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ABSTRACT.  Biological invasions in coastal ecosystems have occurred throughout 
Earth’s history, but the scale and tempo have increased greatly in recent time due to hu-
man-mediated dispersal. Available data suggest that a strong latitudinal pattern exists 
for such human introductions in coastal systems. The documented number of introduced 
species (with established, self-sustaining populations) is greatest in temperate regions 
and declines sharply at higher latitudes. This observed invasion pattern across latitudes 
may result from differences in (1) historical baseline knowledge, (2) propagule supply, 
(3) resistance to invasion, and (4) disturbance regime. To date, the relative importance 
of these mechanisms across geographic regions has not been evaluated, and each may be 
expected to change over time. Of particular interest and concern are the interactive ef-
fects of climate change and human activities on marine invasions at high latitudes. Shifts 
in invasion dynamics may be especially pronounced in the Northern Hemisphere, where 
current models predict not only an increase in sea surface temperatures but also a rapid 
reduction in sea ice in the Arctic. These environmental changes may greatly increase 
invasion opportunity at high northern latitudes due to shipping, mineral exploration, 
shoreline development, and other human responses.

INTRODUCTION

The extent and signifi cance of biological invasions in coastal marine ecosys-
tems has become increasingly evident in recent years. On multiple continents, 
studies have described invasions by nonnative marine species, occurring pri-
marily in shallow waters of bays and estuaries (e.g., Cohen and Carlton, 1995; 
Cranfi eld et al., 1998; Orensanz et al., 2002; Hewitt et al., 2004; Kerckhof et al., 
2007; Fofonoff et al., in press). Although the ecological effects of most invasions 
have not been explored, it is evident that some nonnative species exert strong 
effects on the structure and function of invaded coastal ecosystems (Ruiz et al., 
1999; Carlton, 2001; Grosholz, 2002).

Marine invasions have occurred throughout Earth’s history, occurring some-
times as punctuated events in geologic time that correspond to changes in cli-
mate and dispersal barriers (e.g., Vermeij, 1991a, 1991b). However, invasions in 
modern time differ from those of the past, especially with respect to spatial and 
temporal scale. Most invasions are now driven primarily by the human-mediated 
transfer of organisms, instead of natural dispersal processes. As one consequence, 
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the potential range of dispersal is arguably less constrained 
than in the past, without the need for geographic adjacency. 
Marine organisms are now often moved quickly by humans 
across great distances and  dispersal barriers (e.g., ocean 
 basins, hemispheres, and continents), which were previ-
ously insurmountable in ecological timescales for most 
coastal species.

Human transport of organisms also has increased the 
rate of invasions in recent time. It is clear that the docu-
mented rate of marine invasions from human causes has 
increased dramatically, especially in the past 100– 200 
years, in many global regions (e.g., Cohen and Carlton, 
1998; Hewitt et al., 1999, 2004; Wonham and Carlton, 
2005). The current tempo of invasions may, in fact, be 
unprecedented, resulting from the massive and growing 
scope of global trade, but it remains challenging to esti-
mate actual rates of invasion that adequately control for 
potential biases (Ruiz et al., 2000). Nonetheless, a broad 
consensus exists that the pace of invasions has increased 
sharply in many well-studied regions.

Despite considerable literature on patterns and pro-
cesses of marine invasion, there is surprisingly little analysis 
of latitudinal patterns of invasion. In this paper, we review 
the current state of knowledge about human- mediated in-
vasions (hereafter invasions or introductions) along a gra-
dient from temperate to polar marine ecosystems, and we 
consider possible effects of climate change on invasions at 
high-latitudes. An extension of this comparison to tropical 
latitudes is the focus of future analyses.

TEMPERATE-POLAR PATTERN OF INVASIONS

For marine systems, most introductions (established, 
self-sustaining populations of nonnative species) are 
documented from temperate latitudes, including North 
 America, Australia, Europe, New Zealand, and South 
America (see Cranfi eld et al., 1998; Hewitt et al., 1999, 
2004; Reise et al., 1999; Ruiz et al., 2000; Hewitt, 2002; 
Orensanz et al., 2002; Castilla et al., 2005; Kerckhof et al., 
2007; CIESM, 2007). While scores to hundreds of nonna-
tive species are known from single bays and estuaries in 
temperate regions, few invasions are known from similar 
high-latitude sites, especially in polar regions.

This pattern is illustrated by the sharp decline in docu-
mented introductions with increasing latitude along west-
ern North America (Figure 1). In an analysis of available 
literature and collection records, Ruiz et al. (2006a) exam-
ined the number of nonnative marine invertebrate species 
reported from 12 large bays and estuaries (each including 

commercial ports) between 32° and 61°N latitude. For the 
six southernmost sites, from California to Washington, 
the number of documented introductions ranged from 50 
to 170 species, with the largest number reported for San 
Francisco Bay (often the initial site for reported introduc-
tions that spread to other bays; see Cohen and Carlton, 
1995, for further discussion). In contrast, the six northern 
sites in Alaska were at least one order of magnitude lower 
in the number of known introductions, ranging from 0 to 
5 species.

For the entire Arctic (�66°N), we are aware of only 
one nonnative marine species that is known to have an 
established population. The Alaskan king crab, Paral-
ithodes camtschaticus, was intentionally introduced to 
the White Sea in the 1960s to establish a fi shery and now 
occurs abundantly from Russia to Norway (Jorgensen, 
2005). While other nonnative species have been reported 
for Arctic bioregions (e.g., Streftaris et al., 2005), it ap-
pears that such occurrences either have not been docu-
mented above 66°N or are not known to exist as estab-
lished populations.

For the Antarctic (�60°S), two nonnative species have 
been reported recently, both on the Antarctic Peninsula, 
but neither are known to have established populations. 
Two specimens of the North Atlantic spider crab Hyas 
araneus were found in collections from 1986, including 
one male and one female (Tavares and De Melo, 2004). 
In addition, the European green alga Ulva intestinalis was 
also reported (Clayton, 1997); however, the morphologi-
cal identifi cation may be suspect. While these two species, 

FIGURE 1.  Total number of nonnative marine invertebrate species 
with established populations in bays along western North America. 
Data are summarized from species reported in the literature and col-
lections in each of 12 sites from California to Alaska (from Ruiz 
et al., 2006a).
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and perhaps others, may have invaded the Antarctic, this 
has not been confi rmed to date (Lewis et al., 2003, 2004; 
Clarke et al., 2005).

To some extent, the observed differences in nonnative 
species richness across latitudes may refl ect bias in search 
effort and taxonomic knowledge, which undoubtedly de-
clines from temperate regions to the poles. It is virtually 
certain that other nonnative species are present at high lat-
itudes and have not been recognized because of either lack 
of sampling or insuffi cient taxonomic and biogeographic 
resolution. However, such differences in historical baseline 
are unlikely to account for the overall latitudinal pattern, 
especially when considering the larger, conspicuous organ-
isms (e.g., decapods, shelled molluscs, and ascidians). This 
is further supported by recent surveys in Alaskan waters 
that found a paucity of nonnative sessile invertebrates rel-
ative to other sites in the continental United States (Ruiz 
et al., 2006a, unpublished data).

