
aspatial, focused on the population dynamics of the aphid
with simple parameters or equations to represent immi-
gration e.g. [124].

Some models have simulated cereal aphid movement or
the timing of arrival of migrants into crops (Table 1). In
general, these have done so by either ignoring complex
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population dynamics of the aphid and focusing on atmos-
pheric processes along with simplified behavioural rules
[64] or by coupling with observations to provide data on
aphid migrant numbers without simulating the processes
leading to aphid movement [55,125]. Hendrie et al [31]
provided a conceptual framework for the mechanistic
simulation of aphid migration using trajectory modelling
(there are now examples of this type of model applied to
R. padi [95,126]), R. maidis and S. graminum [13], with
the same technique applicable across a wide range of spe-
cies). Simulation models of the spread of BYDV have
tended to be at the field scale, with aphid vector immigra-
tion as an input, usually estimated from suction trap data
or field survey e.g. [127].

The simulation models listed in Table 1 span a broad
range of techniques, from analytical approaches to highly
mechanistic individual-based models. There are pros and
cons to the use of each of these methods, as discussed in
recent guidelines by Parry et al. applicable across the gen-
eral field of pest modelling, where some approaches may be
better applied than others at certain scales, given the mod-
elling objective and constraints [147]. Thus, in order to ef-
fectively simulate the full aerial transport process, it may be
necessary to take a hybrid modelling approach to ensure
the most appropriate techniques are applied (for example a
coupled cohort-based or analytical population dynamics
model with an atmospheric trajectory model [126]).

There are also models that have been developed for
other aphid species that are not pests of cereal crops
that are of note. For example, local scale movement of
Aphis gossypii is simulated within a melon crop field
using an individual-based modelling approach to give a
sophisticated theoretical account of the evolution of dis-
persal strategies for this species [148]. Also of note is the
use of back-trajectory modelling to relate spring low-
level jet (LL]J) streams to intensity of Myzus persicae flight
activity in the northern USA, which were then used to in-
form a simple linear regression model to project aphid
population growth at crop sites in relation to the cumula-
tive duration of LLJ events [105]. This approach was also
applied to cereal aphid species R. padi, R. maidis, S. gra-
minum and S. avenae, however no consistent relationship
could be found between the duration of LL] events and
aphid population growth for those species [105], contrary
to the findings of Irwin and Thresh [13].

Overall, although simulation models developed to date
span the full range of the atmospheric transportation
process, they tend to focus on each individual compo-
nent, rather than the process as a whole. However, along
with the depth of knowledge available on the mecha-
nisms of aphid flight, this modelling toolbox now gives
the opportunity to move towards simulation models that
are capable of integrating the mechanisms of flight initi-
ation, the transportation process and the arrival of aphids



Table 1 Cereal aphid models simulating aphid movement or timing of arrival in crops

Model characteristics Aim Country Scale Phase(s) of the transport  Reference
process included
Turbulent advection simulation/ To investigate aerial density profiles in relation to UK Long distance migration Transport in Atmosphere [64]
Lagrangian stochastic simplified aphid behaviours
Atmospheric trajectory model To estimate migration pathways Finland Long distance migration Transport in Atmosphere [95]
of dispersal
Trajectory Modelling aphid migration from source to sink lllinois, USA Long distance migration Transport in Atmosphere [13,31,106]
Trajectory coupled to Mechanistic simulation of aphid population dynamics South-western Australia  Long distance migration Source, Transport in [126]
cohort-based at source and factors leading to take-off, coupled to Atmosphere, Initial
population dynamics wind a trajectory simulation model to estimate Distribution
potential long distance movement risk from
irrigated pastures to crops.
Large-scale: Diffusion—advection- To simulate the landing rate of Sitobion avenae in crop France Landscape (multi-scale) Initial Distribution [123]
reaction equations fields across landscapes. Explores landing behaviours
and responses to landscape (e.g. wavelengths).
Small-scale: cellular automata
incorporating behavioural rules.
Hierarchical Bayesian Driven by field observations to gain knowledge on Germany Within-field Initial Distribution [55]. See also
processes such as insect landing and mortality [125,128,129]
Analytical regression Prediction of the timing of migration into crops from Denmark/Scandinavia Within-field Initial Distribution [130,131]
primary host (holocyclic populations only)
Analytical regression Prediction of the timing of migration into crops from Sweden Within-field Initial Distribution [132]
primary host (holocyclic populations only) — requires
suction trap data
Analytical regression Prediction of the timing of migration into autumn Wales Within-field Initial Distribution [92]
crops — requires suction trap data
Analytical regression Prediction of the timing of migration into autumn UK Within-field Initial Distribution [133]
crops — requires suction trap data
Analytical regression Prediction of the timing of migration into spring UK Within-field Initial Distribution [134,135]
crops — requires suction trap data
Individual-based Stochastic wind-driven dispersal model to examine UK Small landscape Local Movement [76]
difference in dispersal and population dynamics
depending on pesticide regime
Cohort-based population Population dynamics model that simulates immigration South-western Australia ~ Within-field Initial Distribution [136]
dynamics model (STELLA) from a 'background’ source population. Spatial variation in (from local source)
immigration at the regional scale driven by differences in
soil moisture levels.
Analytical mathematical model Estimation of the percentage of plants infected with BYDV, UK Within-field Initial Distribution, [137]
given the number of aphids per plant. Distinction between Local Movement
alate migrant transmission and apterous transmission.
Cohort-based Aphid population dynamics, local dispersal and UK Within-field/small landscape ~ Local Movement [138]. See also

virus sub-models.

