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Increasing inter-continental trade with wood chips represents a challenge for phytosanitary authorities as such trade may
lead to pest introductions and invasions with huge impacts on forest ecosystems and economy. Predicting species
invasions and their impacts in advance may be difficult, but improved information about potential invasive species
ahead of any interceptions is an important precautionary step to reduce the probability of invasions. Here we identify
bark- and wood-boring insects that have a potential to become invasive in northern Europe and that may be introduced
by import of deciduous wood chips from North America. The potentially most damaging species belong to the beetle
genus Agrilus (Buprestidae), which includes the highly damaging emerald ash borer A. planipennis. We give a brief
presentation of this and seven other Agrilus species or subspecies and review factors of importance for the risk of
establishment and potential economic and ecological impacts of these species. We also discuss one Scolytinae,
Hylurgopinus rufipes. There are strong indications in the literature that some north European trees are highly susceptible
to attack from the selected beetle species. We therefore conclude that because north European trees have not coevolved
with these herbivores and thus may lack adequate defenses, most of the identified beetle species are likely to spread in
“defense- and enemy-free space” if they are introduced to northern Europe, with considerable economic and ecological
consequences.
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Introduction
Introduction and establishment of species beyond their
native range can lead to high economic costs and severe
ecological damage (Brockerhoff et al. 2006b; Kettunen
et al. 2008; Liebhold & Tobin 2008; Pimentel et al.
2000). Insects that bore into the bark and wood of living
trees may severely impact ecosystem structure and
function due to the ability of some species to kill healthy
trees (Kenis et al. 2009; Gandhi & Herms 2010; Økland
et al. 2011). Between 1980 and 2006, bark- and woodborers accounted for 56% of all new insect species
detected in the United States (Aukema et al. 2010).
There are now more than 400 introduced species
attacking woody plants in the United States alone
(Liebhold et al. 1995; Mattson et al. 2007; Langor et al.
2008; Aukema et al. 2010), and a new high-impact forest
pest is predicted to establish every 5 to 6 years (Koch
et al. 2010). Europe has 109 nonindigenous insect
species established on woody plants, including 57
species from North America and 52 from Asia (Mattson
et al. 2007). A complicating factor is that species
introductions often go undetected for a long time, with
a lag phase that can last for years until the population
suddenly grows rapidly (Mack et al. 2000).
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The major pathways for introduction of bark- and
wood-boring insects are trade with living plants and
various commodities of non-squared wood, including
wood chips (EPPO 2009; Liebhold et al. 2012). The
import of wood chips to Europe is expected to increase
due to growing demands for energy production (EPPO
2011b). Wood chips may be large enough to allow
survival of several insect species (McCullough et al.
2007) and represent a challenge for inspectors. Økland
et al. (2012) did for example show that insect detection
with 90% certainty from a ship load of ∼21,000 metric
tons of wood chips requires a sampling volume of
27 million liters. Furthermore, phytosanitary regulations
have not been updated to accommodate the recent
increase in imports of biomass for bioenergy production
(Kopinga et al. 2010). Import of coniferous wood chips
is regulated by the European Union and several European countries to prevent the spread of the pinewood
nematode, Bursaphelenchus xylophilus. However, import
of deciduous wood chips to Europe is still largely
unregulated, and except for a few species (EPPO 2005;
EPPO 2011a), little is known about forest pests that
could be transported from North America to Europe in
these large import volumes.
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So far, no major tree-killing insects on deciduous
trees have been introduced to northern Europe, but, for
example, the bark beetles Xyleborinus alni, feeding on
recently dead or dying Salix spp., and Cyclorhipidion
bodoanus, feeding in hollow Quercus trees, have been
recorded on deciduous trees in Sweden (Lindelöw et al.
2006; Lindelöw 2009). Bark- and wood-boring beetles
are regularly intercepted all over the world (Humble
& Allen 1998; Lindelöw 2000; Haack 2001, 2006;
Brockerhoff et al. 2006a), and the EPPO (2012) reporting service frequently reports interceptions of nonindigenous bark- and wood-boring beetles from different
wood commodities in Europe. The arrival and establishment of insect pests capable of killing healthy deciduous
trees in Europe seem likely, due to increasing international trade volumes. One illustrative case is the recent
establishment of the East-Asian emerald ash borer
Agrilus planipennis in the Moscow region (Baranchikov
et al. 2008). This species has also been introduced in
North America where it exclusively attacks ash, has
killed millions of trees during the last 10 years, and is
threatening several endemic ash species and the functioning of whole forest ecosystems (Poland & McCullough
2006; Gandhi & Herms 2010).
In this paper, we followed a defined procedure to
identify bark- and wood-boring insects with a potential
to invade northern Europe (Fennoscandia, the Baltic
states, and northern provinces of European Russia)
through import of deciduous wood chips from North
America. Wood packaging material (WPM) was not
considered here, because it is already regulated through
ISPM 15 (Food and Agriculture Organization 2009). We
restricted our focus to bark- and wood-boring beetles,
since beetles are a major and relatively well-studied
group of tree-boring insects. We give a brief presentation
of the biology of each identified species and review
factors that may influence the risk of establishment and
potential economic and ecological impacts.

Identification of high-risk species
We used the following criteria to identify bark- and
wood-boring beetles to be included:
(1)

(2)

The species should not be present in Europe, so
only species that are endemic to North America
or are introduced to North America from areas
other than Europe were included.
The species should be abundant, widely distributed, and have a northerly distribution
within North America to increase the likelihood
that they will be adapted to the climatic
conditions in northern Europe. The geographic
area of origin for potential invaders was further
narrowed down to eastern North America (east
of the 100th meridian, as defined by Baker

(3)

(4)

(5)

1972), since this is the most important area for
export of wood chips to northern Europe.
The species should be associated with a host
tree in a genus with representatives in northern
Europe, since insects that are invading new
areas usually colonize hosts within the same
genus as in their native range (Mattson et al.
1994; Niemela & Mattson 1996; Roques et al.
2006; Mattson et al. 2007). We included all
North-American deciduous tree genera that
occur in Fennoscandia, which is a representative region for the tree species composition in
northern Europe (Table 1).
The insect species should be a pest in its native
range and be able to colonize the bark and
sapwood of the trunk of living trees. To find
bark- and wood-borers that are pests on the tree
genera selected in (3), we searched the literature (Craighead 1950; Browne 1968; Baker
1972; Johnson & Lyon 1976; Ives & Wong
1988; Mattson et al. 1994; Solomon 1995),
cross-checked with relevant databases (ISPI
2009; GISD 2012; NAFC-ExFor 2012; NAPIS
2012; U.S. Forest Service 2012; Bugwood.org
2013; EPPO 2013) and consulted experts on
North American bark- and wood-borers.
The species should have behavioral, physiological, and morphological traits that favor survival through transport of raw materials for
production of chipped wood, the chipping
process itself, and transport of chipped wood.
We searched the literature for information about
survival rates in wood chips and physical
dimensions of egg, larva, pupa, and imago.

After the first screening of the literature using criteria 1
to 3, the initial list contained 50 beetle species. Following criteria 4 and 5, we ended up with nine bark- and
wood-boring beetle species or subspecies satisfying the
selection criteria. The most important reasons for
excluding species were that they were not regarded as
pests, had a southerly distribution, were not considered
established in North America, or most importantly, were
too large to likely survive in wood chips. Eight of the
selected species belong to the genus Agrilus (Buprestidae) and one to Scolytinae (Hylurgopinus rufipes).
Except for the East-Asian species A. planipennis, all
are native to North America. In Agrilus, the size of
prepupae and pupae and the timing of pupation in the
outer sapwood facilitate survival through the wood
chipping process. Furthermore, survival through chipping has been experimentally documented for one of
the species; McCullough et al. (2007) showed that
A. planipennis prepupae can survive the chipping
process with a 10-cm screen. The dimension of the
different life stages of A. planipennis, including the

Species name

Genera
prone
to attack

Agrilus anxius

Betula

A. bilineatus

Castanea
Quercus

A. g. granulatus

Populus

A. g. liragus

Populus

A. horni

Populus

A. planipennis

Fraxinus

F. americana
F. nigra
F. pensylvanica

A. politus

Acer
Salix

A. glabrum
A. pensylvanicum

Host tree species
in north America
B. alleghaniensis
B. lenta
B. occidentalis
B. papyrifera
B. populifolia
C. dentata
Q. alba
Q. coccinea
Q. ellipsoidalis
Q. macrocarpa
Q. prinus
Q. stellate
Q. velutina
P. deltoids
P. trichocarpa

P.
P.
P.
P.
P.
P.

deltoides.
grandidentata
tremuloides
trichocarpa
grandidentata
tremuloides

Known host tree
species appearing
in Fennoscandia
B.
B.
B.
B.