The poleward decline in invasions apparently results 
from latitudinal differences in propagule supply of non-
native species, resistance (or susceptibility) to invasion, 
or disturbance regimes. These may operate alone or in 
combination to produce the observed pattern of nonna-
tive species richness. There exists theoretical and empirical 
support for the role of each factor in invasion dynamics 
(see Ruiz et al., 2000, and references therein), although 
these have not been evaluated for latitudinal patterns of 
marine invasions. Below, we consider each of these poten-
tial mechanisms and how they may contribute to observed 
patterns in further detail, focusing particular attention on 
western North America.

DIFFERENCES IN INVASION 
MECHANISMS ACROSS LATITUDES

PROPAGULE SUPPLY

The delivery pattern of organisms (propagules) greatly 
affects the likelihood of established populations. Propagule 
supply can be further divided into multiple components, 
including total number of propagules and the frequency 
(rate) and magnitude of inocula. Assuming suitable envi-
ronmental conditions exist for a species to persist (including 
 survival, growth, and successful reproduction), the likeli-
hood of establishment is generally expected to increase with 
an increase in each component (Ruiz and Carlton, 2003; 
 Lockwood et al., 2005; Johnston et al., in press).

Most marine introductions are thought to result 
from species transfers by vessels and live trade. For North 
America, at least 50% of introduced marine species have 

been attributed to commercial ships, which move species 
associated with their underwater surfaces and also in bal-
lasted materials (Ruiz et al., 2000; Fofonoff et al., 2003; 
see Carlton, 1985, for description of the history and use of 
solid ballast and ballast water). After shipping, live trade is 
the second largest mechanism (vector) of marine introduc-
tions to North America, resulting from species transfers for 
aquaculture, fi sheries, bait, and aquaria (e.g., Cohen and 
Carlton, 1995; Carlton, 2001; Fofonoff et al., in press); in-
vasions from live trade include both the target species of 
interest as well as many associated species, such as epibi-
ota, parasites, and pathogens. These two vectors are active 
and often dominant throughout the world, although their 
relative importance certainly varies in space and time (e.g., 
Cranfi eld et al., 1998; Hewitt et al., 1999; 2004; Orensanz 
et al., 2002; Wasson et al., 2001;  Castilla et al., 2005; see 
also Ribera and Boudouresque, 1995;  Ribera Siguan, 2003; 
Hewitt et al., 2007).

Once established, nonnative species often spread 
along the coast from the initial site of introduction. Some 
introduced marine species can expand their range in a 
new territory to encompass hundreds of kilometers (e.g., 
Grosholz, 1996; Thresher et al., 2005). This spread may 
occur by a combination of natural dispersal and anthro-
pogenic means, depending upon the circumstances. Thus, 
invasion to a particular location can result by an initial 
introduction from distant sources or spread from an adja-
cent population. In general, proximity to potential source 
populations may often increase the chances of coloniza-
tion, especially for the latter.

The current level of human activity, and especially 
shipping and live trade, is relatively low in polar regions, 
limiting opportunity for human-mediated transfers (e.g., 
Lewis et al., 2003, 2004). Moreover, the arrival of nonna-
tive organisms from adjacent regions by natural dispersal 
is also likely to be low, resulting from a combination of 
low prevalence of nonnative species in adjacent regions 
and also the considerable distances or barriers that exist 
between potential sources for invasion of polar habitats.

It is informative to compare the magnitude of commer-
cial shipping to various regions of the United States (Fig-
ure 2). For 2004– 2005, far fewer ship arrivals occurred in 
Alaska compared to other regions at lower latitudes. Unlike 
the latter regions, most ship arrivals to Alaska were from 
domestic sources, originating from other U.S. ports (par-
ticularly those on the west coast) instead of foreign ports.

Importantly, even the current level of shipping to Alaska 
is only a very recent development, increasing substantially 
over just the past few decades. Although these temporal 
changes in shipping have not been fully  quantifi ed, an 
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 obvious increase has occurred. This is best exemplifi ed for 
oil tankers. Recent studies show a large number of marine 
organisms are delivered to Alaska in the ballast water of 
oil tankers. In 1998, it was estimated that oil tankers dis-
charged a mean volume of 32,715 m3 of ballast water per 
arrival to Port Valdez (61°N), containing an average density 
of 12,637 plankton per m3 (as sampled by 80-�m mesh net, 
n � 169 vessels, chain-forming diatoms excluded; Hines 
and Ruiz, 2000). Most of these ships came from ports in 
California and Washington that are a potential source for 
many nonnative species (Figure 1). Over 17,000 oil tankers 
have arrived to Port Valdez since 1977, when the Alyeska 
pipeline was completed (Alyeska Pipeline Service Company, 
2008). Prior to this date, tanker trade to Port Valdez simply 
did not exist.

While we can consider the number of arrivals to be a 
coarse proxy for ship-mediated propagule supply to a re-
gion, especially for a specifi c trade route and ship type (as 
above), this approach has clear limitations. Considerable 
variation exists among ships, voyage routes, and seasons 
in both the density and diversity of associated organisms 
(Smith et al., 1999; Coutts, 1999; Verling et al., 2005). 
In addition, the changing patterns of ship movements and 
trade present radically different invasion opportunities 
that are not captured in assessing the number of arrivals 
at one point in time (Hewitt et al., 1999, 2004; Minchin, 
2006). As a result, the extent of species transfers by ships 
to locations is poorly resolved for any time period. Simi-
lar limitations exist for most other transfer mechanisms in 
coastal ecosystems, making it challenging to estimate the 

actual propagule supply of nonnative species and provide 
direct comparisons across latitudes.

Despite existing information gaps, the magnitude of 
nonnative propagule supply (both historically and pres-
ently) has undoubtedly been low in polar regions. His-
torically, whaling and sealing activities, particularly in 
the Southern Ocean (Murphy, 1995), provided some op-
portunity for ship-mediated species transfer. Today, mod-
ern shipping continues to provide a transfer mechanism 
to high latitudes in both hemispheres (Hines and Ruiz, 
2000; Lewis, 2003, 2004). However, compared to tem-
perate latitudes, the number of ship arrivals and the di-
versity of routes (source ports) for the Arctic Ocean and 
Southern Ocean have been extremely limited. Rafting of 
marine species to the poles also appears to be low rela-
tive to lower latitudes (Barnes, 2002). Finally, natural dis-
persal of nonnative species is likely to be uncommon to 
both poles, perhaps especially in the Southern Hemisphere 
where distance and the Antarctic Circumpolar Circulation 
appear to create a signifi cant dispersal barrier (see reviews 
by Clarke et al., 2005, and Barnes et al., 2006).

RESISTANCE TO INVASIONS

Independent of propagule supply, high latitudes may 
be more resistant (less susceptible) to invasions. This can 
result from environmental resistance, whereby physical or 
chemical conditions in the recipient environment are not 
conducive to survivorship, reproduction, and population 
growth. Alternatively, biotic resistance can result from 
predators, competitors, food resources or other biological 
interactions that limit colonization success.

There is support for environmental resistance to polar 
invasions due to the current temperature regime. In the 
Antarctic, low temperature is considered to be responsible 
through geologic time for the low diversity of decapod 
crustaceans, sharks, and other taxonomic groups and is 
also thought to operate today as a potential barrier to 
colonization (Thatje et al., 2005a, 2005b; Barnes et al., 
2006; but see Lewis et al., 2003). This is, perhaps, best 
illustrated by research on lithodid crabs, which are physi-
ologically unable to perform at the current polar tempera-
tures (Aronson et al., 2007).