[69,139]
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Table 1 Cereal aphid models simulating aphid movement or timing of arrival in crops (Continued)

Cellular Automata

Individual-based

Analytical probabilistic model and
Markov chain model of disease
transmission. Individual-based
aphid movement through field.

Artificial Neural Networks and
multiple regression

Analytical linear and probit models

Rate of spread of BYDV from an origin cell, based on
probabilities of infection transferring to the next cell
(combined with field observations).

Simplified model of aphid population dynamics and virus
transmission from plant to plant. Focus on computing
methods rather than ecology.

Examines aspatially the implications of vector preference for
diseased or healthy hosts on the spread of BYDV. A Markov
chain model and a stochastic individual-based model
examine disease transmission and the effects of

spatial patchiness.

Aphid autumn flight timing/numbers. No BYDV.

Soybean aphid early season colonisation of fields from
overwintering hosts.

UK

UK

USA

New Zealand

Canada

Within-field

Within-field/small scale

Non-spatial (analytical)
and spatial within-field
(Markov chain).

Autumn flight

Spring flight. Within-field.

Local Movement

Local Movement

Local Movement

Source

Source, Local Movement

[140]

[141,142]

[143] see also
[144]
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on hosts, to better inform area-wide pest management
strategies.

Conclusions

There is an extremely rich literature spanning decades
that is relevant to understanding many aspects of cereal
aphid flight and migration. Some aspects of movement
have been studied multiple times which increases confi-
dence in our knowledge, such as the threshold wind
speed of 8 kmh™ that restricts flight initiation. However,
although this threshold has emerged quite clearly from a
number of studies (primarily conducted in the labora-
tory), there is the issue that studies over a longer time
period and from the field show that aphids will take flight
even in high wind speeds; therefore when flight thresholds
have not been put to the test in so many ways we should
continue to question them (for example humidity).

Such a wealth of information can be overwhelming,
particularly to construct a simulation model of aphid flight.
To this end, I distil cereal aphid migration into four phases,
and conceptualize the flight of cereal aphids as following
four key principles, around which are ‘nuances’ of aphid
flight behaviour that might be incorporated into a model
(but about which there is greater uncertainty).

The overall conceptualization of aphid flight has chan-
ged over the years, from assuming that migration was
common to now considering that it is the exception, ra-
ther than the rule, predominantly occurring in newly
emerged alate adults. Furthermore, there still remain some
aspects to aphid flight that we have only recently realised,
having made assumptions for many years that are now
considered incorrect. For example, there is now evidence
of the ability of aphids to control their elevation in an air-
column, questioning the assumption that their flight be-
haviour during the transport phase can be assumed to be
completely ‘passive’ [64].

Despite such rich information in the literature, there
are still significant gaps in our knowledge. An important
gap seems to be quantification of humidity and high tem-
perature thresholds for flight initiation: likely to become
increasingly significant under global climate change for re-
gions that are already pushing the climatic niche for some
aphid species, such as R. padi in Australia [149]. Landing
cues and the processes that control the termination of
flight are an obvious gap where knowledge is poor and em-
pirical studies are difficult to conduct, but observational
data is available. The multi-scale model by Ciss et al. [123]
explores multiple hypotheses about landing cues and dem-
onstrates the potential of simulation modelling to advance
our understanding of this process, particularly if tested
against observational data. It is important to build on this
with further simulation modelling studies coupled with ob-
servational or empirical research, as together they provide
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a powerful tool to test hypotheses about migration patterns
observed in space and time.

An important aspect to the integration of models with
data is the ability of models to ‘scale-up’ data collected
over short time periods or limited spatial scales. Models
are increasingly used to explore multiple hypotheses and
scenarios, against which we can collect data to verify,
potentially using a ‘pattern oriented” approach to explore
the most probable explanations offered by the model in
comparison with data [150]. We cannot hope to ever
collect enough observational data or conduct empirical
studies alone that can give us an understanding of the
entire process of cereal aphid migration and flight, how-
ever when combined with mechanistic, scalable simula-
tion modelling approaches this becomes achievable. This
would lead to an understanding that can help us deter-
mine and manage aphid problems not just within-field
but at the landscape scale, taking into account source
areas to develop management strategies operating at mul-
tiple spatial and temporal scales.

Data on various aspects of cereal aphid flight and mi-
gration is increasingly available and the range of method-
ologies with which we can obtain such data has increased
in recent times, for example with genetic tools and radar
observations. It is important that long-term data collec-
tions continue, such as suction trapping data which has
been shown to be valuable in regions such as the USA and
Europe but is yet to be established in other regions, such
as Australia [151].

Finally, the rapid population increase and high mobility
of cereal aphid pests are key factors that make them highly
damaging; aphids, being so well studied and modelled, can
provide a blueprint for identifying the research needs to
manage other highly mobile insect pests, that are likely to
be less well studied.

Endnotes

*“The trajectory or path of an air parcel is a curve de-
noting successive three-dimensional positions in time of
the air parcel” [152] pp 2.
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Additional file 1: Online supplement. Quantitative variables useful for
the development of mechanistic simulation models of aphid flight,
primarily relating to the four general principles given in the paper and
should be read in relation to the discussion therein.

Competing interests
The author declares that she has no competing interests.

Author’s information

The author has worked for CSIRO for the past four years, including a two year
CRC for National Plant Biosecurity post-doctoral research position, working

on an aphid population dynamics and dispersal model to explore the effects of
climate change on plant biosecurity. She completed her Doctorate at the


http://www.biomedcentral.com/content/supplementary/2051-3933-1-14-S1.docx

Parry Movement Ecology 2013, 1:14
http://www.movementecologyjournal.com/content/1/1/14

University of Leeds, UK, in late 2006, entitled ‘Effects of Land Management upon
Species Population Dynamics: A Spatially Explicit, Individual-based Model’, which
focused on the cereal aphid Rhopalosiphum padi. Dr Parry graduated from the
University of Cambridge, UK, in 2002, achieving an upper-second class Bachelor
of Arts with Honours in Geography. She was awarded first-class for her
undergraduate dissertation: Modelling the distribution of Quercus infectoria, a
species of Oak tree, in Cyprus. http//www.csiro.au/people/Hazel Parry.

