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the GLSLR. We investigated three ballast water sce-
narios: no treatment, full treatment, and treatment by 
a partially-functioning BWMS (owing to malfunc-
tions or challenging water quality). Fully-functioning 
BWMS reduced community pressure by > 99% and 
corresponding establishment risk of NIS by 38% and 
66% relative to untreated ballast discharges for zoo-
plankton and phytoplankton, respectively. Partial 
treatment (modelled as a 95% reduction in organism 
concentrations) resulted in 10–20% reduction in per-
trip probability of NIS establishment; results indicate 
that trips with BWMS inoperability caused by highly 
turbid uptake conditions may be less risky than trips 
with BWMS inoperability due to plankton blooms. 
The implementation of BWMS is expected to reduce 
risk of secondary spread within the GLSLR system 
by ballast water, even if the BWMS are subject to 
periodic malfunction.

Keywords Ballast water management · Ballast 
water treatment · Great lakes · Invasive species · Non-
native species · Non-indigenous species · Secondary 
spread

Introduction

In the Great Lakes–Saint Lawrence River (GLSLR) 
region, ballast water has been identified as a pressing 
environmental threat, having vectored the introduc-
tion of zebra (Dreissena polymorpha) and quagga 

Abstract Approximately 65% of established non-
indigenous species (NIS) identified in the Great 
Lakes–Saint Lawrence River basin (GLSLR) since 
1959 were introduced by ballast water discharges 
from transoceanic vessels. While the rate of new 
detections has sharply declined, NIS already present 
may spread within the system—including upstream—
through secondary invasions by domestic ballast 
water transferred mainly by ‘laker’ vessels. Canada 
has mandated that all vessels loading or unloading 
in waters under Canadian jurisdiction in the GLSLR 
will need to use ballast water management sys-
tems (BWMS) by 2030. Here we used simulations 
informed by empirical data to investigate the expected 
efficacy of BWMS in reducing zooplankton and phy-
toplankton introductions on a per-trip basis, and the 
corresponding probabilities of survival and estab-
lishment related to ballast water discharges within 
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(D. rostriformis bugensis) mussels amongst many 
others (Ricciardi and MacIsaac 2000, 2022; Allan 
et  al. 2013). A strong link exists between the num-
ber of individuals of a species introduced (i.e., prop-
agule pressure) and its establishment risk (Simberloff 
2009; Cassey et al. 2018). To reduce invasions, policy 
makers have focused on reducing propagule pressure 
in ballast water discharges. For example, voluntary 
midocean exchange of ballast water by vessels prior 
to entering the Great Lakes was instituted in 1989 
and made mandatory in 1993 (Canada Coast Guard 
1989; USCG 1993). This procedure of ballast water 
exchange (BWE) was later adopted globally by the 
International Maritime Organization via its Regula-
tion D-1 (IMO 2004). As detections of new species 
continued in the GLSLR, the focus turned to residual 
ballast and sediments carried by international vessels 
(Ricciardi and MacIsaac 2000), leading to mandatory 
open-ocean flushing to ensure residual ballast water 
had high salinity. Available data reveal that detec-
tions of new introductions of NIS in the GLSLR were 
sharply curtailed after this procedure was adopted 
by Canada in 2006 and USA in 2008 (Bailey et  al. 
2011a; Ricciardi and MacIsaac 2022).

Many invaders—including spiny and fishhook 
waterfleas (Bythotrephes longimanus and Cercopagis 
pengoi), round gobies (Neogobius melanostomus), 
zebra and quagga mussels—spread widely through-
out the GLSLR following introduction by interna-
tional vessels (e.g. Clapp et  al. 2001; Benson 2013; 
Johansson et al. 2018). The majority of ballast water 
discharges within the GLSLR are made by domes-
tic vessels (i.e., lakers), ~ 68 million metric tonnes 
annually (Rup et al. 2010) versus 137,000 to 478,000 
metric tonnes by international vessels (EPA 2015). 
Predictive analyses suggest that ballast water dis-
charges by lakers will rapidly spread invasive species 
throughout the GLSLR if they are introduced by any 
pathway (Sieracki et  al. 2014; Chenery et  al. 2020). 
Additionally, in the GLSLR, unidirectional down-
stream flow impedes upstream natural dispersal of 
most species, but ballast water-mediated transport can 
bypass this constraint (DFO 2019). Individuals can be 
transferred in large numbers between source and des-
tination ports within unmanaged laker ballast water, 
particularly if ballast volume is high and distance 
travelled short (Briski et  al. 2012a). Establishment 
risk of discharged species would depend on propagule 
pressure and the degree of environmental matching 

between source and discharge sites (Chan et al. 2013; 
MacIsaac et  al. 2016). Use of BWE would be inef-
fective in the GLSLR for various reasons: salinity 
of source and destination ports are very similar, the 
lower lakes are not deep enough, and vessels’ transit 
time may be too short to complete BWE.

While vessels that operate only in coastal 
waters—such as lakers that operate strictly within 
the GLSLR—never travel to deep ocean areas where 
BWE is conducted and BWE has been less effective 
for coastal ports (e.g., Darling et  al. 2018; Casas-
Monroy et al. 2015), it was recognized that a global 
replacement for BWE was required (David et  al. 
2015). The International Convention for the Control 
and Management of Ships’ Ballast Water and Sedi-
ments established numerical limits on viable organ-
isms in vessels’ ballast discharges (Regulation D-2), 
including: (1) < 10 viable organisms  m−3 ≥50 μm 
in minimum dimension (hereafter ‘zooplankton’); 
(2) < 10 viable organisms  ml−1 <50 μm in maxi-
mum dimension and ≥ 10 μm in minimum dimension 
(hereafter ‘phytoplankton’); and (3) numerical limits 
for three indicator microbes related to human health 
(IMO 2004). The IMO D-2 standards will be fully 
implemented internationally by September 8, 2024. 
However, these standards do not apply to vessels that 
operate only in waters within the jurisdiction of a sin-
gle country unless that country determines that the 
discharge of ballast water from such vessels would 
impair or damage the environment, human health, 
property, or resources (Article 3.2 of the Convention).

Following research documenting that domes-
tic ballast water movements pose economic and 
environmental threats (Bailey et  al. 2011b; Ade-
bayo et  al. 2014; DFO 2019; DFO 2020), Canada 
extended the IMO D-2 standards to all vessels 
operating within Canadian waters (Canada Gazette 
2021). Canada mandated that lakers constructed 
since January 1, 2009 must conduct ballast water 
management using an approved Ballast Water Man-
agement System (BWMS) to meet the IMO D-2 
standards by September 8, 2024, while vessels built 
before the era of ballast water management (built 
prior to January 1, 2009) were given additional 
time (until September 8, 2030) to overcome unique 
implementation challenges (Canada Gazette 2021). 
While the United States has not signed on to the 
Convention, vessels operating in US waters must 
meet rules established by the United States Coast 
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Guard and the Environmental Protection Agency, 
including discharge standards that are similar to 
IMO Regulation D-2. Within the Great Lakes, the 
US standards apply to all international vessels 
and lakers built after 2008 (2013 VGP2, under the 
Clean Water Act). To date, at least seven Canadian 
and two US lakers are equipped with BWMS (S.A. 
Bailey, unpubl. data).