In the Northern Hemisphere, using environmental 
niche models, deRivera et al. (2007) found that the north-
ern ranges of some introduced species (the crab Carcinus 
maenas, the periwinkle Littorina saxatilis, the ascidian 
Styela clava, and the barnacle Amphibalanus improvisus) 
along western North America are not limited by tempera-
ture. While none of these species appeared capable of 

FIGURE 2.  Estimated number of commercial ship arrivals per year 
(2004– 2005) to regions of the United States. (Data are from Miller 
et al., 2007.)
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colonizing the Arctic Ocean under current climatic con-
ditions, their estimated ranges all included Alaskan wa-
ters (where they do not presently occur). Thus, available 
analyses indicate both Antarctic and Arctic waters are 
currently beyond the thermal tolerance for some species, 
but the extent to which invasions can occur in these polar 
regions is not known.

Temperature may often serve as a barrier to polar in-
vasions by directly limiting larval development rate, which 
is highly temperature dependent (Thatje et al., 2003, 
2005a, 2005b; deRivera et al., 2007). Many species are 
able to persist and grow at cold temperatures as juveniles 
or adults, compared to larvae that require warmer water 
for successful development to metamorphosis. High lati-
tudes can also have short seasons when suffi cient food 
exists to sustain larval development. These direct and in-
direct effects of temperature are thought to have greatly 
favored nonplanktotrophic larvae at high latitudes (see 
Thatje et al., 2005a, and references therein).

Aside from food limitation, the potential importance of 
biotic resistance for high-latitude marine invasions is largely 
unexplored. Specifi cally, it is not clear whether competition 
or predation would greatly affect invasion establishment at 
high latitudes, especially in comparison to more temperate 
regions. As discussed by deRivera et al. (2007), it is conceiv-
able that biotic interactions operate to reduce the likelihood 
of invasions to Alaska, despite suitable environmental con-
ditions, but this hypothesis has not been tested empirically. 
More broadly, understanding biotic resistance to invasion is 
a critical gap in marine systems.

DISTURBANCE REGIME

Disturbance can play an important role in invasion 
dynamics through a variety of mechanisms. In general, 
the role of disturbance in invasion ecology has focused on 
changes in biotic interactions, thereby reducing biotic re-
sistance to invasion. This can result from changes in com-
petition that affect availability of resources, such as open 
space for colonization, food, or nutrients. Alternatively, 
changes in predation pressure can increase invasion op-
portunities. While disturbance agents may operate directly 
to affect competition or predation, they can also have an 
indirect effect of these interactions. For example, changes 
in sediment or nutrient loading may cause a change in resi-
dent community structure (including species composition 
or abundance) that affects the strength of biotic interac-
tions for newly arriving species.

In marine systems, literature on the role of distur-
bance in invasions has focused primarily on anthropo-

genic sources of disturbance (e.g., Ruiz et al., 1999; Piola 
and Johnston, 2006). Past studies have especially consid-
ered effects of fi sheries exploitation, changes to habitat 
structure (whether physical or biological in nature), and 
chemical pollution. Invasions themselves have also been 
considered an important source of disturbance in cases 
where invasions either have (1) negative effects on resi-
dent biota by reducing biotic resistance (Grosholz, 2005) 
or (2) positive effects on newly arriving species by provid-
ing habitat, hosts, or food resources that were previously 
limiting (Simberloff and Von Holle, 1999).

Anthropogenic disturbance can clearly play an impor-
tant role in invasion dynamics, in terms of both establish-
ment and abundance of nonnative species, for which there 
is strong theoretical and empirical underpinning. While 
considered likely to be a key factor in the high diversity of 
nonnative species in some estuaries, such as San Francisco 
Bay (Cohen and Carlton, 1998), the relative contribution 
of disturbance to observed invasion histories is not well 
understood, as there are many confounding variables that 
vary among sites (Ruiz et al., 1999).

The magnitude of local and regional sources of an-
thropogenic disturbance has been low in high-latitude and 
polar marine systems to date, compared to lower latitudes, 
refl ecting the low level of human activities. In contrast, 
climate change represents a global-scale and human-me-
diated disturbance, with pronounced effects expected for 
high latitudes (Arctic Climate Impact Assessment, 2005; 
Intergovernmental Panel on Climate Change (IPCC), 
2007). While several researchers have begun to explore 
the potential effects of climate change to marine invasions 
(Stachowicz et al., 2002; Occhipinti-Ambrogi, 2007), they 
have focused primarily on effects of temperature at mid-
latitudes. Below, we expand this scope to examine poten-
tial direct and indirect effects of projected temperature 
changes at high latitudes, considering especially the re-
sponse of human activities and implications for changes in 
propagule supply, invasion resistance, and local/ regional 
disturbance.

EFFECTS OF CLIMATE 
CHANGE ON INVASIONS

Climate change is expected to affect many dimensions 
of coastal ecosystems, including temperature regimes, sea 
level, upwelling, ocean currents, storm frequency and mag-
nitude, and precipitation patterns, which will infl uence 
land-sourced runoff, leading to changes in nutrients and tur-
bidity (IPCC, 2007). Shifts in these key physical  processes 
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are expected to cause myriad and complex changes to the 
structure, dynamics, and function of biological commu-
nities. The magnitude and rate of climate change are the 
focus of ongoing research, as are the expected changes to 
coastal ecosystems.

One of the clear effects of climate change is elevated 
sea surface temperature, which is expected to be greatest at 
high latitudes and includes the complete loss of Arctic sea 
ice in the summer (IPCC, 2007). While models estimate 
the seasonal disappearance of Arctic sea ice in the next 
50– 100 years, empirical measures suggest ice loss is occur-
ring at a more rapid rate (Serreze et al., 2007; Stroeve et 
al., 2007, 2008). In contrast, no trend in sea ice change has 
been detected in the Antarctic (Cavalieri et al., 2003; but 
see Levebvre and Goosse, 2008). In Table 1, we consider 
some consequences of climate change in polar ecosystems 
for invasions, comparing potential responses in the Arctic 
and Antarctic. Our goal is to explore how the direct ef-
fects of climate and indirect effects on human activities (in 
response to climatic shifts and associated opportunities) 
may affect invasion dynamics at high latitudes.

Temperature is expected to have a direct effect on en-
vironmental resistance to invasion. It is clear that thermal 
regime sets range limits of many species, and these species 
are expected to shift in response to changing temperatures 
(Stachowicz et al., 2002; Occhipinti-Ambrogi, 2007). The 
projected changes for the Arctic and Antarctic waters 

should allow species invasions (both natural and human-
mediated) to occur that are not possible now due to con-
straints in thermal tolerance and possibly food availability 
(e.g., Thatje et al., 2005a; deRivera et al., 2007; Aronson 
et al., 2007). Thus, we hypothesize increased invasions 
at both poles (Table 1), caused by natural dispersal and 
human-aided transport. However, the rate of new inva-
sions may differ greatly between Arctic and Antarctic eco-
systems, depending upon the interaction of temperature, 
propagule supply, and invasion resistance.