Other potential
host tree species
appearing in
Fennoscandia

maximowicziana
pendula
pubescence
szechuanica

Egg
mm

Larva
mm

Pupa
mm

Imago
mm

All southern Canadian provinces, Alaska and
Contiguous US except 12 southern states
(Muilenburg & Herms 2012).

1.3–1.5

25

NA

6–12

Pest distribution

Q. rubra

Q. petraea
Q. robur

Southeastern Canada. Eastern and Central US
westwards to Texas and the Rocky Mountains
(Haack & Acciavatti 1992).

1

25

NA

6–12

P. nigra

P. alba
P. balsamifera
P. tremula

NA

27–40

NA

7–11

P. balsamifera

P. alba
P. nigra
P. tremula

From New York south to North Carolina and
Louisiana, westwards to Colorado, Montana
and southern Alberta, Canada
(Solomon 1995).
New Brunswick to British Columbia. South to
Pennsylvania and Arizona (Bright 1987).

1.2

30–40

NA

7.2–10.3

P. alba
P. tremula

P. balsamifera
P. nigra

1

30–36

13–17.5

13

NA

NA

NA

5–8.5

F. angustifolia
F. excelsior

A. campestre
A. platanoides

From Massachusetts to Arizona in the US,
north to Ontario and Aweme, Manitoba in
Canada (Bright 1987).
Invasive in 19 US states (Kansas, Minnesota,
Iowa, Missouri, Wisconsin, Michigan, Illinois,
Indiana, Kentucky, Tennessee, Ohio, WestVirginia, Virginia, Pennsylvania, New York,
Connecticut, Maryland, Massachusetts, New
Hampshire; USDA 2013), and the Canadian
provinces of Ontario and Quebec
(CFIA 2013).
Transcontinental across Canada and
throughout the United States (Bright 1987).
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Table 1. Bark- and wood-boring beetles discussed in this paper, their tree hosts, distribution area in North America, and length of their life stages.
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3–5
NA
Throughout the eastern US north of
Mississippi, west to North Dakota. In Canada,
from New Brunswick to Manitoba
(Solomon 1995)

NA

7.5
NA
1.2

A. glutinosa
A. incana
B. maximowicziana
B. pendula
B. pubescence
U. glabra

A. pseudoplatanus
A. rubrum
S. caprea

Manitoba to Nova Scotia, south to
Pennsylvania and New Jersey (Bright 1987).

NA

Pupa
mm
Larva
mm
Egg
mm

Ulmus
Hylurgopinus
rufipes

U. americana
U. pumila
Fraxinus sp.

Alnus
Betula

S. babylonica
S. lasiolepsis
S. lucida
S. scouleriana
A. rugosa
B. nigra
A. pensus

Species name

Table 1 (Continued)

Genera
prone
to attack

Host tree species
in north America

Known host tree
species appearing
in Fennoscandia

Other potential
host tree species
appearing in
Fennoscandia

Pest distribution
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pupal stage, was summarized by Chamorro et al. (2012),
and is presented in Table 1. Maximum larval and
imago lengths for the selected species are 25–40 mm and
7–11 mm, respectively, with A. planipennis being the
longest species. Pupal size is not available for the other
Agrilus species, but as they have smaller larvae,
imagines, they probably also have shorter pupae than
A. planipennis and should thus be well suited to survive
chipping.
Besides H. rufipes, there are other candidates of
small bark and ambrosia beetles in the curculionid
subfamilies Scolytinae and Platypodinae (Wood 1982;
Wood et al. 1992) that may be imported by wood chips
and that has been encountered in other wood materials at
ports of entry (Brockerhoff et al. 2006a; Haack 2006).
Due to the extensive number of species, their complex
biology, and the lack of documentation on survival in
wood chips and attack on European tree species, we
limited our selection to Agrilus, where survival in wood
chips has been documented (McCullough et al. 2007),
and the one candidate among the small scolytids that is
known to kill deciduous trees in eastern North America
(Baker 1972).

Presentation of the selected wood-borers
The selected Agrilus species share many morphological
characteristics and have similar life cycles. The larvae
make typical zig-zag–shaped tunnels in the phloem and
need to feed on living or dying phloem to develop
(Bright 1987; Anderson 1944). Before pupation, the
larvae usually enter the outer sapwood, and the larvae of
the alder birch borer Agrilus pensus can even bore
through the stem from one side to the other (Carlson &
Knight 1969). All the selected Agrilus species make a
D-shaped exit hole on the stem and feed on various tree
species for a period during their adult life. During
mating, the males hover around leaves of host trees in
their visual search for females and use contact pheromones to determine species and sex of potential
partners (Lelito et al. 2007; Domingue et al. 2011; Lelito
et al. 2011). Many Agrilus species have high fecundity;
A. planipennis can lay 200 eggs (Rutledge & Keena
2012), and females of the bronze birch borer Agrilus
anxius mate several times and may lay 375 eggs (Claire
Rutledge, personal communication). The morphology
and biology of the native elm bark beetle, H. rufipes,
differs from the Agrilus species. H. rufipes constructs
egg galleries in the bark, in which the larvae also pupate
(Baker 1972). Winter is spent under the bark either as
adults or larvae. H. rufipes is the primary vector in North
America of the devastating Dutch elm disease (DED),
which is caused by the fungus Ophiostoma novo-ulmi
(McLeod et al. 2005). Adults can feed on healthy
elms and inoculate them with DED. All the species
presented below are widely distributed throughout
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eastern North America and occur in a wide range of
forest environments.
Bronze birch borer Agrilus anxius (Gory 1841) is a
major pest of Betula spp. and can have expansive
periodic outbreaks (Muilenburg & Herms 2012). The
larvae need living phloem to develop (Anderson 1944),
and field tests have shown that European birch species
may suffer 100% mortality if attacked by A. anxius
(Nielsen et al. 2011). The life cycle is completed in one
or two years, depending on climate and host condition.
Fourth instar larvae construct pupal cells in the outer
sapwood, where they must overwinter and be exposed to
freezing temperatures before they pupate in April to
May. Adults emerge from the stems between May and
July, at about 305 degree-days (base temperature 10°C,
starting date January 1) in Ohio and Michigan (EPPO
2011a).
A. anxius was added to the EPPO alert list in 2010
(EPPO 2010), and a pest risk analysis was completed in
2011 (EPPO 2011a). A pest risk assessment of A. anxius
was performed by The Norwegian Scientific Committee
for Food Safety (VKM 2012) in 2012, which supported
the EPPO (2011a) pest risk analysis. The EPPO (2011b)
pest risk analysis concluded that there was a moderate
probability of entry of A. anxius into Europe, a high
probability of establishment, a risk of spread, and high
ensuing mortality of birch throughout the PRA area with
major economic consequences. The main pathway of
concern for introduction into EU and Scandinavia is
chipped deciduous wood. Ornamental trees, lumber, and
firewood also represent a risk (EPPO 2011b).
Emerald ash borer Agrilus planipennis (Fairmaire
1888) is native to Far East Asia, where it is not
considered a major pest on native trees (Rebek et al.
2008). The species has been introduced to North America
and to the Moscow region in Russia (Baranchikov 2007;
Baranchikov et al. 2008). Agrilus planipennis mainly
kills Fraxinus nigra, F. pennsylvanica, and F. americana
in North America, and mainly F. pennsylvanica in the
Moscow region, but F. excelsior is also very susceptible
(Baranchikov et al. 2008, 2009). The abundance of
Fraxinus increases towards southern Europe, where two
other potential hosts are present, Fraxinus angustifolia
and F. ornus. The life cycle of A. planipennis is
completed in one or two years depending on climate
and host condition, and adults are active between May
and July (Wang et al. 2010). Attacks start in the canopy
and trees usually die within three years (Poland &
McCullough 2006; Wessels-Berk & Scholte 2008).
Agrilus planipennis is on the NAPPO list of quarantine pests for both USA and Canada (NAPPO 2013). It
was added to the EPPO alert list in 2004, and a pest risk
analysis was performed in 2003 (EPPO 2005). The main
pathways for introduction are plants for planting (including bonsai), untreated wood, and wood packing material
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EPPO (2003a, 2003b). Firewood and wood chips are
also possible pathways (Haack et al. 2010).
Twolined chestnut borer Agrilus bilineatus Weber,
1801 is the principal pest of Quercus spp. and Castanea
dentate in North America and is reported to kill trees
(Muzika et al. 2000). It primarily hastens the death of
stressed trees, but may kill apparently healthy trees when
population densities are high. The larval tunnels in the
phloem may girdle the trunk and disrupt nutrient
transport (Dunbar & Stephens 1976; Bright 1987).
Attacks start in the canopy and trees may die within
two to three years (Haack & Acciavatti 1992).
Granulated poplar borer Agrilus granulatus Say,
1823 is common in stressed native and planted Populus
species in North America (Bright 1987; Solomon 1995).
It attacks trees that are severely weakened by drought,
disease, or winter injury and prefers trees growing in
poor site conditions. The larva bore in the phloem and
sometimes into the outer sapwood. The lifecycle is
completed in one to two years. Morphologically this
subspecies may be confused with the subspecies
A. granulatus liragus (see below), but they have slightly
different host preferences and are usually treated separately in the literature.
Bronze poplar borer Agrilus granulatus liragus
Barter & Brown, 1929 attacks stressed, injured, and
dying Populus species in North America. It prefers
living phloem (Bright 1987) and causes decline and
frequently death of the host (Barter 1965; Ives & Wong
1988). Attacks may spill over from weakened to healthy
trees when population densities are high (Bright 1987).
The life cycle is completed in one to two years,
depending on temperatures and host vigor.
Aspen root girdler Agrilus horni Kerremans, 1900
attacks stressed and apparently healthy suckers of
Populus spp. According to Nord et al. (1965), infestation
by A. horni leads to the certain death of attacked suckers,
especially in hybrid aspen plantations. On the experimental plots reported in Nord et al. (1965), the Eurasian
species Populus alba, P. tremula, and various hybrids
were most susceptible. Unlike other Agrilus species,
A. horni larvae first bore down into the root phloem
before they turn around and spiral upwards in the stem
phloem. They pupate in the stem. The life cycle is
assumed to be completed in two or more years.
Common willow agrilus Agrilus politus Say, 1825
mainly attacks Salix spp. and Acer spp. but is reported
from several other genera as well, such as Quercus spp.,
Corylus spp., and Alnus spp. (Bright 1987; Solomon
1995). The damage inflicted on the hosts may be
significant, but A. politus is considered to be of little
economic importance in North America (Bright 1987).
A. politus is the most widespread and polyphagous of the
Agrilus species treated here, suggesting that it has
substantial ecological plasticity and adaptability to a
wide range of forest environments.
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Alder birch borer Agrilus pensus Horn, 1891 attacks
stressed Alnus rugosa and Betula nigra trees. According
to Solomon (1995), A. pensus plays a more primary role
in tree killing than its near Agrilus relatives. Similarly,
Carlson and Knight (1969) state that A. pensus is a more
significant tree killer than A. g. liragus and A. anxius.
Agrilus pensus oviposits only in living trees or branches,
although it seems likely that the host is under some type
of stress (Bright 1987).
Native elm bark beetle H. rufipes Eichhoff, 1868
prefers Ulmus spp., mainly American elm (Ulmus americana) and Siberian elm (Ulmus pumila) (Anderson &
Holliday 1999; McLeod et al. 2005), but is also registered
as a minor pest on common elm (Ulmus glabra) (EPPO
2013). It has been reported attacking Fraxinus spp.
(Baker 1972), but species-specific information on Fraxinus is lacking in the literature. This species attacks
stressed trees, but summer-emergent adults are attracted
to and feed on healthy elm trees (Swedenborg et al.
1988). H. rufipes populations can grow large during
drought periods, when the beetles aggressively attack
healthy trees.