BWMS reduce the concentration of viable 
organisms of the entire community, and thus the 
‘community propagule pressure’ in discharged 
water (Albert et al. 2013).

Ongoing research in the GLSLR suggests that 
BWMS typically reduce the number of living 
organisms in ballast water by at least two to three 
orders of magnitude, even when the IMO D-2 
standards are not met (S.A. Bailey, unpubl. data). 
Previous work estimated that implementation of 
BWMS by all vessels in the GLSLR would reduce 
the annual number of species establishments by 
83–99%, depending on the proportion of discharges 
(50–100%) able to achieve the IMO D-2 standard 
(DFO 2020). Following that pathway-level analy-
sis, this study focuses on risk of individual vessel 
transits using BWMS within the GLSLR in order to 
inform decision-making concerning future trip-spe-
cific derogation requests when BWMS are malfunc-
tioning or not working. We modeled total organism 
concentrations of phytoplankton and zooplankton 
in ballast discharge of lakers, for individual tran-
sits where use of BWMS was fully-effective (meets 
the IMO D-2 standards) and partially effective 
(treatment is applied to reduce organism concen-
trations by 95% although the IMO D-2 standards 
are not met) in comparison to the same trip where 
no treatment in applied. We then combine these 
results with estimates of environmental match for 
origin and destination ports (based on temperature) 
to predict establishment risk of a given trip within 
the GLSLR. We also explore how transit-specific 
characteristics (i.e., high vs. low organism concen-
tration at uptake) may influence risk. We hypoth-
esize that vessel trips with fully operational BWMS 
will always present lower invasion risks than those 
with partially-functioning or failed systems even 
after accounting for environmental dissimilarity of 
source and destination ports.

Methods

We conducted agent-based simulations using the R 
programming language (R Core Team 2021) to pre-
dict trip-specific species establishment probabilities 
under three scenarios: (i) no BWMS; (ii) functioning 
BWMS (discharge compliant with IMO D-2 stand-
ards); and (iii) partially-functioning BWMS (hereafter 
‘partial BWMS’) in which a reduction of organisms 
was achieved even though the discharge fails the IMO 
D-2 standards. The latter situation may be expected as 
a result of high suspended solids in the uptake water 
and/or filter clogging related to presence of gelati-
nous plankton (Briski et al. 2014). No BWMS refers 
to when the system has been bypassed (e.g. to avoid 
malfunctions caused by a high concentration of sus-
pended solids), is inoperable, or not present.

Transit and ballast data were simulated following 
Bradie et al. (2021). We simulated 1,000,000 voyages, 
with source port, destination port, and ballast tank 
volume sampled using empirical transit data from 
Casas-Monroy et al. (2014). By using empirical data 
to select port pairs and ballast volumes, we ensured 
that our analysis used realistic ballast volumes and 
routes. Uptake concentrations were simulated from 
theoretical distributions generated by Drake et  al. 
(2020) using empirical zooplankton concentrations in 
ballast tanks sampled from lakers (Briski et al. 2012a; 
Adebayo et  al. 2014) and phytoplankton concentra-
tions sampled from international vessels arriving 
to the GLSLR (Briski et  al. 2012c), since such data 
were not available from lakers. Here we consider only 
zooplankton- and phytoplankton-sized NIS, with no 
effort to assess risk of IMO D-2 indicator microbes.

A functioning BWMS was assumed to have dis-
charge concentrations < 10 individuals  m−3 for zoo-
plankton and < 10 individuals  ml−1 for phytoplank-
ton. Actual concentrations were estimated from levels 
in successful treatments from field studies, drawn 
from a Poisson distribution with mean of 1.81 indi-
viduals  m−3 for zooplankton (Bailey et al. 2022) and 
a Poisson distribution with mean of 1.38 individu-
als  ml−1 for phytoplankton (Casas-Monroy and Bai-
ley 2021). Partially-functioning BWMS concentra-
tions were calculated as a 95% reduction to modelled 
uptake concentrations. Depending on uptake concen-
trations, this percentage reduction may be sufficient to 
cause the ballast discharge concentration to become 
compliant. In this case, concentrations were set to 
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10 individuals  m−3 or 10 individuals  ml−1 for zoo-
plankton and phytoplankton, respectively. Concentra-
tions for vessels with no BWMS were assumed to be 
unchanged from uptake concentrations.

Environmental match

We used environmental matching based on tempera-
ture differences between ballast source and the dis-
charge destination to estimate the initial survival of 
discharged organisms. Port environmental data were 
sourced from Keller et  al. (2011) and Bradie et  al. 
(2021). We calculated environmental match as the 
Euclidean distance between standardized temperature 
variables (mean annual surface water temperature, 
mean surface water temperature in warmest month, 
mean surface water temperature in coldest month) for 
relevant locations (Bradie and Leung 2015).

Following Bradie et  al. (2021), we addressed the 
relationship between environmental match and sur-
vival probability using a binomial generalized-linear 
model fitted with presence-presence distances versus 
presence-background distances for 603 aquatic spe-
cies that established in at least one new area. Presence 
data were obtained for 2014 from the Global Invasive 
Species Information Network (currently available at 
https:// www. naisn. org/). We generated an environ-
mental distance curve where smaller distance corre-
sponds to a higher environmental match (see Figure 
S5 in Bradie et al. 2021) and used it to determine if 
environmental similarity between source and destina-
tion ports of each trip would allow organism survival.

Estimating establishment

Surviving species were assessed to determine whether 
they would establish viable populations based on 
their initial population size and reproductive capacity. 
More specifically, species establishment probabilities 
(1—probability of extinction) were calculated using 
an adaptation of Leung et al.’s (2004) equation:

,
where Pe is the probability of establishment, α is 

a shape coefficient equal to − ln(1 − p), p is the prob-
ability that a single propagule will establish a viable 
population, N is the discharge population size, and c 

P
e
= 1 − e

−�N
c

is a shape parameter to accommodate an Allee effect 
(where c > 1).

The α parameter is used to capture and quantify 
species-specific ecological traits that make species 
more or less likely to successfully establish. Owing 
to differences in their ecological traits, some spe-
cies may be able to establish a population even when 
released at low concentrations, while other species 
may go extinct even when released at high concen-
trations. Compliant ballast water discharges may 
contain dozens of species (Bailey et  al. 2022), thus 
a distribution of α values are required to represent 
species with different ecological traits and invasion 
abilities. Previous studies used similar establishment 
models but, since species-specific traits that deter-
mine the likelihood of a species to establish should 
be based on model assumptions and data sources, 
there is no accepted standard for α values. Gertzen 
et  al. (2011) estimated p values for aquatic species 
at 1.5 ×  10−2 based on mesocosm experiments with 
introduced zooplankton species, where a selected 
number of healthy individuals with appropriate sex 
ratio were released in a suitable environment. Bradie 
et al. (2013) estimated p values for aquatic species at 
7.0 ×  10−4 based on establishment rates for aquarium 
fishes imported to Canada with propagule loads esti-
mated based on national imports. Suitable α values 
appear to be model-specific, so it was preferable to 
model establishment rates based on past establish-
ment data.

We estimated discharge population size, N, by 
multiplying modelled ballast water concentrations 
by discharge volume. We assumed no Allee effect 
(c = 1), following Bradie et  al. (2013), who showed 
c = 1 to be a reasonable assumption when modelling 
a heterogeneous group of species in an establishment 
pathway. We used a Bernoulli trial to determine if 
each surviving species per trip will establish (1) or 
go extinct (0). An overview of the model steps and 
data sources is available in Table S1.1 in Bradie et al. 
(2022).

