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Abstract: Evolutionary forces—selection, genetic drift, gene flow, and mutation—exert profound 
influences on allele and genotype frequencies within populations, thereby shaping genetic diversity 
and adaptive capacity. This review synthesizes contemporary findings regarding the interplay of 
these forces in driving evolutionary change, with an emphasis on population genetics, molecular 
evolution, and the variation of quantitative traits. The discourse delves into selection dynamics, 
illuminating the significance of positive selection in the emergence of adaptive traits, purifying 
selection in the preservation of genomic integrity, and balancing selection in the maintenance of 
genetic diversity. Furthermore, the phenomenon of genetic drift is scrutinized within the context of 
small populations, where stochastic fluctuations can dramatically alter allele frequencies, frequently 
culminating in the fixation or loss of alleles. Gene flow and migration are explored as pivotal 
mechanisms that introduce genetic variation, effectively counteracting the influences of drift and 
selection pressures. The review also assesses mutation rates and their contributions to genetic 
innovation, underscoring their pivotal role in fostering evolutionary novelty. Recent investigations 
that integrate genomic time-series data alongside AI-driven evolutionary modeling yield valuable 
insights into temporal changes in allele frequencies. Case studies of both plant and animal 
populations vividly illustrate how evolutionary forces sculpt genetic architecture, influencing 
phenotypic traits, adaptation to environmental stressors, and the divergence of species. Prospective 
research avenues underscore the necessity for the integration of multi-omics approaches, 
encompassing genomics, transcriptomics, and epigenetics, to refine evolutionary models. The review 
concludes by asserting that a comprehensive understanding of evolutionary forces is indispensable 
for forecasting genetic trends, conserving biodiversity, and enhancing breeding strategies. 
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1. Introduction 

Evolutionary forces are mechanisms that propel alterations in allele and genotype frequencies 
within populations across generations. These forces encompass mutation, genetic drift, gene flow, 
and natural selection, each playing a pivotal role in fostering genetic variation and adaptation. 
Mutation serves as the primary conduit for introducing novel alleles into a population, thereby acting 
as the fundamental source of genetic diversity (Peischl and Kirkpatrick, 2012). Genetic drift entails 
stochastic fluctuations in allele frequencies attributed to fortuitous events, particularly exerting 
substantial influence in diminutive populations (Bajay, 2025). Gene flow, or migration, denotes the 
transference of alleles between populations, augmenting genetic diversity and thwarting divergence 
(de Moraes et al., 2025). Natural selection encapsulates the differential survival and reproduction of 
individuals predicated upon advantageous traits, culminating in adaptive modifications in allele 
frequencies (Wiley, 2021; Allendorf et al., 2022). Collectively, these forces sculpt genetic diversity, 
shape population structure, and propel evolutionary processes. 
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Population genetics is integral to genomic selection and breeding as it offers profound insights 
into genetic variation, inheritance patterns, and the evolutionary forces that shape allele frequencies. 
Its contributions to breeding encompass, but are not limited to, the optimization of training 
populations in genomic selection, the management of genetic diversity, the enhancement of selection 
efficiency, the prediction of trait heritability, the integration of multi-omics approaches, and the 
provision of evolutionary insights. Population genetics aids in the selection of diverse and 
representative training populations for genomic prediction, thus ensuring heightened accuracy in 
breeding programs (Edwards et al., 2019; Stadler et al., 2025). Through the analysis of allele 
frequencies and genetic drift, breeders can sustain genetic variability, thereby averting inbreeding 
depression and bolstering adaptability (Bruce and Lynch, 2018). A nuanced understanding of 
population structure and linkage disequilibrium enhances marker-based selection, empowering 
breeders to identify superior genotypes with greater precision (Würschum et al., 2013; Novo et al., 
2022). Furthermore, population genetics equips breeders to estimate the heritability of traits, thereby 
informing decisions regarding which traits can be effectively enhanced through selection (Wray and 
Visscher, 2008; Lohmueller, 2014). The amalgamation of population genetics with transcriptomics, 
proteomics, and metabolomics facilitates trait discovery and accelerates breeding for stress tolerance 
and nutrient efficiency (Pott et al., 2021). An understanding of evolutionary forces such as mutation, 
migration, and selection empowers breeders to devise adaptive breeding strategies aimed at climate 
resilience and sustainable agriculture (Allan et al., 2024). 

2. Genetic Population 

Population genetics represents the intricate study of genetic variation within populations and 
the manner in which evolutionary forces sculpt allele frequencies over time. It furnishes a 
comprehensive framework for comprehending genetic diversity, adaptation, and the processes 
underlying evolution. Within the realm of population genetics, the term “gene pool” denotes the 
entirety of genetic material present within a breeding population. This encompasses all alleles located 
at various loci across the individuals comprising that population. The composition of the gene pool 
fundamentally influences the potential for evolutionary change and adaptive capacity. Populations 
exhibiting high genetic diversity possess an enhanced ability to acclimatize to environmental 
fluctuations, whereas those with limited genetic diversity are more vulnerable to genetic drift and 
inbreeding depression. The concept of the gene pool is pivotal to evolutionary biology, as it 
determines the genetic potential of a population to respond to selection pressures (Miller and 
Khoury, 2018; Yali and Mitiku, 2024). 

Genetic variability denotes the distinctions in genetic composition among individuals within a 
given population. It is paramount for the process of evolution, as it furnishes the essential substrate 
for natural selection. The origins of genetic variability encompass mutation, recombination, gene 
flow, genetic drift, and selection. Mutation introduces novel alleles into the gene pool, thereby 
enhancing genetic diversity. Recombination intricately reshuffles genetic material during meiosis, 
engendering new allele combinations. The translocation of alleles between populations mitigates 
genetic divergence. Random fluctuations in allele frequencies exert a pronounced influence in smaller 
populations. Natural selection entails differential survival and reproduction predicated on 
advantageous traits. Genetic variability is indispensable for population resilience, enabling 
organisms to adapt to environmental pressures and avert extinction (Gupta, 2022). 

The Hardy-Weinberg principle offers a mathematical framework to elucidate allele frequencies 
within a population under idealized conditions (absence of mutation, selection, migration, genetic 
drift, or nonrandom mating). Should a population maintain Hardy-Weinberg equilibrium, allele 
frequencies remain stable across generations. Conversely, deviations from this equilibrium signify 
that evolutionary forces are exerting influence on the population, resulting in genetic alterations 
(Davinack, 2024). 

Numerous factors modulate genetic variability and allele frequencies within genetic 
populations. The mutation rate dictates the introduction of new alleles. Selection pressure shapes 
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allele frequencies predicated on fitness advantages. Smaller populations are subjected to more 
pronounced effects of genetic drift. Environmental fluctuations impact selection dynamics and 
genetic adaptation. Comprehending these forces empowers breeders and geneticists to refine 
genomic selection strategies, thereby enhancing trait prediction and breeding efficacy (Star et al., 
2007; Emily et al., 2020; Abraham et al., 2020). 