Currents are expected to shift as a component of cli-
mate change and will no doubt affect propagule supply. 
While considerable uncertainty exists about changes in 
ocean currents, we hypothesize (Table 1) that especially 
strong effects of currents on propagule supply may occur 
across the Arctic Ocean due to (1) loss of sea ice, poten-
tially allowing greater water movement, and (2) the con-
tinuous nature of the shoreline, providing adjacent source 
communities for transport. It appears likely that these ad-
jacent communities will increase in species richness with 
rising temperature as many native and nonnative species 
expand their northern range limits in response. We posit 
that currents would therefore operate with temperature to 
facilitate species transport and coastwise spread across the 
Arctic. While currents can also supply larvae to the Ant-
arctic (Barnes et al., 2006), we do not expect an analogous 
and increasing role with temperature rise there (Table 1), 

TABLE 1. Hypothesized effects of climate change on invasion dynamics in Arctic and Antarctic ecosystems. A plus (�) indicates 
projected increase in invasion resulting from specifi ed independent variables and response variables (mechanisms that affect invasion 
 dynamics); a dash (— ) indicates no expected effect or ambiguous outcome.

 Projected changes for invasions

Agent Independent variable(s) Response variable(s) Arctic Antarctic

Climate Temperature Environmental resistance � �

 Currents Dispersal � — 
    
Commercial shipping Number of ship transits Dispersal, disturbance � — 
 Shift in trade routes Dispersal � — 
    
Shoreline development Port development Dispersal, disturbance, new habitat � — 
 Shoreline development Disturbance, new habitat � — 
 Mineral extraction Dispersal, disturbance, new habitat � — 
    
Fisheries Natural stocks Dispersal, disturbance � — 
 Aquaculture Dispersal, disturbance, new habitat � — 
    
Tourism Number of visits Dispersal, disturbance � �

    
Debris Quantity of debris Dispersal, disturbance � — 
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due in part to the great distances from other coastal habi-
tats and adjacent populations as well as the nature of the 
continuous Antarctic Circumpolar Circulation that cre-
ates a signifi cant dispersal barrier.

There is considerable historical precedent for trans-
Arctic exchange of biota between the Pacifi c and the Atlan-
tic. Vermeij (1991a) documented 295 species of molluscs 
that crossed the Arctic Ocean from the Pacifi c to the At-
lantic (261 species) or in the reverse direction (34 species) 
after the opening of the Bering Strait in the early Pliocene. 
This analysis included both species that took part in the 
interchange and species that were descended from those 
that did. While the faunal exchange occurred in geologic 
time, it may have been punctuated and also underscores 
the potential for such current-mediated transport in the 
future. We are now exploring further the environmental 
conditions under which this interchange occurred to bet-
ter understand its implication for expected climate change 
in the Arctic. It is also noteworthy that a diatom species 
of Pacifi c origin, Neodenticula seminae, was recently dis-
covered in the North Atlantic, where it now appears to be 
well established (Reid et al., 2007). The species, detected 
from collections in 1998, is thought to be a recent trans-
Arctic exchange, although the possibility of ship-mediated 
introduction via ballast water cannot be excluded.

In response to projected temperature changes in polar 
regions, we expect major shifts in the level of many hu-
man activities that will affect marine invasion dynamics 
at high latitudes and elsewhere. Moreover, we hypothesize 
that the human responses and effects on invasions will be 
asymmetrical, with the greatest changes in the Northern 
Hemisphere (Table 1). The greatest effects (and greatest 
asymmetries) are likely to result from increases in com-
mercial shipping and shoreline development, followed by 
fi sheries and tourism.

As sea ice disappears in the Arctic, the opportunities 
for shipping and mineral (especially oil) exploitation in-
crease dramatically. If the Arctic becomes safe for naviga-
tion, its use for commercial shipping would have strong 
economic incentive, reducing transit times and fuel costs. 
For example, the Northwest Passage between Europe and 
Asia is estimated to be approximately 9,000 km shorter 
than transiting the Panama Canal (Wilson et al., 2004). 
In addition, there is added expense (use fees) and often 
delays associated with the Panama Canal. Currently, 
13,000– 14,000 vessels transit the Panama Canal per year 
(Ruiz et al., 2006b), and approximately 75% of these ves-
sels are on routes in the Northern Hemisphere. Thus, a 
large number of vessels could benefi t from using an Arctic 
trade route, especially when considering additional ships 

now transiting the Suez Canal that may also save time and 
expense on this new route.

A defl ection of shipping routes into the Arctic has 
several likely consequences from an invasion perspective. 
First, this would greatly increase the number of ships tran-
siting the polar waters and thereby increase the delivery 
of nonnative propagules associated with hulls and ballast 
tanks to high latitudes. The per-ship magnitude of this 
supply is not immediately clear as it depends upon source. 
Second, the source ports for transiting vessels would in-
crease the diversity of organisms being delivered. Because 
few ships now visit Arctic water, they certainly do not 
include the full selection of geographic source ports (and 
associated biotic assemblages) of ships now transiting the 
Panama and Suez canals. Third, ships also have chemi-
cal discharges, whether intended or accidental (such as 
oil spills and leaching of active antifouling compounds), 
which represent a form of disturbance that may affect in-
vasion resistance.

On a broader geographic scale, we expect the de-
crease in transit time may greatly improve survivorship 
of organisms associated with ballast water because survi-
vorship in transit is time-dependent (Verling et al., 2005). 
The same is likely to be true for organisms on ships’ 
hulls. Improved survivorship for either or both would 
result in increased propagule supply to subsequent ports 
of call, including major ports in Asia, Europe, and North 
America. While survivorship of shipborne organisms is 
time-dependent, the relative effects of transiting warm 
(Panama Canal) versus cold (Arctic) water will also af-
fect the magnitude of change in mass fl ux of organisms 
among existing temperate ports. A cold temperature may 
serve to lower metabolic requirements, extending com-
petency and survivorship of associated organisms. How-
ever, the overall effects of ambient temperature are likely 
to be complex, varying with species and source regions, 
and remain to be explored.

With warming temperatures and retreating sea ice, we 
expect a potentially large increase in shore-based activities 
in the Arctic, especially due to increase in mineral extrac-
tion and export. We consider three different but related ac-
tivities that can result in increased invasion opportunity.

1.  Commercial port development will occur on some 
scale to support oil extraction offshore, where large re-
serves exist. This will result in some increase in (1) propa-
gule supply by ships, (2) local disturbance from chemical 
discharges from ship and port operations, and (3) local 
disturbance in the creation of novel habitat (rip rap, piers, 
etc.) associated with shoreline modifi cations. The latter is 
especially relevant given that many nonnative species are 
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found on such artifi cial substrates (Cohen and Carlton, 
1995; Hewitt et al., 2004; Glasby et al., 2007), which 
may be especially important focal areas for colonization. 
If  local export of oil occurs by shipping, this could greatly 
increase the scale of port development as well as propa-
gule supply, as exemplifi ed by oil export from Port Valdez 
(see above).

2.  The scope of shoreline development, and especially 
associated habitat alteration and disturbance (as outlined 
above), is likely to exceed that for commercial shipping 
alone. Specifi cally, we expect some level of development to 
support oversight of territorial jurisdiction among Arctic 
countries, shore-based mineral extraction, tourism, and 
fi sheries. It is diffi cult to gauge the potential scale of such 
development, although it is noteworthy that several coun-
tries have recently increased their presence in the Arctic 
(including military and surveying activities) in support 
of claims to Arctic territory and underlying mineral re-
sources.