Factors that may influence the risk of establishment
For a species to become invasive it needs to overcome a
sequence of biotic and abiotic barriers limiting the
probability that it will survive and establish a new
population (Richardson et al. 2000). Biological characteristics of the species and the biotic and abiotic nature of
its new environment will determine how likely it is to
pass successfully through all these barriers. For most of
the selected species we do not have sufficient information
to do a thorough assessment of the prospects of successful establishment, so we will instead apply the general
literature on species invasion to discuss the importance of
the different barriers for our selected species.
Climatic similarity
Differences in climate are unlikely to stop the selected
species from becoming established in northern Europe.
There are many similarities between the climates of
eastern North America and Europe, particularly within
the continental and oceanic climate regions. As an
example, both A. anxius and A. planipennis have
expanded their ranges vastly within the continental
climate zones. The two areas where A. planipennis first
established in North America (Michigan) and Europe
(Moscow region) have similar climates (precipitation
and temperature) according to Köppen-Geiger climate
maps (Peel et al. 2007). The very broad distribution of
many of the selected species, especially A. anxius,
A. politus, and now also A. planipennis, suggests that
they may be adapted to colonize a wide geographic
range in Europe and perhaps Asia, as long as suitable

host species are present. Northern Europe lies further
north than most of the source areas in North America
and will thus have a different photoperiodic regime. This
could influence the establishment success of species and
might be one of several factors explaining why there are
relatively few invasive bark- and wood-borers in northern Europe.

Presence of the species along the pathway
Several characteristics of the selected species make it
likely that living individuals will be present in the
commodity pathway all the way up to arrival of wood
chips in northern Europe. Agrilus beetles may be present
in the outer sapwood of their host trees at any time of the
year and are difficult to detect by visual inspection.
Bark- and wood-boring beetles are usually more abundant in stressed and weakened standing trees and are thus
likely to be present in wood typically used for wood chip
production. Wood chips are often produced from lowquality wood such as damaged trees, salvage harvesting,
or logging residues that do not meet the quality demands
for lumber (Hall 2002). Even if better qualities were to
be used it would be difficult to avoid the presence of
bark- and wood-boring species, because they may attack
apparently healthy trees and because of the large volumes
that are logged by forest harvesters.
After harvesting, the wood is either chipped on site
or transported to a chipping facility or port, where chips
are either stored in piles or shipped directly. The survival
rate of beetle pupa during chipping is influenced by the
chipping screen size. The size of wood chips exported
from North America corresponds well with a rather
coarse screen size of 10 cm (Økland et al. 2012), which
is known to allow survival of Agrilus pupae (McCullough et al. 2007). Simulation modeling performed by
Økland et al. (2012) indicates that the chipping screen
must be reduced to 6 mm or less to ensure that no
Agrilus species will survive the chipping process. There
is no ISPM standard for deciduous wood chips, and
every national regulation of wood chips allows for larger
than 6 mm chip thickness, including the regulations of
more restrictive countries such as New Zealand (MAF
2003).
During storage and transport of wood chips, many
organisms will usually die due to heat development
resulting from fermentation. However, individuals may
still survive in parts of the piles where temperatures stay
below lethal levels or in cases where excessive heat
development does not occur. On arrival to the production
site, the wood chips are unloaded and stored in the open
or in silos for up to several months. Most propagules,
especially eggs and larva, usually die along the commodity pathway, but some prepupa, pupa, and adults may
survive chipping, storage, and transport (McCullough
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et al. 2007). Even with a low survival rate the numbers of
survivors may be significant in large shiploads.
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Propagule pressure and Allee effect
The number of individuals required to establish a new
population varies from species to species and with
environmental conditions. For instance, the spruce bark
beetle Ips typographus seems to need hundreds of
propagules (Liebhold & Tobin 2008), while it is assumed
that the citrus longhorn beetle Anoplophora chinensis
only needs a couple of individuals (van der Gaag et al.
2008). High propagule pressure is undoubtedly an
advantage for successful establishment since it lowers
the probability of extinction from stochastic events and
reduces the effects of inbreeding depression and inverse
density-dependent (e.g. Allee) effects (Colautti, Grigorovich et al. 2007; Lockwood et al. 2005). The propagule
pressure of bark- and wood-boring insects is difficult to
estimate directly because the propagules are hidden
inside the host tree. However, the volume of the
commodity pathway can be considered as a proxy for
propagule pressure (Levine & D’Antonio 2003). The
import volumes of chipped deciduous wood into Europe
are increasing to meet the EU’s target of obtaining 20%
of its energy consumption from renewable sources by
2020 (Lins 2004). In addition to the large overall import
volumes involved, wood materials usually also harbor
large amounts of insects per unit volume.
In small populations resulting from low propagule
pressure mate finding may be difficult, resulting in a low
probability of establishment (Drake 2004; Haack 2006;
Brockerhoff et al. 2006a, 2006b). The importance of
Allee effects for invasive species appears to differ
significantly between insect taxa. For example, Ips
typographus has been frequently intercepted in US ports
but has consistently failed to establish, probably due to a
combination of low propagule pressure and Allee effects
related to mate finding and the need to mass-attack host
trees (Liebhold & Tobin 2008). For A. planipennis, there
are indications that Allee effects are not important, since
the species has established itself efficiently in
both Michigan, USA and the Moscow region. Furthermore, since its introduction to North-America in 2002,
it has spread quickly to 19 US states (USDA 2013) and
two Canadian provinces (CFIA 2013). We lack inform‐
ation about establishment and spread of other Agrilus
species in new environments, but based on the similarities in their biology we may assume that they, like
A. planipennis, may be weakly influenced by Allee
effects.

