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Abstract 
 
Recent kelp forest declines and growth in the kelp aquaculture industry have fueled 

increasing interest in ecological and evolutionary research on kelp forests, including 

kelp population genomics. While many kelp management activities have inherent 

genetic and evolutionary implications, kelp management in the Pacific Northwest (PNW) 

of North America has to date made only limited use of species-specific population 

genetic knowledge. We believe that kelp managers in the PNW are well positioned to 

begin routinely incorporating population genomic perspectives into their work. Here, we 

review the state of genetic knowledge in the canopy-forming kelps Nereocystis and 

Macrocystis from Washington to Alaska and highlight how this knowledge can support 

four key kelp management activities: restoration, aquaculture, wild harvest, and 

biobanking. We discuss several potential paradigms for geographic transfer of genetic 

material, consider the likely impacts of inbreeding and genetic drift in management of 

small kelp populations, and suggest strategies for protecting the genetic integrity of 

populations during wild harvest. To inform optimal sourcing strategies for biobanking 

and outplanting, we also reanalyze genomic data to explore how the number of 

individuals sampled impacts retention of genetic diversity. In many cases, predictions 

derived from molecular data and models have accumulated faster than the research 

community’s ability to validate them in the field. We propose that experimental tests be 

incorporated into ongoing kelp management operations as an immediate step in 

transitioning toward a management framework informed by population genomic data 

and perspectives. Adopting such a framework will improve the likelihood of attaining 

desirable outcomes in kelp conservation and aquaculture, including as kelp populations 

adapt to future challenges. 
 
Introduction 

 
Kelp forests are seaweed-dominated coastal marine ecosystems found 

throughout temperate and Arctic regions worldwide (Wernberg et al., 2019). They exhibit 

high net primary productivity (Mann, 1973), provide habitat for biodiverse communities 
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(Teagle et al., 2017), cycle carbon (Krause-Jensen & Duarte, 2016), and remove excess 

nutrients from ecosystems (Xu et al., 2023), providing an estimated ~$500 billion worth 

of ecosystem services annually (Eger et al., 2023). Kelps are also of longstanding 

cultural significance to coastal peoples (Dillehay et al., 2008; Turner, 2001), are directly 

harvested from the wild (Mac Monagail et al., 2017), and are farmed in the global 

aquaculture industry (Grebe et al., 2019; Hu et al., 2021). The ecological, economic, 

and cultural importance of kelp contextualizes concern about recent kelp forest declines 

in many – though not all (Krumhansl et al., 2016) – regions of the world (Wernberg et 

al., 2019). Such declines have been attributed to factors including warming ocean 

temperatures (Smale, 2020), marine heatwaves (Rogers-Bennett & Catton, 2019), loss 

of keystone predators that limit herbivore abundance (Estes & Duggins, 1995; Galloway 

et al., 2023), and pollution from urban areas (Coleman et al., 2008). These declines 

have fueled increasing interest in restoring degraded kelp forests (Eger et al., 2022), 

improving monitoring and regulations concerning the commercial harvest of wild kelp 

(Carranza et al., 2024), and establishing germplasm biobanks to support conservation 

and aquaculture (Schenk et al., 2026; Visch et al., 2019; Wade et al., 2020). 

Each of these activities – restoration, aquaculture, wild harvest, and biobanking – 

should ideally be informed by population genetic knowledge to maximize the potential 

for achieving desirable outcomes. Kelp restoration commonly involves the introduction 

of new individuals to a restoration area through transplanting sporophytes or seeding 

substrate with spores or gametophytes (Eger et al., 2022; Morris et al., 2020). Although 

ecological restoration projects across diverse taxa are frequently conducted without 

genetic knowledge (Mijangos et al., 2015), any deliberate movement of individuals from 

one location to another inherently involves genetic decisions such as the number of 

parent individuals represented and their geographic provenance. Aquaculture involves 

similar decisions, with implications not only for farmed populations but also for wild 

populations with which farmed individuals may interact (Hu et al., 2021). Failure to 

consider these implicit genetic decisions could result in poorly adapted or inbred kelp 

populations, populations with little capacity to adapt to future challenges, and 

unintended or potentially harmful genetic change in nearby local populations. 

Meanwhile, wild harvest that removes individuals inherently alters the size, composition, 
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and connectivity of populations (Allendorf et al., 2008) and thus has the ability to alter 

local and regional gene pools and the evolutionary trajectories of wild populations. 

Finally, biobanks benefit from population genetic knowledge as they are explicitly 

envisioned as repositories for genetic material that can support conservation, 

restoration, and aquaculture (Peres, 2016). 

In some areas of the world, genetic considerations are already well incorporated 

into kelp management and cultivation. Breeding programs and genetic cultivar selection 

have supported kelp aquaculture in East Asia since at least the 1950s (Hu et al., 2024; 

Hwang et al., 2019). In South America, characterization of genetic structure and 

experimental tests of local adaptation and genetic crosses have provided detailed 

insights that could guide restoration and domestication of Macrocystis (Camus et al., 

2018; Solas et al., 2024; Westermeier et al., 2010). In Australia, genetic structure has 

been used to select donor populations for restoration of extirpated Phyllospora 

populations (Wood et al., 2020) and warm-tolerant genotypes have been identified and 

used in Macrocystis restoration trials (Layton & Johnson, 2021). Despite such 

examples, in many regions of the world, the integration of genetic knowledge into active 

kelp management is still in its infancy. This situation may partly reflect a lack of basic 

information about genetic variability among wild kelp populations (Hu et al., 2023) and 

lack of widespread understanding of the benefits of genetic knowledge and risks of 

ignoring it. Indeed, conservation practitioners frequently face barriers in expertise, 

funding, and collaboration that prevent them from incorporating genetic considerations 

into their work (Taylor et al., 2017). Conversely, academic conservation geneticists often 

fail to effectively communicate the practical implications of advanced genomic analyses 

to practitioners (Hogg, 2024; Shafer et al., 2015) or to make any specific 

recommendations at all (Britt et al., 2018). 

With these challenges in mind, we synthesize recent advances in population 

genetic knowledge of canopy-forming kelps from the Pacific Northwest (PNW) of North 

America – here defined as the coasts of Washington (USA), British Columbia (BC, 

Canada), and southern Alaska (USA) – with the goal of translating complex genetic 

studies into a discussion of management options that is accessible to non-specialists. 

We also reanalyze published genomic data to address simple but pertinent questions 
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that have not been explored in existing literature. Although we focus on kelp in the 

PNW, many of the same general principles could be applied to management of kelp, 

other marine plants, or other species more generally and elsewhere in the world. We 

focus on population genetics, i.e., the study of genetic differences among populations 

due to evolutionary forces such as migration, natural selection, genetic drift, and 

mutation (Hamilton, 2021). We focus on the four management activities highlighted 

above – restoration, aquaculture, wild harvest, and biobanking – as we believe these 

are the areas with the greatest potential to benefit from population genetic knowledge. 

Overall, we argue that knowledge has advanced to the point where kelp stakeholders in 

the PNW are well poised to routinely incorporate population genetic perspectives into 

their work – though validating predictions derived from molecular data using lab or field 

experiments will often be a critical first step. 

 

State of population genetic knowledge in PNW kelps 
 
 The two kelp species that form upright kelp forests in the PNW are bull kelp 

(Nereocystis luetkeana) and giant kelp (Macrocystis tenuifolia). Until recently 

(Lindstrom, 2023), M. tenuifolia was considered part of a globally distributed monotypic 

species M. pyrifera (Demes et al., 2009) composed of four ecotypes with different 

holdfast morphologies, with both integrifolia and pyrifera morphs present in different 

parts of the PNW (S.C. Lindstrom, personal communication; Gonzalez et al., 2023; 

Macaya & Zuccarello, 2010a; Saunders & McDevit, 2014). Holdfast morphology in 

Californian Macrocystis is genetically determined (Gonzalez & Raimondi, 2024), though 

the amount of genetic divergence between morphs is substantially lower in California 

than in the Southern Hemisphere (Bemmels et al., 2026; Gonzalez et al., 2023). Given 

these complications and the need for further taxonomic work (Lindstrom, 2023), we 

hereafter refer to all giant kelp as simply Macrocystis. 

 In both Nereocystis and Macrocystis, genetic studies have characterized 

geographic patterns of genetic diversity and genetic differences among populations. 

Studies using various genetic markers representing small subsets of the genome have 

been conducted range-wide in Nereocystis (Gierke et al., 2023), and in Macrocystis 
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within California (Alberto et al., 2010, 2011; Johansson et al., 2015), in the Southern 

Hemisphere (Camus et al., 2018; Iha et al., 2023a, 2023b; Le et al., 2024; Macaya & 

Zuccarello, 2010b; Salavarría et al., 2018), and across hemispheres (Assis et al., 2023; 

Coyer et al., 2001; Gonzalez et al., 2023; Macaya & Zuccarello, 2010a). More recently, 

whole genome sequences have revealed genetic patterns within the PNW in finer detail 

(Bemmels et al., 2025, 2026), identifying seven genetic clusters in each species (Fig. 1). 

Genetic differentiation among populations is substantial, suggesting limited genetic 

connectivity (Bemmels et al., 2025, 2026). However, there are no ancient genetic splits 

known within the PNW as populations likely diverged during the Holocene or Last 

Glacial Period (Bemmels et al., 2026). In both species, genetic diversity is highest in 

California (Assis et al., 2023; Bemmels et al., 2025, 2026; Gierke et al., 2023), likely due 

to long-term persistence of large, stable populations in California. Within the PNW, 

genetic diversity is highest in Haida Gwaii and southeast Alaska in Nereocystis and the 

Central Coast of BC in Macrocystis (Assis et al., 2023; Bemmels et al., 2026; Gierke et 

al., 2023), suggesting the existence of northern refugia where kelp persisted through the 

Last Glacial Period. Fine-scale differences in genetic diversity are also observed, with 

lower diversity in the inner Salish Sea, fjords, and other inland waterways (Bemmels et 

al., 2025; Gierke et al., 2023), suggesting that these areas are more genetically isolated 

than the outer coast. In both species, turnover in genetic variation over local to regional 

scales has been attributed to factors such as habitat connectivity, ocean currents, 

geographic distance, and environmental differences (Alberto et al., 2010, 2011; Gierke 

et al., 2023; Johansson et al., 2015). 
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Figure 1. Genetic clusters based on presumably neutral genetic variants in southern British Columbia 
(BC) and Washington (main panels) and northern BC and Alaska (inset panels) for (a) Nereocystis and 
(b) Macrocystis. Areas of the coast corresponding to each genetic cluster are outlined in different colours, 
with dark grey outline indicating that no genetic samples are available from these regions and the 
predominant genetic cluster cannot be inferred. Genetic cluster distributions are simplifications redrawn 
from Bemmels et al. (2026) and all boundaries between genetic clusters are approximate. Simplified 
presence (coastal outline) or absence (no outline) of each species is based on data from ShoreZone 
(shorezone.org). 
 

 Although populations of wild species frequently differ across their genomes, an 

important management question is whether some of these differences reflect adaptation 

to local environments. If local adaptation exists, then ensuring a close genetic match to 

current or future environments could help managed populations thrive (Vranken et al., 

2021). Local adaptation is traditionally assessed by reciprocal transplant studies that 

test whether local populations show higher fitness than foreign populations (Leimu & 

Fischer, 2008). In Nereocystis, thermal tolerance is similar among different populations 

from Puget Sound, suggesting a lack of local adaptation (Fales et al., 2023; Weigel et 

al., 2023), though differences in thermal tolerance may yet be found if populations are 

sampled over a greater geographic distance (Weigel et al., 2023). In Macrocystis, a 

reciprocal transplant between a warm and cold site in BC found no consistent evidence 

of local adaptation, although the cold provenance consistently outperformed the warm 

provenance (Dykman et al., 2025), suggesting that genetic differences in adaptively 

relevant traits may exist between populations even if they do not conform to the 

a bNereocystis Macrocystis
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expectations of local adaptation. Farther afield, Chilean Macrocystis populations were 

not found to exhibit local adaptation in terms of thermal tolerance (Becheler et al., 

2022), yet other studies have identified local adaptation to temperature and pH among 

Chilean and Peruvian populations (Hollarsmith et al., 2020; Solas et al., 2024) and to 

temperature and nutrients in California and Mexico (Kopczak et al., 1991; Ladah & 

Zertuche-González, 2022). Overall, these studies suggest that variation in adaptive 

traits often exists among Macrocystis populations, though patterns of variation remain to 

be characterized in detail in the PNW. 

As reciprocal field transplants are laborious, genotype-environment association 

(GEA) analyses that identify correlations between allele frequencies and environmental 

variables offer a promising alternative method of inferring local adaptation (Lasky et al., 

2023). This approach can identify environmental variables that drive genetic change 

(presumably due to local adaptation) and, conversely, predict how well-adapted 

populations are to novel environments based on their genetic composition. In 

Nereocystis, a GEA analysis of populations from Puget Sound found evidence of 

adaptation to salinity, temperature, turbidity, and other variables (Abbott et al., 2025). 