3.  Offshore mineral extraction itself will also create 
opportunities for increased dispersal of propagules as well 
as some disturbance. It is not uncommon to use mobile 
drilling platforms for oil exploration, where the platforms 
are towed among sites at slow speeds. Although little 
studied, this movement can occur over great distances 
(i.e., across ocean basins) and may result in the transport 
organisms at much greater densities than found on op-
erating ships because (1) the platforms sometimes reside 
at previous sites for long periods, accumulating dense as-
semblages of organisms, and (2) the speed of transport is 
relatively slow, increasing the chance that organisms will 
remain associated. To our knowledge, strategies to assess 
or to reduce the associated risk of species transfers have 
not been explored for mobile drilling platforms. As with 
port development, offshore oil platforms, when fi xed, cre-
ate artifi cial (novel) habitats and have some risk of chemi-
cal discharge, and both types of disturbance may affect 
susceptibility to invasion.

For the Antarctic, we do not expect commercial ship-
ping or shoreline development to occur to any great ex-
tent, simply because the same economic drivers do not ex-
ist there at this point in time. There are not major shipping 
routes that would benefi t from transiting near Antarctica, 
and access to mineral and other resources is restricted un-
der the Antarctic Treaty System.

The potential exists for fi sheries to expand much more 
rapidly in the Arctic than in the Antarctic. This difference 
results in large part from access. The Arctic is in relatively 
close proximity to current centers of population and human 
activity, and a considerable history of fi sheries at northern 

high latitudes already exists in the Arctic. In contrast, ac-
cess to fi sheries resources in Southern Ocean waters �60°S 
is managed under the Antarctic Treaty System, specifi cally 
the Convention on the Conservation of Antarctic Marine 
Living Resources. It is diffi cult to say whether aquaculture 
would occur to any extent in high-latitude systems; how-
ever, current aquaculture trends indicate that it is highly 
likely. As discussed for commercial shipping, fi sheries ac-
tivities can increase the levels of propagule supply and dis-
turbance, with the latter resulting from operation of ships 
(and discharges), removing predators and competitors, and 
creating physical disturbance with fi shing gear (especially 
bottom trawls; Thrush et al., 1995).

Tourism is already a growing industry to both the Arc-
tic and Antarctic, and we expect this trend to continue. As 
with fi shing, the scope for growth appears greater in the 
Arctic, simply because of distance and access (including 
cost). As most tourism occurs by ships, the potential con-
sequences for invasions are as outlined previously.

Finally, we predict an increase in the quantity of hu-
man-derived fl oating debris to occur in the Arctic and 
surrounding high latitudes in the Northern Hemisphere, 
coincident with increased levels of shipping, shoreline de-
velopment, fi sheries, and tourism, as these are all potential 
sources for fl oating debris. While Barnes (2002) reported 
relatively few organisms colonizing fl oating debris at high 
latitudes, the number may also increase under warmer 
temperatures. Further, in the absence of sea ice in the sum-
mer, the potential for longer-distance transport of fl oating 
material across the Arctic exists. Thus, we surmise that 
fl oating debris may play an important future role in the 
inoculation and, especially, regional spread of species in 
the Arctic, in contrast to much smaller changes expected 
in the Antarctic.

CONCLUSIONS

At the present time, very few introduced species are 
known from marine ecosystems at high latitudes in either 
hemisphere, especially for polar regions. This low number 
most likely results from a combination of low propagule 
supply of nonnative species and environmental resistance 
to invasion due to cold water temperatures and seasonal 
fl uctuations in resources. The relative lack of anthropogenic 
disturbance may also serve to limit invasion opportunity.

With projected increases in temperature and the dis-
appearance of Arctic sea ice in summer, we should expect 
invasions to increase as (1) temperatures fall within the 
thermal tolerance limits of organisms that are arriving 
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and (2) human-mediated responses to climate change in-
crease the propagule supply and decrease the resistance 
to invasion (to the extent it exists) through disturbance. 
The change in invasion risk at high latitudes is expected 
to increase most in the Northern Hemisphere, driven by 
potentially large scale increases in the level of commercial 
shipping and shoreline development (especially associated 
with extraction of mineral resources). Fisheries, tourism, 
and fl oating debris also are likely to increase the opportu-
nity for invasions, but to a much smaller degree.

The consequences of climate change for invasions at 
high latitudes deserve serious attention from a conserva-
tion and management perspective. While global shifts in 
climate (especially temperature) are underway and serve 
to increase chances of polar invasions, it appears that 
 human responses to climate change will largely determine 
the number of invasions that occur. Although nonnative 
species can arrive to polar ecosystems by natural dispersal 
(Barnes et al., 2006), these regions are relatively isolated 
geographically, and the scope for human transport is far 
greater. Signifi cant efforts should now focus on under-
standing and reducing the transfer of nonnative species 
to the poles, aiming to avoid the high number and sig-
nifi cant impacts of introductions experienced in temperate 
waters.

Efforts to minimize invasion risk at lower latitudes 
have employed several approaches that are applicable and 
should be adopted in polar regions. These are conceptually 
simple, focusing especially on (1) prevention or reduction 
of species transport by human activities and (2) detection 
of invasions by nonnative species. In many nations, regu-
lations exist to greatly reduce the delivery of organisms 
that pose some risk of invasions (Ruiz and Carlton, 2003). 
While these sometimes focus on specifi c species that are 
known to survive or cause signifi cant impacts in a region, 
many strategies are now aimed at reducing transfers of all 
organisms associated with a known vector, especially be-
cause the number of potential species is vast and the risks 
of colonization and impacts are simply not known (i.e., 
have not been examined) for most species. As an example, 
this approach of vector management is now being applied 
to commercial ships in many countries, where ships are 
required to treat their ballast water before discharging in 
coastal areas, reducing the concentrations of all coastal 
organisms (e.g., Minton et al., 2005).

A comprehensive effort to reduce species transfers 
should include an assessment of potential human- mediated 
vectors as the basis for developing and implementing vec-
tor management (Ruiz and Carlton, 2003). For polar sys-
tems, policies could be adopted immediately to reduce 

transfers by commercial ships, extending efforts developed 
in temperate latitudes, since ships’ ballast water and hulls 
are known to carry a risk of invasions (Ruiz et al., 2000; 
Fofonoff et al., 2003; Hewitt et al., 2004). Analyses of 
additional present and future vectors, such as oil drilling 
platforms and fi sheries activities, would be obvious next 
steps to estimate the potential magnitude of species trans-
fers and to consider options for vector management.

In addition to vector management, efforts to detect 
invasions and to measure temporal changes in invasions 
should be established in polar regions. Ideally, this would 
include an initial baseline survey and repeated surveys 
through time designed explicitly to test hypotheses about 
invasions (e.g., Ruiz and Hewitt, 2002) and address sev-
eral management needs. First, these data would provide 
a measure of whether invasions are occurring and help 
identify specifi c vector(s) for management, providing feed-
back on how well management strategies are working to 
limit invasions (Ruiz and Carlton, 2003). Second, result-
ing detections of new invasions would also enable efforts 
to eradicate or control invasions, as deemed desirable.

These strategies for prevention and detection are easily 
understood, but implementation is not so easy to achieve. 
Often, there are issues related to resources (time and fund-
ing), limiting the desired scope of effort. In addition, there 
can be issues related to jurisdiction that further compli-
cate implementation, resulting from political (geographic) 
boundaries and institutional (legal) authorities. Unfortu-
nately, in temperate marine systems, these impediments to 
effective management strategies are often not overcome 
until a threshold of signifi cant ecological or economic im-
pacts is reached.