Population structure profoundly influences the distribution of allele frequencies by shaping 
genetic diversity, evolutionary dynamics, and adaptive potential. Structured populations exhibit 
non-random mating patterns, geographical barriers, and subpopulation differentiation, all of which 
contribute to genetic variation. Population structure pertains to the existence of subpopulations 
within a species that experience limited genetic interchange. Genetic differentiation arises when allele 
frequencies diverge between subpopulations due to restricted gene flow. Fixation index (𝜙ௌ் ) 
quantifies genetic differentiation between populations, with elevated 𝜙ௌ்  values signifying 
pronounced genetic divergence (Wang, 2012; Willing et al., 2012). Populations characterized by low 𝜙ௌ் values maintain genetic homogeneity, whereas those with high 𝜙ௌ் values display distinct allele 
frequency distributions attributable to constrained gene flow (Porras-Hurtado et al., 2023). Gene flow 
introduces novel alleles into a population, thereby diminishing genetic differentiation. Conversely, 
limited gene flow can lead to allele fixation, wherein certain alleles become predominant in isolated 
populations. High gene flow sustains genetic diversity and mitigates local adaptation (Star et al., 
2007). For instance, in spatially heterogeneous environments, populations subjected to low gene flow 
may develop locally adapted alleles, while those with robust gene flow exhibit more uniform allele 
distributions. Small populations are susceptible to stronger genetic drift, resulting in random 
fluctuations in allele frequencies. Founder effects manifest when a new population is initiated by a 
diminutive number of individuals, culminating in a reduction of genetic diversity. Bottleneck events 
drastically curtail population size, amplifying the likelihood of allele fixation. Research indicates that 
minor allele frequency thresholds substantially influence population structure inference, thereby 
affecting genomic analyses (Porras-Hurtado et al., 2023). Natural selection favors alleles that enhance 
survival and reproductive success within specific environments. Spatially heterogeneous selection 
engenders allele frequency divergence among populations (Star et al., 2007). Balancing selection 
preserves genetic variation by favoring heterozygotes or rare alleles (Charlesworth, 2006; Chapman 
et al., 2019). For example, populations subjected to disparate environmental pressures may exhibit 
distinct allele frequency distributions, reflecting adaptation to localized conditions. The Hardy-
Weinberg equilibrium presupposes random mating and the absence of evolutionary forces. 
Structured populations frequently deviate from equilibrium due to nonrandom mating, selection, 
and genetic drift (Karlin, 1968; Sánchez and Woolliams, 2004). Assortative mating augments 
homozygosity, while disassortative mating promotes heterozygosity. Comprehending these 
deviations aids researchers in forecasting evolutionary trends and formulating effective breeding 
strategies. In summary, population structure directly impacts allele frequency distributions by 
shaping genetic diversity, influencing selection dynamics, and determining evolutionary trajectories. 
Recognizing these effects is imperative for advancements in plant breeding, conservation genetics, 
and evolutionary biology. 

3. Genes in Populations 

Allele and genotype frequency calculations are fundamental in population genetics, helping 
researchers understand genetic variation, evolutionary dynamics, and breeding strategies. These 
calculations are often based on the Hardy-Weinberg equilibrium, which provides a mathematical 
framework for predicting allele distributions in a population. 

3.1. Allele Frequency Calculation 

Allele frequency refers to the proportion of a specific allele in a population. It is calculated using 
the formula: 
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𝑝 = 2𝑁஺஺ + 𝑁஺௔
2𝑁  

 𝑝 = 𝑁஺௔ + 2𝑁௔௔
2𝑁  

Where: 
• 𝑝 =  𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 𝑜𝑓 𝑡ℎ𝑒 𝑑𝑜𝑚𝑖𝑛𝑎𝑛𝑡 𝑎𝑙𝑙𝑒𝑙𝑒 (𝐴) 
• 𝑞 =  𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 𝑜𝑓 𝑡ℎ𝑒 𝑟𝑒𝑐𝑒𝑠𝑠𝑖𝑣𝑒 𝑎𝑙𝑙𝑒𝑙𝑒 (𝑎) 
• 𝑁஺஺  =  𝑛𝑢𝑚𝑏𝑒𝑟 𝑜𝑓 ℎ𝑜𝑚𝑜𝑧𝑦𝑔𝑜𝑢𝑠 𝑑𝑜𝑚𝑖𝑛𝑎𝑛𝑡 𝑖𝑛𝑑𝑖𝑣𝑖𝑑𝑢𝑎𝑙𝑠 
• 𝑁஺௔  =  𝑛𝑢𝑚𝑏𝑒𝑟 𝑜𝑓 ℎ𝑒𝑡𝑒𝑟𝑜𝑧𝑦𝑔𝑜𝑢𝑠 𝑖𝑛𝑑𝑖𝑣𝑖𝑑𝑢𝑎𝑙𝑠 
• 𝑁௔௔ =  𝑛𝑢𝑚𝑏𝑒𝑟 𝑜𝑓 ℎ𝑜𝑚𝑜𝑧𝑦𝑔𝑜𝑢𝑠 𝑟𝑒𝑐𝑒𝑠𝑠𝑖𝑣𝑒 𝑖𝑛𝑑𝑖𝑣𝑖𝑑𝑢𝑎𝑙𝑠 
• 𝑁 =  𝑡𝑜𝑡𝑎𝑙 𝑛𝑢𝑚𝑏𝑒𝑟 𝑜𝑓 𝑖𝑛𝑑𝑖𝑣𝑖𝑑𝑢𝑎𝑙𝑠 𝑖𝑛 𝑡ℎ𝑒 𝑝𝑜𝑝𝑢𝑙𝑎𝑡𝑖𝑜𝑛 

Since allele frequencies must sum to 1, the relationship is 𝑝 + 𝑞 = 1. This equation helps estimate 
allele frequencies in populations under random mating conditions and absence of evolutionary forces 
(Nakhleh, 2010). 

3.2. Genotype Frequency Calculation 

Genotype frequency refers to the proportion of individuals with a specific genotype in a 
population. It is calculated using: 𝑓(஺஺) = 𝑁஺஺ 𝑁⁄  𝑓(஺௔) = 𝑁஺௔ 𝑁⁄  𝑓(௔௔) = 𝑁௔௔ 𝑁⁄  
Where: 
• 𝑓(஺஺)  =  𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 𝑜𝑓 ℎ𝑜𝑚𝑜𝑧𝑦𝑔𝑜𝑢𝑠 𝑑𝑜𝑚𝑖𝑛𝑎𝑛𝑡 𝑖𝑛𝑑𝑖𝑣𝑖𝑑𝑢𝑎𝑙𝑠 
• 𝑓(஺௔)  =  𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 𝑜𝑓 ℎ𝑒𝑡𝑒𝑟𝑜𝑧𝑦𝑔𝑜𝑢𝑠 𝑖𝑛𝑑𝑖𝑣𝑖𝑑𝑢𝑎𝑙𝑠 
• 𝑓(௔௔) =  𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 𝑜𝑓 ℎ𝑜𝑚𝑜𝑧𝑦𝑔𝑜𝑢𝑠 𝑟𝑒𝑐𝑒𝑠𝑠𝑖𝑣𝑒 𝑖𝑛𝑑𝑖𝑣𝑖𝑑𝑢𝑎𝑙𝑠 

Under Hardy-Weinberg equilibrium, genotype frequencies can be predicted using allele 
frequencies: 𝑓(஺஺) = 𝑝2 𝑓(஺௔) = 2𝑝𝑞 𝑓(௔௔) = 𝑞2 
These formulas allow researchers to assess whether a population is evolving or maintaining genetic 
stability (Wang, 2012). Allele frequency determination allows breeders to estimate the likelihood of 
desirable traits appearing in offspring. It is used in genetic diversity management to prevent 
inbreeding depression and maintain adaptive potential. In evolutionary studies it is used to tracks 
allele frequency shifts due to selection, mutation, migration, and genetic drift. 

Population genetics hinges upon comprehending how evolutionary forces sculpt allele 
frequencies across temporal scales. Three fundamental mechanisms, gene flow, genetic drift, and 
fixation indices, exert significant influence over genetic diversity and population architecture. Gene 
flow denotes the translocation of alleles among populations, instigated by migration or gamete 
transfer. It introduces genetic variability and mitigates the tendency of populations to diverge 
genetically. By incorporating novel alleles, gene flow enhances genetic diversity and diminishes 
genetic differentiation between populations, thereby fostering homogeneity. Nonetheless, it can 
counterbalance genetic drift by sustaining allele frequencies. For instance, in structured populations, 
restricted gene flow culminates in allele fixation, whereas elevated gene flow preserves genetic 
diversity (Nakhleh, 2010). 