Acknowledgements

Much of this research was conducted as part of Hazel Parry’s PhD thesis
literature review whilst at the University of Leeds, UK/Food and Environment
Research Agency, York, UK. This was refined as part of a Post-Doctoral
Research fellowship at CSIRO for the Cooperative Research Centre for
National Plant Biosecurity, Australia.

I'would like to thank the two anonymous journal reviewers for their many
helpful comments and suggestions that helped to refine this paper.

Received: 4 October 2013 Accepted: 11 December 2013
Published: 23 December 2013

References

1. Blackman R, Eastop V: Aphids on the world’s crops: an identification and
information guide. 2nd edition. Chichester: Wiley; 2000.

2. Johnson CG: Migration and Dispersal of Insects by Flight. London: Methuen &
Co Ltd; 1969.

3. Irwin ME, Kampmeier G, Weisser W: Aphid movement: process and
consequences. In Aphids as Crop Pests. Edited by van Emden H,

Harrington R. Wallingford: CABI; 2007.

4. Wallin JR, Loonan DV: Low-level jet winds, aphid vectors, local weather,
and barley yellow dwarf virus outbreaks. Phytopathology 1971,
61:1068-1070.

5. Elton C The dispersal of insects to Spitzbergen. T Roy Ent Soc London
1925, 73:289-299.

6. Close RC, Tomlinson Al: Dispersal of the grain aphid Macrosiphum
miscanthi from Australia to New Zealand. N Z Entomol 1975, 6:62-65.

7. Shufran KA, Payton TL: Limited genetic variation within and between
Russian wheat aphid (Hemiptera: Aphididae) biotypes in the United
States. J Econ Entomol 2009, 102:440-445.

8. Llewellyn KS, Loxdale HD, Harrington R, Brookes CP, Clark SJ, Sunnucks P:
Migration and genetic structure of the grain aphid (Sitobion avenae) in
Britain related to climate and clonal fluctuation as revealed using
microsatellites. Mol Ecol 2003, 12:21-34.

9. Kring JB: Flight behaviour of aphids. Annu Rev Entomol 1972, 17:461-492.

10.  Taylor LR: Flight behaviour and aphid migration. Proc North Central Branch
Entomol Soc Am 1965, 20:9-19.

11. Reynolds DR, Chapman JW, Harrington R: The migration of insect vectors
of plant and animal viruses. Adv Virus Res 1996, 67:453-517.

12. Robert Y: Aphids and their environment: dispersion and migration. In
Aphids: Their biology, natural enemies and control. Edited by Minks AK,
Harrewijn P. Amsterdam: Elsevier; 1987:299-313. World Crop Pests.

13. Irwin ME, Thresh JM: Long-range aerial dispersal of cereal aphids as virus
vectors in north America. Philos Trans R Soc Lond B Biol Sci 1988,
321:421-446.

14. Loxdale HD, Hardie J, Halbert S, Foottit R, Kidd NAC, Carter Cl: The relative
importance of short- and long-range movement of flying aphids. Bio/ Rev
1993, 68:291-311.

15. Kennedy JS, Booth CO: Free flight of aphids in the laboratory. J Exp Biol
1963, 40:67-85.

16. Moericke BV: Uber die Lebensgewohnheiten der gefliigelten Blattlause
(Aphidina) unter besonderer Berucksichtigung des Verhaltens beim
Landen. Z Angew Entomol 1955, 37:29-91.

17.  Davies WM, Whitehead T: Studies on aphides infesting the potato crop VI.
Aphis infestations of isolated plants. Ann Appl Biol 1938, 25:122-142.

18.  Doncaster JP: The life history of Aphis (Doralis) rhamni B.d.F. in eastern
England. Ann Appl Biol 1943, 30:101-104.

19.  Johnson CG: Aphid migration in relation to weather. Biol Rev 1954, 29:87-118.

20. Loxdale HD, Lushai G: Slaves of the environment: the movement of
herbivorous insects in relation to their ecology and genotype.

Philos Trans R Soc Lond B Biol Sci 1999, 354:1479-1498.

21, Irwin ME: Implications of movement in developing and deploying integrated

pest management strategies. Agr Forest Meteorol 1999, 97:235-248.

22.

23.

24.

25.

26.

27.

28.

29.

30.

31

32.

33.

34.

35.

36.

37.
38.
39.
40.

41.

42.

43.

44,

45.

46.
47.

48.

49.

50.

Page 12 of 15

Ward SA, Leather SR, Pickup J, Harrington R: Mortality during dispersal and
the cost of host specificity in parasites: how many aphids find hosts?

J Anim Ecol 1998, 67:763-773.

Hardie J: Variation in behavioural migration in aphids. £ur J Entomol 1994,
91:115-120.

Walters KFA, Dixon AFG: Migratory urge and reproductive investment in
aphids: variation within clones. Oecologia 1983, 58:70-75.