Since few invasions are known for polar systems to 
date, the opportunity now exists to implement manage-
ment and policy that would greatly limit invasions and 
their unwanted impacts in these unique communities. 
Given the transboundary aspects of polar systems, there is 
a clear need for international cooperation and agreements 
in this area. We hope this article stimulates actions to eval-
uate and reduce invasion risks at high latitudes, applying 
the principals, methods, and experiences from temperate 
marine systems around the globe.

ACKNOWLEDGMENTS

We wish to thank Michael Lang at the Smithsonian In-
stitution Offi ce of the Under Secretary for Science for the 
opportunity to participate in the IPY Symposium. The con-
tent of this manuscript benefi ted from discussions with Gail 
Ashton, Paul Fofonoff, Amy Freestone, Tuck Hines, Mark 

26_Ruiz_pg347-358_Poles.indd   35526_Ruiz_pg347-358_Poles.indd   355 11/17/08   9:17:52 AM11/17/08   9:17:52 AM



3 5 6   •   S M I T H S O N I A N  AT  T H E  P O L E S  /  R U I Z  A N D  H E W I T T

Minton, Whitman Miller, and Brian Steves, all of Smithso-
nian Environmental Research Center; Catherine deRivera, 
University of Portland; and Gretchen Lambert. Research 
in Alaska was supported by National Sea Grant Program, 
Prince William Sound Citizens’ Advisory Council, Smithso-
nian Institution, and U.S. Fish and Wildlife Service.

LITERATURE CITED

Aleyeska Pipeline Service Company. About Us. http:// www .alyeska-pipe 
.com /about .html (accessed 2 May 2008).

Arctic Climate Impact Assessment. 2005. Arctic Climate Impact Assess-
ment. New York: Cambridge University Press.

Aronson, R., S. Thatje, A. Clarke, L. Peck, D. Blake, C. Silga, and B. 
 Seibel. 2007. Climate Change and Invasibility of the Antarctic Ben-
thos. Annual Review of Ecology and Systematics, 38: 129– 154.

Barnes, D .K. A. 2002. Invasions by Marine Life on Plastic Debris. Na-
ture, 416: 808– 809.

Barnes, D. K. A., D. A. Hodgson, P. Convey, C. S. Allen, and A. Clarke. 
2006. Incursion and Excursion of Antarctic Biota: Past, Present, 
and Future. Global Ecology and Biogeography, 15: 121– 142.

Carlton, J. T. 1985. Transoceanic and Interoceanic Dispersal of Coastal 
Marine Organisms: The Biology of Ballast Water. Oceanography 
and Marine Biology: An Annual Review, 23 :313– 371.

———. 2001. Introduced Species in US Coastal Waters: Environmen-
tal Impacts and Management Priorities. Pew Ocean Commissions, 
 Arlington, Virginia.

Castilla, J. C., M. Uribe, N. Bahamonde, M. Clarke, R. Desqueyroux-
Faúndez, I. Kong, H. Moyano, N. Rozbaczylo, B. Santilices, C. 
Valdovinos, and P. Zavala. 2005. Down under the Southeastern 
Pacifi c: Marine Non-indigenous Species in Chile. Biological Inva-
sions, 7: 213– 232.

Cavalieri, D., C. Parkinson, and K. Vinnikov. 2003. 30-Year Satellite Re-
cord Reveals Contrasting Arctic and Antarctic Decadal Sea-Ice Vari-
ability. Geophysical Research Letters, 30(18): 1970, doi:10.1029/ 
2003GL018031.

CIESM. CIESM Atlas of Exotic Species in the Mediterranean. http:// 
www .ciesm .org/ online/ atlas/ intro .htm (accessed 1 June 2007).

Clarke, A., D. K. A. Barnes, and D. A. Hodgson. 2005. How Isolated is 
Antarctica? Trends in Ecology and Evolution, 20: 1– 3.

Clayton, M. N., C. Weincke, and H. Kloser. 1997. New Records of Tem-
perate and Sub-Antarctic Marine Benthic Macroalgae from Antarc-
tica. Polar Biology, 17: 141– 149.

Cohen, A. N., and J. T. Carlton. 1995. Biological Study: Non-indigenous 
Aquatic Species in a United States Estuary: A Case Study of the Bio-
logical Invasions of the San Francisco Bay and Delta. NTIS Report 
PB96-166525. U.S. Fisheries and Wildlife and National Sea Grant 
College Program, Springfi eld, Va.

———. 1998. Accelerating Invasion Rate in a Highly Invaded Estuary. 
Science, 279: 555– 558.

Coutts, A. D. M. 1999. Hull Fouling as a Modern Vector for Marine 
Biological Invasions: Investigation of Merchant Vessels Visiting 
Northern Tasmania. Master’s thesis, Australian Maritime College, 
Launceston, Tasmania.

Cranfi eld, H. J., D. P. Gordon, R. C. Willan, B. A. Marshall, C. N. Bat-
tershill, M. P. Francis, W. A. Nelson, C. J. Glasby, and G. B. Read. 
1998. Adventive Marine Species in New Zealand. NIWA Technical 
Report 34. National Institute of Water and Atmospheric Research, 
Wellington, New Zealand.

deRivera, C. E., B. P. Steves, G. M. Ruiz, P. Fofonoff and A. H. Hines. 
2007. Northward Spread of Marine Nonindigenous Species along 

Western North America: Forecasting Risk of Colonization in Alas-
kan Waters Using Environmental Niche Modeling. Final Report. 
Regional Citizens’ Advisory Council of Prince William Sound and 
the U.S. Fish and Wildlife Service, Anchorage, Alaska.

Fofonoff, P. W., G. M. Ruiz, B. Steves, and J. T. Carlton. 2003. “In Ships 
or on Ships? Mechanisms of Transfer and Invasion for Non-native 
Species to the Coasts of North America.” In Invasive Species: Vec-
tors and Management Strategies, ed. G. M. Ruiz and J. T. Carlton, 
pp. 152– 182. Washington, D.C.: Island Press.

Fofonoff, P. W., G. M. Ruiz, A. H. Hines, B. D. Steves, and J. T. Carlton. 
In press. “Four Centuries of Estuarine Biological Invasions in the 
Chesapeake Bay Region.” In Marine Bioinvasions: Ecology, Conser-
vation, and Management Perspectives, ed. G. Rilov and J. Crooks. 
New York: Springer-Verlag.

Glasby, T. M., S. D. Connell, M. G. Holloway, and C. L. Hewitt. 2007. 
Facilitation of Marine Biological Invasions— The Role of Habitat 
Creation. Marine Biology, 151: 887– 895.

Grosholz, E. D. 1996. Contrasting Rates of Spread for Introduced Spe-
cies in Terrestrial and Marine Systems. Ecology, 77: 1680– 1686.

———. 2002. Ecological and Evolutionary Consequences of Coastal In-
vasions. Trends in Ecology and Evolution, 17: 22– 27.

———. 2005. Recent Biological Invasion May Hasten Invasional Melt-
down by Accelerating Historical Introductions. Proceedings of the 
National Academy of Sciences, 102: 1088– 1091.