Genetic drift represents the stochastic fluctuation of allele frequencies attributable to random 
events, particularly pronounced in diminutive populations. In contrast to natural selection, genetic 
drift is non-directional and may precipitate allele loss or fixation. The potency of genetic drift 
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escalates in smaller populations, leading to swift alterations in allele frequencies. This phenomenon 
can culminate in a reduction of genetic diversity, thereby diminishing adaptability. Founder effects 
manifest when a nascent population is established by a limited number of individuals, resulting in 
diminished genetic variation. Bottleneck events dramatically curtail population size, heightening the 
probability of allele fixation (Wein and Dagan, 2019; Olazcuaga et al., 2023). For example, island 
populations frequently encounter pronounced genetic drift, yielding distinctive allele distributions. 
Allele fixation indices are employed to gauge genetic differentiation among subpopulations, with the 
most prevalent index being 𝜙ௌ், which quantifies the proportion of genetic variance attributable to 
population structure. 

ϕST = HT − HS

HT
 

Where: 
• 𝐻் =  𝑇𝑜𝑡𝑎𝑙 𝑔𝑒𝑛𝑒𝑡𝑖𝑐 𝑑𝑖𝑣𝑒𝑟𝑠𝑖𝑡𝑦 𝑖𝑛 𝑡ℎ𝑒 𝑠𝑝𝑒𝑐𝑖𝑒𝑠. 
• 𝐻ௌ =  𝐴𝑣𝑒𝑟𝑎𝑔𝑒 𝑔𝑒𝑛𝑒𝑡𝑖𝑐 𝑑𝑖𝑣𝑒𝑟𝑠𝑖𝑡𝑦 𝑤𝑖𝑡ℎ𝑖𝑛 𝑠𝑢𝑏𝑝𝑜𝑝𝑢𝑙𝑎𝑡𝑖𝑜𝑛𝑠. 

The fixation index (ϕୗ୘) value approaching zero signifies a lack of genetic differentiation or 
extensive gene flow, whereas a value nearing one indicates complete genetic differentiation or an 
absence of gene flow. Intermediate values reflect varying degrees of population structure (Wang, 
2012). Gene flow, genetic drift, and fixation indices collaboratively influence population genetics by 
affecting allele frequencies, genetic diversity, and evolutionary trajectories. A comprehensive 
understanding of these mechanisms is imperative for genomic selection, conservation genetics, and 
evolutionary biology. 

4. Hardy-Weinberg Equation and Equilibrium 

The Hardy-Weinberg principle is a pivotal concept in the realm of population genetics that 
furnishes a mathematical framework for comprehending allele stability within a population under 
optimal conditions. It functions as a null model, enabling researchers to discern the evolutionary 
forces at play within a population by juxtaposing observed genetic data with anticipated frequencies. 
The Hardy-Weinberg principle posits that allele and genotype frequencies remain invariant across 
generations in a population that is not subjected to evolutionary pressures such as mutation, 
selection, genetic drift, migration, or nonrandom mating. This equilibrium is elegantly articulated 
through the following mathematical expression: 

p2 + 2pq + q2 = 1 
Where: 
• 𝑝 =  𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 𝑜𝑓 𝑡ℎ𝑒 𝑑𝑜𝑚𝑖𝑛𝑎𝑛𝑡 𝑎𝑙𝑙𝑒𝑙𝑒 
• 𝑞 =  𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 𝑜𝑓 𝑡ℎ𝑒 𝑟𝑒𝑐𝑒𝑠𝑠𝑖𝑣𝑒 𝑎𝑙𝑙𝑒𝑙𝑒 
• 𝑝2 =  𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 𝑜𝑓 ℎ𝑜𝑚𝑜𝑧𝑦𝑔𝑜𝑢𝑠 𝑑𝑜𝑚𝑖𝑛𝑎𝑛𝑡 𝑔𝑒𝑛𝑜𝑡𝑦𝑝𝑒 (𝐴𝐴) 
• 2𝑝𝑞 =  𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 𝑜𝑓 ℎ𝑒𝑡𝑒𝑟𝑜𝑧𝑦𝑔𝑜𝑢𝑠 𝑔𝑒𝑛𝑜𝑡𝑦𝑝𝑒 (𝐴𝑎) 
• 𝑞2  =  𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 𝑜𝑓 ℎ𝑜𝑚𝑜𝑧𝑦𝑔𝑜𝑢𝑠 𝑟𝑒𝑐𝑒𝑠𝑠𝑖𝑣𝑒 𝑔𝑒𝑛𝑜𝑡𝑦𝑝𝑒 (𝑎𝑎) 

This equation allows researchers to predict genotype distributions based on allele frequencies, 
assuming random mating and absence of evolutionary forces (Andrews, 2010). 

4.1. Assumptions of Hardy-Weinberg Equilibrium (HWE) 

The Hardy-Weinberg equilibrium (HWE) represents a cornerstone principle in the field of 
population genetics, elucidating the anticipated stability of allele and genotype frequencies within a 
population under idealized conditions. Nevertheless, actual populations frequently diverge from 
these assumptions due to the influence of evolutionary forces. For a population to sustain Hardy-
Weinberg equilibrium, the following conditions must be satisfied: 

• Large population size: A substantial population minimizes genetic drift and mitigates random 
fluctuations in allele frequencies. 
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• No mutation: Allele frequencies remain constant in the absence of mutations that introduce 
novel genetic variations. 

• No migration: In the absence of allelic introduction or removal resulting from migration 
between populations, allele frequencies remain unaltered. 

• Random mating: When individuals engage in mating without preferential selection, ensuring 
an equitable distribution of alleles, allele frequencies do not fluctuate. 

• No natural selection: When all genotypes within the population experience equivalent 
reproductive success and survival, this precludes shifts in allele frequencies. 

These assumptions establish a null model for discerning the evolutionary forces at play within 
a population. Should any of these assumptions be contravened, alterations in allele frequencies will 
manifest, signifying the influence of evolutionary forces on the population. 

4.2. Deviations from Hardy-Weinberg Equilibrium 

When any of the assumptions of Hardy-Weinberg Equilibrium (HWE) are contravened, allele 
and genotype frequencies undergo alterations, signifying that evolutionary processes are exerting 
influence over the population. Factors precipitating deviations encompass mutation, genetic drift, 
gene flow, selection, and nonrandom mating. Mutation introduces novel alleles, thereby modifying 
the genetic composition. Genetic drift characterized by stochastic fluctuations in allele frequencies, 
particularly pronounced in smaller populations, can result in either allele loss or fixation. Gene flow, 
the translocation of alleles between populations, disrupts the established equilibrium. Differential 
survival and reproductive success preferentially favor specific alleles. Furthermore, assortative or 
disassortative mating affects genotype frequencies. Empirical studies have demonstrated that 
deviations from HWE can significantly impact genetic association analyses, yielding biased estimates 
of allele-based risk effects (Thomas et al., 2006). 

4.3. Hardy-Weinberg Principle and Allele Stability 

The Hardy-Weinberg principle serves as a pivotal benchmark for identifying genetic alterations 
within populations. Deviations from anticipated allele frequencies signify processes such as selection, 
mutation, genetic drift, or migration. This principle bears significant implications for genetic 
association studies, population structure analyses, and breeding programs. Violations of Hardy-
Weinberg Equilibrium (HWE) can compromise the reliability of genotype-trait associations (Thomas 
et al., 2006). Moreover, deviations from HWE elucidate genetic differentiation and the influence of 
evolutionary pressures (Masuda et al., 2022). 

In the realms of plant and animal breeding, comprehending deviations from Hardy-Weinberg 
equilibrium is instrumental in refining breeding strategies; it facilitates the prediction of genotype 
distributions, aids in monitoring genetic diversity to avert inbreeding depression, and evaluates the 
efficacy of selection within genomic prediction models. In medical genetics, this principle is 
employed to forecast the prevalence of recessive genetic disorders. 