Nottingham SF, Hardie J, Tatchell GM: Flight behaviour of the bird cherry
aphid, Rhopalosiphum padi. Physiol Entomol 1991, 16:223-229.
Nottingham SF, Hardie J: Migration and targeted flight in seasonal forms
of the black bean aphid, Aphis fabae. Physiol Entomol 1989, 14:451-458.
Tatchell GM, Plumb RT, Carter N: Migration of alate morphs of the bird
cherry aphid (Rhopalosiphum padi) and implications for the
epidemiology of barley yellow dwarf virus. Ann Appl Biol 1988, 112:1-11.
Woodford JAT: Difference in flight capacity between naturally occurring
spring and summer forms of Myzus persicae (Sulz.) (Hemiptera:
Aphididae). Nature 1968, 217:583-584.

Hullé M, Coquio S, Laperche V: Patterns in flight phenology of a migrant
cereal aphid species. J Appl Ecol 1994, 31:49-58.

Lewis T, Taylor LR: Diurnal perodicity of flight by insects. Trans R Ent Soc
London 1964, 116:393-479.

Hendrie LK, Irwin ME, Liquido NJ, Ruesin WG, Mueller EA, Voegtlin DJ,
Achtemeier GL, Steiner WM, Scott RW: Conceptual approach to modeling
aphid migration. In The movement and dispersal of agriculturally important
biotic agents. Edited by MacKenzie DR, Barfield CS, Kennedy GC, Smith JC.
Baton Rouge, LA: Claitor's Publishing Division; 1985.

Isard SA, Irwin ME: A strategy for studying the long-distance aerial
movement of insects. J Agr Entomol 1993, 10:283-297.

Walters KFA, Dixon AFG: The effect of temperature and wind on the flight
activity of cereal aphids. Ann Appl Biol 1984, 104:17-26.

Broadbent L: Aphis migration and the efficiency of the trapping method.
Ann Appl Biol 1948, 35:379-394.

Campbell CAM, Ridout MS: Effects of plant spacing an interplanting with
oilseed rape on colonisation of dwarf hops by the damson-hop aphid,
Phorodon humuli. Entomol Exp Appl 2001, 99:211-216.

Compton S: Sailing with the wind: dispersal by small flying insects. In
Dispersal Ecology: the 42nd symposium of the British Ecological Society held at
the University of Reading, 2-5 April 2001. Edited by Bullock JM, Kenward RE,
Hails RS. Oxford: Blackwell Science; 2002:113-133.

Taylor LR: Insect migration, flight periodicity and the boundary layer.

J Anim Ecol 1974, 43:225-238.

Haine E: Aphid take-off in controlled wind speeds. Nature 1955,
175:474-475.

Johnson CG: Aphid Migration. New Scientist 1962, 305:622-625.

Davies WM: Studies on aphides infesting the potato crop. VII. Report on
a survey of the aphis population of potatoes in selected districts of
Scotland (25 July-6 August 1936). Ann Appl Biol 1939, 26:116-134.
Stapley JH: Pests of Farm Crops. London: E. and F. N. Spon, Ltd; 1949.
Thomas I, Vevai EJ: Aphis migration. An analysis of the results of
five seasons’ trapping in North Wales. Ann Appl Biol 1940,
27:393-405.

Kennedy JS: Behavioural post-inhibitory rebound in aphids taking flight
after exposure to wind. Anim Behav 1990, 39:1078-1088.

Bottenberg H, Irwin ME: Influence of wind speed on residence time of
Uroleucon ambrosiae alatae (Homoptera: Aphididae) on bean plants in
bean moncultures and bean-maize mixtures. £nviron Entomol 1991,
20:1375-1380.

Dry WW, Taylor LR: Light and temperature thresholds for take-off by
aphids. J Anim Ecol 1970, 39:493-504.

Dixon AFG: Aphid Ecology. 2nd edition. London: Chapman and Hall; 1988.
Rautapad J: Light reactions of cereal aphids (Homoptera, Aphididae).
Ann Agr Fenn 1980, 46:1-12.

Wiktelius S: Diurnal flight periodicities and temperature thresholds for
flight for different migrant forms of Rhopalosiphum padi L. (Hom.,
Aphididae). Z Angew Entomol 1981, 92:449-457.

Lewis T: The effect of an artificial windbreak on the distribution of
aphids in a lettuce crop. Ann Appl Biol 1965, 55:513-518.

Gatehouse AG: Behaviour and ecological genetics of wind-borne
migration by insects. Annu Rev Entomol 1997, 42:475-502.

Berry RE, Taylor LR: High-altitude migration of aphids in maritime and
continental climates. J Anim Ecol 1968, 37:713-722.


http://www.csiro.au/people/Hazel.Parry

Parry Movement Ecology 2013, 1:14
http://www.movementecologyjournal.com/content/1/1/14

52.

53.

54.

55.

56.

57.

58.

59.

60.

61.

62.

63.

64.

65.

66.

67.

68.

69.

70.

71.

72.

73.

Isard SA, Gage SH: Flow of Life in the Atmosphere: An Airscape Approach to
Understanding Invasive Organisms. East Lansing: Michigan State University
Press; 2001.

Chapman JW, Reynolds DR, Smith AD, Smith ET, Woiwod IP: An aerial
netting study of insects migrating at high altitude over England.

Bull Entomol Res 2004, 94:123-136.

Isard SA, Irwin ME, Hollinger SE: Vertical distribution of aphids
(Homoptera: Aphididae) in the planetary boundary layer. Environ Entomol
1990, 19:1473-1484.

Fabre F, Dedryver CA, Plantegenest M, Hullé M, Rivot E: Hierarchical
Bayesian Modelling of plant colonisation by winged aphids: inferring
dispersal processes by linking aerial and field count data. Ecol Model
2010, 221:1770-1778.

Broadbent L: Factors affecting the activity of alatae of the aphids Myzus
persicae (Sulzer) and Brevicoryne brassicae (L). Ann Appl Biol 1949, 36:40-62.
Johnson B: Flight muscle autolysis and reproduction in aphids. Nature
1953, 172:813.