Species interactions
Positive or negative interactions with other species are not
believed to be crucial for establishment of North
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American Agrilus species in northern Europe. Parasitism
and other negative species interactions, such as competition, predation, and disease, tend to be highly species
specific, and insects that are freed from these negative
interactions can be said to experience “enemy-free space”
in their new environment. This will usually increase their
fitness and can result in uncontrolled population growth
(Keane & Crawley 2002; Colautti, Ricciardi et al. 2004).
There is little information on parasitism for our selected
species, but it seems likely that they will benefit from the
loss of negative interactions (i.e. the enemy release
hypothesis). For example, in its native range in Asia A.
planipennis has several known potential competitors (e.g.
the bark beetles Hylesinus cholodkovskyi, H. laticollis
and H. fraxini) and parasitoids (e.g. Oobius agrili,
Tetrastichus planipennisi, Spathius depressithorax, and
S. generosus) (Liu et al. 2007), whereas in North America
it has only one known parasitoid, Atanycolus cappaerti
(Cappaert & McCullough 2009) and in Russia there are
so far no known parasites. Generalist predators like
woodpeckers are known to forage for A. planipennis
and other Agrilus species but are probably not efficient
enough to hinder establishment.
Invasive species may be promoted by positive
species interactions in new environments (Økland et al.
2009, 2011; Lu et al. 2011). Although this may be less
important for the selected Agrilus species, which do not
engage in group attacks and do not have fungal
mutualists involved in host tree colonization,
H. rufipes has a mutualistic relationship with DED in
North America and will also benefit from this in areas
where DED is present in northern Europe. H. rufipes did
little damage in North America before DED was
introduced but picked up the pathogen and became one
of the main vectors of the disease. H. rufipes is attracted
to and oviposits in trees infected by fungi and especially
trees infected by DED (McLeod et al. 2005). When
adults that have emerged from infected trees feed on
healthy elms they inoculate the trees with the disease. If
introduced, H. rufipes may become an efficient vector of
DED in Europe, and particularly in northern Europe
were the current DED vectors seem to be relatively
inefficient (Solheim et al. 2011).

Naïve hosts
Local tree species tend to be adapted to attacks from
local insects, but if the same insects attack so-called
naïve hosts (i.e. hosts without a co-adapted history with
the insect), the trees may succumb. Because naïve hosts
often lack effective defenses against novel herbivores,
they can be said to represent “defense-free space” for the
herbivores (Gandhi & Herms 2010; Raupp et al. 2010).
There are many examples showing that naïve hosts are
preferred by invasive insects (Bryant et al. 1994; EPPO
1999; Glynn & Herms 2004; Bertheau et al. 2010;
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Cudmore et al. 2010; Desurmont et al. 2011; Hulcr &
Dunn 2011), and polyphagous insects that can colonize,
feed, and develop on a range of naïve hosts can achieve
rapid population growth (Bertheau et al. 2010).
In Agrilus, there are many examples of extensive tree
killing when the insects have been introduced to new
areas and encountered naïve host trees. Asian ash species
within the native range of A. planipennis are much more
resistant to attack than the North American white ash
(F. americana), green ash (F. pennsylvanica), and black
ash (F. nigra), which are readily killed by the insect
(Gandhi & Herms 2010; Raupp et al. 2010). Also in
Russia A. planipennis is killing green ash (F. pennsylvanica), which has been introduced from North America,
as well as native European ash (F. excelsior) (Baranchikov et al. 2009). Similarly, native North American
birch species, which have coevolved with A. anxius, are
less susceptible to attack than introduced birch species
such as Eurasian silver birch (B. pendula), white birch
(B. pubescence), Sichuan birch (B. szechuanica), and
monarch birch (B. maximowicziana), which all suffer
100% mortality (Nielsen et al. 2011). Agrilus horni
attacks and kills Eurasian Populus alba, P. tremula, and
various aspen hybrids (Nord et al. 1965). Bright (1987)
noted that A. horni is “especially troublesome in
orchard-like experimental plots of various Populus
species” and was perhaps referring to attacks on trials
with Eurasian Populus species. Introduced Populus
species in North America are also attacked by Agrilus
g. granulatus and A. g. ligarius, which attacks P. nigra
and P. balsamifera, respectively (Barter 1965; Solomon
1995). The Wych elm (Ulmus glabra) in northern
Europe lacks effective defenses against DED, but the
disease has not spread as fast in northern Europe as in,
for example, Great Britain. This is believed to be due to
the lack of an effective vector for the disease. However,
if H. rufipes was to be introduced to northern Europe, it
could be a more effective vector than the native Scolytus
laevis. If U. glabra proves to be a naïve host for
H. rufipes, this could lead to a vicious cycle with
extensive elm mortality.
The numerous examples given above suggest that
naïve hosts are very likely to be an important factor
promoting establishment and spread of bark- and woodborers in northern Europe if they should become
introduced. Agrilus politus and A. pensus are the only
of our selected species without a documented history of
causing mortality in European tree species. However,
this does not necessarily mean that they are not harmful,
as there are numerous examples of bark- and woodboring insects that are not considered primary pests in
their native range but are killing naïve trees in new
environments (e.g. Agrilus planipennis) (Allen &
Humble 2002; Haugen & Hoebeke 2005). It may therefore be prudent to expect that also A. politus and A. pensus

may be capable of primary attacks and benefit from
naïve hosts should they be introduced.