Another GEA study of both species across BC and Washington inferred the presence of 

local environmental adaptation and predicted future genomic offsets (i.e., genetic 

maladaptation to environment) under different climate and management scenarios 

(Hernández et al., in prep). While GEA analyses are a powerful tool, their predictions 

have not been fully validated in kelp (Abbott et al., 2025; Hernández et al., in prep) and 

require testing in the field. However, correlations among predicted genomic offsets and 

observed kelp declines to date in wild populations (Starko et al., 2024) suggest that 

genomic offsets are indeed informative of overall extirpation risk (Hernández et al., in 

prep). 

While GEA analyses aim to identify differences in population allele frequencies 

driven by adaptation, allele-frequency differences may also arise through genetic drift 

(i.e., random change over time due to chance), especially in small populations where 

the effects of genetic drift are more pronounced (Wright, 1931). In BC and Washington, 

genomic estimates of population size vary by several orders of magnitude among 

Nereocystis populations but are more uniform in Macrocystis (Bemmels et al., 2025). 
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Smaller populations exhibit reduced genetic diversity and increased inbreeding 

coefficients in both species, highlighting how small populations face multiple genetic risk 

factors (Bemmels et al., 2025). In particular, low genetic diversity may reduce the 

potential for a population to adapt to future conditions (Hoffmann et al., 2017). 

Meanwhile, increased inbreeding coefficients indicate that individuals are on average 

more closely related to one another in small populations than in large populations. 

Inbreeding often leads to inbreeding depression (i.e., the reduced fitness of inbred 

individuals) in wild species (Crnokrak & Roff, 1999; Willi et al., 2022), which is primarily 

caused by rare recessive deleterious alleles that are more likely to be homozygous 

(allowing their negative fitness effects to be expressed) when an individual’s parents are 

closely genetically related (Charlesworth & Willis, 2009). 

Self-fertilization or selfing represents an extreme form of inbreeding and provides 

an opportunity to test for inbreeding depression in self-compatible organisms. Due to 

short dispersal distances of most kelp spores, male and female gametophytes from the 

same parent often develop close enough together to successfully mate, such that 

selfing is expected to be common (Edwards, 2022; Gaylord et al., 2006). Across BC and 

Washington, approximately 10% of adult sporophytes were inferred to be self-fertilized 

in both Nereocystis and Macrocystis (Bemmels et al., 2025). In Nereocystis, selfing 

rates are negatively associated with population size, though selfing does occur in both 

large and small populations in both species (Bemmels et al., 2025). Negative fitness 

costs of selfing have been directly observed or predicted from spatial genetic models in 

Macrocystis from California (Johansson et al., 2013; Raimondi et al., 2004; San Miguel, 

2017). In Chile, tradeoffs between gametophyte fecundity and fertility suggest that 

selfing may result in similar overall fitness to outcrossing (Camus et al., 2021). However, 

the fitness effects of selfing have not been rigorously tested in either species in the 

PNW. Surprisingly, Macrocystis cultures from BC with higher rates of selfing exhibited 

higher survival than those with lower selfing rates in a field experiment (Dykman et al., 

2025), which suggests that selfing may not have a large detrimental effect on fitness, 

but further study is warranted. 

While increased homozygosity of recessive deleterious alleles may reduce 

fitness of inbred individuals, a related phenomenon can occur at the population level. 
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Especially in small populations (Wright, 1931), strong genetic drift can cause random 

loss or fixation of mildly deleterious recessive alleles (Bertorelle et al., 2022). The alleles 

fixed this way are thus homozygous in all individuals of that population. Populations with 

a large number of such alleles are said to have high genetic load, which is predicted to 

cause reduced fitness (Bertorelle et al., 2022). Genetic load varies greatly among 

populations in BC and Washington and is negatively correlated with population size in 

Nereocystis but not Macrocystis (Bemmels et al., 2025). It is well known from crop 

breeding that the negative effects of high genetic load can sometimes be overcome by 

crossing different cultivars (Birchler et al., 2006; Paril et al., 2024). As different cultivars 

have each experienced independent genetic drift resulting in random fixation of different 

loci, crossing cultivars may result in hybrid vigour where heterozygosity is restored and 

offspring exhibit more desirable traits than either parent (Birchler et al., 2006; Paril et al., 

2024). The conditions in which hybrid vigour is expected to occur have been predicted 

from genomic data in Nereocystis and Macrocystis (Bemmels et al., 2025) and field 

tests of hybrid and single-population crosses are underway in Nereocystis from the 

north Salish Sea (L. Dykman et al., personal communication). In Chilean Macrocystis, 

evidence for hybrid vigour has been mixed: it has been variously observed in northern 

but not southern populations (Solas et al., 2024), stressful but not benign conditions 

(Murúa et al., 2021), or specific crosses only (Westermeier et al., 2010, 2011). 

In summary, substantial population genetic knowledge has been assembled for 

Nereocystis and Macrocystis in the PNW from molecular genomic studies and lab and 

field experiments. We identify six key points: 

(1) Genetic variation is highly geographically structured within the PNW, likely as 

a result of limited migration and low dispersal between regions. 

(2) Genetic diversity is higher in northern areas of the PNW than in southern 

areas, and along the outer coast than in inner seas and fjords. 

(3) GEA analyses have used genomic data to infer local adaptation and predict 

the ideal genomic composition of local populations under future climates, but 

evidence of local adaptation from field trials is nuanced and requires further 

study. 
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(4) Small populations face multiple risks including low genetic diversity, increased 

inbreeding rates, and high genetic load. 

(5) Self-fertilization is common (~10% of adults in either species) and predicted to 

possibly reduce fitness based on theory, genomic data, and experimental 

evidence from California (Macrocystis), but experimental evidence of 

inbreeding depression is lacking in the PNW. 

(6) Crossing populations is predicted to result in hybrid vigour under certain 

circumstances, as has sometimes been observed in South American 

Macrocystis, but experimental evidence is lacking in the PNW. 

In the following sections we highlight how these key points have important 

implications for the management of kelp populations through restoration, aquaculture, 

wild harvest, and biobanking. 

 

Outplanting kelp for restoration and aquaculture 
 

 Kelp restoration and aquaculture frequently involve the collection of genetic 

material from one or more wild populations, culturing genetic material in the lab to 

produce juveniles, and outplanting juveniles back into the wild at a location that may 

differ from the original collecting site. In all cases, the outplanted population should 

ideally thrive in its current environment and should not negatively impact nearby wild 

populations. In the case of restoration, the outplanted population should ideally persist 

over multiple generations and be able to adapt to future environments, while in the case 

of aquaculture, reproduction and long-term persistence may sometimes be undesired. 

There are a variety of conceptual paradigms for kelp restoration that differ in the degree 

to which outplanted populations are intended to resemble historical genetic baselines. 

Coleman et al. (2020) delimited four paradigms: recover ecologically to an unknown 

genetic baseline; revive a known genetic baseline; reinforce the historical baseline with 

genetic improvements; and redefine the desired genetic baseline. We link our 

discussion below to these paradigms but do not advocate here for any particular 

approach; instead, we consider how existing population genetic knowledge can guide 
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decisions about geographic transfer of genetic material, local source population 

selection, and genetic crosses. 

 

Geographic transfer of genetic material 

 Kelp restoration and aquaculture may involve transfer of genetic material from 

one geographic site to another. Geographic transfer could be required if there are no 

healthy native kelp populations available from which to collect near the outplanting site 

(Wood et al., 2020), if kelp from a different geographic area or a particular cultivar is 

believed to be genetically superior to local populations (e.g., due to higher genetic 

diversity, predicted genetic adaptation to current or future local environments, or 

possession of specific genetic composition known to result in desired phenotypes; 

Layton & Johnson, 2021), or for practical reasons such as minimizing cost and labour. 

Current distance-based guidelines regarding kelp transfer in the PNW remain fairly 

basic and informal (Cui, 2023; Gruenthal & Habicht, 2022; McConnell et al., 2024). 

There is great opportunity for kelp practitioners and policy makers to co-develop more 

detailed guidelines that incorporate population genetic knowledge, a process which is in 

its early stages in jurisdictions such as BC (J. Schuster, personal communication) and 

Alaska (K. Gruenthal, personal communication). 

 A regulated approach to geographic transfer of kelp is warranted in the PNW as 

both Nereocystis and Macrocystis exhibit strong genetic structure (Fig. 1) (Bemmels et 

al., 2025, 2026; Gierke et al., 2023) and genomic evidence of adaptation to 

environmental gradients (Abbott et al., 2025; Hernández et al., in prep). Given this 

situation, moving kelp over long distances is risky because outplanted kelp populations 

may not be well adapted to their new environments (Solas et al., 2024), leading to 

wasted restoration effort or failed aquacultural harvest. In addition, outplanted kelp may 

breed with local kelp populations (Hu et al., 2021), transferring maladaptive alleles to 

local populations or otherwise altering their genetic makeup. The offspring of introduced 

and local kelp could suffer from reduced fitness due to outbreeding depression 

(Edmands, 2007; Lynch, 1991), as has been observed among some populations of 

Chilean Macrocystis (Solas et al., 2024). The risk of harm is highest when local 

populations are extremely small and introduced individuals represent a significant 
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proportion of the total kelp. In these cases, introduced individuals themselves may be 

insulated from natural selection due to restoration practices (i.e. culturing gametophytes 

in vitro), but the subsequent generations would be largely unfit hybrids of introduced 

and local individuals, potentially leading to immediate population collapse. Conversely, if 

introduced genetic variants are not maladaptive, high transfer of genetic material could 

lead to genetic swamping, whereby introduced genetic material eventually overwhelms 

a local population and leads to its replacement (Allendorf et al., 2001; Loureiro et al., 

2015; Roberts et al., 2010). Genetic swamping is often viewed as undesirable in the 

context of species hybridization, where the loss of a local population represents the loss 

of an entire species and its unique genetic composition. While we see no genetic 

evidence that local kelp populations represent unique species (but see earlier 

discussion on Macrocystis taxonomy), it is possible that local populations have unique 

traits that are ecologically or culturally important. If local populations do not possess 

unique traits, genetic swamping may simply result in a genetically fitter kelp population 

and be of little immediate concern, although its effects are irreversible. Current 

approaches to prevent genetic swamping focus on requiring high genetic similarity 

between local and introduced populations, such that even if swamping were to occur the 

result would be little genetic change. 

 In part due to concerns about these perceived threats, the Alaska Department of 

Fish and Game implemented permitting guidelines in 2016 limiting kelp transfer to no 

more than 50 km by water from its site of origin (Gruenthal & Habicht, 2022). This ‘50-

km rule’ has subsequently been informally applied in British Columbia (McConnell et al., 

2024) and Washington (Cui, 2023). The ‘50-km rule’ was developed based on literature 

review of genetic structure and dispersal distance in multiple kelp species, but fine-

scale, species-specific knowledge about genetic structure was not available at that time 

(Gruenthal & Habicht, 2022). In the absence of such knowledge, the ‘50-km rule’ 

represents a scientifically sound, conservative approach that minimizes the risk of 

maladaptation, outbreeding depression, and genetic swamping, and corresponds 

closely to Colman’s et al. (2020) recover paradigm of kelp restoration that uses 

ecological principles to avoid altering an unknown genetic baseline (Fig. 2). However, as 

anticipated in the original formulation of the ‘50-km rule’ (Gruenthal & Habicht, 2022), 
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transfer >50 km may be warranted in some situations. For example, a genetically similar 

population or one believed to be well adapted to a local environment may exist more 

than 50 km away. In contrast, the ‘50-km’ rule may be overly permissive in cases where 

there is rapid turnover in environmental gradients or genetic composition over fine 

spatial scales (such as observed in Nereocystis in the Broughton Archipelago; Bemmels 

et al., 2025). 
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Figure 2. Potential approaches to transfer of kelp genetic material in the PNW, including key benefits and 
drawbacks and the restoration paradigm (Coleman et al. 2020) that most closely aligns with each 
approach. In each cartoon representation, grey and white correspond to land and water, respectively, the 
open black circle represents a target outplanting site for restoration or aquaculture, and arrows represent 
the movement of genetic material. Distance-based transfer identifies potential donor sites (closed black 
circles) within a specific distance threshold (e.g., 50 km). For transfer zones based on neutral genetic 
structure, boundaries between zones (dashed lines) are based on neutral genetic clusters (closed circles 
of different colours). Environmentally delimited transfer zones permit transfer within regions of similar 
environmental conditions (solid colours). Donor sites based on the genomic match to climates use the 
predicted genomic offset (GO; see text for details) to identify donor sites (coloured square grid cells) that 
are predicted to have genomic composition well suited to the environment of the target outplanting site in 
the present or future.  
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 An alternative to distance-based guidelines could be the development of 

geographically or environmentally delimited transfer zones (Fig. 2), similar to those used 

for managing terrestrial tree species in British Columbia since the 1970s (Ying & 

Yanchuk, 2006). Transfer of genetic material would be permitted within but not between 

zones, in an approach that would align with Coleman’s et al. (2020) revive paradigm of 

kelp restoration that aims to replicate a known historical genetic baseline. While there 

are multiple ways that such zones could be delimited, one of the most straightforward 

would be based on neutral population genetic structure, which has been characterized 

in detail in British Columbia and Washington (Bemmels et al., 2025; Gierke et al., 2023) 

and to a lesser extent in Alaska (Bemmels et al., 2026). Though formal zones were not 

delimited, neutral population genetic structure has informed restoration practice in 

Australia (Wood et al., 2020) and restoration guidelines in Scotland (Thomson, 2021). 