Hardie J, Mallory ACL, Quashie-Williams CA: Juvenile hormone and host-
plant colonization by the black bean aphid, Aphis fabae. Physiol Entomol
1990, 15:331-336.

Johnson B: Studies on the degeneration of the flight muscles of alate
aphids. I. A comparative study of the occurrence of muscle breakdown
in relation to reproduction in several species. J Insect Physiol 1957,
1:248-256.

Cockbain AJ: Viability and fecundity of alienicolae of Aphis fabae Scop.
after flights to exhaustion. J Exp Biol 1961, 38:181-187.

Liquido NJ, Irwin ME: Longevity, fecundity, change in degree of gravidity
and lipid content with adult age, and lipid utilisation during tethered
flight of alates of the corn leaf aphid, Rhopalosiphum maidis.

Ann Appl Biol 1986, 108:449-459.

Levin DM, Irwin ME: Barley Yellow Dwarf Luteovirus effects on tethered
flight duration, wingbeat frequency, and age of maiden flight in
Rhopalosiphum padi (Homoptera: Aphididae). Environ Entomol 1995,
24:306-312.

Isard SA, Irwin ME: Formulating and evaluating hypotheses on the ascent
phase of aphid movement and dispersal. In Proceedings of the Twelfth
Conference on Biometeorology and Aerobiology. Boston: American
Meteorological Society; 1996:430-433.

Reynolds AM, Reynolds DR: Aphid aerial density profiles are consistent
with turbulent advection amplifying flight behaviours: abandoning the
ephithet ‘passive’. Proc R Soc B 2009, 276:137-143.

De Barro P: The role of annual grasses in the phenology of Rhopalosiphum
padi in the low rainfall belt of South Australia. Annals of Applied Biology 1992,
121:455-46.

Cockbain AJ: Fuel utilization and duration of tethered flight in Aphis
fabae Scop. J Exp Biol 1961, 38:163-174.

Kennedy JS, Booth CO, Kershaw WJS: Host finding by aphids in the field II.
Aphis fabae Scop. (gynoparae) and Brevicoryne brassicae L.; with a
re-appraisal of the role of host-finding behaviour in virus spread.

Ann Appl Biol 1959, 47:424-444.

Carter N, Harrington R: Factors influencing aphid population dynamics and
behavior and the consequences for virus spread. In Advances in Disease
Vector Research. Volume 7. Edited by Harris KF. New York: Springer-Verlag; 1991.
Harrington R, Mann JA, Burgess AJ, Tones SJ, Rogers R, Foster GN, Blake S,
Morrison SF, Ward L, Barker |, Morgan D, Walters KFA: Development and
validation of decision support methodology for control of Barley Yellow Dwarf Virus,
HGCA Project Report Number 205. Home Grown Cereals Authority: UK; 1999.
Nemecek T, Fischlin A, Derron J, Roth O: Distance and direction of trivial
flights of aphids in a potato field, Systems Ecology ETHZ Report Nr. 18. Swiss
Federal Institute of Technology Zurich, Department of Environmental
Sciences and Institute of Terrestrial Ecology; 1993. http://www.sysecol.ethz.
ch/Reports.html.

Irwin ME, Kampmeier GE: Vector behavior, environmental stimuli, and the
dynamics of plant virus epidemics. In Spatial components of plant disease
epidemics. Edited by Jeger MJ. Englewood Cliffs, NJ: Prentice-Hall; 1989.
Hodgson C: Dispersal of apterous aphids (Homoptera: Aphididae) from
their host plant and its significance. Bull Entomol Res 1991, 81:417-427.
Bailey SM, Irwin ME, Kampmeier GE, Eastman CE, Hewings AD: Physical and
biological perturbations: their effect on the movement of apterous
Rhopalosiphum padi (Homoptera: Aphididae) and localized spread of
Barley Yellow Dwarf Virus. Environ Entomol 1995, 24:24-33.

74.

75.

77.

78.

79.

80.

82.

83.

84.

85.

86.

87.

88.

89.
90.
9.

92.

93.

94.

95.

96.

97.
98.

99.

100.

101.

Page 13 of 15

Mann JA, Tatchell GM, Dupuch MJ, Harrington R, Clark SJ, McCartney HA:
Movement of apterous Sitobion avenae (Homoptera, Aphididae) in
response to leaf disturbances caused by wind and rain. Ann Appl Biol
1995, 126:417-427.

Kleuken AM, Hau B, Freier B, Friesland H, Kleinhenz B, Poehling H-M:
Comparison and validation of population models for cereal aphids.

J Plant Dis Protect 2009, 116:129-140.

Parry HR, Evans AJ, Morgan D: Aphid population response to agricultural
landscape change: a spatially explicit, individual-based model. Ecol Model
2006, 199:451-463.

Miiller CB, Williams IS, Hardie J: The role of nutrition, crowding and
interspecific interactions in the development of winged aphids.

Ecol Entomol 2001, 26:330-340.

Rautapad J: Population dynamics of cereal aphids and method of
predicting population trends. Ann Agr Fenn 1976, 15:272-293.

De Barro P: The role of temperature, photoperiod, crowding and plant
quality on the production of alate viviparous females of the bird cherry-oat
aphid, Rhopalosiphum padi. Entomol Exp Appl 1992, 65:205-214.

An CJ, Fei XD, Chen WF, Zhao ZW: The integrative effects of population
density, photoperiod, temperature, and host plant on the induction of
alate aphids in Schizaphis graminum. Arch Insect Biochem Physiol 2012,
79:198-206.

Brisson JA: Aphid wing dimorphisms: linking environmental and genetic
control of trait variation. Philos T Roy Soc B 2010, 365:605-616.