Capability of spread
Agrilus wood borers appear to have considerable flight
capacity and maneuverability, and this is likely to
promote their ability to establish and spread if introduced
into northern Europe. Most Agrilus species seem to fly
only the distance needed to encounter a suitable host
(Carlson & Knight 1969), and field tests have for
example shown that most A. planipennis females fly
only a few hundred meters (Mercader et al. 2009; Siegert
et al. 2010). However, recent flight mill experiments
demonstrate that A. planipennis has a considerable flight
potential that even may exceed 20 km within a 24 hour
period and that mated females fly almost 2.5 times
further than unmated females (Taylor et al. 2010). The
high flight capacity indicated by these experiments is
supported by field observations. In Russia, the yearly
diffusion of A. planipennis has been estimated to be at
least 9 km (Y. Baranchikov, personal communication).
From 2009 to 2012, A. planipennis dispersed 130 km
westwards in Russia from Mozhaisk to Vyazma, and it
has now spread a total distance of 230 km since it was
first discovered in Moscow in 2002 (Y. Baranchikov,
personal communication). A. anxius is thought to be an
equally good flyer as A. planipennis and is capable of a
yearly diffusion of 16–32 km (Federal Register 2003).
A. anxius’ ability to follow its primary hosts through
North America demonstrates good dispersal capabilities.
Historically, A. anxius was restricted to the natural
distribution area of its primary hosts, but due to
extensive planting of ornamental birch species it has
now dispersed southward in the United States and
expanded its range vastly (Muilenburg & Herms 2012).
Little is known about the flight capacity of other Agrilus
species.
According to Kaston (1939), H. rufipes can fly
considerable distances to locate elm trees, although it
normally probably only fly far enough to locate the next
suitable tree (Anderson & Holliday 2003). The beetles
use visual cues to seek out suitable host trees (Anderson
& Holliday 2003), but it has also been shown that DED
infected trees emit semiochemicals that attract H. rufipes
(McLeod et al. 2005).
In addition to biological dispersal, human-mediated
dispersal may create new satellite populations and
increase the overall rate of spread of bark- and woodborers. The spread of A. planipennis in the United States
since its introduction around 2000 has for example been
facilitated by movement of plants for planting nonsquared wood (Muirhead et al. 2006) and possibly
firewood (Haack et al. 2010). The relative importance
of biological versus human-mediated dispersal is not
known.
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Potential economic and ecological impacts
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Ecosystem effects
Together with climate change and habitat loss, biological
invasions are considered the most important driving
force of global environmental change. In the United
States alone, 49% of all species listed as threatened are
thought to be at risk due to competition or predation by
non-indigenous species (Wilcove et al. 1998). Invasive,
tree-killing bark- and wood-borers have the capacity to
change tree species composition and forest structure, and
thereby indirectly affect whole ecosystems. Direct and
indirect ecosystem effects have been documented for
several invasive forest insects, such as hemlock woolly
adelgid Adelges tsugae, balsam woolly adelgid A. picea,
gypsy moth Lymantria dispar, green spruce aphid
Elatobium abietinum, and A. planipennis (Ellison et al.
2005; Lovett et al. 2006; Kenis et al. 2009; Gandhi &
Herms 2010). Severe ecosystem effects are also expected
if some of the most aggressive bark beetles should
become introduced to new continents (Økland
et al. 2011).
The current widespread killing of ash trees by
A. planipennis in North America may affect the species
communities associated with North America’s 16 native
ash species. By 2004, A. planipennis had killed approximately 15 million ash trees in eastern United States and
was threatening an estimated 850 million ash trees in
Michigan alone (Poland & McCullough 2006). Of the
282 plant and animal species that are estimated to be
dependent on ash in North America, 43 species are
clearly threatened if their host tree should be eliminated
(Gandhi & Herms 2009). Tree mortality caused by
A. planipennis leads to canopy gaps and changes in the
microenvironment and understory succession (Gandhi &
Herms 2010). This may in turn facilitate the establishment of invasive plants and lead to an “invasion meltdown” – the process by which one invasive species
facilitates for other invasives (Simberloff & Von Holle
1999).
The introduction of A. planipennis in the Moscow
region may pose an ecological and economic threat to
European ash forests (Baranchikov 2010). Large-scale
tree killing by A. planipennis is disrupting carbon fluxes
and storage and can have global effects (Flower et al.
2012). Extensive tree killing and severe ecological
consequences are also expected if A. anxius is introduced
to northern Europe (EPPO 2011b; Nielsen et al. 2011),
as potentially susceptible birch species are important and
widely distributed throughout Eurasia (Hultén & Fries
1986). Effects of widespread killing of ash and birch
forest in Eurasia by A. planipennis and A. anxius may
include changes in the composition of the fauna and
flora associated with these forests due to altered tree
species composition, extinction of species dependent on
ash or birch, and extensive erosion and mobilization of
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carbon stores in the soil (Gandhi & Herms 2010; Økland
et al. 2012). Introduction of H. rufipes to northern
Europe could increase the spread of DED, one of the
most destructive forest pathogens of all times, which has
killed hundreds of millions elms in Europe and North
America over the past decades (Brasier & Buck 2001).
The loss of elms by DED in North America has changed
the forest structure, bird densities, and diversity (Crooks
2002).
Economic impact
Introduction of Agrilus species and H. rufipes to
northern Europe is likely to incur huge economic costs.
The ∼11,000 non-indigenous plant and animal species
that are present in Europe today (DAISIE 2009) incur an
estimated annual cost of €12.5 billion (Kettunen et al.
2008), and the more than 50,000 non-indigenous species
in the United States carry an estimated annual cost of
$137 billion (Pimentel et al. 2000). Bark- and woodborers are the most costly guild of non-native forest
insects, with yearly costs in the United States alone
estimated to $3.5 billion in private and government
expenditures (Aukema et al. 2010). Agrilus planipennis
is the most costly of all the introduced wood-borers in
the United States, incurring an estimated annual
cost of $1.7 billion. The largest expense is related to
removal and replacement of dead trees. Eradication of
A. planipennis is no longer considered a feasible strategy
in North America, and land owners are instead advised
to spread losses over time by protecting trees with
insecticide treatments for a period or to cut losses by
doing nothing (Vannatta et al. 2012).
The European ash Fraxinus excelsior is an important
tree species throughout Europe, and its density increases
southwards towards the Mediterranean region, where its
range overlaps with F. angustifolia and F. ornus (Hultén
& Fries 1986; FRAXIGEN 2005). Fraxinus is widely
used as an ornamental tree in parks, graveyards, along
roads, and in city streets throughout Europe. It is also a
valuable timber species used for carpentry, furniture,
house interiors, tools, and various sports equipment
(FRAXIGEN 2005).
EPPO performed a pest risk analysis of A. anxius for
Europe in 2011 and concluded that an introduction
would cause high mortality of birch throughout the
EPPO region, with major economic and environmental
impacts (EPPO 2011b). This probably also applies to
regions in Asia where susceptible birch species are
abundant and widely distributed (Hultén & Fries 1986;
Nielsen et al. 2011).

Concluding remarks
We have identified nine insects that probably have great
potential to invade northern Europe through import
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of deciduous wood chips from North America. The
potentially most damaging species belong to the beetle
genus Agrilus, which includes a species with a record of
massive tree killing following introduction to new areas
(A. planipennis). There are also other candidate insect
groups that could be introduced via import of wood
chips, but in this paper we have emphasized a group
with a documented ability to survive in wood chips and a
high damaging potential.
Screening for potential invaders by identifying common traits and preforming risk assessments is not
without difficulties. Only a few of the species that are
introduced to a new region actually become established
invasives, so there is always a risk of identifying false
positives (Smith et al. 1999). On the other hand, the next
great threat may very well be a seemingly innocuous
species that does not appear in any risk assessments.
Still, although it may be difficult to predict species
invasions and their impacts in advance, improved
information about potential invaders ahead of any
interceptions remains an important preventive step to
reduce the probability of invasions. It is well known that
the time from the first interception of a species until
effective phytosanitary regulations are in place usually is
too long to prevent irreversible invasion and damage.
The most effective way of stopping biological
invasions is to prevent arrival. Once an invasive species
has become established, eradication is at best very
difficult and costly. Presently there are no regulations
of import of deciduous wood chips from North America
to Europe, even though there are several North American
beetle species with a clear potential to become invasive.
It is probably impossible to single out trees infested by
Agrilus during harvesting, since Agrilus species attack
different tree species and may be found in both healthy
looking and declining trees. Furthermore, since wood
chips are produced from mixed forests, phytosanitary
regulations of individual tree species may be impractical,
and a better alternative may be to regulate the deciduous
wood chip commodity as a whole.
Acknowledgements
We would like to thank Daniel A. Herms and Vanessa
Muilenburg for valuable discussions and feedback and for
help in providing literature, Robert A. Haack for reviewing our
initial lists of wood-borers, the Canadian Food Inspection
Agency for providing literature, and three reviewers for helpful
input and suggestions that improved the manuscript.

References
Allen EA, Humble LM. 2002. Nonindigenous species introductions: a threat to Canada’s forests and forest economy.
Can J Plant Pathol. 24:103–110.
Anderson RF. 1944. The relation between host condition and
attacks by the bronze birch borer. J Econ Entomol.
37:588–596.