Following Bradie et  al. (2022), we examined the 
sensitivity of the model to our α distribution, the 
magnitude of organism reduction applied, and the 
method for computing ballast concentrations after 
partial treatment. Alternative α distribution included 
two beta distributions with higher per capita estab-
lishment probabilities (shape parameters α = 0.0005, 
and β = 5, and α = 0.0001, and β = 5), and both 

https://www.naisn.org/
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increased or decreased reductions of 99.5 and 90%, 
respectively.

Our results compared risk for the ballast water 
management scenarios using five metrics: (i) the total 
concentration of individuals discharged at the desti-
nation port; (ii) the concentration of non-indigenous 
individuals discharged at the destination port; (iii) the 
concentration of non-indigenous individuals expected 
to survive introduction at the destination port; (iv) the 
probability of establishment for a single transit; and 
(v) the mean number of transits until an establishment 
is expected (i.e.  p−1, inverse of the probability of 
establishment for a single transit). Since some vessels 
carry ballast water with very high propagule pressure, 
mean organism concentration can be much higher 
than the median. For this reason, for i) through iii), 
we mainly focused on mean concentrations, as each 
transit was analyzed separately and discharge from 
one vessel does not influence other vessels. However, 
we also present median values to provide a picture of 
concentration on a ‘typical’ vessel.

Analyses considered results by organism size class 
and ballast uptake concentration. We classified trips 

with uptake concentration in the top ten percentile 
as ‘high concentration’, while those in the bottom 
ten percentile were classified as ‘low concentration’. 
We examined risk at these ends of the range because 
cases where uptake concentrations are very high 
or very low (the latter in association with high sus-
pended solids; Bilotta and Brazier 2008) are expected 
to cause BWMS inoperability. Differences in estab-
lishment rates between treatments were analyzed 
using binomial repeated measures mixed models, 
with post hoc pairwise Tukey contrasts.

Results

Fully-functioning BWMS meeting the IMO D-2 
standards for zooplankton and phytoplankton 
typically reduced community propagule pres-
sure by > 99%, except when the initial concentra-
tion was very low (i.e. phytoplankton, low uptake 
concentration, 90% reduction)(Table  1; Figs.  1 
and 2). Partial treatment (modelled as 95% reduc-
tion of community propagule pressure) typically 

Table 1  Mean total organism concentration upon discharge, 
mean NIS concentrations upon discharge at the destination 
port, mean concentrations of NIS (+/− 95% CI) surviving 

release at the destination port, mean probability of establish-
ment across trips, and mean number of transits until a species 
establishment is expected (+/− 95% CI) 

Concentrations are shown in individuals  m−3 for zooplankton and individuals  ml−1 for phytoplankton. Ballast water management 
scenarios include no BWMS, partial BWMS, and fully-functioning BWMS. ‘Low’ and ‘high’ indicate voyages where initial uptake 
concentrations were in the bottom or top 10% observed. ‘All’ includes low uptake, high uptake and medium uptake

Func-
tioning 
BMWS?

Zooplankton Phytoplankton

All Low High All Low High

Mean total concentration upon discharge No 124,717 368 591,496 169 14 615
Partial 16,236 21 29,575 13 10 31
Yes 1.8 1.8 1.8 1.4 1.4 1.4

Mean NIS concentration upon discharge No 21,989 65 105,044 12 1 44
Partial 1100 4 5252 0.7 0.1 2.5
Yes 0.3 0.3 0.3 0.1 0.1 0.1

Mean concentration of NIS surviving release at destina-
tion

No 16,043 48 76,411 9 0.7 32
Partial 802 3 3821 0.5 < 0.1 1.8
Yes 0.2 0.2 0.2 0.1 0.1 0.1

Probability of NIS establishment per trip No 1.5E−03 9.2E−04 1.6E−03 2.1E−03 2.4E−03 2.3E−03
Partial 1.3E−03 7.8E−04 1.5E−03 1.9E−03 2.0E−03 2.1E−03
Yes 5.1E−04 4.2E−04 5.1E−04 1.3E−03 1.4E−03 1.3E−03

Mean trips until at least one NIS establishment No 655 1090 611 478 424 427
Partial 794 1288 681 539 495 472
Yes 1979 2361 1968 773 694 787
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resulted in mean zooplankton discharge concentra-
tions of 16,236 individuals  m−3, although, when 
the uptake concentration was low, the IMO D-2 
standard was marginally exceeded (21 individuals 
 m−3) (Table  1; Fig.  1). For phytoplankton, partial 

treatment resulted in mean discharge concentrations 
near the IMO D-2 standard (31 individuals  ml−1), 
even when uptake concentration was relatively 
high (Table 1; Fig. 2). When phytoplankton uptake 
concentration was low, the IMO D-2 standard was 
frequently met following partial treatment (set to 
10 individuals  m−3 as described in the methods). 
Lack of treatment resulted in the highest discharge 
concentrations for zooplankton and phytoplankton, 

Fig. 1  Mean (bars) and median (black dots) total zooplankton 
discharge concentration, NIS zooplankton discharge concen-
tration, concentration of zooplankton NIS surviving release at 
the destination port, and probability that at least one NIS zoo-
plankton establishment will occur with a single voyage. Red 
dotted line denoted IMO regulation D-2 limit. Values from the 
y axis are individuals  m−3 and error bars show +/− 95% CI 
for the mean. Ballast water management scenarios include no 
BWMS, partial BWMS, and functioning BWMS. High uptake 
transits are defined as those where initial uptake concentrations 
were in the top 10% of concentrations observed. Low uptake 
transits are defined as those where initial uptake concentrations 
were in the bottom 10% of concentrations observed. Note scale 
in the y axis differ from panel to panel, but it illustrates the 
magnitude of the effect from each BWMS.

Fig. 2  Total phytoplankton discharge concentration, NIS 
phytoplankton discharge concentration, concentration of phy-
toplankton NIS surviving release at the destination port, and 
probability that at least one NIS phytoplankton establishment 
will occur with a single voyage. Values from the y axis are 
individuals  ml−1. See Fig. 1 legend for detailed description
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with extreme values being more than four orders of 
magnitude (i.e., 591,596 individuals  m−3) and more 
than one order of magnitude (615 individuals  ml−1) 
above the IMO D-2 standard, respectively (Table 1; 
Figs. 1 and 2).

Fully-functioning BWMS dramatically reduced 
mean concentration of NIS zooplankton in ves-
sels’ ballast discharges at the destination port ver-
sus untreated vessels (0.3, 21,989 individuals  m−3, 
respectively) (Table 1; Fig. 1). A similar, though less 
potent, reduction occurred for phytoplankton con-
centration (0.1, 12 individuals  ml−1, respectively) 
(Table  1; Fig.  2). NIS zooplankton concentration in 
discharges with partial treatment were also markedly 
lower than in untreated ballast (1100–5252 individu-
als  m−3), particularly for transits with low concentra-
tion at uptake (4 individuals  m−3) (Table 1; Fig.  1). 
NIS phytoplankton concentration in discharges with 
partial treatment were very low independent of the 
uptake concentration (< 0.1–2.5 individuals  ml−1) 
(Table 1; Fig. 2).