The first-order genetic clusters that exist within the PNW for Nereocystis and 

Macrocystis (Fig. 1) could provide an initial basis for genetically delimited transfer 

zones, though delimiting zones in transition areas between clusters would be 

challenging. Transfer within zones based on genetic clusters would preserve the overall 

genetic relationships among different geographic regions that have evolved naturally 

over time, and would reduce the risks of both outbreeding depression (Frankham et al., 

2011) and replacement of local populations through gene swamping, because 

introduced and local populations would be genetically similar. Alternatively, the 

application of the ‘50-km rule’ within broad transfer zones could further reduce these 

risks, highlighting how the different potential approaches to kelp transfer (Fig. 2) are not 

mutually exclusive. 

 As neutral genetic variation does not impact fitness, transfer zones based on 

neutral genetic structure may not help outplanted kelp thrive in current or future 

environmental conditions. Especially in an environmentally complex coastline such as 

that of the PNW, nearby populations that resemble one another at neutral loci could 

inhabit very different environments. If populations are generally locally adapted, then 

using environmental information to inform transfer could help ensure that outplanted 

kelp possess adaptive genetic variation suited to their environments. One simple 

approach could be the development of environmentally delineated transfer zones (Fig. 
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2). For comparison, in the BC forestry industry, the first formal seed transfer zones were 

based on environmental similarity under the assumption that trees from similar 

environments would be similar in terms of adaptive genetic variation (Ying & Yanchuk, 

2006). Deciding which environmental features would be most relevant for delimiting kelp 

genetic transfer zones and the ideal spatial scale of such zones (i.e., whether local or 

regional) would be difficult in the absence of detailed information on local adaptation. 

However, environmental clustering of variables selected based on expert opinion has 

been employed to analyze spatial trends in kelp forest persistence (Gendall et al., 2025; 

Mora-Soto et al., 2024) and could represent a provisional approach to developing 

transfer zones that could be updated as evidence characterizing local adaptation 

accumulates from field trails. 

 As global change continues to alter environmental conditions in coastal marine 

ecosystems (Doney et al., 2012), genetic transfer guidelines will need to be updated to 

reflect future environmental conditions (O’Neill & Gómez-Pineda, 2021). GEA analyses 

provide a powerful, flexible, and predictive approach to guiding transfer of genetic 

material that can be adjusted to reflect changing environments. For example, GEA 

analyses and genetic diversity patterns have been used to qualitatively identify the 

Whidbey Basin as an ideal source region for genetic transfer to southern Puget Sound 

where Nereocystis is in decline (Abbott et al., 2025). More generally, the genomic 

offsets obtained from GEA analyses predict how well the putatively adaptive genetic 

variation from one site is expected to match the environment at another site or in 

another time period (Capblancq et al., 2020; Rellstab et al., 2021). Genetic transfer 

guidelines based on genomic offsets would not delineate specific zones, but would 

instead involve identifying donor sites where genomic composition is expected to 

closely match the ideal for an outplanting site (Fig. 2), either now or in the future. Such 

an approach would closely align with the reinforce kelp restoration paradigm of 

Coleman et al. (2020) aimed at improving existing genetic baselines. Genomic offset 

predictions are available for both Nereocystis and Macrocystis throughout BC and 

Washington (Hernández et al., in prep). Promisingly, Hernández et al. (in prep) 

demonstrated that for many geographic regions, using genomic offsets to guide kelp 

transfer results in markedly lower risk of a genetic mismatch under climate change 
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relative to alternative strategies such as limiting transfer to 50 km or within genetic 

clusters. Despite the promise of these methods, GEA models and genomic offsets rely 

on a large number of assumptions that require validation before widespread application 

(Capblancq et al., 2020; Rellstab et al., 2021). In addition, actions that attempt to modify 

genetic baselines face complex ethical questions (Aubin et al., 2011; Coleman et al., 

2020) that would require careful and informed consideration from stakeholders prior to 

their application. 

 

Optimizing sampling site and effort 

 Regardless of the framework used to guide kelp transfer (Fig. 2), when there are 

multiple potential source populations for restoration or aquaculture that do not 

substantially differ in climate or other notable characteristics, we recommend collecting 

from the population believed to have the largest population size. Contemporary 

population size is positively correlated with genetic diversity in both Nereocystis and 

Macrocystis (Bemmels et al., 2025) and maintaining genetic diversity is a major 

conservation goal aimed at ensuring the long-term adaptive potential of populations 

faced with unknown future challenges (Wernberg et al., 2018). However, the fitness 

benefits of higher genetic diversity may also extend to the present generation (Reed & 

Frankham, 2003). The importance of diversity to performance remains to be broadly 

tested but was hinted at in a study of Macrocystis that found higher growth and survival 

of a genetically diverse population compared to a nearby genetically depauperate 

source population regardless of outplanting site (Dykman et al., 2025). 

 Once a source population has been identified, it is important to consider how 

many and which individuals to collect. The latter question is more straightforward to 

address: we recommend collecting from individuals as widely spaced apart as possible 

to avoid collecting close relatives or identical genotypes. As kelp spores often disperse 

only a few metres from their parents (Edwards, 2022; Gaylord et al., 2006; Reed, 1990), 

individuals are expected to be more closely related to other individuals in their 

immediate vicinity than to those farther apart. This prediction was weakly supported in 

California Macrocystis where a weak but significant relationship was observed between 

pairwise kinship and distance over scales from 0.5 to 12 m (Johansson et al., 2013). 
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First-degree relatives (e.g., siblings, parent-offspring pairs) were detected infrequently 

(Nereocystis: 4 of 491 individuals; Macrocystis: 5 of 260 individuals) from populations 

sampled across the PNW (Bemmels et al., 2026), suggesting that heuristic sampling 

approaches of requiring a minimum distance of a few metres between individuals were 

mostly effective at avoiding sampling close relatives. However, genetically identical 

pairs of individuals were detected more frequently (Nereocystis: 26 of 491 individuals; 

Macrocystis: 25 of 260 individuals). It is unclear whether this suggests the presence of 

vegetative reproduction, which has been reported in Macrocystis (Graham et al., 2007) 

but not to our knowledge in Nereocystis, or alternatively, that surface collectors across 

diverse collecting teams often mistake fronds of the same individual for those of 

different individuals. The latter scenario would imply that minimum collecting distance 

between individuals should ideally be much greater than only a few metres, though in 

small fringing kelp beds, collecting a large number of widely spaced individuals may not 

always be possible. 

 The question of how many individuals to collect is more difficult. The primary 

genetic considerations regarding population size are maintaining sufficient genetic 

diversity to ensure adaptive potential and avoiding inbreeding (Frankham et al., 2014). 

Current guidelines in Alaska require outplanted kelp stock to be derived from at least 50 

unrelated wild individuals, based on heuristics from the conservation genetics literature 

balanced against practical considerations (Gruenthal & Habicht, 2022). Empirical 

guidelines concerning the minimum number of individuals to conserve ex situ have 

frequently focused on allelic representation, or the proportion of alleles represented in a 

collection (Cibrian-Jaramillo et al., 2013; Koontz et al., 2026; Lawrence et al., 1995; Wei 

& Jiang, 2021), and could potentially provide a data-informed decision-making 

framework when collecting kelp stock destined for outplanting. Allelic representation 

targets are arbitrary (Koontz et al., 2026) but may include, for example, collecting 

enough individuals to represent 95% of all alleles or only alleles above a certain 

frequency in a population (Koontz et al., 2026; Lawrence et al., 1995). 

It is well appreciated that allelic representation as a function of sample size can 

be predicted mathematically (Lawrence et al., 1995) and results in diminishing returns 

once all common alleles have been represented (Cibrian-Jaramillo et al., 2013; Koontz 
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et al., 2026). To illustrate these points empirically, we reanalyzed genomic data from 

Bemmels et al. (2025) for Nereocystis (sample sizes were not large enough for 

meaningful analysis in Macrocystis). We resampled different numbers of individuals 

from single nucleotide polymorphism (SNP) datasets thinned to a minimum distance of 

10 kbp in the genome and subsetted to each of three geographic regions (Strait of Juan 

de Fuca: n = 56 individuals; Outer Coast of Vancouver Island and Washington: n = 108; 

Barkley Sound: n = 62) that each had ≥50 individuals available belonging to the same 

genetic cluster and with low genetic differentiation among populations (FST < 0.05 for all 

pairwise comparisons). For each number of resampled individuals, we randomly 

resampled individuals 100 times (or fewer if there were <100 unique combinations of 

individuals) and recorded the number of alleles that were polymorphic (i.e., both SNP 

alleles were sampled). In addition to resampling empirical datasets, we also calculated 

the theoretical probability of sampling both alleles given different sample sizes and 

different minor allele frequencies using Equation 1 of Edge et al. (2013). 

For each of the three geographic regions and considering all alleles, allelic 

representation showed diminishing returns with increasing sample size but no sign of 

nearing its asymptote (Fig. 3). Small sample sizes resulted in relatively high allelic 

representation: only 10 individuals could represent almost half (0.47-0.48) of the genetic 

variation that would have been obtained relative to sampling 50 individuals, and even a 

single individual resulted in >10% of this value. In contrast, increasing sample size from 

50 to 100 individuals resulted in only a 42% relative gain in allelic representation (Fig. 

3b). These results are consistent with theoretical expectations (Fig. 4) that very few 

individuals need to be collected in order to sample both alleles when the minor allele is 

common, but large sample sizes are needed when the minor allele is rare. For example, 

a sample size of 30 is sufficient to reach a 95% probability of sampling both alleles at a 

minor allele frequency of 0.05, whereas the same probability at a minor allele frequency 

of 0.001 would require nearly 1,500 individuals. Increasing the sample size from 30 to 

50 individuals would increase the probability of sampling both alleles from 95% to >99% 

at minor allele frequency (MAF) 0.05, from 45% to 63% at MAF 0.01, and from 6% to 

10% at MAF 0.001. While these empirical and theoretical trends do not provide a 

definitive answer to the question of how many wild individuals to collect, they do provide 
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kelp managers with quantitative predictions about the loss of genetic diversity (relative 

to wild source populations) that is expected in outplanted stock derived from different 

numbers of parents, and reinforce the intuition that operationally realistic sample sizes 

(i.e., dozens of unrelated parents; Gruenthal & Habicht, 2022) are likely to do an 

excellent job at representing almost all of the common genetic variation in a kelp 

population, whereas very large sample sizes would be necessary to avoid losing rare 

variants. 

 
Figure 3. Allelic representation curves for Nereocystis based on resampling empirical genomic datasets. 
Resampling was performed for (a) the Strait of Juan de Fuca, (b) the Outer Coast of Vancouver Island 
and Washington, and (c) Barkley Sound. The proportion of SNP loci that are polymorphic (i.e., each of the 
two SNP alleles were sampled) is plotted as a function of the number of individuals sampled (n) and 
rescaled relative to a sample size of n = 50. Solid line: mean of 100 resampling replicates; shaded 
polygon: range containing 95% of resampled replicates. (d) Sampling sites included in each of the 
geographic regions, with colours and symbols as in (a-c). Small black dots represent additional sampling 
sites included in Southern BC and Washington in Fig. 5. Note that Barkley Sound was analyzed 
separately (c) but is also included as part of the Outer Coast (b). 
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Figure 4. Theoretical probability of sampling both SNP alleles at a given locus when different numbers of 
individuals are sampled from a single population. Curves are plotted for SNPs of different minor allele 
frequencies, with the number of individuals required to attain a 95% probability (dashed line) indicated in 
coloured text. 
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gametophyte culture produced from multiple parents with random mating and equal 

reproductive success of all parents is proportional to the inverse of the number of 

parents, such that inbreeding can be predictably reduced by increasing the number of 

parent individuals. Among Nereocystis and Macrocystis wild adult sporophytes from 

British Columbia and Washington, the average rate of selfing detected from genomic 

data is approximately 10% in both species (Bemmels et al., 2025). Thus, only 10 

unrelated parent individuals (1/10 = 0.1) are needed to replicate the average selfing rate 

in the wild. Increasing to 50 parent individuals would result in very low selfing rates 

(1/50 = 0.02), suggesting that outplanted kelp following current guidelines from Alaska 

(Gruenthal & Habicht, 2022) may experience lower rates of selfing than many wild 

populations. Observed selfing rates in Macrocystis cultures produced from different 

numbers of parents (Dykman et al., 2025) match these expectations well (two parents: 

expected rate 0.5, observed rate 0.5 from n = 30 genotyped offspring; 10 parents: 

expected rate 0.1, observed rate 0.1875 from n = 16 offspring), confirming that selfing 

readily occurs at close-to-expected rates in Macrocystis cultures. Thus, increasing the 

number of parent individuals is an effective means of decreasing inbreeding in kelp 

cultures. 