Anderson PL, Holliday NJ. 1999. Overwintering of the native elm
bark beetle, Hylurgopinus rufipes (Coleoptera: Scolytidae),
in Siberian elm, Ulmus pumila. In: D Vanderwel, editor.
Proceedings of the Entomological Society of Manitoba.
Manitoba: University of Manitoba.
Anderson PL, Holliday NJ. 2003. Distribution and survival
of overwintering adults of the Dutch elm disease vector,
Hylurgopinus rufipes (Coleoptera: Scolytidae), in American elm trees in Manitoba. Agric For Entomol. 5:
137–144.
Aukema JE, McCullough DG, Von Holle B, Liebhold AM,
Britton K, Frankel SJ. 2010. Historical accumulation of
nonindigenous forest pests in the continental United States.
BioScience. 60:886–897.
Baker WL. 1972. Eastern forest insects. Washington (DC): U.
S. Forest Service.
Baranchikov Y. 2007. Emerald ash borer has reached Europe.
In: Gottschalk KW, editor. Proceedings of the 18th
US Department of Agriculture Interagency Research
Forum on Gypsy Moth and other Invasive Species; 2007
January 9–12; Loews Annapolis Hotel Annapolis (MD):
U.S. Department of Agriculture Northern Research Station.
Baranchikov Y. 2010. Agrilus planipennis Fairmaire, 1888 –
emerald ash borer (Coleoptera: Buprestidae). BioRisk.
4:855–1021.
Baranchikov Y, Gninenko Y, Klyukin M, Yurchenko G. 2009.
Survey of emerald ash borer distribution in Russia. In:
D Lance, Buck J, Binion D, Reardon R, Mastro V, edtiors.
Proceedings of the Emerald ash borer reasarch and
technology development meeting; 2009 October 20–21;
Pittsburgh (PA): U.S. Department of Agriculture.
Baranchikov Y, Mozolevskaya E, Yurchenko G, Kenis M.
2008. Occurrence of the emerald ash borer, Agrilus
planipennis in Russia and its potential impact on European
forestry. EPPO Bull. 38:233–238.
Barter GW. 1965. Survival and development of the bronze
poplar borer Agrilus liragus Barter & Brown (Coleoptera:
Buprestidae). Can Entomol. 97:1063–1068.
Bertheau C, Brockerhoff EG, Roux-Morabito G, Lieutier F,
Jactel H. 2010. Novel insect-tree associations resulting
from accidental and intentional biological “invasions”: a
meta-analysis of effects on insect fitness. Ecol Lett. 13:
506–515.
Brasier CM, Buck KW. 2001. Rapid evolutionary changes in a
globally invading fungal pathogen (Dutch elm disease).
Biol Invasions. 3:223–233.
Bright DE. 1987. The insects and arachnids of Canada. Part 15:
the metallic wood-boring beetles of Canada and Alaska
(Coleoptera: Buprestidae). Coleopt Bull. 41:406.
Brockerhoff EG, Bain J, Kimberley M, Knizek M. 2006a.
Interception frequency of exotic bark and ambrosia beetles
(Coleoptera: Scolytinae) and relationship with establishment in New Zealand and worldwide. Can J For Res.
36:289–298.
Brockerhoff EG, Liebhold AM, Jactel H. 2006b. The ecology
of forest insect invasions and advances in their management. Can J For Res. 36:263–268.
Browne FG. 1968. Pests and diseases of forest plantation trees:
an annotated list of the principal species occurring in the
British Commonwealth. Oxford: Clarendon P.
Bryant JP, Swihart RK, Reichardt PB, Newton L. 1994.
Biogeography of woody plant-chemical defense against
snowshoe hare browsing – comparison of Alaska and
Eastern North-America. Oikos. 70:385–395.
Bugwood.org. 2013. The Center for Invasive Species &
Ecosystem Health [Internet]: The University of Georgia.
Available from: http://www.bugwood.org/index.cfm

Downloaded by [Norweigen Institute for Land Inventory] at 02:40 04 February 2014

Scandinavian Journal of Forest Research
CFIA. 2013. Canadian Food Inspection Agency [Internet].
Available from: http://www.inspection.gc.ca/
Cappaert D, McCullough DG. 2009. Occurrence and seasonal
abundance of Atanycolus cappaerti (Hymenoptera: Braconidae) a native parasitoid of emerald ash borer, Agrilus
planipennis (Coleoptera: Buprestidae). Great Lakes Entomol. 42:16–29.
Carlson RW, Knight FB. 1969. Biology, taxonomy, and
evolution of sympatric Agrilus beetles (Coleoptera:
Buprestidae). Contr Am Entomol Inst. 4:1–105.
Chamorro ML, Volkovitsh MG, Poland TM, Haack RA,
Lingafelter SW. 2012. Preimaginal stages of the emerald
ash borer, Agrilus planipennis Fairmaire (Coleoptera:
Buprestidae): an invasive pest on ash trees (Fraxinus).
PLoS ONE. 7:e33185.
Colautti RI, Grigorovich IA, MacIsaac HJ. 2007. Propagule
pressure: a null model for biological invasions. Biol
Invasions. 9:885–885.
Colautti RI, Ricciardi A, Grigorovich IA, MacIsaac HJ. 2004.
Is invasion success explained by the enemy release
hypothesis? Ecol Lett. 7:721–733.
Craighead FC. 1950. Insect enemies of eastern forests. Washington (DC): United States Department of Agriculture.
Bureau of Entomology.
Crooks JA. 2002. Characterizing ecosystem-level consequences of biological invasions: the role of ecosystem
engineers. Oikos. 97:153–166.
Cudmore TJ, Bjorklund N, Carroll AL, Lindgren BS. 2010.
Climate change and range expansion of an aggressive bark
beetle: evidence of higher beetle reproduction in naive host
tree populations. J Appl Ecol. 47:1036–1043.
DAISIE. 2009. Handbook of alien species in Europe. Berlin:
Springer.
Desurmont GA, Donoghue MJ, Clement WL, Agrawal AA.
2011. Evolutionary history predicts plant defense against
an invasive pest. Proc Natl Acad Sci USA. 108:
7070–7074.
Domingue MJ, Csoka G, Toth M, Vetek G, Penzes B, Mastro
V, Baker TC. 2011. Field observations of visual attraction
of three European oak buprestid beetles toward conspecific
and heterospecific models. Entomol Exp Appl.
140:112–121.
Drake JM. 2004. Allee effects and the risk of biological
invasion. Risk Anal. 24:795–802.
Dunbar DM, Stephens GR. 1976. The bionomics of the
twolined chestnut borer. In: Anderson F, Kaya HK, editors.
Perspectives in forest entomology. New York: Academic
Press; p. 73–83.
Ellison AM, Bank MS, Clinton BD, Colburn EA, Elliott K,
Ford CR, Foster DR, Kloeppel BD, Knoepp JD, Lovett
GM, et al. 2005. Loss of foundation species: consequences
for the structure and dynamics of forested ecosystems.
Front Ecol Environ. 3:479–486.
EPPO. 1999. EPPO data sheet on quarantine pests Anoplophora glabripennis. EPPO Bull. 29:497–501.
EPPO. 2003a. Report of a pest risk assessment: Agrilus
planipennis (04/10812) [Internet]. EPPO. Available from:
http://www.eppo.int/
EPPO. 2003b. Report of a pest risk management; Agrilus
planipennis (04/10811) [Internet]. 2003-10-01: EPPO.
Available from: http://www.eppo.int/
EPPO. 2005. Data sheets on quarantine pests Agrilus planipennis. EPPO Bull. 35:436–438.
EPPO. 2009. PM 8/2(1): Coniferae. EPPO Bull. 39:420–449.
EPPO. 2010. Agrilus anxius (bronze birch borer): addition to
the EPPO Alert List. EPPO Reporting Service no. 2