Populations discharged from ballast releases were 
then subjected to additional reductions depending on 
the degree of environmental matching between source 
and destination ports. Environmental match decreased 
NIS concentrations 27–28% for zooplankton and 
27–33% for phytoplankton, with similar effect for 
treated and untreated ballast water (Table  1; Figs.  1 
and 2). The probability of NIS zooplankton estab-
lishment was 54–68% lower for fully-functioning 
BWMS versus untreated water, depending on uptake 
concentration (Table  1; Fig.  3). The probability of 
NIS phytoplankton establishment was 38–43% lower 
for fully-functioning BWMS versus untreated water, 
depending on uptake concentration (Table 1; Fig. 3). 
When partial treatment was modelled, the probabil-
ity of establishment for zooplankton NIS was lowest 
for transits with low uptake concentrations. The mean 
number of trips required before a NIS zooplankton 
species established was inversely proportional to 
establishment risk. For uptakes with fully-functioning 
BWMS, the number of trips required until at least 
one NIS zooplankton becomes established is doubled 
(from 1090 to 2361) or tripled (from 611 to 1968) 
when uptake concentrations are low or high, respec-
tively. For NIS phytoplankton, the number of trips 
was extended 1.6 to 1.8 times, depending on uptake 
concentration (Table  1). Partial BWMS efficacy 
resulted in a similar effect on the expected number of 

trips until at least one NIS establishes, ranging from 
1.1 to 1.2 times longer, across all scenarios (Table 1).

Sensitivity analysis revealed that the relative per-
formance of partial BWMS increased as a greater 
proportion of the species assemblage was eliminated 
(from 90 to 95 to 99.5%). Until more data are availa-
ble on the percent reduction achieved by partial treat-
ment, the relative benefit of partial treatment should 
be treated with caution. Bradie et  al. (2022) noted 
that, for international transits, outcomes of analy-
ses using percentage reduction were similar to those 
obtained using real data from sampled non-compliant 
treated ballast water. We expect the same scenario 
with lakers; however, we could not test it owing to 
absence of empirical data on treated ballast water 
from lakers.

For both alternate α distributions examined, we 
observed a marked decrease in the mean number of 
transits to establishment. These values (as low as 21 
transits to expected establishment) are unrealistic 
given observed historical reported invasion rate val-
ues. Regardless, changing the α distribution did not 
change the relative performance of the management 
options.

Discussion

The GLSLR region has the highest number of 
reported freshwater invasive species in the world 
(Ricciardi 2006; A. Riccardi, McGill University, 
unpubl. data). Ballast water release from interna-
tional vessels accounts for ~ 65% of introductions 
since the modern St. Lawrence-Great Lakes Seaway 
opened in 1959, though there has been a substantial 
decline in the rate of new detections since 2006 (Ric-
ciardi and MacIsaac 2022). As lakers move ~ 95% of 
ballast water within the basin, they appear to be the 
primary means by which secondary spread of NIS 
occurs (Rup et al. 2010). Our results indicate that the 
use of fully-functioning BWMS meeting IMO regula-
tion D-2 standards should reduce phytoplankton and 
zooplankton discharge concentrations, including con-
centrations of NIS, by several orders of magnitude. 
The corresponding per-trip reduction in probability 
of establishment is reduced by 66% for zooplankton 
and 38% for phytoplankton. In contrast, the large 
reduction (95%) in propagule pressure modelled for 
partially-functioning BWMS only mildly decreased 
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per-trip establishment risk (e.g. 13% and 17% for 
zooplankton and phytoplankton, respectively, ver-
sus untreated ballast water). Interestingly, under the 
partially-functioning BWMS scenario, the reduction 
in per-trip establishment risk was approximately 2× 
greater when uptake concentrations were low (rather 
than high), indicating that trips with BWMS inoper-
ability caused by highly turbid uptake conditions may 
be less risky than trips with BWMS inoperability due 

to plankton blooms. Our results also suggest a higher 
establishment risk for NIS phytoplankton than for 
NIS zooplankton in all studied scenarios (Table 1).

Environmental match plays an important role 
in establishment of NIS (Barry et  al. 2008; Verna 
et  al. 2018) and is frequently used when estimating 
invasion risk related to ballast water discharge (e.g. 
Bradie et al. 2021, 2022). In our study, environmen-
tal match reduced NIS survival after discharge by 

Fig. 3  NIS establishment 
probability for zooplankton 
and phytoplankton in three 
ballast water management 
scenarios including no 
BWMS, partial BWMS, and 
functioning BWMS. High 
uptake transits are defined 
as those where initial 
uptake concentrations were 
in the top 10% of concentra-
tions observed. Low uptake 
transits are defined as 
those where initial uptake 
concentrations were in the 
bottom 10% of concentra-
tions observed
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27–30% across all studied scenarios, thereby reducing 
both individual species’ propagule pressure and com-
munity propagule pressure of surviving organisms 
and, in turn, establishment risk. Bradie et  al. (2022) 
used similar settings in their model and found that 
environmental dissimilarity reduced propagule pres-
sure by 29 to 35% on international transits indicating 
that there is a reduced effect of environmental dis-
similarity (based on temperature) within the GLSLR.

As the per-trip probability of establishment of NIS 
is reduced by use of BWMS, the expected number of 
trips until at least one NIS becomes established will 
be extended. Previous records of initial introduction 
and secondary spread in the GLSLR revealed rela-
tively small time-windows between first report of a 
species in the Great Lakes to their record in all five 
lakes (i.e. four and five year periods for zebra mus-
sel and round goby, respectively; Poos et  al. 2010, 
Benson 2013). Considering the establishment risk 
reduction provided by fully-functioning BWMS in 
our study, we expect that the use of BWMS by lak-
ers will decrease the rate of spread of NIS. A pro-
tracted spread interval allows more time to detect and 
respond to a new invader.

Model assumptions and limitations

Owing to lack of data, we modelled uptake concen-
trations based on arrival concentrations (spanning 
a variety of ages, from hours to months old). Avail-
able literature indicates that organism concentrations 
can change following uptake owing to species per-
formance differences while resident in a ballast tank 
(David et al. 2007; McCollin et al. 2008). Both zoo-
plankton and phytoplankton concentrations tend to 
decline with holding time in ballast tanks (Gollasch 
and David 2021), lack of light and/or food (Gollasch 
et  al. 2000), and unfavourable conditions (Olenin 
et  al. 2000). However, some species have been 
reported to reproduce and increase in population size 
while in ballast tanks (Bailey et al. 2005; Ardura et al. 
2021). Population dynamics inside ballast tanks are 
likely to be voyage-specific (Gray et  al. 2007; Chan 
et  al. 2015) but owing to lack of data that indicated 
a clear directional change in concentrations between 
uptake and arrival, we used arrival concentrations as 
a surrogate for uptake concentrations.