Hewitt, C. L. 2002. The Distribution and Diversity of Tropical Austra-
lian Marine Bio-Invasions. Pacifi c Science, 56(2): 213– 222.

Hewitt, C. L., M. L. Campbell, R. E. Thresher, and R. B. Martin, eds. 
1999. Marine Biological Invasions of Port Phillip Bay, Victoria. 
CRIMP Technical Report, No. 20. Hobart, Australia: CSIRO Divi-
sion of Marine Research.

Hewitt, C. L., M. L. Campbell, R. E. Thresher, R. B. Martin, S. Boyd, 
B. F. Cohen, D. R. Currie, M. F. Gomon, M. J. Keogh, J. A. Lewis, 
M. M. Lockett, N. Mays, M. A. McArthur, T. D. O’Hara, G. C. 
B. Poore, D. J. Ross, M. J. Storey, J. E. Watson, and R. S. Wilson. 
2004. Introduced and Cryptogenic Species in Port Phillip Bay, Vic-
toria, Australia. Marine Biology, 144: 183– 202.

Hewitt, C. L., M. L. Campbell, and B. Schaffelke. 2007. Introductions 
of Marine Macroalgae— Accidental Transfer Pathways and Mecha-
nisms. Botanica Marina, 50: 326– 337.

Hines, A. H., and G. M. Ruiz. 2000. Biological Invasions of Cold-Water 
Coastal Ecosystems: Ballast-Mediated Introductions in Port Valdez/
Prince William Sound, Alaska. Final Report. Regional Citizens’ Ad-
visory Council of Prince William Sound, Anchorage, Alaska.

Intergovernmental Panel on Climate Change. 2007. Climate Change 
2007: Synthesis Report. Contribution of Working Groups I, II, and 
III to the Fourth Assessment Report of the Intergovernmental Panel 
on Climate Change. Geneva: Intergovernmental Panel on Climate 
Change.

International Maritime Organization. GloBallast Programme. http:// 
 globallast .imo .org (accessed 2 May 2008).

Johnston, E. L., R. Piola, and G. Clark. In press. “The Role of Propa-
gule Pressure in Marine Invasions.” In Marine Bioinvasions: Ecol-
ogy, Conservation, and Management Perspectives, ed. G. Rilov 
and J. Crooks. New York: Springer-Verlag.

Jorgensen, L. L. 2005. Impact Scenario for an Introduced Decapod on 
Arctic Epibenthic Communities. Biological Invasions, 7: 949– 957.

Kerckhof, F., J. Haelters, and S. Gollasch. 2007. Alien Species in the 
Marine and Brackish Ecosystem: The Situation in Belgian Waters. 
Aquatic Invasions, 2: 243– 257.

Levebvre, W., and H. Goosse. 2008. Analysis of the Projected Regional 
Sea-Ice Changes in the Southern Ocean During the Twenty-First 
Century. Climate Dynamics, 30:59– 76.

Lewis, P. N., C. L. Hewitt, M. Riddle, and A. McMinn. 2003. Marine 
Introductions in the Southern Ocean: An Unrecognised Hazard to 
Biodiversity. Marine Pollution Bulletin, 46: 213– 223.

26_Ruiz_pg347-358_Poles.indd   35626_Ruiz_pg347-358_Poles.indd   356 11/17/08   9:17:52 AM11/17/08   9:17:52 AM



L AT I T U D I N A L  P AT T E R N S  O F  M A R I N E  I N VA S I O N S   •   3 5 7

Lewis, P. N., M. Riddle, and C. L. Hewitt. 2004. Management of Ex-
ogenous Threats to Antarctica and the Sub-Antarctic Islands: Bal-
ancing Risks from TBT and Non-indigenous Marine Organisms. 
Marine Pollution Bulletin, 49: 999– 1005.

Lockwood, J. L., P. Cassey, and T. Blackburn. 2005. The Role of Propa-
gule Pressure in Explaining Species Invasions. Trends in Ecology 
and Evolution, 20: 223– 228.

Miller, A. W., K. Lion, M. S. Minton, and G. M. Ruiz. 2007. Status and 
Trends of Ballast Water Management in the United States. Third 
Biennial Report of the National Ballast Information Clearinghouse. 
U.S. Coast Guard, Washington, D.C.

Minchin, D. 2006. “The Transport and the Spread of Living Aquatic 
Species.” In The Ecology of Transportation, Managing Mobility for 
the Environment, ed. J. Davenport and J. L. Davenport, pp. 77– 97. 
Dordrecht, Germany: Springer.

Minton, M. S., E. Verling, A.W. Miller, and G. M. Ruiz. 2005. Reducing 
Propagule Supply by Ships to Limit Coastal Invasions: Effects of 
Emerging Strategies. Frontiers in Ecology and the Environment, 6: 
304– 308.

Murphy, E. J. 1995. Spatial Structure of the Southern-Ocean Ecosys-
tem— Predator-Prey Linkages in Southern-Ocean Food Webs. Jour-
nal of Animal Ecology, 64: 333– 347.

Occhipinti-Ambrogi, A. 2007. Global Change and Marine Communities: 
Alien Species and Climate Change. Marine Pollution Bulletin, 55: 
342– 352.

Orensanz, J. M., E. Schwindt, G. Pastorino, A. Bortolus, G. Casas, 
G. Darrigran, R. Elías, J. J. López Gappa, S. Obenat, M. Pascual, 
P. Penchaszadeh, M. L. Piriz, F. Scarabino, E. D. Spivak, and E. 
A. Vallarino. 2002. No Longer the Pristine Confi nes of the World 
Ocean: A Survey of Exotic Marine Species in the Southwestern At-
lantic. Biological Invasions, 4: 115– 143.

Piola, R. F., and E. L. Johnston. 2006. Differential Resistance to Ex-
tended Copper Exposure in Four Introduced Bryozoans. Marine 
Ecology Progress Series, 311: 103– 114

———. 2008. Pollution Reduces Endemic Diversity and Increases In-
vader Dominance in Hard-Substrate Communities. Diversity and 
Distributions, 14(2): 329– 342.

Reid, P. C., D. G. Johns, E. Edwards, M. Starr, M. Poulin, and P. 
Snoeijs. 2007. A Biological Consequence of Reducing Arctic Ice 
Cover: Arrival of the Pacifi c Diatom Neodenticula seminae in 
the North Atlantic for the First Time in 800 000 Years. Global 
Change Biology (2007) 13: 1910– 1921, doi: 10.1111/ j.1365– 2486 
.2007 .01413.

Reise, K., S. Gollasch, and W. J. Wolff. 1999. Introduced Marine Species 
of the North Sea Coasts. Helgoländer Meeresuntersuchungen, 52: 
219– 234.

Ribera, M. A., and C. F. Boudouresque. 1995. Introduced Marine Plants 
with Special Reference to Macroalgae: Mechanisms and Impact. 
Progress in Phycological Research, 11: 187– 268.

Ribera Siguan, M. A. 2003. “Pathways of Biological Invasions of Marine 
Plants.” In Invasive Species: Vectors and Management Strategies, 
ed. G. M. Ruiz and J. T. Carlton, pp. 183– 226. Washington, D.C.: 
Island Press.

Ruiz, G. M., and J. T. Carlton. 2003. “Invasion Vectors: A Conceptual 
Framework for Management.” In Invasive Species: Vectors and 
Management Strategies, ed. G. M. Ruiz and J. T. Carlton, pp. 459– 
504. Washington, D.C.: Island Press.