As a caveat, we note that just as inbreeding rates can vary among populations, 

the strength of inbreeding depression can also vary. Interestingly, Bemmels et al. (2025) 

predicted that small populations of Nereocystis are likely less susceptible to inbreeding 

depression than large populations. The intuition to explain this counterintuitive 

prediction is that in smaller populations, genetic drift has caused fixation of higher 

numbers of the recessive deleterious alleles that contribute to inbreeding depression 

when in a homozygous state (Charlesworth & Willis, 2009). When alleles are already 

fixed in a small population, mating with a close relative does not increase the probability 

that these fixed alleles will be homozygous in the offspring compared to mating with an 

unrelated individual (in other words, inbred and outbred individuals alike both suffer 

negative fitness consequences of these alleles). This prediction has not been tested in 

the field, but if it holds true, it suggests that avoiding inbreeding depression is less of a 

concern for small than large populations. Thus, if kelp managers are unable to obtain 

reproductive tissue from a large number of individuals from an endangered population 
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that has historically been very small, concerns about inbreeding depression should not 

prevent outplanting of a culture produced from a smaller number of parents (Bemmels 

et al., 2025). However, we always recommend using more parent individuals if available 

due to the increase in genetic diversity that more parents would provide. 

 

Genetic crosses 

 Thus far we have considered the outplanting of kelp derived from a single source 

population, but the crossing of populations should also be considered as a means of 

replicating the genetic structure and diversity of historical populations that have been 

lost (Wood et al., 2020) or potentially boosting performance of outplanted individuals 

through hybrid vigour. Crossing cultivars to produce hybrid vigour has been a key 

feature of kelp breeding success in Asia (Goecke et al., 2020) and experimentally tested 

in North Atlantic Laminaria (Liesner et al., 2022). Further research is needed to confirm 

whether and in what conditions hybrid vigour might occur in Nereocystis and 

Macrocysits in the PNW, especially given the mixed evidence of hybrid vigour in 

Macrocystis population crosses in Chile (Murúa et al., 2021; Solas et al., 2024; 

Westermeier et al., 2010, 2011). However, Bemmels et al. (2025) used genomic data to 

examine genetic load and predict the relative strength of hybrid vigour in different 

simulated genetic crosses. They predicted that hybrid vigour (resulting from a reduction 

in genetic load through the restoration of heterozygosity at recessive deleterious alleles) 

would be strongest in crosses between geographically distant populations and when the 

recipient population is small (Bemmels et al., 2025). These predictions suggest that 

introducing foreign genetic material through crosses could be especially useful in 

restoration of small, geographically isolated populations, where an influx of new genetic 

material could also increase genetic diversity and boost adaptive potential. 

Crossing distant populations as a kelp management tool would require extensive 

testing to ensure desired outcomes, and careful ethical consideration is needed for 

actions that alter the genetic baseline of local populations (Coleman et al., 2020). In 

addition, hybrid vigour is expected to severely decline after the first generation, as 

heterozygosity declines (Charlesworth & Willis, 2009; Edmands, 2007; Lynch, 1991). 

Nonetheless, single-generation hybrid vigour could still be useful in restoration for 
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helping a new population become initially established, or in aquaculture where a new 

population is outplanted and harvested every year. In addition, it is important to note 

that although genetic data suggest migration between distant populations is rare, rafting 

kelp can move for hundreds to thousands of kilometers (Bernardes Batista et al., 2018; 

Layton et al., 2022; Selivanova & Zhigadlova, 1997). Infrequent rafting events are likely 

not sufficient to homogenize populations, but could be important for spreading genetic 

variation across the species. This means that the long-distance movement of 

populations to create crosses for restoration and aquaculture would not be 

unprecedented on an evolutionary timescale. 

 

Aquaculture-specific considerations 

 Genetic interbreeding between cultivated and wild populations has been 

frequently observed in China and Japan (Hu et al., 2021) and remains a significant 

concern for the kelp farming industry in Europe and the Americas (Grebe et al., 2019). 

Because of the possibility that interbreeding with farmed populations could alter the 

genetic composition of nearby wild populations, we consider the above considerations 

about the genetic composition of outplanted kelp stock to be applicable in both 

restoration and aquaculture contexts. However, as aquaculture may employ specific 

kelp genotypes or populations that perform well for traits of commercial interest (Goecke 

et al., 2020; Hu et al., 2024; Hwang et al., 2019; Westermeier et al., 2010), it may be 

undesirable for these genotypes to genetically interact with nearby populations (Grebe 

et al., 2019; Hu et al., 2021). Fears also exist that high-performing commercial cultivars 

might outcompete nearby wild populations (Vissers et al., 2024). To mitigate these 

concerns, kelp farms could be located far from wild kelp beds to minimize the risk of 

interaction, though areas without any wild kelp may be unsuitable for aquaculture. 

Alternatively, as Nereocystis harvest often removes the pneumatocyst resulting in death 

of the individual kelp (Springer et al., 2007), commercial harvest could be timed prior to 

spore release with complete pneumatocyst removal to prevent interbreeding with wild 

populations. Such a strategy would be ineffective in Macrocystis attached to the sea 

floor, where typical harvesting techniques do not kill the individual (Springer et al., 

2007), but if attached to a removable substrate such as a seeded line then the entire 
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individual could be removed. Active interest in techniques to produce sterile kelp 

cultivars may provide a future means of eliminating concerns about escape of genetic 

material from kelp farms (Grebe et al., 2019; Vissers et al., 2024). 

  

Wild harvest 
 
 The harvesting of wild kelp has been practiced for millennia by coastal peoples 

and is now performed at an industrial scale in many regions of the world (Mac Monagail 

et al., 2017). Although harvest of wild kelp is not permitted in Washington except in 

small quantities for personal and traditional uses (WSL, 2005), commercial harvest is 

allowed and regulated in British Columbia (Government of BC, 2025) and Alaska (Ulaski 

et al., 2020). Sustainable wild kelp harvest involves numerous ecological and social 

considerations, which have been reviewed elsewhere (Mac Monagail et al., 2017). 

However, population genetic considerations can inform wild kelp harvest by helping 

minimize genetic risks to wild populations (Allendorf et al., 2008). As genetic changes 

may result when individuals are removed from a population or their reproductive output 

is altered, such changes may be especially relevant to consider for Nereocystis, given 

that harvest involving pneumatocyst removal invariably results in death of the kelp 

individual (Springer et al., 2007). Death of harvested individuals may occur even when 

the pneumatocyst is left intact, and stand-level biomass recovery may sometimes take 

several months (Krumhansl et al., 2017). In contrast, Macrocystis harvest often involves 

pruning of only the non-reproductive (Graham et al., 2007) top portion of the individual 

and is non-lethal (Springer et al., 2007; van Tamelen & Woodby, 2001). Rapid biomass 

recovery after small-scale harvest of Macrocystis using these techniques (Krumhansl et 

al., 2017; van Tamelen & Woodby, 2001) suggests that the potential for substantial 

genetic changes to harvested populations is minimal. However, more invasive harvest 

methods have been associated with both decreased reproductive output (Geange, 

2014; Reed, 1987) and increased recruitment (Westermeier et al., 2014), suggesting 

that the capacity for wild harvest to genetically impact Macrocystis should not be 

discounted. 
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 Allendorf et al. (2008) highlight three major ways in which wild harvest genetically 

impacts populations. Firstly, wild harvest can cause a loss of genetic variation by 

decreasing population size and increasing the effects of genetic drift (Allendorf et al., 

2008). In kelp, these impacts could be minimized by using non-lethal harvest techniques 

that allow individuals to continue growing and complete their life cycles (Krumhansl et 

al., 2017; Springer et al., 2007; van Tamelen & Woodby, 2001). If lethal harvesting 

methods are employed, then allelic representation curves (Fig. 3) can guide 

expectations about how much genetic diversity is expected to be lost when population 

sizes are reduced to a given number of reproductive individuals (assuming no migration 

from neighbouring patches). Secondly, harvest can cause changes in genetic structure 

(i.e., genetic subdivisions among populations) by reducing local densities and thus 

altering rates of migration among populations and recruitment from local vs. non-local 

sources (Allendorf et al., 2008). In kelp, changes to genetic structure could be 

minimized by harvesting from individuals in a spatially dispersed fashion but leaving 

intervening individuals intact and able to genetically contribute to the next generation. In 

contrast, harvesting of an entire kelp patch in a clear-cut fashion could result in 

recolonization from a distant source that might have a different genetic composition or 

not be as well adapted to local conditions. Finally, wild harvest can cause selection for 

specific traits (Allendorf et al., 2008). In Macrocystis, since individuals impacted by 

biomass removal may show reduced reproductive output (Geange, 2014; Reed, 1987), 

harvesting from the surface (Krumhansl et al., 2017; van Tamelen & Woodby, 2001) 

could potentially cause selection for slower growth rate, as smaller individuals at the 

time of collecting would be unaffected. In Nereocysits, harvesters intending to make 

food products typically prefer to collect clean blades free of epiphytes (Ulaski et al., 

2020), which could potentially cause selection for lower epiphyte resistance and higher 

disease susceptibility as biofouled individuals would be left unharvested. Whether these 

types of harvester-induced selection would be consistent and strong enough to effect 

meaningful genetic change is unknown, but the risk thereof could be minimized by 

collecting in a randomized fashion that targets individuals regardless of size or 

phenotype. 
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Carefully selecting a geographic site for wild harvest can support ecological 

sustainability (Mac Monagail et al., 2017) and minimize susceptibility to the above-

mentioned negative genetic effects. Genetic concerns do not fundamentally alter, but 

instead reinforce ecological considerations: harvesting from small, isolated, and 

genetically depauperate populations should be avoided when alternatives exist, as 

these populations may be the least likely to quickly ecologically recover and the most 

likely to experience strong genetic drift (Wright, 1931) and loss of genetic diversity when 

population size is further reduced. In general, large, genetically diverse populations that 

are ideal candidates for wild harvest tend to occur in Alaska, northern British Columbia, 

and more ocean-adjacent areas of the outer coast of Vancouver Island in both 

Nereocystis and Macrocystis (Bemmels et al., 2025, 2026). In contrast, smaller and 

lower-diversity populations tend to occur in inner areas of fjords and other waterways, 

including in the Salish Sea (Bemmels et al., 2025, 2026); we consider these regions to 

be less appropriate candidates for large-scale commercial wild harvest. However, our 

recommendations should not be construed as discouraging small-scale wild harvest 

using less invasive harvesting techniques (Krumhansl et al., 2017; Springer et al., 2007; 

van Tamelen & Woodby, 2001) informed by traditional ecological knowledge or 

monitoring. 

 
Biobanking 

 
Ex situ germplasm repositories (i.e., biobanks) are collections that can preserve 

genetic material to support research, conservation, and industrial needs (Day & Stacey, 

2008). Kelp biobanks involve preservation of live haploid gametophytes under 

dormancy conditions or cryopreservation (Barrento et al., 2016; Coleman et al., 2025; 

Schenk et al., 2026; Wade et al., 2020). While several biobanks exist in Asia for the 

purpose of maintaining known cultivars of commercial species (Wade et al., 2020), 

biobanking efforts in other regions of the world have largely suffered from a lack of 

international coordination and systematic design (Hoffmann et al., 2017; Schenk et al., 

2026; Wade et al., 2020). There is great potential for population genomics to support the 

design and evaluation of emerging biobanking initiatives, including decisions about what 
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material to biobank and monitoring for unintended genetic changes in biobanked 

material. 

As biobanks can have multiple goals (Day & Stacey, 2008; Wade et al., 2020), 

decisions about which populations or cultivars to represent will heavily depend on the 

intended purpose of a biobank. If ex situ replication of wild biodiversity is a desired goal, 

then knowledge of population genetic structure (Fig. 1) can be used to ensure that a 

biobank includes adequate specimens from all desired genetic clusters. Similarly, 

geographic patterns of genetic diversity can guide collection from the highest-diversity 

populations (such as northern British Columbia, Alaska, and outer Vancouver Island; 

Bemmels et al., 2025, 2026), as targeting collection from such populations could result 

in the maximum retention of genetic diversity with minimal sample size. Sampling from 

high-diversity regions that served as glacial refugia (i.e., north-central British Columbia; 

Bemmels et al., 2026) could also be prioritized, as these populations may contain 

unique genetic diversity that was lost from more recently colonized areas during 

bottlenecks associated with postglacial range expansion. However, if protecting against 

the loss of unique genotypes is a more urgent goal than representing overall genetic 

diversity, then practitioners may wish to target small, genetically depauperate, and 

highly genetically differentiated populations that may be at high risk of extirpation in the 

wild. GEA studies could also be used to ensure representation of putatively adaptive 

genetic variation, by identifying environmental clusters predicted to have similar allele 

frequencies of adaptive variation (Abbott et al., 2025; Hernández et al., in prep). 

Practitioners could then use these clusters in a manner analogous to neutral genetic 

clusters, to ensure overall representativeness of differently adapted groups in the 

biobank and to prioritize representation of adaptive outlier populations that could contain 

unique adaptive genotypes. 