87

February 2010 [Internet]. EPPO. Available from: http://
archives.eppo.int/EPPOReporting/2010/Rse-1002.pdf
EPPO. 2011a. Data sheets on pests recommended for regulation Agrilus anxius. EPPO Bull. 41:409–413.
EPPO. 2011b. Pest Risk Analysis for Agrilus anxius PRA
Record 11–16987 [Internet]. EPPO. Available from: http://
www.eppo.fr/QUARANTINE/Pest_Risk_Analysis/PRAdocs_insects/11–16987_PRA_record_Agrilus_anxius.doc
EPPO. 2012. Reporting Service [Internet]. EPPO. Available
from: http://archives.eppo.org/EPPOReporting/Reporting_
Archives.htm
EPPO. 2013. PQR-database on quarantine pests [Internet].
Available from: http://www.eppo.int/DATABASES/pqr/
pqr.htm?utm_source=www.eppo.org&utm_medium=int_
redirect
Federal Register. 2003. Emerald ash borer; quarantine regulations, interim rule and request for comments. Animal and
Plant Health Inspection Service USDA.
Flower CE, Knight KS, Gonzalez-Meler MA. 2012. Impacts of
the emerald ash borer (Agrilus planipennis Fairmaire)
induced ash (Fraxinus spp.) mortality on forest carbon
cycling and successional dynamics in the eastern United
States. Biol Invasions. 15:931–944.
Food and Agriculture Organization. 2009. International standards for phytosanitary measures. Revision of ISPM No.
15: regulation of wood packaging material in international
trade. Rome: Food and Agriculture Organization of the
United Nations.
FRAXIGEN. 2005. Ash species in Europe: biological characteristics and practical guidelines for sustainable use.
Oxford: University of Oxford, Oxford Forestry Institute.
Gandhi KJK, Herms DA. 2009. North American arthropods at
risk due to widespread Fraxinus mortality caused by the
alien emerald ash borer. Biol Invasions. 12:1839–1846.
Gandhi KJK, Herms DA. 2010. Direct and indirect effects of
alien insect herbivores on ecological processes and interactions in forests of eastern North America. Biol Invasions.
12:389–405.
GISD. 2012. Global Invasive Species Database [Internet].
Available from: http://www.issg.org/database/welcome/
Glynn C, Herms DA. 2004. Local adaptation in pine needle
scale (Chionaspis pinifoliae): natal and novel host quality
as tests for specialization within and among red and Scots
pine. Environ Entomol. 33:748–755.
Haack RA. 2001. Intercepted Scolytidae (Coleoptera) at U.S. ports
of Entry: 1985–2000. Integr Pest Manage Rev. 6:253–282.
Haack RA. 2006. Exotic bark- and wood-boring Coleoptera in
the United States: recent establishments and interceptions.
Can J For Res. 36:269–288.
Haack RA, Acciavatti RE. 1992. Twolined chestnut borer.
Forest Insect & Disease Leaflet 168. Washington (DC):
USDA Forest Service.
Haack RA, Petrice TR, Wiedenhoeft AC. 2010. Incidence of
bark- and wood-boring insects in firewood: a survey at
Michigan’s Mackinac bridge. J Econ Entomol. 103:
1682–1692.
Hall JP. 2002. Sustainable production of forest biomass for
energy. For Chron. 78:391–396.
Haugen DA, Hoebeke ER. 2005. Sirex woodwasp-Sirex
noctilio F. (Hymenoptera: Siricidae). Newtown Square
(PA): USDA Forest Service, Pest Alert NA-PR-07–05.
Hulcr J, Dunn RR. 2011. The sudden emergence of pathogenicity in insect-fungus symbioses threatens naive forest
ecosystems. Proc Biol Sci/R Soc. 278:2866–2873.
Hultén E, Fries M. 1986. Atlas of North European vascular
plants (North of the Tropic of Cancer) I: introduction.

Downloaded by [Norweigen Institute for Land Inventory] at 02:40 04 February 2014

88

D. Flø et al.

Taxonomic index to the maps. Köningstein (Germany):
Koeltz Scientific Books; p. 1–996.
Humble LM, Allen EA, Bell JD. 1998. Exotic wood-boring
beetles in British Columbia: interceptions and establishments. Victoria (Canada): Canadian Forest Service, Pacific
Forestry Centre.
ISPI. 2009. The International Society for Pest Information
2009. (ISPI) Pest Directory CD [Internet]. Available from:
http://www.pestinfo.org
Ives WGH, Wong HR. 1988. Tree and shrub insects of the
prairie provinces. Edmonton: Northern Forestry Centre,
Canadian Forestry Service.
Johnson WT, Lyon HH. 1976. Insects that feed on trees and
shrubs: an illustrated practical guide. Ithaca, NY: Comstock
Publishing Associates.
Kaston BJ. 1939. The native elm bark beetle, Hylurgopinus
rufipes (Eichhoff), in Connecticut. New Haven: Connecticut Agricultural Experiment Station.
Keane RM, Crawley MJ. 2002. Exotic plant invasions and the
enemy release hypothesis. Trends Ecol Evol. 17:164–170.
Kenis M, Auger-Rozenberg MA, Roques A, Timms L, Pere C,
Cock M, Settele J, Augustin S, Lopez-Vaamonde C. 2009.
Ecological effects of invasive alien insects. Biol Invasions.
11:21–45.
Kettunen M, Genovesi P, Gollasch S, Pagad S, Starfinger U,
ten Brink P, Shine C. 2008. Technical support to EU
strategy on invasive species (IS) – assessment of the
impacts of IS in Europe and the EU. Brussels (Belgium):
Final module report for the European Commission.
Koch FH, Yemshanov D, Colunga-Garcia M, Magarey RD,
Smith WD. 2010. Potential establishment of alien-invasive
forest insect species in the United States: where and how
many? Biol Invasions. 13:969–985.
Kopinga J, Moraal LG, Verwer CC, Clerkx APPM. 2010.
Phytosanitary risks of wood chips. Alterra report 2059.
Wageningen (NL): Alterra.
Langor DW, DeHaas LJ, Foottit RG. 2008. Diversity of nonnative terrestrial arthropods on woody plants in Canada.
Biol Invasions. 11:5–19.
Lelito JP, Domingue MJ, Fraser I, Mastro VC, Tumlinson JH,
Baker TC. 2011. Field investigation of mating behaviour of
Agrilus cyanescens and Agrilus subcinctus. Can Entomol.
143:370–379.
Lelito JP, Fraser I, Mastro VC, Tumlinson JH, Boroczky K,
Baker TC. 2007. Visually mediated “paratrooper copulations” in the mating behavior of Agrilus planipennis
(Coleoptera: Buprestidae), a highly destructive invasive
pest of North American ash trees. J Insect Behav.
20:537–552.
Levine JM, D’Antonio CM. 2003. Forecasting biological
invasions with increasing international trade. Conserv
Biol. 17:322–326.
Liebhold AM, Brockerhoff EG, Garrett LJ, Parke JL, Britton
KO. 2012. Live plant imports: the major pathway for forest
insect and pathogen invasions of the United States. Front
Ecol Environ. 10:135–143.
Liebhold AM, Macdonald WL, Bergdahl D, Maestro VC.
1995. Invasion by exotic forest pests – a threat to forest
ecosystems. For Sci. 41:1–49.
Liebhold AM, Tobin PC. 2008. Population ecology of insect
invasions and their management. Annu Rev Entomol.
53:387–408.
Lindelöw Å. 2000. Bark- and wood-living insects in timber
imported to Sweden – aspects on the risks for establishments of new species. Aktuelt fra skogforskningen. 4/00:
5–10.

Lindelöw Å. 2009. Introduced or overlooked? New bark beetle
species in Sweden (Coleoptera: Curculionidae). In Steyrer
G, Tomiczek C, Hoch G, Lackner C, editors. Proceedings
of the Third Meeting of Forest Protection and Forest
Phytosanitary Experts. Vienna: Federal Research Centre
for Forests, Department of Forest Protection, Forstschutz
Aktuell.
Lindelöw Å, Jonsell M, Sjödin G. 2006. Xyleborinus alni
(Coleoptera: Curculionidae) – en ny barkborreart funnen i
Sverige. Ent Tidskr. 127:97–99.
Lins C. 2004. Renewable energy share by 2020-the RE
industry point of view. European Renewable Energy
Council GREEN-X conference; Brussels: European
Renewable Energy Council.
Liu H, Bauer LS, Miller DL, Zhao T, Gao R, Song L, Luan Q,
Jin R, Gao C. 2007. Seasonal abundance of Agrilus
planipennis (Coleoptera: Buprestidae) and its natural
enemies Oobius agrili (Hymenoptera: Encyrtidae) and
Tetrastichus planipennisi (Hymenoptera: Eulophidae) in
China. Biol Control. 42:61–71.
Lockwood JL, Cassey P, Blackburn T. 2005. The role of
propagule pressure in explaining species invasions. Trends
Ecol Evol. 20:223–228.
Lovett GM, Canham CD, Arthur MA, Weathers KC, Fitzhugh
RD. 2006. Forest ecosystem responses to exotic pests and
pathogens in Eastern North America. BioScience.
56:395–405.
Lu M, Wingfield MJ, Gillette N, Sun JH. 2011. Do novel
genotypes drive the success of an invasive bark beetlefungus complex? Implications for potential reinvasion.
Ecology. 92:2013–2019.
Mack RN, Simberloff D, Lonsdale WM, Evans H, Clout M,
Bazzaz FA. 2000. Biotic invasions: causes, epidemiology,
global consequences, and control. Ecol Appl. 10:689–710.
MAF. 2003. Import health standard for sawdust, wood chips,
wood shavings, and wood wool from all countries. Pursuant to section 22 of the Biosecurity Act (1993); Wellington
(New Zealand): Ministry of Agriculture and Forestry.
Mattson WJ, Niemela P, Millers I, Inguanzo Y. 1994. Immigrant phytophagous insects on woody plants in the United
States and Canada: an annotated list. St. Paul (MN): U.S.
Department of Agriculture, Forest Service, North Central
Forest Experiment Station.
Mattson W, Vanhanen H, Veteli T, Sivonen S, Niemelä P. 2007.
Few immigrant phytophagous insects on woody plants in
Europe: legacy of the European crucible? Biol Invasions.
9:957–974.
McCullough DG, Poland TM, Cappaert D, Clark EL, Fraser I,
Mastro V, Smith S, Pell C. 2007. Effects of chipping,
grinding, and heat on survival of emerald ash borer,
Agrilus planipennis (Coleoptera: Buprestidae), in chips. J
Econ Entomol. 100:1304–1315.
McLeod G, Gries R, von Reuss SH, Rahe JE, McIntosh R,
Konig WA, Gries G. 2005. The pathogen causing Dutch
elm disease makes host trees attract insect vectors. Proc
Biol Sci/R Soc. 272:2499–2503.
Mercader RJ, Siegert NW, Liebhold AM, McCullough DG.
2009. Dispersal of the emerald ash borer, Agrilus planipennis, in newly-colonized sites. Agric For Entomol.
11:421–424.
Muilenburg VL, Herms DA. 2012. A review of bronze birch
borer (Coleoptera: Buprestidae) life history, ecology, and
management. Environ Entomol. 41:1372–1385.
Muirhead JR, Leung B, van Overdijk C, Kelly DW, Nandakumar K, Marchant KR, MacIsaac HJ. 2006. Modelling local
and long-distance dispersal of invasive emerald ash borer