Hardie J, Schlumberger A: The early appearance of foraging flight
associated with starvation in an aphid. Entomol Exp Appl 1996,
80:73-75.

Walters KFA, Dixon AFG: The effect of host quality and crowding on the
settling and take-off of cereal aphids. Ann Appl Biol 1982, 101:211-218.
Clark SJ, Tatchell GM, Perry JN, Woiwod IP: Comparative phenologies of
two migrant cereal aphid species. J Appl Ecol 1992, 29:571-580.

Kidd NAC: The influence of population density on the flight behavior of
the lime aphid, Eucallipterus tiliae. Entomol Exp Appl 1977, 22:251-261.
Shaw MJP: Efects of population density on alienicolae of Aphis fabae
Scop. II. The effects of crowding on the expression of migratory urge
among alatae in the laboratory. Ann Appl Biol 1970, 65:197-203.

Klingauf A: Host plant finding and acceptance. In Aphids: Their Biology,
Natural Enemies and Control. Edited by Minks AK, Harrewijn P. Amsterdam:
Elsevier; 1987:209-223. World Crop Pests.

De Barro P, Maelzer DA: Influence of high temperatures on the survival of
Rhopalosiphum padi (L.)(Hemiptera: Aphididae) in irrigated perennial
grass pastures in South Australia. Aust J Zool 1993, 41:123-132.

Butler EJ, Jones SG: Plant pathology. London: Macmillan; 1949.

Rautapaa J: Humidity reactions of cereal aphids (Homoptera, Aphididae).
Ann Agr Fenn 1979, 45:33-41.

Lewis T, Siddorn JW: Measurement of the physical environment. In Aphid
Technology. Edited by van Emden HF. London: Academic Press; 1972:235-273.
A'Brook J: Some observations in west Wales on the relationship between
numbers of alate aphids and weather. Ann Appl Biol 1981, 97:11-15.
David CT, Hardie JIM: The visual responses of free-flying summer and
autumn forms of the black bean aphid, Aphis fabae, in an automated
flight chamber. Physiol Entomol 1988, 13:277-284.

Geerts B, Miao Q: A simple numerical model of the flight behavior of
small insects in the atmospheric convective boundary layer.

Environ Entomol 2005, 34:353-360.

Leskinen M, Markkula I, Kostinen J, Pylkko P, Ooperi S, Siliamo P, Ojanen H,
Raiskio S, Tiilikkala K: Pest insect immigration warning by an atmospheric
dispersion model, weather radars and traps. J App/ Entomol 2011, 135:55-67.
Mann JA, Harrington R: Key factors for modelling secondary spread of Barley
Yellow Dwarf Virus. HGCA project report: HGCA, UK; 1996.

Hardie J: Flight behavior in migrating insects. J Agr Entomol 1993, 10:239-245.
Kennedy JS, Booth CO, Kershaw WJS: Host finding by aphids in the field
II. Visual attraction. Ann Appl Biol 1961, 49:1-21.

Brown JE, Dangler JM, Woods FM, Tilt KM, Henshaw MD, Griffey WA, West
MS: Delay in mosaic-virus onset and aphid vector reduction in summer
squash grown on reflective mulches. Hortscience 1993, 28:895-896.
Storer JR, Young S, Hardie J: Three-dimensional analysis of aphid landing
behaviour in the laboratory and field. Physiol Entomol 1999, 24:271-277.
Morgan D: Population dynamics of the bird cherry-oat aphid,
Rhopalosiphum padi (L.), during the autumn and winter: a modelling
approach. Agric For Entomol 2000, 2:297-304.


http://www.sysecol.ethz.ch/Reports.html
http://www.sysecol.ethz.ch/Reports.html

Parry Movement Ecology 2013, 1:14
http://www.movementecologyjournal.com/content/1/1/14

102.

103.

104.

107.
108.

109.

110.

11

112

113.

114.

117.

118.

119.

121.

122.

123.

124.

126.

Watson SJ, Carter N: Weather and modelling cereal aphid populations in
Norfolk (UK). EPPO Bulletin 1983, 13:223-227.

Taylor LR: Analysis of the effect of temperature on insects in flight.

J Anim Ecol 1963, 32:99-117.

Bottenberg H, Irwin ME: Canopy structure in soybean monocultures and
soybean-sorghum mixtures: impact on aphid (Homptera: Aphididae)
landing rates. Environ Entomol 1992, 21:542-548.

. 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.
Agr Forest Meteorol 2006, 138:192-202.

. Scott RW, Achtemeier GL: Estimating pathways of migrating insects

carried in atmospheric winds. Environ Entomol 1987, 16:1244-1254.

Riley JR: Remote sensing in entomology. Annu Rev Entomol 1989, 34:247-271.

Harrewijn P, Hoof HA, Norrdink JPW: Flight behaviour of the aphid Myzus
persicae during its maiden flight. Neth J Plant Pathol 1981, 87:111-117.
Lushai G, Loxdale H: Tracking movement in small insect pests, with special
reference to aphid populations. Int J Pest Manage 2004, 50:307-315.
Malloch G, Highet F, Kasprowicz L, Pickup J, Neilson R, Fenton B: Microsatellite
marker analysis of peach-potato aphids (Myzus persicae, Homoptera:
Aphididae) from Scottish suction traps. Bull Entomol Res 2006, 96:573-582.
Hulle M, Coeur d'acier A, Bankhead-Dronnet S, Harrington R: Aphids in the
face of global changes. C R Biol 2010, 333:497-503.

Harrington R, Clark S: Trends in the timings of the start and end of
annual flight periods. In Aphid Biodiversity under Environmental Change:
Patterns and Processes. Edited by Kindlmann P, Dixon AFG, Michaud JP.
London: Springer; 2010.