Allelic representation curves (Fig. 3) are a useful tool for determining how many 

individuals to preserve to balance maximal retention of biodiversity against available 

resources. However, biobanking a large number of individuals per population from 

multiple populations would quickly result in redundant allelic representation if 

populations share genetic variation. To explore this issue, we repeated our calculation of 

allelic representation curves for Nereocystis (as previously described) using all variant 
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sites and again using only common variants with a frequency >1%. To simulate a 

strategy of broad geographic sampling, we first sampled a single individual from each 

population (in random order) before sampling a second individual from an already-

sampled population, and so forth. We conducted 100 sampling replicates for each 

number of individuals and used datasets filtered to include all populations from southern 

British Columbia and Washington (Fig. 3d), as well as only populations from each of the 

three geographic regions previously described. When there was no minor allele 

frequency cutoff, allelic representation curves showed no sign of nearing an asymptote 

(Fig. 5a). Surprisingly, for the same number of individuals sampled (n = 50), sampling 

broadly across all of BC and Washington resulted in intermediate allelic representation 

compared to sampling only the high-diversity Outer Coast region (8% higher allelic 

representation), Barkley Sound (equivalent representation), or the comparatively lower-

diversity Strait of Juan de Fuca (27% lower). However, when considering only common 

genetic variants, allelic representation approached an asymptote and sampling across 

all of BC and Washington resulted in higher allelic representation than sampling within a 

geographic subregion (Fig. 5b). Together, these results suggest that sampling from 

high-diversity geographic regions may capture more alleles total than spreading out 

sampling broadly among high- and low-diversity regions (Fig. 5a), likely because high-

diversity populations harbour numerous rare alleles that continue to be newly captured 

with very large sample sizes. However, geographically broad sampling captures a 

higher proportion of common alleles (Fig. 5b), likely because some globally common 

alleles are not present (or not common) in specific geographic regions. Thus, an ideal 

biobanking strategy for representing overall genetic diversity may be broadly sampling 

small numbers of individuals from numerous widely geographically spaced populations, 

combined with targeted sampling of large numbers of individuals from the most 

genetically diverse populations. 
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Figure 5. Allelic representation curves for Nereocystis based on resampling empirical genomic datasets 
under different geographic sampling strategies for (a) all loci and (b) only common loci with a minor allele 
frequency >0.01. The three regions Outer Coast, Barkley Sound, and Juan de Fuca are subsets of the 
broader region of Southern BC and Washington (Fig. 3d). The proportion of SNP loci that are polymorphic 
(i.e., each of the two SNP alleles were sampled) is plotted as a function of the numbers of individuals 
sampled (n) and rescaled relative to a sample size of n = 50 for Southern BC and Washington. For 
example, the pink text 1.08 in panel (a) indicates that sampling 50 individuals from only the Outer Coast 
results in an 8% relative increase in polymorphic loci relative to sampling 50 individuals broadly from 
across Southern BC and Washington. Solid lines represent the means of 100 resampling replicates. 
 

 Once genetic diversity is housed in a biobank, care must be taken to prevent 

genetic erosion, or the loss of genetic diversity over time. Genetic erosion in biobanks 

can occur due to unintentional selection or genetic drift (Wei & Jiang, 2021). The 

environment of the biobank, regardless of whether individuals are kept under dormancy 

conditions or cryopreserved (Wade et al., 2020), could exert selective pressure if certain 

genotypes are more likely to survive preservation. Even without selection on genotypes, 

genetic drift is expected to have strong effects in any small population (Wright, 1931), 

including those preserved ex situ (Wei & Jiang, 2021), due to chance differences in 

reproductive success or growth rate of different individuals. For example, if populations 

are represented by mixed cultures where spores are released from multiple parents, 

different parents may happen to produce unequal numbers of gametophytes at the 

initial establishment of the culture. Once gametophytes are established and growing in 

culture (prior to dormancy or once revived), further drift could occur if different 
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biomass accumulation over time. When gametophytes reproduce to produce 

sporophytes for restoration or aquaculture, unequal reproductive output among 

gametophytes could result in further genetic drift affecting the outplanted population. 

Concerns about selection and drift could be minimized by maintaining separate cultures 

each derived from a single diploid parent or from a single haploid spore, though a large 

number of such cultures would be much more resource-intensive to maintain than a 

smaller number of mixed cultures. Maintaining multiple replicates of the same mixed 

culture would also reduce the overall loss of diversity due to drift (but not selection), as 

the effects of drift would be different and random in each replicate. As little is known 

about the extent to which genetic erosion occurs in kelp biobanks (though research is 

underway; R. Nagel et al., personal communication), we recommend monitoring for 

genetic erosion by comparing genetic diversity of wild, ex situ, and outplanted kelp 

populations as a biobanking best practice. 

 

Conclusions and future directions 
 
 While studies of Nereocystis and Macrocystis have described population genetic 

structure and genetic health (Assis et al., 2023; Bemmels et al., 2025, 2026; Gierke et 

al., 2023) and generated predictions about strategies for minimizing inbreeding 

depression, leveraging hybrid vigour, and ensuring future environmental adaptation 

(Abbott et al., 2025; Bemmels et al., 2025; Hernández et al., in prep), most of these 

predictions remain untested. Field trials are sorely needed in the PNW (but see Dykman 

et al., 2025; Weigel et al., 2023). To address this knowledge gap, we suggest that field 

ecologists, restoration biologists, and aquaculture specialists routinely incorporate 

population genetic considerations about geographic provenance, genetic diversity, 

inbreeding depression, and hybrid vigour into their research activities in a controlled, 

experimental manner. As kelp are routinely collected from the wild and crossed in lab 

cultures prior to outplanting, such experiments could easily be incorporated into existing 

methodological pipelines. These experiments would provide valuable validation (or 

rejection) of the predictions discussed in this paper, and could ultimately lead to more 

successful restoration and aquaculture. 
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 There are numerous additional potential applications of genetic knowledge to 

support kelp conservation and aquaculture, but many of these are outside the scope of 

population genomics per se or are poorly developed for kelp in the PNW. Selective 

breeding programs could be employed to develop phenotypically desirable and stress-

resistant kelp cultivars, following the example of decades of successful breeding in East 

Asia (Hu et al., 2021, 2024; Hwang et al., 2019) and preliminary efforts in Macrocystis in 

Chile (Camus et al., 2018; Westermeier et al., 2010, 2011) and Australia (Iha et al., 

2023a; Layton et al., 2020). Beyond traditional breeding methods, more advanced 

synthetic biology approaches (including gene editing) could potentially be employed in 

the future to engineer novel genetic variation in accordance with the redefine paradigm 

of kelp restoration of Coleman et al. (2020). However, enormous knowledge gaps (Hu et 

al., 2024) and ethical challenges (Coleman et al., 2020; Coleman & Goold, 2019) 

associated with synthetic biology have prevented it from being more widely applied to 

kelp research to date. Of more immediate interest, thermal priming – the act of exposing 

individuals to altered temperature regimes, with the aim of conferring greater resilience 

to high temperatures later in life or possibly in the subsequent generation (Jueterbock et 

al., 2021; Wang et al., 2017) – could represent an alternative method of producing more 

desirable kelp stock without altering the underlying DNA nucleotide sequence itself. 

Thermal priming is being actively researched in Macrocystis and Nereocystis (Hotz et 

al., 2025; L. Coleman, personal communication). Although such research primarily falls 

into the realm of epigenetics, population genomic perspectives may still be useful if 

individuals or populations are found to differ in their amenability to thermal priming, in 

which case ‘primability’ may behave like any other phenotypic trait subject to selection, 

genetic drift, and other evolutionary forces. 

 Overall, population genomic knowledge of canopy-forming kelps has dramatically 

increased in the PNW in recent years. Genomic studies have allowed detailed 

characterization of genetic structure, genetic health indices, and patterns of 

environmental adaptation, and facilitated specific predictions about strategies that could 

be used to optimize performance of outplanted kelp in restoration and aquaculture, 

protect genetic integrity of populations subject to wild harvest, and inform biobanking 

efforts, though validating predictions derived from genomic analyses in a lab or field 
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setting remains an important initial step. We believe that opportunity is ripe for 

ecologists, restoration biologists, kelp farmers, policy makers, Indigenous stewards, and 

other stakeholders to incorporate recent insights from population genomic studies into 

their existing practice. Ultimately, an understanding of genomic baselines, experimental 

validation of population genomic predictions, and careful stakeholder consideration of 

competing conceptual paradigms for managing kelp genetic diversity (Coleman et al., 

2020) should all be incorporated into decision-making and policy development to 

support kelp conservation and management. These considerations will be especially 

important as growth of the emerging seaweed industry in the PNW (Kim et al., 2019; 

Martone et al., 2025) places greater human pressure on kelp habitats and climate 

change continues to put many kelp populations at risk (Mora-Soto et al., 2024; Starko et 

al., 2024). 

 

Acknowledgements 
 

The authors thank D. Denley and K. Pawluk for initial conversations about this study, 

and J. Schuster for feedback on an early version of the manuscript. Funding was 

provided to GLO by the Natural Sciences and Engineering Research Council of Canada 

(RGPIN-2021-02482). 

 

Data archiving statement 
 
Raw genome sequencing data were previously published and are available at NCBI 

(NCBI SRA: PRJNA1164249; only Nereocystis samples not subject to a Biocultural 

Notice were reanalyzed in this study). 

 
Literature cited 
 
Abbott, E., Alves-Lima, C., Toft, J., & Alberto, F. (2025). Evidence of local adaptation in 

Puget Sound’s threatened bull kelp (Nereocystis luetkeana) populations. bioRxiv 
Preprint. https://doi.org/https://doi.org/10.1101/2025.10.20.683549; 



 35 

Alberto, F., Raimondi, P. T., Reed, D. C., Coelho, N. C., Leblois, R., Whitmer, A., & 
Serrão, E. A. (2010). Habitat continuity and geographic distance predict 
population genetic differentiation in giant kelp. Ecology, 91(1), 49–56. 
https://doi.org/10.1890/09-0050.1 

Alberto, F., Raimondi, P. T., Reed, D. C., Watson, J. R., Siegel, D. A., Mitarai, S., 
Coelho, N., & Serrão, E. A. (2011). Isolation by oceanographic distance explains 
genetic structure for Macrocystis pyrifera in the Santa Barbara Channel. 
Molecular Ecology, 20(12), 2543–2554. https://doi.org/10.1111/j.1365-
294X.2011.05117.x 

Allendorf, F. W., England, P. R., Luikart, G., Ritchie, P. A., & Ryman, N. (2008). Genetic 
effects of harvest on wild animal populations. Trends in Ecology & Evolution, 
23(6), 327–337. https://doi.org/10.1016/j.tree.2008.02.008 

Allendorf, F. W., Leary, R. F., Spruell, P., & Wenburg, J. K. (2001). The problems with 
hybrids: Setting conservation guidelines. Trends in Ecology & Evolution, 16(11), 
613–622. https://doi.org/10.1016/S0169-5347(01)02290-X 

Assis, J., Alberto, F., Macaya, E. C., Castilho Coelho, N., Faugeron, S., Pearson, G. A., 
Ladah, L., Reed, D. C., Raimondi, P., Mansilla, A., Brickle, P., Zuccarello, G. C., & 
Serrão, E. A. (2023). Past climate-driven range shifts structuring intraspecific 
biodiversity levels of the giant kelp (Macrocystis pyrifera) at global scales. 
Scientific Reports, 13(1), 12046. https://doi.org/10.1038/s41598-023-38944-7 

Aubin, I., Garbe, C. M., Colombo, S., Drever, C. R., McKenney, D. W., Messier, C., 
Pedlar, J., Saner, M. A., Venier, L., Wellstead, A. M., Winder, R., Witten, E., & 
Ste-Marie, C. (2011). Why we disagree about assisted migration: Ethical 
implications of a key debate regarding the future of Canada’s forests. The 
Forestry Chronicle, 87(06), 755–765. https://doi.org/10.5558/tfc2011-092 

Barrento, S., Camus, C., Sousa-Pinto, I., & Buschmann, A. H. (2016). Germplasm 
banking of the giant kelp: Our biological insurance in a changing environment. 
Algal Research, 13, 134–140. https://doi.org/10.1016/j.algal.2015.11.024 

Becheler, R., Haverbeck, D., Clerc, C., Montecinos, G., Valero, M., Mansilla, A., & 
Faugeron, S. (2022). Variation in thermal tolerance of the giant kelp’s 
gametophytes: Suitability of habitat, population quality or local adaptation? 
Frontiers in Marine Science, 9, 802535. 
https://doi.org/10.3389/fmars.2022.802535 

Bemmels, J. B., Kroeker, K. J., Palumbi, S. R., Bay, R. A., Gruenthal, K. A., Lindstrom, 
S. C., Osmond, M. M., & Owens, G. O. (2026). Spatial inference of ancestor 
locations suggests northern refugia for canopy-forming kelps in the Northeast 
Pacific. bioRxiv Preprint. 
https://doi.org/https://doi.org/10.64898/2026.01.09.698529 

Bemmels, J. B., Starko, S., Weigel, B. L., Hirabayashi, K., Pinch, A., Elphinstone, C., 
Dethier, M. N., Rieseberg, L. H., Page, J. E., Neufeld, C. J., & Owens, G. L. 
(2025). Population genomics reveals strong impacts of genetic drift without 
purging and guides conservation of bull and giant kelp. Current Biology, 35(3), 
688–698. https://doi.org/10.1016/j.cub.2024.12.025 



 36 

Bernardes Batista, M., Batista Anderson, A., Franzan Sanches, P., Simionatto Polito, P., 
Lima Silveira, T., Velez-Rubio, G., Scarabino, F., Camacho, O., Schmitz, C., 
Martinez, A., Ortega, L., Fabiano, G., Rothman, M., Liu, G., Ojeda, J., Mansilla, 
A., Barreto, L., Assis, J., Serrão, E., … Antunes Horta, P. (2018). Kelps’ long-
distance dispersal: Role of ecological/oceanographic processes and implications 
to marine forest conservation. Diversity, 10(1), 11. 
https://doi.org/10.3390/d10010011 