The Hardy-Weinberg principle functions as a foundational reference for allele stability, enabling 
researchers to detect evolutionary forces, estimate genetic variation, and enhance breeding strategies. 
While actual populations seldom conform entirely to all Hardy-Weinberg assumptions, the observed 
deviations yield invaluable insights into genetic dynamics and evolutionary processes. 

5. Factors Affecting Allele and Genotype Frequencies 

5.1. Mutation 

Mutation represents a fundamental evolutionary force that introduces novel genetic variation 
into plant populations. The rate and nature of mutations significantly influence allele and genotype 
frequencies, thereby shaping genetic diversity, adaptation, and breeding outcomes. Mutation rates in 
plants exhibit variability contingent upon species, genomic regions, and environmental conditions. 
The frequency of mutations dictates the rapidity with which new alleles emerge within a population. 
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Elevated mutation rates foster enhanced genetic diversity but may also precipitate the introduction 
of deleterious alleles. Conversely, diminished mutation rates preserve genetic stability while 
concurrently impairing adaptability. Variation in mutation rates markedly influences allele 
frequency distributions, thereby affecting population structure. Empirical studies suggest that 
mutation rates in plants are modulated by environmental stressors, such as radiation, chemical 
mutagens, and oxidative damage (Elena and de Visser, 2003; Alday, 2023). 

Mutations arise through a plethora of mechanisms, each exerting distinct effects on genotype 
frequencies. Point mutations, characterized by single nucleotide alterations, possess the potential to 
modify allele frequencies. Insertions or deletions (Indels) can disrupt gene functionality and 
subsequently influence genotype distributions. Gene duplication elevates allele copy number, 
thereby affecting genetic variation. Chromosomal rearrangements, as large-scale mutations, 
fundamentally reshape population genetics. Collectively, these mechanisms contribute to genetic 
drift, selection, and adaptation, thereby influencing genotype frequencies across generations (Star 
and Spencer, 2013; Lynch et al., 2016). 

Several models are employed to elucidate the influence of mutations on population genetics. 
Three pivotal models utilized to quantify mutation rates and their ramifications on allele frequencies 
are the infinite sites model (ISM), the mutation-drift equilibrium model (MDEM), and the mutation-
selection balance model (MSBM). The ISM posits that each mutation transpires at a distinct site within 
the genome, thereby precluding recurrent mutations at the same locus. This model serves to estimate 
mutation rates and allele frequency distributions. Research indicates that repeat mutations lead to 
deviations from the ISM (Harpak et al., 2016; Wikipedia, 2025). This model proves advantageous for 
estimating mutation rates in extensive populations characterized by minimal genetic drift. Its 
equation is: 𝜃 = 4𝑁௘𝜇 
Where: 
• 𝜃 =  𝑚𝑢𝑡𝑎𝑡𝑖𝑜𝑛 𝑟𝑎𝑡𝑒 𝑝𝑒𝑟 𝑠𝑖𝑡𝑒 
• 𝑁𝑒 =  𝑒𝑓𝑓𝑒𝑐𝑡𝑖𝑣𝑒 𝑝𝑜𝑝𝑢𝑙𝑎𝑡𝑖𝑜𝑛 𝑠𝑖𝑧𝑒 
• 𝜇 =  𝑚𝑢𝑡𝑎𝑡𝑖𝑜𝑛 𝑟𝑎𝑡𝑒 𝑝𝑒𝑟 𝑔𝑒𝑛𝑒𝑟𝑎𝑡𝑖𝑜𝑛 

A lower θ value (< 0.001) signifies minimal genetic variation, commonly observed in small 
populations or those characterized by low mutation rates. This suggests a limited evolutionary 
potential, rendering the population vulnerable to the challenges of environmental changes. A 
moderate θ value (0.001 - 0.01) indicates a balanced mutation rate, thereby facilitating gradual 
adaptation. Conversely, a high θ value (> 0.01) denotes accelerated genetic diversification, thereby 
augmenting evolutionary flexibility. The ISM model serves as a vital tool for estimating genetic 
diversity within populations. It is instrumental in phylogenetic studies that trace evolutionary 
divergence and supports the discovery of genetic markers in genomic selection by identifying rare 
alleles. 

MDEM model elucidates the equilibrium between the mutation that introduces novel alleles and 
the genetic drift that erodes alleles due to stochastic sampling effects. MDEM adeptly reconciles the 
influx of mutations with the ramifications of genetic drift. It forecasts alterations in allele frequencies 
within diminutive populations. 𝐻 = 4𝑁௘𝜇

1 + 4𝑁௘𝜇 
Where: 
• 𝐻 =  𝑒𝑥𝑝𝑒𝑐𝑡𝑒𝑑 ℎ𝑒𝑡𝑒𝑟𝑜𝑧𝑦𝑔𝑜𝑠𝑖𝑡𝑦 
• 𝑁𝑒 =  𝑒𝑓𝑓𝑒𝑐𝑡𝑖𝑣𝑒 𝑝𝑜𝑝𝑢𝑙𝑎𝑡𝑖𝑜𝑛 𝑠𝑖𝑧𝑒 
• 𝜇 =  𝑚𝑢𝑡𝑎𝑡𝑖𝑜𝑛 𝑟𝑎𝑡𝑒 

Low genetic diversity (H < 0.1) signifies a population that is acutely vulnerable to genetic drift, 
rendering it less capable of adapting to environmental fluctuations. A moderate level of genetic 
diversity (0.1 - 0.5) indicates a balanced variation, which facilitates some degree of adaptability while 
remaining susceptible to the effects of drift. Conversely, high genetic diversity (H > 0.5) denotes a 

Preprints.org (www.preprints.org)  |  NOT PEER-REVIEWED  |  Posted: 6 June 2025 doi:10.20944/preprints202506.0510.v1

© 2025 by the author(s). Distributed under a Creative Commons CC BY license.

https://doi.org/10.20944/preprints202506.0510.v1
http://creativecommons.org/licenses/by/4.0/


 8 of 27 

 

robust evolutionary potential, endowing the population with considerable resilience. MDEM serves 
as a critical tool in evaluating the erosion of genetic diversity in endangered species. It informs 
breeding initiatives aimed at preserving genetic variation and forecasts allele fixation probabilities 
within small populations. 

The MSBM model elucidates the persistence of deleterious mutations within populations, 
notwithstanding the opposing force of natural selection. This model articulates the introduction of 
novel alleles through mutation, while selection concurrently eliminates harmful variants, 
culminating in an equilibrium allele frequency (q). It is extensively employed in genomic selection to 
refine breeding strategies (Bruce and Lynch, 2018; Qu et al., 2020). The NSBM equation is: 

𝑞 = ට𝜇𝑠 
Where: 
• 𝑞 =  𝑒𝑞𝑢𝑖𝑙𝑖𝑏𝑟𝑖𝑢𝑚 𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 𝑜𝑓 𝑑𝑒𝑙𝑒𝑡𝑒𝑟𝑖𝑜𝑢𝑠 𝑎𝑙𝑙𝑒𝑙𝑒 
• 𝜇 =  𝑚𝑢𝑡𝑎𝑡𝑖𝑜𝑛 𝑟𝑎𝑡𝑒 
• 𝑠 =  𝑠𝑒𝑙𝑒𝑐𝑡𝑖𝑜𝑛 𝑐𝑜𝑒𝑓𝑓𝑖𝑐𝑖𝑒𝑛𝑡 𝑎𝑔𝑎𝑖𝑛𝑠𝑡 𝑡ℎ𝑒 𝑎𝑙𝑙𝑒𝑙𝑒 

Low q (< 0.01) signifies that the deleterious allele is infrequent, indicative of robust purifying 
selection. A moderate q (0.01 - 0.1) suggests a balance between mutation and selection, permitting the 
allele’s persistence. A high q (> 0.1) implies that the allele is prevalent, indicating either weak selection 
pressures or elevated mutation rates. The MSBM framework aids in forecasting mutation load within 
breeding populations. It informs selection strategies aimed at eradicating harmful alleles while 
elucidating the maintenance of genetic variation in the face of selection pressures. Mutation rates and 
mechanisms are pivotal in shaping allele and genotype frequencies in plant populations. A 
comprehensive understanding of these processes is crucial for advancements in genomic selection, 
evolutionary biology, and conservation genetics. 