Woiwod IP, Harrington R: Flying in the face of change: the rothamsted
insect survey. In Long-Term Experiments in Agricultural and Ecological
Sciences. Edited by Leigh RA, Johnson AE. Wallingford, UK: CAB
International; 1994:321-342.

Pike KS, Allison D, Boydston L, Qualset CO, Vogt HE, Summers CG: Suction
trap reveals 60 wheat aphid species, including Russian wheat aphid.
Calif Agric 1989, 43:22-24.

. Belding MJ, Isard SA, Hewings AD, Irwin ME: Photovoltaic-powered suction

trap for weakly flying insects. J Econ Entomol 1991, 84:306-310.

. Chapman JW, Nesbit RL, Burgin LE, Reynolds DR, Smith AD, Middleton DR,

Hill JK: Flight orientation behaviours promote optimal migration
trajectories in high-flying insects. Science 2010, 327:682-685.

Nieminen M, Leskinen M, Helenius J: Doppler radar detection of
exceptional mass-migration of aphids into Finland. Int J Biometeorol 2000,
44:172-181.

Hendrie LK, Irwin ME: Measurement of the vertical dispersion of insects in the
atmosphere: insect sampling, In The Pests and Weather Project (Report
ILENR/RE-AQ-87/1). Illinais: lllinois Department of Energy and Natural
Resources; 1987:227.

Steiner WWM, Voegtlin DJ, Irwin ME: Genetic differentiation and its
bearing on migration in North-American populations of the corn leaf
aphid, Rhopalosiphum-maidis (fitch) (Homoptera, aphididae).

Ann Entomol Soc Am 1985, 78:518-525.

. Steiner WWM, Voegtlin DJ, Irwin ME, Kampmeier G: Electrophoretic comparison

of aphid species - detecting differences based on taxonomic status and host
plant. Comp Biochem Physiol B Biochem Mol Biol 1985, 81:295-299.

Lupoli R, Irwin ME, Vossbrinck CR: A ribosomal DNA probe to distinguish
populations of Rhopalosiphum maidis (Homoptera, aphididae). Ann Appl
Biol 1990, 117:3-8.

Vialatte A, Plantegenest M, Simon JC, Dedryver CA: Farm-scale assessment
of movement patterns and colonization dynamics of the grain aphid in
arable crops and hedgerows. Agric For Entomol 2007, 9:337-346.

Ciss M, Parisey N, Dedryver CA, Pierre JS: Understanding flying insect
dispersion: multiscale analyses of fragmented landscapes. £col Inform
2013, 14:59-63.

Gosselke U, Triltsch H, Rossberg D, Freier B: GETLAUSO1 - the latest version
of a model for simulating aphid population dynamics in dependence on
antagonists in wheat. Ecol Model 2001, 145:143-157.

. Fabre F, Pierre JS, Dedryver CA, Plantegenest M: Barley yellow dwarf

disease risk assessment based on Bayesian modelling of aphid
population dynamics. Ecol Model 2006, 193:457-466.

Parry H, Aurambout J-P, Kriticos D: Having your cake and eating it: a mod-
elling framework to combine process-based population dynamics and
dispersal simulation. In MODSIM2011, 19th International Congress on

127.

128.

129.

130.

w

132.

133.

134.

136.

137.

138.

139.

145.

Page 14 of 15

Modelling and Simulation., 12-16 December 2011; Perth, Australia. Edited by
Chan F, Marinova D, Anderssen RS. Modelling and Simulation Society of
Australia and New Zealand; 2011:2535-2541. http://www.mssanz.org.au/
modsim2011/E16/parry.pdf.

Leclercg-Le Quillec F, Plantegenest M, Riault G, Dedryver CA: Analyzing and
modeling temporal disease progress of Barley Yellow Dwarf virus
serotypes in barley fields. Phytopathology 2000, 90:860-866.

Fabre F, Dedryver CA, Leterrier JL, Plantegenest M: Aphid abundance on
cereals in autumn predicts yield loss caused by Barley yellow dwarf
virus. Phytopathology 2003, 93:1217-1222.

Fabre F, Plantegenest M, Lucie M, Dedryver CA, Leterrier JL, Jacquot E:
Effects of climate and land use on the occurence of viruliferous aphids
and the epidemiology of barley yellow dwarf disease. Agric Ecosyst
Environ 2005, 106:49-55.

Hansen LM: Models for spring migration of two aphid species
Sitobion avenae (F.) and Rhopalosiphum padi (L.) infesting cereals in
areas where they are entirely holocyclic. Agric For Entomol 2006,
8:83-88.

. Hansen LM: Effect of weather during spring on the time of arrival of Bird

Cherry-oat aphid (Rhopalosiphum padi L) in Spring Barley (Hordeum
vulgare L.). Acta Agr Scand B-S P 1999, 49:117-121.

Wiktelius S: Flight phenology of cereal aphids and possibilities of using
suction trap catches as an aid in forecasting outbreaks. Swed J Agric Res
1981, 7:89-95.

Masterman AJ, Foster GN, Holmes SJ, Harrington R: The use of the Lamb
Daily Weather Types and the indices of Progressiveness, Southerliness
and Cyclonicity to investigate the autumn migration of Rhopalosiphum
padi. J Appl Ecol 1996, 33:23-30.

Walters KFA, Dewar AM: Overwintering strategy and the timing of the
spring migration of the cereal aphids Sitobion avenae and Sitobion
fragariae. J Appl Ecol 1986, 23:905-915.