The proportion of NIS species in modelled ballast 
water was informed by a small number of studies that 
reported a low number of NIS in comparison with the 
total plankton community (Briski et  al. 2012a; Ade-
bayo et  al. 2014; Casas-Monroy et  al. 2014). This 
small NIS species proportion could lead to an under-
estimate of NIS spread, because of the high number 
of annual ballast water discharge events and the high 
number of NIS species in the GLSLR. However, we 
do not expect this to influence our study as we con-
ducted transit-specific analyses that did not seek to 
identify which species establish but rather to estimate 
the number of trips until at least one species becomes 
established. As we did not set a cap on the number of 
NIS species per trip, our model allowed the possibil-
ity of transits with a high number of NIS. In addition, 
a lack of data on species-specific α distributions led 
us to assume the same α distribution for zooplankton 
and phytoplankton setting α values to 0.005 for all 
species to assess the effect if all species reproduced 
clonally—a ‘worst case’ scenario (Bradie and Bai-
ley 2021). We suggest that future studies investigate 
species-specific per capita establishment risk that will 
allow more precise predictions.

In our model, we did not consider ballast sedi-
ments as this was beyond the scope of this study. 
Ballasting operations with no BWMS and inoper-
able or partially-functioning BWMS, where filters 
are bypassed, may lead to larger sediment loads and 
uptake of high concentration of organisms in the 
tanks. Accumulated sediments may represent a refuge 
for some organisms that can potentially emerge and 
be discharged later. Previous studies demonstrated 
risk associated with ballast sediments as they are a 
suitable habitat for a range of species and their dor-
mant stages (Bailey et  al. 2007; Gray and MacIsaac 
2010; Briski et al. 2012b). Organisms found in ballast 
sediments often have adaptations to hide in or attach 
to sediments therefore release during ballast water 
discharge is less likely than for planktonic species 
(Duggan et  al. 2005). In addition, sediments largely 
remained undisturbed in ballast tanks during de-bal-
lasting events and were only removed during periodic 
dry-docking (Prange and Pereira 2013). Additional 
work to understand the efficacy of BWMS for man-
agement of ballast sediments is warranted.

Limited data from primarily marine systems 
reveals very mixed results regarding whether BWMS 
can achieve IMO D-2 standards (Bailey et  al. 2022; 



446 M. Rolla et al.

1 3
Vol:. (1234567890)

Dong et  al. 2023; Xiang et  al. 2023). Conceptually, 
any reduction in community propagule pressure 
should produce a reduction in invasion risk, though 
some of the aforementioned studied involved vessels 
with large exceedances of the IMO D-2 standards. It 
is essential that more sampling be conducted on ves-
sels operating within the Great Lakes to determine 
if BWMS operate as designed in strictly freshwater 
environments.

Conclusions

Modeling exercises informed by empirical data indi-
cate that use of fully-functional BWMS meeting the 
IMO D-2 standards should result in > 99% reduc-
tion of zooplankton and phytoplankton discharged 
with ballast water by lakers in the GLSLR. The use 
of partially-functioning BWMS significantly reduced 
community propagule pressure although the probabil-
ity of NIS establishment was only marginally better 
than with no treatment (about 10–20% improvement). 
This was particularly important for transits with high 
uptake concentrations of organisms where a percent 
reduction still produced a relatively high propagule 
load. Conversely, modeled results for partially-func-
tioning BWMS produced approximately 2× greater 
reduction in per-trip establishment risk when uptake 
concentrations were low (rather than high), indicat-
ing that trips with BWMS inoperability caused by 
highly turbid uptake conditions may be less risky than 
those with inoperability associated with to plankton 
blooms. Use of BWMS on the Great Lakes should 
reduce secondary invasions of NIS already present in 
the system, or, at minimum, extend the time interval 
before such invasions occur.

Acknowledgements This research was funded by Transport 
Canada, an NSERC postdoctoral fellowship (JB), NSERC Dis-
covery grants (SB and HM) and a Canada Research Chair in 
Aquatic Invasive Species (HM). We are grateful for helpful 
comments by two anonymous reviewers.

Author contributions MRH: writing first draft, graphics, 
revisions; JBS: conceptualization, modeling; SB: conceptual-
ization, data provision, editing and revisions; MR: conceptual-
ization, writing first draft; HJM: conceptualization, writing first 
draft, editing, revisions, funding.

Data availability R code for simulations and analysis is 
available via the Zenodo Digital Repository https:// doi. org/ 10. 
5281/ zenodo. 72218 98 (Bradie 2022).

Declarations 

Conflict of interest The authors declare no competing finan-
cial interests.

References

Adebayo AA, Zhan A, Bailey SA, MacIsaac HJ (2014) Domes-
tic ships as a potential pathway of nonindigenous spe-
cies from the Saint Lawrence River to the Great lakes. 
Biol Invasions 16:793–801. https:// doi. org/ 10. 1007/ 
s10530- 013- 0537-5

Albert RJ, Lishman JM, Saxena JR (2013) Ballast water regu-
lations and the move toward concentration-based numeric 
discharge limits. Ecol Appl 23:289–300. https:// doi. org/ 
10. 1890/ 12- 0669.1

Allan JD, McIntyre PB, Smith SDP, Halpern BS, Boyer GL, 
Buchsbaum A, Burton GA Jr, Campbell LM, Chadder-
ton WL, Ciborowski JJH, Doran PJ, Eder T, Infante DM, 
Johnson LB, Joseph CA, Marino AL, Prusevich A, Read 
JG, Rose JB, Rutherford ES, Sowa SP, Steinman AD 
(2013) Joint analysis of stressors and ecosystem services 
to enhance restoration effectiveness. Proc Natl Acad Sci 
110:372–377. https:// doi. org/ 10. 1073/ pnas. 12138 41110

Ardura A, Martinez JL, Zaiko A, Garcia-Vazquez E (2021) 
Poorer diversity but tougher species in old ballast water: 
biosecurity challenges explored from visual and molecular 
techniques. Mar Pollut Bull 168:112465. https:// doi. org/ 
10. 1016/j. marpo lbul. 2021. 112465

Bailey SA, Nandakumar K, Duggan IC, Van Overdijk CD, 
Johengen TH, Reid DF, MacIsaac HJ (2005) In situ hatch-
ing of invertebrate diapausing eggs from ships’ ballast 
sediment. Divers Distrib 11:453–460. https:// doi. org/ 10. 
1111/j. 1366- 9516. 2005. 00150.x

Bailey SA, Duggan IC, Nandakumar K, MacIsaac HJ (2007) 
Sediments in ships: biota as biological contaminants. 
Aquat Ecosyst Health Manag 10:93–100. https:// doi. org/ 
10. 1080/ 14634 98070 11938 70

Bailey SA, Deneau MG, Jean L, Wiley CJ, Leung B, MacIsaac 
HJ (2011a) Evaluating efficacy of an environmental pol-
icy to prevent biological invasions. Environ Sci Technol 
45:2554–2561. https:// doi. org/ 10. 1021/ es102 655j

Bailey SA, Chan F, Ellis SM, Bronnenhuber JE, Bradie JN, 
Simard N (2011b) Risk assessment for ship-mediated 
introductions of aquatic nonindigenous species to the 
great lakes and freshwater St. Lawrence River. DFO Can 
Sci Advis Sec Res Doc 2011/104

Bailey SA, Brydges T, Casas-Monroy O, Kydd J, Linley RD, 
Rozon RM, Darling JA (2022) First evaluation of ballast 
water management systems on operational ships for mini-
mizing introductions of nonindigenous zooplankton. Mar 
Pollut Bull 182: 113947. https:// doi. org/ 10. 1016/j. marpo 
lbul. 2022. 113947