Bertorelle, G., Raffini, F., Bosse, M., Bortoluzzi, C., Iannucci, A., Trucchi, E., Morales, H. 
E., & Van Oosterhout, C. (2022). Genetic load: Genomic estimates and 
applications in non-model animals. Nature Reviews Genetics, 23(8), 492–503. 
https://doi.org/10.1038/s41576-022-00448-x 

Birchler, J. A., Yao, H., & Chudalayandi, S. (2006). Unraveling the genetic basis of 
hybrid vigor. Proceedings of the National Academy of Sciences, 103(35), 12957–
12958. https://doi.org/10.1073/pnas.0605627103 

Britt, M., Haworth, S. E., Johnson, J. B., Martchenko, D., & Shafer, A. B. A. (2018). The 
importance of non-academic coauthors in bridging the conservation genetics 
gap. Biological Conservation, 218, 118–123. 
https://doi.org/10.1016/j.biocon.2017.12.019 

Camus, C., Faugeron, S., & Buschmann, A. H. (2018). Assessment of genetic and 
phenotypic diversity of the giant kelp, Macrocystis pyrifera, to support breeding 
programs. Algal Research, 30, 101–112. 
https://doi.org/10.1016/j.algal.2018.01.004 

Camus, C., Solas, M., Martínez, C., Vargas, J., Garcés, C., Gil-Kodaka, P., Ladah, L. B., 
Serrão, E. A., & Faugeron, S. (2021). Mates matter: Gametophyte kinship 
recognition and inbreeding in the giant kelp, Macrocystis pyrifera (Laminariales, 
Phaeophyceae). Journal of Phycology, 57(3), 711–725. 
https://doi.org/10.1111/jpy.13146 

Capblancq, T., Fitzpatrick, M. C., Bay, R. A., Exposito-Alonso, M., & Keller, S. R. (2020). 
Genomic prediction of (mal)adaptation across current and future climatic 
landscapes. Annual Review of Ecology, Evolution, and Systematics, 51(1), 245–
269. https://doi.org/10.1146/annurev-ecolsys-020720-042553 

Carranza, D. M., Wieters, E. A., Vásquez, J. A., & Stotz, W. B. (2024). Exploring the 
consequences of kelp removal: A review shows we are missing a broader 
perspective. Biodiversity and Conservation, 33(2), 401–437. 
https://doi.org/10.1007/s10531-023-02769-7 

Charlesworth, D., & Willis, J. H. (2009). The genetics of inbreeding depression. Nature 
Reviews Genetics, 10(11), 783–796. https://doi.org/10.1038/nrg2664 

Cibrian-Jaramillo, A., Hird, A., Oleas, N., Ma, H., Meerow, A. W., Francisco-Ortega, J., & 
Griffith, M. P. (2013). What is the conservation value of a plant in a botanic 
garden? Using indicators to improve management of ex situ collections. The 
Botanical Review, 79(4), 559–577. https://doi.org/10.1007/s12229-013-9120-0 



 37 

Coleman, L. J. M., Read, S., Sokhey, A. K., & Bisgrove, S. (2025). A simple and 
effective protocol for cryopreservation of germplasm of the bull kelp, Nereocystis 
luetkeana (Phaeophyceae). Journal of Phycology, 61(3), 623–632. 
https://doi.org/10.1111/jpy.70013 

Coleman, M. A., & Goold, H. D. (2019). Harnessing synthetic biology for kelp forest 
conservation. Journal of Phycology, 55(4), 745–751. 
https://doi.org/10.1111/jpy.12888 

Coleman, M. A., Kelaher, B. P., Steinberg, P. D., & Millar, A. J. K. (2008). Absence of a 
large brown macroalga on urbanized rocky reefs around Sydney, Australia, and 
evidence for historical decline. Journal of Phycology, 44(4), 897–901. 
https://doi.org/10.1111/j.1529-8817.2008.00541.x 

Coleman, M. A., Wood, G., Filbee-Dexter, K., Minne, A. J. P., Goold, H. D., Vergés, A., 
Marzinelli, E. M., Steinberg, P. D., & Wernberg, T. (2020). Restore or redefine: 
Future trajectories for restoration. Frontiers in Marine Science, 7, 237. 
https://doi.org/10.3389/fmars.2020.00237 

Coyer, J. A., Smith, G. J., & Andersen, R. A. (2001). Evolution of Macrocystis spp. 
(Phaeophyceae) as determined by its ITS1 and ITS2 sequences. Journal of 
Phycology, 37(4), 574–585. https://doi.org/10.1046/j.1529-
8817.2001.037001574.x 

Crnokrak, P., & Roff, D. A. (1999). Inbreeding depression in the wild. Heredity, 83(3), 
260–270. https://doi.org/10.1038/sj.hdy.6885530 

Cui, T. (2023). State Environmental Policy Act (SEPA) Mitigated Determination of 
Nonsignificance (MDNS): Vashon Kelp Forest (Permit SHOR22-0017). King 
County Department of Local Services, Renton, WA, USA. 

Day, J. G., & Stacey, G. N. (2008). Biobanking. Molecular Biotechnology, 40(2), 202–
213. https://doi.org/10.1007/s12033-008-9099-7 

Demes, K. W., Graham, M. H., & Suskiewicz, T. S. (2009). Phenotypic plasticity 
reconciles incongruous molecular and morphological taxonomics: The giant kelp, 
Macrocystis (Laminariales, Phaeophyceae), is a monospecific genus. Journal of 
Phycology, 45(6), 1266–1269. https://doi.org/10.1111/j.1529-8817.2009.00752.x 

Dillehay, T. D., Ramírez, C., Pino, M., Collins, M. B., Rossen, J., & Pino-Navarro, J. D. 
(2008). Monte Verde: Seaweed, food, medicine, and the peopling of South 
America. Science, 320(5877), 784–786. https://doi.org/10.1126/science.1156533 

Doney, S. C., Ruckelshaus, M., Emmett Duffy, J., Barry, J. P., Chan, F., English, C. A., 
Galindo, H. M., Grebmeier, J. M., Hollowed, A. B., Knowlton, N., Polovina, J., 
Rabalais, N. N., Sydeman, W. J., & Talley, L. D. (2012). Climate change impacts 
on marine ecosystems. Annual Review of Marine Science, 4(1), 11–37. 
https://doi.org/10.1146/annurev-marine-041911-111611 

Dykman, L. N., Steell, S. C., Bemmels, J. B., Melchers, G. K., Timmer, B. D., Owens, G. 
L., Neufeld, C. J., & Baum, J. K. (2025). Testing the roles of local adaptation and 
genetic diversity to improve giant kelp (Macrocystis pyrifera) restoration. 
Restoration Ecology, 33(7), e70114. https://doi.org/10.1111/rec.70114 



 38 

Edge, M. D., Gorroochurn, P., & Rosenberg, N. A. (2013). Windfalls and pitfalls: 
Applications of population genetics to the search for disease genes. Evolution, 
Medicine, and Public Health, 2013(1), 254–272. 
https://doi.org/10.1093/emph/eot021 

Edmands, S. (2007). Between a rock and a hard place: Evaluating the relative risks of 
inbreeding and outbreeding for conservation and management. Molecular 
Ecology, 16(3), 463–475. https://doi.org/10.1111/j.1365-294X.2006.03148.x 

Edwards, M. S. (2022). It’s the little things: The role of microscopic life stages in 
maintaining kelp populations. Frontiers in Marine Science, 9, 871204. 
https://doi.org/10.3389/fmars.2022.871204 

Eger, A. M., Marzinelli, E. M., Beas-Luna, R., Blain, C. O., Blamey, L. K., Byrnes, J. E. 
K., Carnell, P. E., Choi, C. G., Hessing-Lewis, M., Kim, K. Y., Kumagai, N. H., 
Lorda, J., Moore, P., Nakamura, Y., Pérez-Matus, A., Pontier, O., Smale, D., 
Steinberg, P. D., & Vergés, A. (2023). The value of ecosystem services in global 
marine kelp forests. Nature Communications, 14(1), 1894. 
https://doi.org/10.1038/s41467-023-37385-0 

Eger, A. M., Marzinelli, E. M., Christie, H., Fagerli, C. W., Fujita, D., Gonzalez, A. P., 
Hong, S. W., Kim, J. H., Lee, L. C., McHugh, T. A., Nishihara, G. N., Tatsumi, M., 
Steinberg, P. D., & Vergés, A. (2022). Global kelp forest restoration: Past 
lessons, present status, and future directions. Biological Reviews, 97(4), 1449–
1475. https://doi.org/10.1111/brv.12850 

Estes, J. A., & Duggins, D. O. (1995). Sea otters and kelp forests in Alaska: Generality 
and variation in a community ecological paradigm. Ecological Monographs, 
65(1), 75–100. https://doi.org/10.2307/2937159 

Fales, R. J., Weigel, B. L., Carrington, E., Berry, H. D., & Dethier, M. N. (2023). 
Interactive effects of temperature and nitrogen on the physiology of kelps 
(Nereocystis luetkeana and Saccharina latissima). Frontiers in Marine Science, 
10, 1281104. https://doi.org/10.3389/fmars.2023.1281104 

Frankham, R., Ballou, J. D., Eldridge, M. D. B., Lacy, R. C., Ralls, K., Dudash, M. R., & 
Fenster, C. B. (2011). Predicting the probability of outbreeding depression. 
Conservation Biology, 25(3), 465–475. https://doi.org/10.1111/j.1523-
1739.2011.01662.x 

Frankham, R., Bradshaw, C. J. A., & Brook, B. W. (2014). Genetics in conservation 
management: Revised recommendations for the 50/500 rules, Red List criteria 
and population viability analyses. Biological Conservation, 170, 56–63. 
https://doi.org/10.1016/j.biocon.2013.12.036 

Galloway, A. W. E., Gravem, S. A., Kobelt, J. N., Heady, W. N., Okamoto, D. K., Sivitilli, 
D. M., Saccomanno, V. R., Hodin, J., & Whippo, R. (2023). Sunflower sea star 
predation on urchins can facilitate kelp forest recovery. Proceedings of the Royal 
Society B: Biological Sciences, 290(1993), 20221897. 
https://doi.org/10.1098/rspb.2022.1897 



 39 

Gaylord, B., Reed, D. C., Raimondi, P. T., & Washburn, L. (2006). Macroalgal spore 
dispersal in coastal environments: Mechanistic insights revealed by theory and 
experiment. Ecological Monographs, 76(4), 481–502. 
https://doi.org/10.1890/0012-9615(2006)076%5B0481:MSDICE%5D2.0.CO;2 

Geange, S. W. (2014). Growth and reproductive consequences of photosynthetic tissue 
loss in the surface canopies of Macrocystis pyrifera (L.) C. Agardh. Journal of 
Experimental Marine Biology and Ecology, 453, 70–75. 
https://doi.org/10.1016/j.jembe.2014.01.004 

Gendall, L., Hessing-Lewis, M., Wachmann, A., Schroeder, S., Reshitnyk, L., Crawford, 
S., Lee, L. C., Guujaaw, N., & Costa, M. (2025). From archives to satellites: 
Uncovering loss and resilience in the kelp forests of Haida Gwaii. Frontiers in 
Marine Science, 12, 1504701. https://doi.org/10.3389/fmars.2025.1504701 

Gierke, L., Coelho, N. C., Khangaonkar, T., Mumford, T., & Alberto, F. (2023). Range 
wide genetic differentiation in the bull kelp Nereocystis luetkeana with a 
seascape genetic focus on the Salish Sea. Frontiers in Marine Science, 10, 
1275905. https://doi.org/10.3389/fmars.2023.1275905 

Goecke, F., Klemetsdal, G., & Ergon, Å. (2020). Cultivar development of kelps for 
commercial cultivation—Past lessons and future prospects. Frontiers in Marine 
Science, 8, 110. https://doi.org/10.3389/fmars.2020.00110 

Gonzalez, S. T., Alberto, F., & Molano, G. (2023). Whole-genome sequencing 
distinguishes the two most common giant kelp ecomorphs. Evolution, 77(6), 
1354–1369. https://doi.org/10.1093/evolut/qpad045 

Gonzalez, S. T., & Raimondi, P. T. (2024). Experimental assessment of environmental 
versus genetic influences on Macrocystis morphology. Ecosphere, 15(9), e4959. 
https://doi.org/10.1002/ecs2.4959 

Government of BC. (2025). Wild aquatic plant commercial harvesting. Government of 
British Columbia. https://www2.gov.bc.ca/gov/content/industry/agriculture-
seafood/fisheries-and-aquaculture/commercial-fisheries/aquatic-plant-
harvesting/commercial-harvesting 

Graham, M. H., Vásquez, J. A., & Buschmann, A. H. (2007). Global ecology of the giant 
kelp Macrocystis: From ecotypes to ecosystems. Oceanography and Marine 
Biology: An Annual Review, 45, 39–88. 

Grebe, G. S., Byron, C. J., Gelais, A. St., Kotowicz, D. M., & Olson, T. K. (2019). An 
ecosystem approach to kelp aquaculture in the Americas and Europe. 
Aquaculture Reports, 15, 100215. https://doi.org/10.1016/j.aqrep.2019.100215 

Gruenthal, K. M., & Habicht, C. (2022). Literature review for implementation of the 50-50 
rule for cultivation of seaweeds and other aquatic plants in Alaska. (Regional 
Information Report No. 2A22-01). Alaska Department of Fish and Game, 
Anchorage. 