5.2. Genetic Drift and Founder Effects 

Genetic drift and founder effects are pivotal evolutionary forces that shape allele and genotype 
frequencies within plant populations. These mechanisms exert considerable influence, particularly in 
small or isolated populations, where stochastic events can profoundly alter genetic diversity. Genetic 
drift pertains to random fluctuations in allele frequencies attributable to chance occurrences rather 
than natural selection. This phenomenon is particularly pronounced in diminutive populations, 
where allele frequencies can shift unpredictably. Drift may culminate in the loss of rare alleles across 
generations and can precipitate allele fixation; for instance, certain alleles may become predominant 
solely by coincidence. Furthermore, drift amplifies homozygosity and diminishes adaptability, 
potentially leading to inbreeding depression. Empirical studies on endangered plant species indicate 
that genetic drift can result in diminished genetic variation, rendering populations increasingly 
susceptible to environmental perturbations (Edwards et al., 2021; Ashley et al., 2023). 

The founder effect transpires when a small cohort of individuals establishes a new population, 
thereby carrying only a fraction of the original genetic diversity. This scenario engenders distinct 
allele frequencies in comparison to the source population, thereby constraining genetic variation and 
limiting the adaptability of crops to environmental stressors. Additionally, it heightens the risk of 
inbreeding and increases homozygosity, which can adversely affect plant fitness. Furthermore, it 
fosters rapid evolutionary changes that give rise to unique allele distributions in isolated populations. 
For instance, plant populations on islands frequently display pronounced founder effects, 
culminating in genetic differentiation from their mainland counterparts. 

Several models facilitate the estimation of the impacts of genetic drift and founder effects. The 
most widely utilized models include the Wright-Fisher model, Kimura’s neutral theory model, and 
coalescent theory model. The Wright-Fisher model serves as a foundational framework in population 
genetics, elucidating random allele frequency alterations attributable to genetic drift in finite 
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populations. It demonstrates how allele frequencies fluctuate randomly across generations due to 
sampling effects and predicts the probability of allele fixation over successive generations. This 
model operates under several assumptions, including non-overlapping generations, constant 
population size, and random mating. Its equation for genetic drift estimation is 

P (Xtା1 = k) = ቀ2N
k ቁpk(1 − p)2Nିk 

Where: 
• 𝑃 (𝑋௧ା1 = 𝑘)  =  𝑝𝑟𝑜𝑏𝑎𝑏𝑖𝑙𝑖𝑡𝑦 𝑜𝑓 𝑎𝑙𝑙𝑒𝑙𝑒 𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 𝑖𝑛 𝑡ℎ𝑒 𝑛𝑒𝑥𝑡 𝑔𝑒𝑛𝑒𝑟𝑎𝑡𝑖𝑜𝑛 
• 𝑁 =  𝑝𝑜𝑝𝑢𝑙𝑎𝑡𝑖𝑜𝑛 𝑠𝑖𝑧𝑒 
• 𝑝 =  𝑎𝑙𝑙𝑒𝑙𝑒 𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 𝑖𝑛 𝑡ℎ𝑒 𝑐𝑢𝑟𝑟𝑒𝑛𝑡 𝑔𝑒𝑛𝑒𝑟𝑎𝑡𝑖𝑜𝑛 

Low effective population size (N < 100) signifies pronounced genetic drift, leading to rapid 
fixation or loss of alleles. A moderate effective population size (N between 100 and 1000) reflects a 
balance between the influences of genetic drift and natural selection. Conversely, a high effective 
population size (N > 1000) indicates diminished drift, with selection predominating the alterations in 
allele frequencies. This metric is instrumental in predicting allele fixation probabilities within 
breeding populations and is valuable in evaluating the erosion of genetic diversity attributable to 
drift. Furthermore, it is employed in marker-assisted selection to refine breeding strategies (Ferrer-
Admetlla et al., 2016). 

Kimura’s neutral theory of molecular evolution posits that the majority of mutations are neutral, 
propagating through genetic drift rather than through selective pressures. This theoretical framework 
is essential for estimating mutation rates and elucidating changes in allele frequencies. Its equation 
is 

𝜃 = 4𝑁௘𝜇 

Where: 
• 𝜃 =  𝑚𝑢𝑡𝑎𝑡𝑖𝑜𝑛 𝑟𝑎𝑡𝑒 𝑝𝑒𝑟 𝑠𝑖𝑡𝑒 
• 𝑁𝑒 =  𝑒𝑓𝑓𝑒𝑐𝑡𝑖𝑣𝑒 𝑝𝑜𝑝𝑢𝑙𝑎𝑡𝑖𝑜𝑛 𝑠𝑖𝑧𝑒 
• 𝜇 =  𝑚𝑢𝑡𝑎𝑡𝑖𝑜𝑛 𝑟𝑎𝑡𝑒 𝑝𝑒𝑟 𝑔𝑒𝑛𝑒𝑟𝑎𝑡𝑖𝑜𝑛 

A low θ (< 0.001) signifies diminished genetic diversity, wherein genetic drift prevails and 
adaptive processes are sluggish. A moderate θ (0.001 - 0.01) indicates a delicate equilibrium between 
mutation and drift, facilitating the gradual accumulation of neutral mutations. Conversely, a high θ 
(> 0.01) denotes substantial genetic diversity, characterized by the rapid accumulation of mutations, 
thereby enhancing evolutionary potential. Kimura’s neutral theory elucidates the maintenance of 
genetic variation within populations (Kimura, 1983; Bürger, 1986). This theory aids in forecasting the 
accumulation of mutations in small populations and serves as a guiding framework for breeding 
programs aimed at preserving genetic diversity. 

Coalescent theory delineates the trajectory of gene ancestry as it recedes through time, 
elucidating the ramifications of genetic drift and founder events. It conceptualizes the process by 
which alleles converge into a common ancestor, thereby offering profound insights into the historical 
dynamics of populations (Nordberg, 2000; Kuhner, 2008). The mathematical formulation for 
estimating coalescent time is 

𝑇ெோ஼஺ = 2𝑁௘𝑘(𝑘 − 1) 
Where: 
• 𝑇ெோ஼஺  =  𝑡𝑖𝑚𝑒 𝑡𝑜 𝑚𝑜𝑠𝑡 𝑟𝑒𝑐𝑒𝑛𝑡 𝑐𝑜𝑚𝑚𝑜𝑛 𝑎𝑛𝑐𝑒𝑠𝑡𝑜𝑟 
• 𝑁௘ =  𝑒𝑓𝑓𝑒𝑐𝑡𝑖𝑣𝑒 𝑝𝑜𝑝𝑢𝑙𝑎𝑡𝑖𝑜𝑛 𝑠𝑖𝑧𝑒 
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• 𝑘 =  𝑛𝑢𝑚𝑏𝑒𝑟 𝑜𝑓 𝑠𝑎𝑚𝑝𝑙𝑒𝑑 𝑎𝑙𝑙𝑒𝑙𝑒𝑠 
A low 𝑇ெோ஼஺  (< 100 generations) signifies recent common ancestry, implying rapid allele 

fixation attributable to robust selection or genetic drift. A moderate 𝑇ெோ஼஺ (100 - 10,000 generations) 
indicates a balance between mutation and drift, facilitating the gradual accumulation of genetic 
diversity. Conversely, a high 𝑇ெோ஼஺ (> 10,000 generations) denotes a profound evolutionary history, 
suggesting that the population has preserved genetic variation over extensive timescales. The 
coalescent theory model serves to reconstruct population history utilizing genetic data. It is employed 
in genomic prediction models to evaluate the ramifications of genetic drift. Additionally, it underpins 
phylogenetic studies by estimating divergence times. 