Barry SC, Hayes KR, Hewitt CL, Behrens HL, Dragsund E, 
Bakke SM (2008) Ballast water risk assessment: prin-
ciples, processes, and methods. ICES J Mar Sci 65:121–
131. https:// doi. org/ 10. 1093/ icesj ms/ fsn004

Benson AJ (2013) Chronological history of zebra and quagga 
mussels (Dreissenidae) in North America, 1988–2010. 

https://doi.org/10.5281/zenodo.7221898
https://doi.org/10.5281/zenodo.7221898
https://doi.org/10.1007/s10530-013-0537-5
https://doi.org/10.1007/s10530-013-0537-5
https://doi.org/10.1890/12-0669.1
https://doi.org/10.1890/12-0669.1
https://doi.org/10.1073/pnas.1213841110
https://doi.org/10.1016/j.marpolbul.2021.112465
https://doi.org/10.1016/j.marpolbul.2021.112465
https://doi.org/10.1111/j.1366-9516.2005.00150.x
https://doi.org/10.1111/j.1366-9516.2005.00150.x
https://doi.org/10.1080/14634980701193870
https://doi.org/10.1080/14634980701193870
https://doi.org/10.1021/es102655j
https://doi.org/10.1016/j.marpolbul.2022.113947
https://doi.org/10.1016/j.marpolbul.2022.113947
https://doi.org/10.1093/icesjms/fsn004


447Ballast water management systems protect the Great Lakes from secondary spread of non-indigenous…

1 3
Vol.: (0123456789)

In: Nalepa TF, Schloesser DW (eds) Quagga and zebra 
mussel: biology, impacts, and control, 2nd edn. CRC 
Press, Boca Raton, pp 9–32

Bilotta GS, Brazier RE (2008) Understanding the influence 
of suspended solids on water quality and aquatic biota. 
Water Res 42:2849–2861. https:// doi. org/ 10. 1016/j. 
watres. 2008. 03. 018

Bradie JN (2022) johannabradie/BWMS_Bypass: JAE: 
managing risk ofnon-indigenous species establishment 
associated with ballast water dischargesfrom ships with 
bypassed or inoperable ballast water management sys-
tems (JAE_BWMS_Bypass). Zenodo. https:// doi. org/ 10. 
5281/ zenodo. 72218 99

Bradie JN, Bailey SA (2021) A decision support tool to pri-
oritize ballast water compliance monitoring by ranking 
risk of non-indigenous species establishment. J Appl 
Ecol 58:587–595. https:// doi. org/ 10. 1111/ 1365- 2664. 
13822

Bradie JN, Leung B (2015) Pathway-level models to predict 
non‐indigenous species establishment using propagule 
pressure, environmental tolerance and trait data. J Appl 
Ecol 52:100–109. https:// doi. org/ 10. 1111/ 1365- 2664. 
12376

Bradie JN, Chivers C, Leung B (2013) Importing risk: quanti-
fying the propagule pressure–establishment relationship at 
the pathway level. Divers Distrib 19:1020–1030. https:// 
doi. org/ 10. 1111/ ddi. 12081

Bradie JN, Drake DAR, Ogilvie D, Casas-Monroy O, Bailey 
SA (2021) Ballast water exchange plus treatment lowers 
species invasion rate in freshwater ecosystems. Environ 
Sci Technol 55:82–89. https:// doi. org/ 10. 1021/ acs. est. 
0c052 38

Bradie J, Rolla M, Bailey SA, MacIsaac HJ (2022) Managing 
risk of non-indigenous species establishment associated 
with ballast water discharges from ships with bypassed 
or inoperable ballast water management systems. J Appl 
Ecol. https:// doi. org/ 10. 1111/ 1365- 2664. 14321

Briski E, Wiley CJ, Bailey SA (2012a) Role of domestic ship-
ping in the introduction or secondary spread of nonindig-
enous species: biological invasions within the Laurentian 
Great Lakes. J Appl Ecol 49:1124–1130. https:// doi. org/ 
10. 1111/j. 1365- 2664. 2012. 02186.x

Briski E, Ghabooli S, Bailey SA, MacIsaac HJ (2012b) Inva-
sion risk posed by macroinvertebrates transported in 
ships’ ballast tanks. Biol Invasions 14:1843–1850. https:// 
doi. org/ 10. 1007/ s10530- 012- 0194-0

Briski E, Bailey SA, Casas-Monroy O, DiBacco C, Kaczmar-
ska I, Levings C, MacGillivary ML, McKindsey CW, 
Nasmith LE, Parenteau M (2012c) Relationship between 
propagule pressure and colonization pressure in invasion 
ecology: a test with ships’ ballast. Proc R Soc B Biol Sci 
279:2990–2997. https:// doi. org/ 10. 1098/ rspb. 2011. 2671

Briski E, Linley RD, Adams J, Bailey SA (2014) Evaluating 
efficacy of a ballast water filtration system for reduc-
ing spread of aquatic species in freshwater ecosystems. 
Manag Biol Invasions 5:245–253. https:// doi. org/ 10. 3391/ 
mbi. 2014.5. 3. 08

Canada Coast Guard (1989) Voluntary guidelines for the con-
trol of ballast water discharges from ships proceeding to 
the St. Lawrence River and Great Lakes. Government of 
Canada

Canada Gazette (2021) Ballast Water Regulations: SOR/2021-
120, Canada Gazette, Part II, Volume 155, Number 13

Casas-Monroy O, Bailey S (2021) Do ballast water manage-
ment systems reduce phytoplankton introductions to 
Canadian waters? Front Mar Sci 8: 691723. https:// doi. 
org/ 10. 3389/ fmars. 2021. 691723

Casas-Monroy O, Linley RD, Adams JK, Chan FT, Drake 
DAR, Bailey SA (2014) National risk assessment for 
introduction of aquatic nonindigenous species to Canada 
by ballast water. DFO Canadian Science Advisory Sec-
retariat Research Document 2013. https:// doi. org/ 10. 
13140/2. 1. 4845. 9520

Casas-Monroy O, Linley RD, Adams JK, Chan FT, Drake 
DAR, Bailey SA (2015) Relative invasion risk for plank-
ton across marine and freshwater systems: examining 
efficacy of proposed international ballast water discharge 
standards. PLoS ONE 10: 18267. https:// doi. org/ 10. 1371/ 
journ al. pone. 01182 67

Cassey P, Delean S, Lockwood JL, Sadowski JS, Blackburn 
TM (2018) Dissecting the null model for biological inva-
sions: a meta-analysis of the propagule pressure effect. 
PLoS Biol 16: e2005987. https:// doi. org/ 10. 1371/ journ al. 
pbio. 20059 87

Chan FT, Bailey SA, Wiley CJ, MacIsaac HJ (2013) Relative 
risk assessment for ballast-mediated invasions at Cana-
dian Arctic ports. Biol Invasions 15:295–308. https:// doi. 
org/ 10. 1007/ s10530- 012- 0284-z

Chan FT, MacIsaac HJ, Bailey SA (2015) Relative importance 
of vessel hull fouling and ballast water as transport vec-
tors of nonindigenous species to the Canadian Arctic. Can 
J Fish Aquat Sci 72:1230–1242. https:// doi. org/ 10. 1139/ 
cjfas- 2014- 0473

Chenery ES, Drake DAR, Mandrak NE (2020) Reducing 
uncertainty in species management: forecasting secondary 
spread with expert opinion and mechanistic models. Eco-
sphere 11(4):e03011. https:// doi. org/ 10. 1002/ ecs2. 3011