Hamilton, M. B. (2021). Population Genetics (2nd ed.). Wiley Blackwell. 



 40 

Hernández, F., Bemmels, J. B., Starko, S., Rieseberg, L. H., & Owens, G. L. (in prep). 
Genomic offsets predict observed kelp declines and suggest benefits of assisted 
migration in the Northeast Pacific. Manuscript in Prep. 

Hoffmann, A. A., Sgrò, C. M., & Kristensen, T. N. (2017). Revisiting adaptive potential, 
population size, and conservation. Trends in Ecology & Evolution, 32(7), 506–
517. https://doi.org/10.1016/j.tree.2017.03.012 

Hogg, C. J. (2024). Translating genomic advances into biodiversity conservation. Nature 
Reviews Genetics, 25(5), 362–373. https://doi.org/10.1038/s41576-023-00671-0 

Hollarsmith, J. A., Buschmann, A. H., Camus, C., & Grosholz, E. D. (2020). Varying 
reproductive success under ocean warming and acidification across giant kelp 
(Macrocystis pyrifera) populations. Journal of Experimental Marine Biology and 
Ecology, 522, 151247. https://doi.org/10.1016/j.jembe.2019.151247 

Hotz, S. J., Karm, R. H., Hughes, B. B., & Zippay, M. L. (2025). Effects of thermal 
history on the heat shock response of bull kelp (Nereocystis luetkeana). Botanica 
Marina, 68(5), 427–437. https://doi.org/10.1515/bot-2025-0033 

Hu, Z.-M., Shan, T. F., Buschmann, A. H., & Hancke, K. (2023). The global state of kelp 
farming and a brief overview of environmental impacts. In M. Potouroglou (Ed.), 
Into the Blue: Securing a Sustainable Future for Kelp Forests. (pp. 72–78). 
United Nations Environment Programme, Nairobi. 

Hu, Z.-M., Shan, T., Zhang, J., Zhang, Q., Critchley, A. T., Choi, H., Yotsukura, N., Liu, 
F., & Duan, D. (2021). Kelp aquaculture in China: A retrospective and future 
prospects. Reviews in Aquaculture, 13(3), 1324–1351. 
https://doi.org/10.1111/raq.12524 

Hu, Z.-M., Shan, T., Zhang, Q., Liu, F., Jueterbock, A., Wang, G., Sun, Z., Wang, X., 
Chen, W., Critchley, A. T., & Ye, N. (2024). Kelp breeding in China: Challenges 
and opportunities for solutions. Reviews in Aquaculture, 16(2), 855–871. 
https://doi.org/10.1111/raq.12871 

Hwang, E. K., Yotsukura, N., Pang, S. J., Su, L., & Shan, T. F. (2019). Seaweed 
breeding programs and progress in eastern Asian countries. Phycologia, 58(5), 
484–495. https://doi.org/10.1080/00318884.2019.1639436 

Iha, C., Layton, C., Amancio, C. E., Flentje, W., Lenton, A., Fraser, C. I., Johnson, C., & 
Willis, A. (2023a). Population genomic analysis reveals genetic structure and 
thermal-tolerant genotypes in remnant Tasmanian giant kelp populations. bioRxiv 
Preprint. https://doi.org/10.1101/2023.10.08.561451 

Iha, C., Layton, C., Flentje, W., Lenton, A., Johnson, C., Fraser, C. I., & Willis, A. 
(2023b). Organellar genomes of giant kelp from the southern hemisphere. 
Applied Phycology, 4(1), 78–86. https://doi.org/10.1080/26388081.2023.2193619 

Johansson, M. L., Alberto, F., Reed, D. C., Raimondi, P. T., Coelho, N. C., Young, M. A., 
Drake, P. T., Edwards, C. A., Cavanaugh, K., Assis, J., Ladah, L. B., Bell, T. W., 
Coyer, J. A., Siegel, D. A., & Serrão, E. A. (2015). Seascape drivers of 
Macrocystis pyrifera population genetic structure in the northeast Pacific. 
Molecular Ecology, 24(19), 4866–4885. https://doi.org/10.1111/mec.13371 



 41 

Johansson, M. L., Raimondi, P. T., Reed, D. C., Coelho, N. C., Serrão, E. A., & Alberto, 
F. A. (2013). Looking into the black box: Simulating the role of self-fertilization 
and mortality in the genetic structure of Macrocystis pyrifera. Molecular Ecology, 
22(19), 4842–4854. https://doi.org/10.1111/mec.12444 

Jueterbock, A., Minne, A. J. P., Cock, J. M., Coleman, M. A., Wernberg, T., Scheschonk, 
L., Rautenberger, R., Zhang, J., & Hu, Z.-M. (2021). Priming of marine 
macrophytes for enhanced restoration success and food security in future 
oceans. Frontiers in Marine Science, 8, 658485. 
https://doi.org/10.3389/fmars.2021.658485 

Kim, J., Stekoll, M., & Yarish, C. (2019). Opportunities, challenges and future directions 
of open-water seaweed aquaculture in the United States. Phycologia, 58(5), 
446–461. https://doi.org/10.1080/00318884.2019.1625611 

Koontz, A. C., Salas, G. D., & Hoban, S. M. (2026). Genetic marker type impacts ex situ 
conservation minimum sample size estimates and their variance. Conservation 
Genetics, 27(1), 3. https://doi.org/10.1007/s10592-025-01730-1 

Kopczak, C. D., Zimmerman, R. C., & Kremer, J. N. (1991). Variation in nitrogen 
physiology and growth among geographically isolated populations of the giant 
kelp Macrocystis pyrifera (Phaeophyta). Journal of Phycology, 27(2), 149–158. 
https://doi.org/10.1111/j.0022-3646.1991.00149.x 

Krause-Jensen, D., & Duarte, C. M. (2016). Substantial role of macroalgae in marine 
carbon sequestration. Nature Geoscience, 9(10), 737–742. 
https://doi.org/10.1038/ngeo2790 

Krumhansl, K. A., Bergman, J. N., & Salomon, A. K. (2017). Assessing the ecosystem-
level consequences of a small-scale artisanal kelp fishery within the context of 
climate-change. Ecological Applications, 27(3), 799–813. 
https://doi.org/10.1002/eap.1484 

Krumhansl, K. A., Okamoto, D. K., Rassweiler, A., Novak, M., Bolton, J. J., Cavanaugh, 
K. C., Connell, S. D., Johnson, C. R., Konar, B., Ling, S. D., Micheli, F., 
Norderhaug, K. M., Pérez-Matus, A., Sousa-Pinto, I., Reed, D. C., Salomon, A. 
K., Shears, N. T., Wernberg, T., Anderson, R. J., … Byrnes, J. E. K. (2016). 
Global patterns of kelp forest change over the past half-century. Proceedings of 
the National Academy of Sciences, 113(48), 13785–13790. 
https://doi.org/10.1073/pnas.1606102113 

Ladah, L. B., & Zertuche-González, J. A. (2022). Local adaptation of juvenile giant kelp, 
Macrocystis pyrifera, from their southern limit in the northern hemisphere 
explored using reciprocal transplantation. European Journal of Phycology, 57(3), 
357–366. https://doi.org/10.1080/09670262.2021.2007543 

Lasky, J. R., Josephs, E. B., & Morris, G. P. (2023). Genotype–environment 
associations to reveal the molecular basis of environmental adaptation. The Plant 
Cell, 35(1), 125–138. https://doi.org/10.1093/plcell/koac267 



 42 

Lawrence, M. J., Marshall, D. F., & Davies, P. (1995). Genetics of genetic conservation. 
I. Sample size when collecting germplasm. Euphytica, 84(2), 89–99. 
https://doi.org/10.1007/BF01677945 

Layton, C., Coleman, M. A., Marzinelli, E. M., Steinberg, P. D., Swearer, S. E., Vergés, 
A., Wernberg, T., & Johnson, C. R. (2020). Kelp forest restoration in Australia. 
Frontiers in Marine Science, 7, 74. https://doi.org/10.3389/fmars.2020.00074 

Layton, C., & Johnson, C. R. (2021). Assessing the feasibility of restoring giant kelp 
forests in Tasmania. (Report to the National Environmental Science Program, 
Marine Biodiversity Hub). Institute for Marine and Antarctic Studies, University of 
Tasmania. 

Layton, C., Vermont, H., Beggs, H., Brassington, G. B., Burke, A. D., Hepburn, L., 
Holbrook, N., Marshall-Grey, W., Mesaglio, T., Parvizi, E., Rankin, J., Pilo, G. S., 
& Velásquez, M. (2022). Giant kelp rafts wash ashore 450 km from the nearest 
populations and against the dominant ocean current. Ecology, 103(10), e3795. 
https://doi.org/10.1002/ecy.3795 

Le, D. M., Desmond, M. J., Knapp, M., Kardailsky, O., Nelson, W. A., Zuccarello, G. C., 
& Hepburn, C. D. (2024). Population genetic structure of the giant kelp 
Macrocystis pyrifera in Aotearoa/New Zealand. Marine Biology, 171(4), 80. 
https://doi.org/10.1007/s00227-024-04397-3 

Leimu, R., & Fischer, M. (2008). A meta-analysis of local adaptation in plants. PLoS 
ONE, 3(12), e4010. https://doi.org/10.1371/journal.pone.0004010 

Liesner, D., Pearson, G. A., Bartsch, I., Rana, S., Harms, L., Heinrich, S., Bischof, K., 
Glöckner, G., & Valentin, K. (2022). Increased heat resilience of intraspecific 
outbred compared to inbred lineages in the kelp Laminaria digitata: Physiology 
and transcriptomics. Frontiers in Marine Science, 9, 838793. 
https://doi.org/10.3389/fmars.2022.838793 

Lindstrom, S. C. (2023). A reinstated species name for north-eastern Pacific 
Macrocystis (Laminariaceae, Phaeophyceae). Notulae Algarum, 290, 1–2. 

Loureiro, R., Gachon, C. M. M., & Rebours, C. (2015). Seaweed cultivation: Potential 
and challenges of crop domestication at an unprecedented pace. New 
Phytologist, 206(2), 489–492. https://doi.org/10.1111/nph.13278 

Lynch, M. (1991). The genetic interpretation of inbreeding depression and outbreeding 
depression. Evolution, 45(3), 622–629. https://doi.org/10.1111/j.1558-
5646.1991.tb04333.x 

Mac Monagail, M., Cornish, L., Morrison, L., Araújo, R., & Critchley, A. T. (2017). 
Sustainable harvesting of wild seaweed resources. European Journal of 
Phycology, 52(4), 371–390. https://doi.org/10.1080/09670262.2017.1365273 

Macaya, E. C., & Zuccarello, G. C. (2010a). DNA barcoding and genetic divergence in 
the giant kelp Macrocystis (Laminariales). Journal of Phycology, 46(4), 736–742. 
https://doi.org/10.1111/j.1529-8817.2010.00845.x 



 43 

Macaya, E. C., & Zuccarello, G. C. (2010b). Genetic structure of the giant kelp 
Macrocystis pyrifera along the southeastern Pacific. Marine Ecology Progress 
Series, 420, 103–112. https://doi.org/10.3354/meps08893 

Mann, K. H. (1973). Seaweeds: Their productivity and strategy for growth. Science, 
182(4116), 975–981. https://doi.org/10.1126/science.182.4116.975 

Martone, R., Gregr, I. R., & Gregr, E. J. (2025). Seaweed aquaculture in British 
Columbia: Policy, regulations, and recommendations for mitigating potential 
ecological effects. David Suzuki Foundation, Vancouver. 

McConnell, A., Neufeld, C., Romero, L., & Truman, K. (2024). Seaweed Industry 
Development Plan: Regional District of Mount Waddington. LGL Limited 
Environmental Research Associates, Sidney, BC, Canada. 