. Howling GG, Harrington R, Clark SJ, Bale JS: The use of multiple

regression via principal components in forecasting early season aphid
(Homoptera: Aphididae) flight. Bulletin of Entomological Research 1993,
83:377-381.

Thackray DJ, Diggle AJ, Jones RAC: BYDV Predictor: a simulation model to
predict aphid arrival, epidemics of Barley yellow dwarf virus and yield
losses in wheat crops in a Mediterranean-type environment. Plant Pathol
2009, 58:186-202.

Kendall DA, Brain P, Chinn NE: A simulation model of the epidemiology of
barley yellow dwarf virus in winter sown cereals and its application to
forecasting. J Appl Ecol 1992, 29:414-426.

Morgan D, Barker I, Walters K: Towards a decision support system for
Barley yellow dwarf virus: the role of modelling. In MODSIM 1997
International Congress on Modelling and Simulation 8-11 December 1997;
Hobart, Australia. Edited by Zerger A, Argent RM. Modelling and Simulation
Society of Australia and New Zealand; 1997:1128-1132. http://www.mssanz.
0rg.au/MODSIM97/V0l%203/Morgan.pdf.

Foster G, Blake S, Tones S, Barker |, Harrington R, Taylor M, Walters K,
Northing P, Morgan D: Decision support for BYDV control in the UK: can
a regional forecast be made field specific? In Aphids in a New Millennium.
Proceedings of the Sixth International Symposium on Aphids, September 2001,
Rennes, France, INRA Editions, coll. Science Update. Edited by Simon JC,
Dedryver CA, Rispe C, Hullé M. ; 2004:287-291.

. Chaussalet TJ, Mann JA, Perry JN, Francos-Rodriguez JC: A nearest neigh-

bour approach to the simulation of spread of barley yellow dwarf virus.
Comput Electron Agric 2000, 28:51-65.

. Hopkins TR, Morse DR, Hopkins TR, Morse DR: The implementation and

visualization of a large spatial individual-based model using Fortran 90, Technical
Report 18-96. Canterbury, UK: University of Kent, Computing Laboratory,
University of Kent; 1996. http://www.cs.kentac.uk/pubs/1996/42/.

. Barnes DJ, Hopkins TR: The impact of programming paradigms on the

efficiency of an individual-based simulation model. Simul Model Pract
Theory 2003, 11:557-569.

. McElhany P, Real L, Power AG: Vector preference and disease dynamics: a

study of barley yellow dwarf virus. Ecology 1995, 76:444-457.

. Sisterson MS: Effects of insect-vector preference for healthy or infected

plants on pathogen spread: insights from a model. J Econ Entomol 2008,
101:1-8.

Lankin-Vega G, Worner SP, Teulon DAJ: An ensemble model for predicting
Rhopalosiphum padi abundance. Entomol Exp Appl 2008, 129:308-315.


http://www.mssanz.org.au/modsim2011/E16/parry.pdf
http://www.mssanz.org.au/modsim2011/E16/parry.pdf
http://www.mssanz.org.au/MODSIM97/Vol%203/Morgan.pdf
http://www.mssanz.org.au/MODSIM97/Vol%203/Morgan.pdf
http://www.cs.kent.ac.uk/pubs/1996/42/

Parry Movement Ecology 2013, 1:14
http://www.movementecologyjournal.com/content/1/1/14

146.

147.

148.

149.

152.

Bahlai CA, Sikkema S, Hallett RH, Newman J, Schaafsma AW: Modeling
distribution and abundance of soybean aphid in soybean fields using
measurements from the surrounding landscape. £nviron Entomol 2010,
39:50-56.

Parry HR, Sadler RJ, Kriticos DJ: Practical guidelines for modelling post-
entry spread in invasion ecology. Neobiota 2013, 18:41-66.

Lombaert E, Boll R, Lapchin L: Dispersal strategies of phytophagous
insects at a local scale: adaptive potential of aphids in an agricultural
environment. BMC Evol Biol 2006, 6:75. doi:10.1186/1471-2148-6-75.
Macfadyen S, Kriticos DJ: Modelling the geographical range of a species
with variable life-history. PLoS One 2012, 7:¢40313.

. Grimm V, Railsback SF: Pattern-oriented modelling: a ‘multi-scope’ for

predictive systems ecology. Philos T Roy Soc B 2012, 367:298-310.

. Parry HR, Macfadyen S, Kriticos DJ: The geographical distribution of Yellow

dwarf viruses and their aphid vectors in Australian grasslands and
wheat. Australas Plant Pathol 2012, 41:375-387.

Hopkinson RF, Soroka JJ: Air trajectory model applied to an in-depth
diagnosis of potential diamondback moth infestations on the Canadian
Prairies. Agricultural and Forest Meterology 2010, 150:1-11.

doi:10.1186/2051-3933-1-14
Cite this article as: Parry: Cereal aphid movement: general principles
and simulation modelling. Movement Ecology 2013 1:14.

Page 15 of 15

Submit your next manuscript to BioMed Central
and take full advantage of:

¢ Convenient online submission

e Thorough peer review

* No space constraints or color figure charges

¢ Immediate publication on acceptance

¢ Inclusion in PubMed, CAS, Scopus and Google Scholar

* Research which is freely available for redistribution

Submit your manuscript at
www.biomedcentral.com/submit

( BiolVied Central




	Abstract
	Introduction
	Review
	Basic rules of aphid flight
	Basic rules of appetitive flight
	Nuances of aphid flight behaviour
	Take-off
	Host plant conditions
	Environmental factors
	In flight
	Landing

	Simulating aphid migration
	Data collection
	Existing aphid flight simulation models


	Conclusions
	Endnotes
	Additional file
	Competing interests
	Author’s information
	Acknowledgements
	References