Clapp DF, Schneeberger PJ, Jude DJ, Madison G, Pistis C 
(2001) Monitoring round goby (Neogobius melanosto-
mus) population expansion in eastern and northern Lake 
Michigan. J Great Lakes Res 27:335–341. https:// doi. org/ 
10. 1016/ S0380- 1330(01) 70649-1

Darling JA, Martinson j, Gong YG, Okum S, Pilgrim E, Lohan 
KMP, Carney KJ, Ruis GM (2018) Ballast water exchange 
and invasion risk posed by intracoastal vessel traffic: an 
evaluation using high throughput sequencing. Environ Sci 
Technol 52:9926–9936

David M, Gollasch S, Cabrini M, Perkovič M, Bošnjak D, Vir-
gilio D (2007) Results from the first ballast water sam-
pling study in the Mediterranean Sea—the Port of Koper 
study. Mar Pollut Bull 54:53–65. https:// doi. org/ 10. 1016/j. 
marpo lbul. 2006. 08. 041

David M, Gollasch S, Elliott B, Wiley C (2015) Ballast water 
management under the ballast water management con-
vention. In: David M, Gollasch S (eds) Global maritime 
transport and ballast water management. Springer, Berlin/
Heidelberg, pp 89–108

DFO (Fisheries and Oceans Canada) (2019) The risks of 
spreading aquatic invasive species to Canada by moving 
unmanaged ballast water from Canada to the U.S. within 
the Great Lakes region. DFO Can Sci Advis Sec Sci Resp 
2019/030

https://doi.org/10.1016/j.watres.2008.03.018
https://doi.org/10.1016/j.watres.2008.03.018
https://doi.org/10.5281/zenodo.7221899
https://doi.org/10.5281/zenodo.7221899
https://doi.org/10.1111/1365-2664.13822
https://doi.org/10.1111/1365-2664.13822
https://doi.org/10.1111/1365-2664.12376
https://doi.org/10.1111/1365-2664.12376
https://doi.org/10.1111/ddi.12081
https://doi.org/10.1111/ddi.12081
https://doi.org/10.1021/acs.est.0c05238
https://doi.org/10.1021/acs.est.0c05238
https://doi.org/10.1111/1365-2664.14321
https://doi.org/10.1111/j.1365-2664.2012.02186.x
https://doi.org/10.1111/j.1365-2664.2012.02186.x
https://doi.org/10.1007/s10530-012-0194-0
https://doi.org/10.1007/s10530-012-0194-0
https://doi.org/10.1098/rspb.2011.2671
https://doi.org/10.3391/mbi.2014.5.3.08
https://doi.org/10.3391/mbi.2014.5.3.08
https://doi.org/10.3389/fmars.2021.691723
https://doi.org/10.3389/fmars.2021.691723
https://doi.org/10.13140/2.1.4845.9520
https://doi.org/10.13140/2.1.4845.9520
https://doi.org/10.1371/journal.pone.0118267
https://doi.org/10.1371/journal.pone.0118267
https://doi.org/10.1371/journal.pbio.2005987
https://doi.org/10.1371/journal.pbio.2005987
https://doi.org/10.1007/s10530-012-0284-z
https://doi.org/10.1007/s10530-012-0284-z
https://doi.org/10.1139/cjfas-2014-0473
https://doi.org/10.1139/cjfas-2014-0473
https://doi.org/10.1002/ecs2.3011
https://doi.org/10.1016/S0380-1330(01)70649-1
https://doi.org/10.1016/S0380-1330(01)70649-1
https://doi.org/10.1016/j.marpolbul.2006.08.041
https://doi.org/10.1016/j.marpolbul.2006.08.041


448 M. Rolla et al.

1 3
Vol:. (1234567890)

Dong K, Wu W, Chen J, Xiang J, Jin X, Wu H (2023) A study 
on treatment efficacy of ballast water treatment system 
applying filtration + membrane separation + deoxygena-
tion technology during shipboard testing. Mar Pollut Bull 
188:114620. https:// doi. org/ 10. 1016/j. marpo lbul. 2023. 
114620

DFO (Fisheries and Oceans Canada) (2020) Additional analy-
ses of ballast water management scenarios to reduce the 
establishment of harmful aquatic species across Canada 
and the Great lakes. DFO Can Sci Advis Sec Sci Resp 
2020/053

Drake DAR, Bradie JN, Ogilvie D, Casas-Monroy O, Bailey 
SA (2020) Effectiveness of ballast water exchange plus 
treatment as a mechanism to reduce the introduction and 
establishment of qquatic invasive species in Canadian 
ports. DFO Canadian Science Advisory Secretariat 

Duggan IC, Van Overdijk CD, Bailey SA, Jenkins PT, Limén 
H, MacIsaac HJ (2005) Invertebrates associated with 
residual ballast water and sediments of cargo-carrying 
ships entering the Great lakes. Can J Fish Aquat Sci 
62:2463–2474. https:// doi. org/ 10. 1139/ f05- 160

EPA (Environmental Protection Agency) (2015) Analysis of 
ballast water discharges into the Great Lakes from over-
seas vessels from 2010 to 2013. EPA 830-R-15-004

Gertzen E, Leung B, Yan N (2011) Propagule pressure, Allee 
effects and the probability of establishment of an invasive 
species (Bythotrephes longimanus). Ecosphere 2:1–17. 
https:// doi. org/ 10. 1890/ ES10- 00170.1

Gollasch S, David M (2021) Abiotic and biological differences 
in ballast water uptake and discharge samples. Mar Pollut 
Bull 164: 11204610. https:// doi. org/ 10. 1016/j. marpo lbul. 
2021. 112046

Gollasch S, Rosenthal H, Botnen H, Hamer J, Laing I, Lep-
päkoski E, MacDonald E, Minchin D, Nauke M, Olenin 
S, Utting S, Voigt M, Wallentinus I (2000) Fluctuations 
of zooplankton taxa in ballast water during short-term 
and long-term ocean-going voyages. Int Rev Hydrobiol 
85:597–608. https:// doi. org/ 10. 1002/ 1522- 2632(200011) 
85:5

Gray DK, MacIsaac HJ (2010) Diapausing zooplankton eggs 
remain viable despite exposure to open-ocean ballast 
water exchange: evidence from in  situ exposure experi-
ments. Can J Fish Aquat Sci 67:417–426. https:// doi. org/ 
10. 1139/ F09- 192

Gray DK, Johengen TH, Reid DF, MacIsaac HJ (2007) Effi-
cacy of open-ocean ballast water exchange as a means 
of preventing invertebrate invasions between freshwater 
ports. Limnol Oceanogr 52:2386–2397. https:// doi. org/ 10. 
4319/ lo. 2007. 52.6. 2386

IMO (International Maritime Organization) (2004) Interna-
tional convention for the control and management of 
ships’ ballast water and sediments. BWM/CONF./36

Johansson ML, Dufour BA, Wellband KW, Corkum LD, 
MacIsaac HJ, Heath DD (2018) Human-mediated and 
natural dispersal of an invasive fish in the Eastern Great 
Lakes. Heredity 120:533–546. https:// doi. org/ 10. 1038/ 
s41437- 0038-x