5.3. Gene Flow 

Gene flow represents a pivotal evolutionary force that shapes allele and genotype frequencies 
within plant populations. It introduces novel genetic material, augments genetic diversity, and 
curtails population divergence. Gene flow transpires when alleles are transferred between 
populations through mechanisms such as pollen dispersal, seed movement, or vegetative 
propagation. Within the context of gene flow, new alleles infiltrate a population, thereby enhancing 
its adaptability. Populations engaged in gene exchange tend to exhibit increased genetic similarity. 
Gene flow acts as a bulwark against allele fixation and sustains genetic variation by counteracting 
the effects of genetic drift. Furthermore, it exerts an influence on local adaptation; high levels of gene 
flow may dilute locally adapted alleles, while restricted gene flow can foster specialization. For 
instance, research on crop breeding populations has demonstrated that pollen-mediated gene flow 
sustains genetic diversity across fragmented landscapes. Gene flow modifies genotype frequencies 
by introducing heterozygous combinations and reshuffling genetic material, thereby elevating 
heterozygosity and bolstering genetic resilience. It facilitates hybridization events that can result in 
innovative trait combinations. However, excessive gene flow, often referred to as genetic swamping, 
may undermine local adaptation. Investigations into maize populations have illustrated that gene 
flow from transgenic varieties can significantly alter genotype distributions (Dyer et al., 2009; Wang 
and Huang, 2024). Migration and gene flow intricately shape genetic diversity within plant 
populations, influencing allele frequencies, genotype distributions, and potential for adaptation. A 
comprehensive understanding of these processes is crucial for genomic selection, conservation 
genetics, and the formulation of effective plant breeding strategies. 

Gene flow profoundly impacts allele frequencies, genetic diversity, and population structure. 
Three principal models are employed to estimate the ramifications of gene flow on allele frequencies: 
the island model (IM), the stepping-stone model (SSM), and the migration-selection balance model 
(MSBM). The IM delineates gene flow among subpopulations, positing that populations are 
partitioned into discrete units (islands) with uniform migration rates between them. This model 
facilitates the quantification of gene flow and genetic differentiation. The equation utilized for 
estimating the rate of gene flow is: 

IM = 1
1 + 4𝑁𝑚 

Where: 
• 𝐼𝑀 =  𝑔𝑒𝑛𝑒𝑡𝑖𝑐 𝑑𝑖𝑓𝑓𝑒𝑟𝑒𝑛𝑡𝑖𝑎𝑡𝑖𝑜𝑛 𝑏𝑒𝑡𝑤𝑒𝑒𝑛 𝑠𝑢𝑏𝑝𝑜𝑝𝑢𝑙𝑎𝑡𝑖𝑜𝑛𝑠 
• 𝑁 =  𝑒𝑓𝑓𝑒𝑐𝑡𝑖𝑣𝑒 𝑝𝑜𝑝𝑢𝑙𝑎𝑡𝑖𝑜𝑛 𝑠𝑖𝑧𝑒 
• 𝑚 =  𝑚𝑖𝑔𝑟𝑎𝑡𝑖𝑜𝑛 𝑟𝑎𝑡𝑒 

Low IM (< 0.05) indicates high gene flow, minimal differentiation between populations. 
Moderate IM (0.05-0.15) implies balanced drift and migration, indicating moderate differentiation. 
High (> 0.15) suggests strong genetic drift, significant population divergence due to limited 
migration. IM is used to predict genetic homogenization across populations. It helps assess gene flow 
impact on breeding populations. It is used in conservation genetics to maintain genetic diversity. The 
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stepping-stone model describes gradual gene flow between neighboring populations rather than 
unrestricted migration across all populations. It is particularly useful for studying pollen dispersal in 
plants. Its equation for gene flow estimation is: 

𝑆𝑆𝑀 = 1
1 + 2𝑁𝑚 

Where: 
• 𝑆𝑆𝑀 =  𝑔𝑒𝑛𝑒𝑡𝑖𝑐 𝑑𝑖𝑓𝑓𝑒𝑟𝑒𝑛𝑡𝑖𝑎𝑡𝑖𝑜𝑛 𝑏𝑒𝑡𝑤𝑒𝑒𝑛 𝑠𝑢𝑏𝑝𝑜𝑝𝑢𝑙𝑎𝑡𝑖𝑜𝑛𝑠 
• 𝑁 =  𝑒𝑓𝑓𝑒𝑐𝑡𝑖𝑣𝑒 𝑝𝑜𝑝𝑢𝑙𝑎𝑡𝑖𝑜𝑛 𝑠𝑖𝑧𝑒 
• 𝑚 =  𝑚𝑖𝑔𝑟𝑎𝑡𝑖𝑜𝑛 𝑟𝑎𝑡𝑒 

A low SSM (< 0.05) indicates substantial gene flow and negligible genetic differentiation among 
neighboring populations. A moderate SSM (0.05-0.15) signifies a balance between genetic drift and 
migration, reflecting a moderate level of differentiation. Conversely, a high SSM (> 0.15) denotes 
pronounced genetic drift and significant population divergence stemming from restricted migration. 
Spatial structure modeling (SSM) is instrumental in elucidating spatial genetic structure within 
fragmented landscapes. This methodology is employed in crop breeding to investigate gene flow 
dynamics. Additionally, it bolsters phylogenetic research by estimating genetic connectivity among 
populations. The migration-selection balance model (MSBM) elucidates how gene flow mitigates 
selection pressures, thereby preserving genetic diversity while facilitating adaptation. This model is 
extensively utilized in crop breeding to harmonize the retention of advantageous alleles with genetic 
interchange. Equation for migration-selection balance model is: 

𝑞 = 𝜇𝑠 + 𝑚 
Where: 
• 𝑞 =  𝑒𝑞𝑢𝑖𝑙𝑖𝑏𝑟𝑖𝑢𝑚 𝑎𝑙𝑙𝑒𝑙𝑒 𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 
• 𝜇 =  𝑚𝑢𝑡𝑎𝑡𝑖𝑜𝑛 𝑟𝑎𝑡𝑒 
• 𝑠 =  𝑠𝑒𝑙𝑒𝑐𝑡𝑖𝑜𝑛 𝑐𝑜𝑒𝑓𝑓𝑖𝑐𝑖𝑒𝑛𝑡 
• 𝑚 =  𝑚𝑖𝑔𝑟𝑎𝑡𝑖𝑜𝑛 𝑟𝑎𝑡𝑒 

The migration-selection balance model (MSBM) serves to elucidate the equilibrium between 
gene flow (migration) and natural selection within a population. It is particularly instrumental in 
comprehending how local adaptation is preserved in the face of incoming alleles from external 
populations. The model forecasts the frequency of locally adapted alleles contingent upon the 
intensity of selection and the rate of migration. When migration is pronounced relative to selection, 
locally adapted alleles may become inundated. Genetic swamping transpires when gene flow from a 
more prevalent species overwhelms the genetic integrity of a rarer species, resulting in the 
substitution of local genotypes with hybrids (Rutherford et al., 2019). MSBM can quantify the genetic 
burden imposed by incoming alleles, enabling researchers to evaluate whether migration yields 
beneficial or detrimental outcomes. If the selection pressure is sufficiently robust to counteract 
migration, local adaptation occurs. Otherwise, genetic homogenization could occur. If m/s < 1, 
selection prevails, facilitating the persistence of local adaptation and on the other hand, if m/s > 1, 
migration eclipses selection, culminating in genetic swamping. In multi-locus scenarios, the threshold 
may fluctuate based on recombination rates and genetic architecture (Yeaman et al., 2011). Empirical 
studies indicate that strong selection coupled with low migration favors the retention of locally 
adapted alleles (Yanchukov et al., 2014). These models provide potent instruments for appraising the 
effects of migration and gene flow, thereby aiding researchers in optimizing genomic selection, 
conservation genetics, and evolutionary inquiries. A profound understanding of their applications 
enhances breeding strategies and assessments of genetic diversity. 
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5.4. Natural Selection 