Ruiz, G. M., and C. L. Hewitt. 2002. “Toward Understanding Patterns 
of Coastal Marine Invasions: A Prospectus.” In Invasive Aquatic 
Species of Europe, ed. E. Leppakoski, S. Olenin, and S. Gollasch, 
pp. 529– 547. Dordrecht: Kluwer Academic Publishers.

Ruiz, G. M, P. W. Fofonoff, A. H. Hines, and E. D. Grosholz. 1999. 
Nonindigenous Species as Stressors in Estuarine and Marine Com-
munities: Assessing Invasion Impacts and Interactions. Limnology 
and Oceanography, 44: 950– 972.

Ruiz, G. M., P. W. Fofonoff, J. T. Carlton, M. J. Wonham, and A. H. 
Hines. 2000. Invasion of Coastal Marine Communities in North 
America: Apparent Patterns, Processes, and Biases. Annual Review 
of Ecology and Systematics, 31: 481– 531.

Ruiz, G. M., T. Huber, K. Larson, L. McCann, B. Steves, P. W. Fofonoff, 
and A. H. Hines. 2006a. Biological Invasions in Alaska’s Coastal 
Marine Ecosystems: Establishing a Baseline. Final Report. Prince 
William Sound Regional Citizens’ Advisory Council and U.S. Fish 
and Wildlife Service, Anchorage, Alaska.

Ruiz, G. M., J. Lorda, A. Arnwine, and K. Lion. 2006b. “Shipping 
Patterns Associated with the Panama Canal: Effects on Biotic Ex-
change?” In Bridging Divides: Maritime Canals as Invasion Cor-
ridors, ed. S. Gollasch, B. S. Galil, and A. N. Cohen, pp. 113– 126. 
Dordrecht, Germany: Springer.

Schaffelke, B., and C. L. Hewitt. 2007. Impacts of Introduced Macroal-
gae. Botanica Marina, 50: 397– 417.

Serreze, M. C., M. M. Holland, and J. Stroeve. 2007. Perspectives on the 
Arctic’s Shrinking Sea-Ice Cover. Science, 315(5818): 1533– 1536, 
doi:10.1126/ science .1139426.

Simberloff, D., and B. Von Holle. 1999. Positive Interactions of Nonindig-
enous Species: Invasional Meltdown? Biological Invasions, 1: 21– 32.

Smith, L. D., M. J. Wonham, L. D. McCann, G. M. Ruiz, A. H. Hines, 
and J. T. Carlton. 1999. Invasion Pressure to a Ballast-Flooded 
Estuary and an Assessment of Inoculant Survival. Biological Inva-
sions, 1: 67– 87.

Stachowicz, J. J., J. R. Terwin, R. B. Whitlatch, and R. W. Osman. 2002. 
Linking Climate Change and Biological Invasions: Ocean Warm-
ing Facilitates Nonindigenous Species Invasions. Proceedings of the 
National Academy of Sciences, 99: 15,497– 15,500.

Streftaris, N., A. Zenetos, and E. Papathanassiou. 2005. Globalization in 
Marine Ecosystems: The Story of Non-indigenous Marine Species 
across European Seas. Oceanography and Marine Biology: An An-
nual Review, 43: 419– 453.

Stroeve, J., M. M. Holland, W. Meier, T. Scambos, and M. Serreze. 2007. 
Arctic Sea Ice Decline: Faster Than Forecast. Geophys. Res. Lett., 
34: L09501, doi:10 .1029/ 2007GL029703.

Stroeve, J., M. Serreze, S. Drobot, G. Shari, M. Holland, J. Maslanik, 
W. Meier, and T. Scambos. 2008. Arctic Sea Ice Plummets in 2007. 
Eos, Transactions of the American Geophysical Union, 89: 13– 14

Tavares, M., and G. A. S. De Melo. 2004. Discovery of the First Known 
Benthic Invasive Species in the Southern Ocean: The North Atlantic 
Spider Crab Hyas araneus Found in the Antarctic Peninsula. Ant-
arctic Science, 16: 129– 131.

Thatje, S., S. Schnack-Schiel, and W. E. Arntz. 2003. Developmental 
Trade-offs in Subantarctic Meroplankton Communities and the 
Enigma of Low Decapod Diversity in High Southern Latitudes. 
Marine Ecology Progress Series, 260: 195– 207.

Thatje, S, C. D. Hillenbrand, and R. Larter. 2005a. On the Origin of 
Antarctic Marine Benthic Community Structure. Trends in Ecology 
and Evolution, 20: 534– 540.

Thatje, S., K. Anger, J. A. Calcagno, G. A. Lovrich, H.O. Portner, and 
W. E. Arntz. 2005b. Challenging the Cold: Crabs Reconquer the 
Antarctic. Ecology, 86: 619– 625.

Thresher, R. E., C. Proctor, G. M. Ruiz, R. Gurney, C. MacKinnon, W. 
Walton, L Rodriguez, and N. Bax. 2003. Invasion Dynamics of the 
European Green Crab, Carcinus maenas, in Australia. Marine Ecol-
ogy Progress Series, 142: 867– 876.

Thrush, S. F., J. E. Hewitt, V. J. Cummings, and P. K. Dayton. 1995. 
The Impact of Habitat Disturbance by Scallop Dredging on Marine 
Benthic Communities: What Can Be Predicted from the Results of 
Experiments? Marine Ecology Progress Series, 129: 141– 150.

Verling, E., G. M. Ruiz, L. D. Smith, B. Galil, A. W. Miller, and K. Mur-
phy. 2005. Supply-Side Invasion Ecology: Characterizing Propagule 
Pressure in Coastal Ecosystems. Proceedings of the Royal Society of 
London, Series B, 272: 1249– 1256.

26_Ruiz_pg347-358_Poles.indd   35726_Ruiz_pg347-358_Poles.indd   357 11/17/08   9:17:53 AM11/17/08   9:17:53 AM



3 5 8   •   S M I T H S O N I A N  AT  T H E  P O L E S  /  R U I Z  A N D  H E W I T T

Vermeij, G. J. 1991a. When Biotas Meet: Understanding Biotic Inter-
change. Science, 253: 1099– 1104.

———. 1991b. Anatomy of an Invasion: The Trans-Arctic Interchange. 
Paleobiology, 17: 281– 307.

Wasson, K., C. J. Zabin, L. Bedinger, M. C. Diaz, and J. S. Pearse. 2001. 
Biological Invasions of Estuaries without International Shipping: 
The Importance of Intraregional Transport. Biological Invasions, 
102: 143– 153.

Wilson, K. J., J. Falkingham, H. Melling, and R. De Abreu. 2004. “Ship-
ping in the Canadian Arctic.” In Proceedings of the IEEE Interna-
tional Geoscience and Remote Sensing Symposium, 2004, IGARSS 
’04. Volume 3, pp. 1853– 1856. Piscataway, N.J.: IEEE Press.

Wonham, M., and J. T. Carlton. 2005. Cool-Temperate Marine Inva-
sions at Local and Regional Scales: The Northeast Pacifi c Ocean as 
a Model System. Biological Invasions, 7(3): 369– 392.

26_Ruiz_pg347-358_Poles.indd   35826_Ruiz_pg347-358_Poles.indd   358 11/17/08   9:17:53 AM11/17/08   9:17:53 AM