Mijangos, J. L., Pacioni, C., Spencer, P. B. S., & Craig, M. D. (2015). Contribution of 
genetics to ecological restoration. Molecular Ecology, 24(1), 22–37. 
https://doi.org/10.1111/mec.12995 

Mora-Soto, A., Schroeder, S., Gendall, L., Wachmann, A., Narayan, G., Read, S., 
Pearsall, I., Rubidge, E., Lessard, J., Martell, K., & Costa, M. (2024). Back to the 
past: Long-term persistence of bull kelp forests in the Strait of Georgia, Salish 
Sea, Canada. Frontiers in Marine Science, 11, 1446380. 
https://doi.org/10.3389/fmars.2024.1446380 

Morris, R. L., Hale, R., Strain, E. M. A., Reeves, S. E., Vergés, A., Marzinelli, E. M., 
Layton, C., Shelamoff, V., Graham, T. D. J., Chevalier, M., & Swearer, S. E. 
(2020). Key principles for managing recovery of kelp forests through restoration. 
BioScience, 70(8), 688–698. https://doi.org/10.1093/biosci/biaa058 

Murúa, P., Patiño, D. J., Müller, D. G., & Westermeier, R. (2021). Sexual compatibility in 
giant kelp gametophytes: Inter-cultivar hybridization is average between parents 
but excels under harsher conditions. Journal of Applied Phycology, 33(5), 3261–
3275. https://doi.org/10.1007/s10811-021-02506-z 

O’Neill, G. A., & Gómez-Pineda, E. (2021). Local was best: Sourcing tree seed for future 
climates. Canadian Journal of Forest Research, 51(10), 1432–1439. 
https://doi.org/10.1139/cjfr-2020-0408 

Paril, J., Reif, J., Fournier-Level, A., & Pourkheirandish, M. (2024). Heterosis in crop 
improvement. The Plant Journal, 117(1), 23–32. https://doi.org/10.1111/tpj.16488 

Peres, S. (2016). Saving the gene pool for the future: Seed banks as archives. Studies 
in History and Philosophy of Science Part C: Studies in History and Philosophy of 
Biological and Biomedical Sciences, 55, 96–104. 
https://doi.org/10.1016/j.shpsc.2015.09.002 

Raimondi, P. T., Reed, D. C., Gaylord, B., & Washburn, L. (2004). Effects of self-
fertilization in the giant kelp, Macrocystis pyrifera. Ecology, 85(12), 3267–3276. 
https://doi.org/10.1890/03-0559 



 44 

Reed, D. C. (1987). Factors affecting the production of sporophylls in the giant kelp 
Macrocystis pyrifera (L.) C.Ag. Journal of Experimental Marine Biology and 
Ecology, 113, 61–69. 

Reed, D. C. (1990). The effects of variable settlement and early competition on patterns 
of kelp recruitment. Ecology, 71(2), 776–787. https://doi.org/10.2307/1940329 

Reed, D. H., & Frankham, R. (2003). Correlation between fitness and genetic diversity. 
Conservation Biology, 17(1), 230–237. https://doi.org/10.1046/j.1523-
1739.2003.01236.x 

Rellstab, C., Dauphin, B., & Exposito-Alonso, M. (2021). Prospects and limitations of 
genomic offset in conservation management. Evolutionary Applications, 14(5), 
1202–1212. https://doi.org/10.1111/eva.13205 

Roberts, D. G., Gray, C. A., West, R. J., & Ayre, D. J. (2010). Marine genetic swamping: 
Hybrids replace an obligately estuarine fish. Molecular Ecology, 19(3), 508–520. 
https://doi.org/10.1111/j.1365-294X.2009.04501.x 

Rogers-Bennett, L., & Catton, C. A. (2019). Marine heat wave and multiple stressors tip 
bull kelp forest to sea urchin barrens. Scientific Reports, 9(1), 15050. 
https://doi.org/10.1038/s41598-019-51114-y 

Salavarría, E., Macaya, E., Gil-Kodaka, P., Paul, S., & Troccoli, L. (2018). Haplotype 
diversity of Macrocystis pyrifera (Phaeophyceae: Laminariales) in the central and 
southern coast of Peru. Pan-American Journal of Aquatic Sciences, 13(4), 311–
319. 

San Miguel, R. A. (2017). Gametophyte fitness and costs of self-fertilization in the giant 
kelp Macrocystis pyrifera. [Master’s thesis]. California State University Monterey 
Bay. 

Saunders, G. W., & McDevit, D. C. (2014). A DNA barcode survey of Haida Gwaii kelp 
(Laminariales, Phaeophyceae) reveals novel ecological and distributional 
observations and Saccharina druehlii sp. nov. Botany, 92(11), 821–826. 
https://doi.org/10.1139/cjb-2014-0119 

Schenk, S., Steell, S. C., Schuster, J. M., Zhou, L., Coleman, L., Smith, J., Parfrey, L. 
W., & Aguirre, E. G. (2026). Conserving marine biodiversity in the North American 
Pacific: Biobanking macroalgae and their associated microbiome. In A. T. 
Critchley, A. Q. Hurtado, I. C. Neish, & L. Pereira (Eds.), Advances in Temperate 
Phyconomy: Algal Harvest and Cultivation in Globally Distributed Temperate 
Waters (Vol. 15, pp. 401–422). Springer Nature Switzerland. 
https://doi.org/10.1007/978-3-032-02955-3_24 

Selivanova, O. N., & Zhigadlova, G. G. (1997). Marine algae of the Commander Islands: 
Preliminary remarks on the revision of the flora II. (Phaeophyta). Botanica 
Marina, 40, 9–13. 

Shafer, A. B. A., Wolf, J. B. W., Alves, P. C., Bergström, L., Bruford, M. W., Brännström, 
I., Colling, G., Dalén, L., De Meester, L., Ekblom, R., Fawcett, K. D., Fior, S., 
Hajibabaei, M., Hill, J. A., Hoezel, A. R., Höglund, J., Jensen, E. L., Krause, J., 
Kristensen, T. N., … Zieliński, P. (2015). Genomics and the challenging 



 45 

translation into conservation practice. Trends in Ecology & Evolution, 30(2), 78–
87. https://doi.org/10.1016/j.tree.2014.11.009 

Smale, D. A. (2020). Impacts of ocean warming on kelp forest ecosystems. New 
Phytologist, 225(4), 1447–1454. https://doi.org/10.1111/nph.16107 

Solas, M., Correa, R. A., Barría, F., Garcés, C., Camus, C., & Faugeron, S. (2024). 
Assessment of local adaptation and outbreeding risks in contrasting thermal 
environments of the giant kelp, Macrocystis pyrifera. Journal of Applied 
Phycology, 36(1), 471–483. https://doi.org/10.1007/s10811-023-03119-4 

Springer, Y., Hays, C., Carr, M., & Mackey, M. (2007). Ecology and management of the 
bull kelp, Nereocystis luetkeana: A synthesis with recommendations for future 
research. Lenfest Ocean Program, Washington, DC. 

Starko, S., Timmer, B., Reshitnyk, L., Csordas, M., McHenry, J., Schroeder, S., Hessing-
Lewis, M., Costa, M., Zielinksi, A., Zielinksi, R., Cook, S., Underhill, R., Boyer, L., 
Fretwell, C., Yakimishyn, J., Heath, W. A., Gruman, C., Hingmire, D., Baum, J. K., 
& Neufeld, C. J. (2024). Local and regional variation in kelp loss and stability 
across coastal British Columbia. Marine Ecology Progress Series, 733, 1–26. 
https://doi.org/10.3354/meps14548 

Taylor, H. R., Dussex, N., & van Heezik, Y. (2017). Bridging the conservation genetics 
gap by identifying barriers to implementation for conservation practitioners. 
Global Ecology and Conservation, 10, 231–242. 
https://doi.org/10.1016/j.gecco.2017.04.001 

Teagle, H., Hawkins, S. J., Moore, P. J., & Smale, D. A. (2017). The role of kelp species 
as biogenic habitat formers in coastal marine ecosystems. Journal of 
Experimental Marine Biology and Ecology, 492, 81–98. 
https://doi.org/10.1016/j.jembe.2017.01.017 

Thomson, A. I. (2021). Population genomics of the sugar kelp Saccharina latissima 
[PhD dissertation]. University of the Highlands and Islands. 

Turner, N. J. (2001). Coastal peoples and marine plants on the northwest Coast. 
Proceedings of the 26th Annual Conference of the International Association of 
Aquatic and Marine Science Libraries and Information Centres, 69–76. Victoria, 
BC, Canada. 

Ulaski, B. P., Konar, B., & Otis, E. O. (2020). Seaweed reproduction and harvest 
rebound in Southcentral Alaska: Implications for wild stock management. 
Estuaries and Coasts, 43(8), 2046–2062. https://doi.org/10.1007/s12237-020-
00740-1 

van Tamelen, P. G., & Woodby, D. (2001). Macrocystis biomass, quality, and harvesting 
effects in relation to the herring spawn-on-kelp fishery in Alaska. Alaska Fishery 
Research Bulletin, 8(2), 118–131. 

Visch, W., Rad-Menéndez, C., Nylund, G. M., Pavia, H., Ryan, M. J., & Day, J. (2019). 
Underpinning the development of seaweed biotechnology: Cryopreservation of 
brown algae (Saccharina latissima) gametophytes. Biopreservation and 
Biobanking, 17(5), 378–386. https://doi.org/10.1089/bio.2018.0147 



 46 

Vissers, C., Lindell, S. R., Nuzhdin, S. V., Almada, A. A., & Timmermans, K. (2024). 
Using sporeless sporophytes as a next step towards upscaling offshore kelp 
cultivation. Journal of Applied Phycology, 36(1), 313–320. 
https://doi.org/10.1007/s10811-023-03123-8 

Vranken, S., Wernberg, T., Scheben, A., Severn-Ellis, A. A., Batley, J., Bayer, P. E., 
Edwards, D., Wheeler, D., & Coleman, M. A. (2021). Genotype–Environment 
mismatch of kelp forests under climate change. Molecular Ecology, 30(15), 
3730–3746. https://doi.org/10.1111/mec.15993 

Wade, R., Augyte, S., Harden, M., Nuzhdin, S., Yarish, C., & Alberto, F. (2020). 
Macroalgal germplasm banking for conservation, food security, and industry. 
PLOS Biology, 18(2), e3000641. https://doi.org/10.1371/journal.pbio.3000641 

Wang, X., Liu, F., & Jiang, D. (2017). Priming: A promising strategy for crop production 
in response to future climate. Journal of Integrative Agriculture, 16(12), 2709–
2716. https://doi.org/10.1016/S2095-3119(17)61786-6 

Wei, X., & Jiang, M. (2021). Meta-analysis of genetic representativeness of plant 
populations under ex situ conservation in contrast to wild source populations. 
Conservation Biology, 35(1), 12–23. https://doi.org/10.1111/cobi.13617 

Weigel, B. L., Small, S. L., Berry, H. D., & Dethier, M. N. (2023). Effects of temperature 
and nutrients on microscopic stages of the bull kelp (Nereocystis luetkeana, 
Phaeophyceae). Journal of Phycology, 59(5), 893–907. 
https://doi.org/10.1111/jpy.13366 

Wernberg, T., Coleman, M. A., Bennett, S., Thomsen, M. S., Tuya, F., & Kelaher, B. P. 
(2018). Genetic diversity and kelp forest vulnerability to climatic stress. Scientific 
Reports, 8(1), 1851. https://doi.org/10.1038/s41598-018-20009-9 

Wernberg, T., Krumhansl, K., Filbee-Dexter, K., & Pedersen, M. F. (2019). Status and 
trends for the world’s kelp forests. In C. Sheppard (Ed.), World Seas: An 
Environmental Evaluation (pp. 57–78). Elsevier. https://doi.org/10.1016/B978-0-
12-805052-1.00003-6 

Westermeier, R., Murúa, P., Patiño, D. J., Muñoz, L., & Müller, D. G. (2014). Giant kelp 
(Macrocystis) fishery in Atacama (Northern Chile): Biological basis for 
management of the integrifolia morph. Journal of Applied Phycology, 26(2), 
1071–1079. https://doi.org/10.1007/s10811-013-0176-3 

Westermeier, R., Patiño, D. J., Müller, H., & Müller, D. G. (2010). Towards domestication 
of giant kelp (Macrocystis pyrifera) in Chile: Selection of haploid parent 
genotypes, outbreeding, and heterosis. Journal of Applied Phycology, 22(3), 
357–361. https://doi.org/10.1007/s10811-009-9466-1 

Westermeier, R., Patiño, D. J., Murúa, P., & Müller, D. G. (2011). Macrocystis 
mariculture in Chile: Growth performance of heterosis genotype constructs under 
field conditions. Journal of Applied Phycology, 23(5), 819–825. 
https://doi.org/10.1007/s10811-010-9581-z 

Willi, Y., Kristensen, T. N., Sgrò, C. M., Weeks, A. R., Ørsted, M., & Hoffmann, A. A. 
(2022). Conservation genetics as a management tool: The five best-supported 



 47 

paradigms to assist the management of threatened species. Proceedings of the 
National Academy of Sciences, 119(1), e2105076119. 
https://doi.org/10.1073/pnas.2105076119 

Wood, G., Marzinelli, E. M., Vergés, A., Campbell, A. H., Steinberg, P. D., & Coleman, 
M. A. (2020). Using genomics to design and evaluate the performance of 
underwater forest restoration. Journal of Applied Ecology, 57(10), 1988–1998. 
https://doi.org/10.1111/1365-2664.13707 

Wright, S. (1931). Evolution in Mendelian populations. Genetics, 16(2), 97–159. 
https://doi.org/10.1093/genetics/16.2.97 

WSL. (2005). Seaweed—Personal use limit—Commercial harvesting prohibited—
Exception—Import restriction. Revised Code of Washington, RCW 79.135.410. 
Washington State Legislature. 
https://app.leg.wa.gov/rcw/default.aspx?cite=79.135.410 

Xu, S., Yu, Z., Zhou, Y., Yue, S., Liang, J., & Zhang, X. (2023). The potential for large-
scale kelp aquaculture to counteract marine eutrophication by nutrient removal. 
Marine Pollution Bulletin, 187, 114513. 
https://doi.org/10.1016/j.marpolbul.2022.114513 

Ying, C. C., & Yanchuk, A. D. (2006). The development of British Columbia’s tree seed 
transfer guidelines: Purpose, concept, methodology, and implementation. Forest 
Ecology and Management, 227(1–2), 1–13. 
https://doi.org/10.1016/j.foreco.2006.02.028 

 