Downloaded by [Norweigen Institute for Land Inventory] at 02:40 04 February 2014

Scandinavian Journal of Forest Research
Agrilus planipennis (Coleoptera) in North America. Divers
Distrib. 12:71–79.
Muzika RM, Liebhold AM, Twery MJ. 2000. Dynamics of
twolined chestnut borer Agrilus bilineatus as influenced by
defoliation and selection thinning. Agric For Entomol.
2:283–289.
NAFC-ExFor. 2012. The North American forest commission
exotic forest pest information system [Internet]. Available
from: http://spfnic.fs.fed.us/exfor/index.cfm
NAPIS. 2012. The National agricultural pest information
system [Internet]. Available from: http://pest.ceris.purdue.
edu/index.php
NAPPO. 2013. Agrilus planipennis Pest alert [Internet]. North
American plant protection organization. Available from:
http://www.pestalert.org/viewArchPestAlert.cfm?rid=96
Nielsen DG, Muilenburg VL, Herms DA. 2011. Interspecific
variation in resistance of Asian, European, and North
American birches (Betula spp.) to bronze birch borer
(Coleoptera: Buprestidae). Environ Entomol. 40:648–653.
Niemela P, Mattson WJ. 1996. Invasion of North American
forests by European phytophagous insects – legacy of the
European crucible? BioScience. 46:741–753.
Nord JC, Knight FB, Vogt GB. 1965. Identity and biology of
an aspen root girdler, Agrilus horni. For Sci. 11:33–37.
Økland B, Erbilgin N, Skarpaas O, Christiansen E, Långström
B. 2011. Inter-species interactions and ecosystem effects of
non-indigenous invasive and native tree-killing bark beetles. Biol Invasions. 13:1151–1164.
Økland B, Haack RA, Wilhelmsen G. 2012. Detection probability of forest pests in current inspection protocols – a
case study of the bronze birch borer. Scand J For Res.
27:285–297.
Økland B, Skarpaas O, Kausrud K. 2009. Threshold facilitations of interacting species. Popul Ecol. 51:513–523.
Peel MC, Finlayson BL, McMahon TA. 2007. Updated world
map of the Köppen-Geiger climate classification. Hydrol
Earth Syst Sci. 11:1633–1644.
Pimentel D, Lach L, Zuniga R, Morrison D. 2000. Environmental and economic costs of nonindigenous species in the
United States. BioScience. 50:53–65.
Poland TM, McCullough DG. 2006. Emerald ash borer:
invasion of the urban forest and the threat to North
Americas ash resource. J For. 104:118–124.
Raupp MJ, Shrewsbury PM, Herms DA. 2010. Ecology of
herbivorous arthropods in urban landscapes. Annu Rev
Entomol. 55:19–38.
Rebek EJ, Herms DA, Smitley DR. 2008. Interspecific
variation in resistance to emerald ash borer (Coleoptera:
Buprestidae) among North American and Asian ash
(Fraxinus spp.). Environ Entomol. 37:242–246.
Richardson DM, Pyšek P, Rejmánek M, Barbour MG, Panetta
FD, West CJ. 2000. Naturalization and invasion of
alien plants: concepts and definitions. Divers Distrib.
6:93–107.
Roques A, Auger-Rozenberg MA, Boivin S. 2006. A lack of
native congeners may limit colonization of introduced
conifers by indigenous insects in Europe. Can J For Res.
36:299–313.
Rutledge CE, Keena MA. 2012. Mating frequency and
fecundity in the emerald ash borer Agrilus planipennis

89

(Coleoptera: Buprestidae). Ann Entomol Soc Am. 105:
66–72.
Siegert NW, McCullough DG, Williams DW, Fraser I, Poland
TM, Pierce SJ. 2010. Dispersal of Agrilus planipennis
(Coleoptera: Buprestidae) from discrete epicenters in two
outlier sites. Environ Entomol. 39:253–265.
Simberloff D, Von Holle B. 1999. Positive interactions of
nonindigenous species: invasional meltdown? Biol Invasions. 1:21–32.
Smith CS, Lonsdale WM, Fortune J. 1999. When to ignore
advice: invasion predictions and decision theory. Biol
Invasions. 1:89–96.
Solheim H, Eriksen R, Hietala AM. 2011. Dutch elm disease
has currently a low incidence on wych elm in Norway. For
Pathol. 41:182–188.
Solomon JD. 1995. Guide to insect borers in North American
broadleaf trees and shrubs. Washington (DC): U.S. Department of Agriculture, Forest Service.
Swedenborg PD, Jones RL, Ascerno ME, Landwehr VR. 1988.
Hylurgopinus rufipes (Eichhoff) (Coleoptera: Scolytidae) –
attraction to broodwood, host colonization behavior, and
seasonal activity in central Minnesota. Can Entomol.
120:1041–1050.
Taylor RAJ, Bauer LS, Poland TM, Windell KN. 2010. Flight
performance of Agrilus planipennis (Coleoptera: Buprestidae) on a flight mill and in free flight. J Insect Behav.
23:128–148.
U.S. Forest Service. 2012. Forest insect & disease leaflets
[Internet]. U.S. Forest Service. Available from: http://www.
fs.fed.us/
USDA. 2013. USDA Hungry Pests [Internet]. United States
Department of Agriculture. Available from: http://www.
hungrypests.com/index.php
van der Gaag DJ, Ciampitti M, Cavagna B, Maspero M, Hèrard
F. 2008. Pest risk analysis Anoplophora chinensis [Internet]: Plant Protection Service. Wageningen, The Netherlands. Available from: http://edepot.wur.nl/117610
Vannatta AR, Hauer RH, Schuettpelz NM. 2012. Economic
analysis of emerald ash borer (Coleoptera: Buprestidae)
management options. J Econ Entomol. 105:196–206.
VKM. 2012. The EPPO PRA for Agrilus anxius: assessment
for Norwegian conditions – Opinion of the Panel on Plant
Health of the Norwegian Scientific Committee for Food
Safety, Oslo.
Wang XY, Yang ZQ, Gould JR, Zhang YN, Liu GJ, Liu ES.
2010. The biology and ecology of the emerald ash borer,
Agrilus planipennis, in China. J Insect Sci. 10:128.
Wessels-Berk B, Scholte EJ. 2008. One beetle too many: the
emerald ash borer, Agrilus planipennis (Coleoptera:
Buprestidae), threatens Fraxinus trees in Europe. Proc
Neth Entomol Soc Meet. 19:165–168.
Wilcove DS, Rothstein D, Dubow J, Phillips A, Losos E. 1998.
Quantifying threats to imperiled species in the United
States. BioScience. 48:607–615.
Wood SL. 1982. The bark and ambrosia beetles of North and
Central America (Coleoptera: Scolytidae): a taxonomic
monograph. Great Basin Naturalist Memoirs. 6:1–1359.
Wood SL, Bright DE. 1992. A catalog of Scolytidae and
Platypodidae (Coleoptera), part 2: taxonomic index. The
Great Basin Naturalist Memoirs.