Keller RP, Drake JM, Drew MB, Lodge DM (2011) Linking 
environmental conditions and ship movements to esti-
mate invasive species transport across the global shipping 

network. Divers Distrib 17:93–102. https:// doi. org/ 10. 
1111/j. 1472- 4642. 2010. 00696.x

Leung B, Drake JM, Lodge DM (2004) Predicting invasions: 
propagule pressure and the gravity of Allee effects. Ecol-
ogy 85:1651–1660. https:// doi. org/ 10. 1890/ 02- 0571

MacIsaac HJ, DeRoy EM, Leung B, Grgicak-Mannion A, Ruiz 
GM (2016) Possible ballast water transfer of Lionfish to 
the eastern Pacific Ocean. PLoS ONE 11: e0165584. 
https:// doi. org/ 10. 1371/ journ al. pone. 01655 84

McCollin T, Shanks AM, Dunn J (2008) Changes in zooplank-
ton abundance and diversity after ballast water exchange 
in regional seas. Mar Pollut Bull 56:834–844. https:// doi. 
org/ 10. 1016/j. marpo lbul. 2008. 02. 004

Olenin S, Gollasch S, Jonušas S, Rimkutė I (2000) En-route 
investigations of plankton in ballast water on a ship’s 
voyage from the Baltic Sea to the open Atlantic coast of 
Europe. Int Rev Hydrobiol 85:577–596. https:// doi. org/ 10. 
1002/ 1522- 2632(200011) 85:5/ 6% 3C577

Poos M, Dextrase AJ, Schwalb AN, Ackerman JD (2010) 
Secondary invasion of the round goby into high diver-
sity Great Lakes tributaries and species at risk hotspots: 
potential new concerns for endangered freshwater species. 
Biol Invasions 12:1269–1284. https:// doi. org/ 10. 1007/ 
s10530- 009- 9545-x

Prange G, Pereira NN (2013) Ship ballast tank sediment reduc-
tion methods. Nav Eng J 125:127–134

R Core Team (2021) R: a language and environment for sta-
tistical computing. R foundation for statistical computing, 
Vienna

Ricciardi A (2006) Patterns of invasion in the Laurentian Great 
Lakes in relation to changes in vector activity. Divers Dis-
trib 12:425–433

Ricciardi A, MacIsaac HJ (2000) Recent mass invasion of 
the North American Great Lakes by Ponto–Caspian spe-
cies. Trends Ecol Evol 15:62–65. https:// doi. org/ 10. 1016/ 
S0169- 5347(99) 01745-0

Ricciardi A, MacIsaac HJ (2022) Vector control reduces the 
rate of species invasion in the world’s largest freshwater 
ecosystem. Conserv Lett 15(2):e12866. https:// doi. org/ 10. 
1111/ conl. 12866

Rup MP, Bailey SA, Wiley CJ, Minton MS, Miller AW, Ruiz 
GM, MacIsaac HJ (2010) Domestic ballast operations on 
the Great lakes: potential importance of lakers as a vec-
tor for introduction and spread of nonindigenous species. 
Can J Fish Aquat Sci 67:256–268. https:// doi. org/ 10. 1139/ 
F09- 180

Sieracki JL, Bossenbroek JM, Chadderton WL (2014) A spa-
tial modeling approach to predicting the secondary spread 
of invasive species due to ballast water discharge. PLoS 
ONE 9:e114217. https:// doi. org/ 10. 1371/ journ al. pone. 
01142 17

Simberloff D (2009) The role of propagule pressure in bio-
logical invasions. Annu Rev Ecol Evol Syst 40:81–102. 
https:// doi. org/ 10. 1146/ annur ev. ecols ys. 110308. 120304

USCG (United States Coast Guard) (1993) Ballast water man-
agement for ships entering the Great lakes. Code of Fed-
eral Regulations 33 CFR 151.1510.

Verna D, Rueb RR, Gantz CA, Gala J, Green J, Zalusky JA 
(2018) A decision tree analysis of nonindigenous species 
risk from ballast water to the lower Columbia River and 

https://doi.org/10.1016/j.marpolbul.2023.114620
https://doi.org/10.1016/j.marpolbul.2023.114620
https://doi.org/10.1139/f05-160
https://doi.org/10.1890/ES10-00170.1
https://doi.org/10.1016/j.marpolbul.2021.112046
https://doi.org/10.1016/j.marpolbul.2021.112046
https://doi.org/10.1002/1522-2632(200011)85:5
https://doi.org/10.1002/1522-2632(200011)85:5
https://doi.org/10.1139/F09-192
https://doi.org/10.1139/F09-192
https://doi.org/10.4319/lo.2007.52.6.2386
https://doi.org/10.4319/lo.2007.52.6.2386
https://doi.org/10.1038/s41437-0038-x
https://doi.org/10.1038/s41437-0038-x
https://doi.org/10.1111/j.1472-4642.2010.00696.x
https://doi.org/10.1111/j.1472-4642.2010.00696.x
https://doi.org/10.1890/02-0571
https://doi.org/10.1371/journal.pone.0165584
https://doi.org/10.1016/j.marpolbul.2008.02.004
https://doi.org/10.1016/j.marpolbul.2008.02.004
https://doi.org/10.1002/1522-2632(200011)85:5/6%3C577
https://doi.org/10.1002/1522-2632(200011)85:5/6%3C577
https://doi.org/10.1007/s10530-009-9545-x
https://doi.org/10.1007/s10530-009-9545-x
https://doi.org/10.1016/S0169-5347(99)01745-0
https://doi.org/10.1016/S0169-5347(99)01745-0
https://doi.org/10.1111/conl.12866
https://doi.org/10.1111/conl.12866
https://doi.org/10.1139/F09-180
https://doi.org/10.1139/F09-180
https://doi.org/10.1371/journal.pone.0114217
https://doi.org/10.1371/journal.pone.0114217
https://doi.org/10.1146/annurev.ecolsys.110308.120304


449Ballast water management systems protect the Great Lakes from secondary spread of non-indigenous…

1 3
Vol.: (0123456789)

Oregon coast, USA. Manag Biol Invasions 9:309. https:// 
doi. org/ 10. 3391/ mbi. 2018.9. 3. 13

Xiang J, Wang Q, Wu W, Wang H, Wu H (2023) Discharge 
compliance at Shanghai port: a case study on discharged 
ballast water from vessels with Ballast water treatment 
system. Manag Biol Invasions 14:178–191. https:// doi. 
org/ 10. 3391/ mbi. 2023. 14.1. 10

Publisher’s Note Springer Nature remains neutral with regard 
to jurisdictional claims in published maps and institutional 
affiliations.

Springer Nature or its licensor (e.g. a society or other partner) 
holds exclusive rights to this article under a publishing 
agreement with the author(s) or other rightsholder(s); author 
self-archiving of the accepted manuscript version of this article 
is solely governed by the terms of such publishing agreement 
and applicable law.

https://doi.org/10.3391/mbi.2018.9.3.13
https://doi.org/10.3391/mbi.2018.9.3.13
https://doi.org/10.3391/mbi.2023.14.1.10
https://doi.org/10.3391/mbi.2023.14.1.10

	Ballast water management systems protect the Great Lakes from secondary spread of non-indigenous species
	Abstract 
	Introduction
	Methods
	Environmental match
	Estimating establishment

	Results
	Discussion
	Model assumptions and limitations
	Conclusions
	Acknowledgements 
	References