Natural selection plays a quintessential role in shaping gene and genotype frequencies within a 
population by favoring alleles that enhance survival and reproductive success. Directional selection 
elevates the prevalence of advantageous alleles while diminishing the frequency of deleterious ones. 
For instance, the propagation of drought-resistant alleles in agricultural crops exemplifies adaptive 
selection in response to arid conditions. Stabilizing selection preserves intermediate phenotypes by 
purging extreme variations. Conversely, disruptive selection promotes extreme traits at the expense 
of intermediate phenotypes, potentially catalyzing speciation. Should a particular homozygous 
genotype exhibit superior fitness, its prevalence will increase over successive generations. Certain 
heterozygous genotypes confer survival advantages, thereby sustaining genetic diversity. Intense 
selection pressure can diminish genetic diversity, rendering populations more susceptible to 
environmental fluctuations. Mutation serves as a conduit for introducing novel alleles upon which 
selection may act. Gene flow can counterbalance selection by infusing fresh genetic material. Genetic 
drift, characterized by stochastic fluctuations in allele frequency, may eclipse selection in diminutive 
populations. 

5.4.1. Directional Selection 

Directional selection constitutes a mechanism of natural or artificial selection that preferentially 
favors one extreme phenotype over its counterparts, resulting in a shift in allele frequencies toward 
the advantageous trait. Within the realm of botany, this phenomenon plays a pivotal role in the 
adaptation to environmental pressures, such as drought resistance, pest tolerance, and nutrient 
utilization efficiency. Alleles associated with advantageous traits become increasingly prevalent 
within the population, while less beneficial alleles may be gradually lost across generations. In the 
context of directional selection, populations exhibit rapid adaptation to environmental fluctuations. 
For instance, investigations into wheat’s resistance to fungal pathogens illustrate that directional 
selection enhances the frequency of resistance alleles (Mourad et al., 2024). As selection elevates a 
specific allele, homozygous individuals possessing that allele become more prevalent. Directional 
selection propels the average trait value toward the selected extreme. However, if directional 
selection is excessively vigorous, genetic variation may diminish, thereby undermining adaptability. 
Research on maize drought tolerance exemplifies that directional selection augments the prevalence 
of genotypes exhibiting improved water-use efficiency (Sheoran et al., 2022). 

Commonly employed models to elucidate the effects of directional selection on gene and allele 
frequencies include the quantitative genetic model and Fisher’s fundamental theorem of natural 
selection. The quantitative genetic model delineates how selection modifies allele frequencies in 
accordance with the heritability of traits. 𝑅 = ℎ2𝑆 
Where: 
o 𝑅 =  𝑟𝑒𝑠𝑝𝑜𝑛𝑠𝑒 𝑡𝑜 𝑠𝑒𝑙𝑒𝑐𝑡𝑖𝑜𝑛 
o ℎ2 =  ℎ𝑒𝑟𝑖𝑡𝑎𝑏𝑖𝑙𝑖𝑡𝑦 𝑜𝑓 𝑡ℎ𝑒 𝑡𝑟𝑎𝑖𝑡 
o 𝑆 =  𝑠𝑒𝑙𝑒𝑐𝑡𝑖𝑜𝑛 𝑑𝑖𝑓𝑓𝑒𝑟𝑒𝑛𝑡𝑖𝑎𝑙 

Quantitative genetic model helps predict trait evolution in breeding programs. It guides 
selection strategies for improving crop resilience and used in adaptive trait modeling for conservation 
genetics. Quantitative genetic models analyze the inheritance of complex traits influenced by 
multiple genes and environmental factors. The interpretation of results typically involves variance 
components, heritability estimates, genetic correlations, and genomic estimated breeding values 
(GEBVs). Partitioning phenotypic variance into genetic (additive, dominance, epistatic) and 
environmental components help understand proportion of genetic control on traits. Determining the 
proportion of trait variation due to genetic factors guides selection strategies. Assessing relationships 
between traits help optimize breeding decisions. Predicting an individual’s genetic potential for a 
trait using marker effects is used to identify high potential genotypes. Threshold values for 
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quantitative genetic models outputs depend on the trait and selection objectives. Common thresholds 
include heritability, LOD score, and genomic prediction accuracy. Heritability (h² > 0.3–0.5) indicates 
strong genetic control, supporting selection. LOD score (>3.0) suggests significant quantitative trait 
loci (QTL) effects (Sharma et al., 2022). Genomic prediction accuracy (>0.6) ensures reliable selection 
decisions (Rabier et al., 2016; Dekkers et al., 2021). 

Quantitative genetic models are instrumental in forecasting trait evolution within breeding 
programs. They inform selection strategies aimed at enhancing crop resilience and are employed in 
adaptive trait modeling for conservation genetics. These models scrutinize the inheritance of intricate 
traits that are influenced by a multitude of genes and environmental factors. The interpretation of 
outcomes typically encompasses variance components, heritability estimates, genetic correlations, 
and genomic estimated breeding values (GEBVs). 

Dissecting phenotypic variance into genetic (additive, dominance, epistatic) and environmental 
components elucidates the extent of genetic control over traits. Ascertaining the proportion of trait 
variation attributable to genetic factors is pivotal in guiding selection strategies. Evaluating 
interrelationships between traits facilitates the optimization of breeding decisions. The prediction of 
an individual’s genetic potential for a trait through marker effects serves to identify genotypes with 
high potential. The threshold values for the outputs of quantitative genetic models are contingent 
upon the specific trait and selection objectives. Common thresholds include heritability, LOD score, 
and genomic prediction accuracy. A heritability estimate (h² > 0.3–0.5) signifies robust genetic control, 
thereby bolstering the case for selection. A LOD score exceeding 3.0 indicates substantial effects of 
quantitative trait loci (QTL) (Sharma et al., 2022). Additionally, genomic prediction accuracy of 
greater than 0.6 ensures dependable selection decisions (Rabier et al., 2016; Dekkers et al., 2021). 

Fisher’s fundamental theorem of natural selection elucidates how selection augments mean 
fitness by favoring advantageous alleles. It posits that the rate of increase in mean fitness attributable 
to natural selection is equivalent to the genetic variance in fitness at that moment. It explains how 
selection increases population fitness and helps quantify genetic variance in breeding populations. 
Crop breeding, it is used in to optimize trait selection. The equation for fitness increase is: 

𝑑𝑊𝑑𝑡 = 𝑉  
Where: 
• 𝑊 =  𝑚𝑒𝑎𝑛 𝑓𝑖𝑡𝑛𝑒𝑠𝑠 𝑜𝑓 𝑡ℎ𝑒 𝑝𝑜𝑝𝑢𝑙𝑎𝑡𝑖𝑜𝑛 
• 𝑉  =  𝑔𝑒𝑛𝑒𝑡𝑖𝑐 𝑣𝑎𝑟𝑖𝑎𝑛𝑐𝑒 𝑖𝑛 𝑓𝑖𝑡𝑛𝑒𝑠𝑠 

Fisher’s fundamental theorem of natural selection posits that the rate of increase in a 
population’s fitness is commensurate with its genetic variance in fitness at any given moment. This 
implies that populations exhibiting elevated genetic variance in fitness will undergo more rapid 
adaptation through the mechanism of natural selection. The theorem intimates that populations 
endowed with greater genetic diversity possess a heightened capacity for evolutionary 
transformation. Conversely, when genetic variance is minimal, the pace of adaptation diminishes. 
Only the genetic components of fitness play a pivotal role in facilitating evolutionary change, as 
environmental factors do not exert a direct influence on the selection process. Although the theorem 
does not delineate a strict threshold value, practical applications suggest that higher genetic variance 
(exceeding 0.2–0.5) fosters more robust selection responses, while low variance (below 0.1) indicates 
constrained evolutionary potential. The efficiency of selection is contingent upon the equilibrium 
between genetic variance and environmental influences. 

The directional selection model in population genetics meticulously monitors the fluctuations in 
allele frequencies across generations as a consequence of directional selection. It prognosticates the 
fixation probabilities of advantageous alleles. The equation delineating the alterations in allele 
frequency is as follows: 
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𝑝′ = 𝑝 + 𝑠𝑝(1 − 𝑝) 
Where: 
• 𝑝′ =  𝑎𝑙𝑙𝑒𝑙𝑒 𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 𝑖𝑛 𝑡ℎ𝑒 𝑛𝑒𝑥𝑡 𝑔𝑒𝑛𝑒𝑟𝑎𝑡𝑖𝑜𝑛 
• 𝑝 =  𝑐𝑢𝑟𝑟𝑒𝑛𝑡 𝑎𝑙𝑙𝑒𝑙𝑒 𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 
• 𝑠 =  𝑠𝑒𝑙𝑒𝑐𝑡𝑖𝑜𝑛 𝑐𝑜𝑒𝑓𝑓𝑖𝑐𝑖𝑒𝑛𝑡 

Directional selection models in population genetics serve to elucidate the fixation of alleles 
within plant populations. They also inform strategies for selecting traits associated with stress 
tolerance and facilitate assessments of genetic diversity in conservation initiatives. Directional 
selection is characterized by the phenomenon wherein individuals exhibiting extreme phenotypic 
traits possess superior fitness, resulting in a progressive shift in allele frequencies across generations. 
The interpretation of results typically encompasses changes in allele frequencies, the selection 
coefficient, the reduction of genetic variance, and the anticipated response to selection. Beneficial 
alleles experience an increase in frequency, whereas deleterious alleles diminish. The selection 
coefficient (s) quantifies the intensity of selection exerted on a trait, with elevated values signifying 
stronger selective pressure. Over extended periods, directional selection may lead to a diminution of 
genetic diversity as advantageous alleles become fixed within the population. The response to 
selection forecasts the expected alteration in the mean trait value. A selection coefficient (s > 0.1–0.2) 
denotes a robust selective pressure. Furthermore, heritability (h² > 0.3–0.5) corroborates an effective 
response to selection, while genomic prediction accuracy (>0.6) ensures the reliability of selection 
decisions. Various models of directional selection are employed to monitor changes in allele 
frequencies across generations and to predict the fixation probability of advantageous alleles. These 
models constitute powerful instruments for estimating the ramifications of directional selection, 
thereby aiding researchers in optimizing genomic selection, conservation genetics, and evolutionary 
studies. A comprehensive understanding of their applications enhances breeding strategies and 
assessments of genetic diversity. 

5.4.2. Stabilizing Selection 

Stabilizing selection is a process that preferentially favors intermediate phenotypes over extreme 
variations, thereby preserving genetic stability within plant populations. This mode of selection 
diminishes genetic diversity while safeguarding advantageous traits that enhance survival and 
reproductive success. Stabilizing selection fortifies genetic stability, curtails extreme variants, and 
augments population adaptability. Within this framework, intermediate alleles remain predominant, 
precluding drastic fluctuations in allele frequencies. Alleles linked to extreme phenotypes diminish 
across generations, ensuring that plants retain traits finely tuned to their environmental conditions. 
For instance, research on seed size in crop species illustrates that stabilizing selection sustains an 
optimal range of seed sizes, preventing the predominance of excessively large or small seeds 
(Wellmann et al., 2023; Ambika et al., 2014). Stabilizing selection elevates the frequency of 
heterozygous genotypes, diminishes the prevalence of extreme homozygous genotypes, and 
conserves adaptive traits. This selection mechanism balances genetic variation while thwarting 
extreme phenotypic shifts. It restricts the dominance of traits that may compromise fitness and 
ensures that populations preserve beneficial genetic combinations. Investigations into flowering time 
in wheat reveal that stabilizing selection maintains an optimal flowering period, effectively 
preventing early or late bloomers from becoming predominant (Rhoné et al., 2010; Kamran et al., 
2014; Flohr et al., 2018). 

The frequently employed models to elucidate the effects of stabilizing selection are the 
quantitative genetic model and the Bulmer effect model. The quantitative genetic model elucidates 
how selection perpetuates trait stability across generations. It predicts genetic variance reduction 
using the breeder’s equation: 𝑅 = ℎ2𝑆 
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Where: 
o 𝑅 =  𝑟𝑒𝑠𝑝𝑜𝑛𝑠𝑒 𝑡𝑜 𝑠𝑒𝑙𝑒𝑐𝑡𝑖𝑜𝑛 
o ℎ2 =  ℎ𝑒𝑟𝑖𝑡𝑎𝑏𝑖𝑙𝑖𝑡𝑦 𝑜𝑓 𝑡ℎ𝑒 𝑡𝑟𝑎𝑖𝑡 
o 𝑆 =  𝑠𝑒𝑙𝑒𝑐𝑡𝑖𝑜𝑛 𝑑𝑖𝑓𝑓𝑒𝑟𝑒𝑛𝑡𝑖𝑎𝑙 

The Bulmer effect model elucidates the phenomenon whereby selective pressures diminish 
genetic variance across generations, attributable to selection-induced linkage disequilibrium. This 
effect manifests as a consequence of selection favoring individuals with elevated breeding values, 
culminating in a reduction of additive genetic variance in ensuing generations. The quantification of 
the Bulmer effect is instrumental in forecasting genetic gain within breeding programs. It serves as a 
guide for the optimization of selection intensity, thereby preserving genetic diversity. Furthermore, 
it is employed in marker-assisted selection to enhance genomic predictions. The Bulmer effect 
quantifies how selection alters genetic variance using the following equation: 

𝑉′஺ = 𝑉஺(1 − 𝑖2ℎ2) 
Where: 
o 𝑉′஺  =  𝑟𝑒𝑑𝑢𝑐𝑒𝑑 𝑎𝑑𝑑𝑖𝑡𝑖𝑣𝑒 𝑔𝑒𝑛𝑒𝑡𝑖𝑐 𝑣𝑎𝑟𝑖𝑎𝑛𝑐𝑒 𝑎𝑓𝑡𝑒𝑟 𝑠𝑒𝑙𝑒𝑐𝑡𝑖𝑜𝑛 
o 𝑖 =  𝑠𝑒𝑙𝑒𝑐𝑡𝑖𝑜𝑛 𝑖𝑛𝑡𝑒𝑛𝑠𝑖𝑡𝑦 
o ℎ2  = ℎ𝑒𝑟𝑖𝑡𝑎𝑏𝑖𝑙𝑖𝑡𝑦 
o 𝑉஺  =  𝐼𝑛𝑖𝑡𝑖𝑎𝑙 𝑎𝑑𝑑𝑖𝑡𝑖𝑣𝑒 𝑔𝑒𝑛𝑒𝑡𝑖𝑐 𝑣𝑎𝑟𝑖𝑎𝑛𝑐𝑒 𝑏𝑒𝑓𝑜𝑟𝑒 𝑠𝑒𝑙𝑒𝑐𝑡𝑖𝑜𝑛 

This equation elucidates that intensified selection engenders more pronounced reductions in 
genetic variance, thereby influencing the long-term response to selection. Elevated selection intensity 
(i) precipitates a more significant diminishment of genetic variance. Traits characterized by high 
heritability (ℎଶ) undergo more pronounced Bulmer effects, as selection adeptly harnesses genetic 
variance. Across successive generations, genetic variance attains a state of stabilization, culminating 
in an asymptotic response to selection. In general, stabilizing selection safeguards genetic integrity 
within plant populations by favoring intermediate traits, thereby sculpting allele and genotype 
frequencies. Comprehending these dynamics is imperative for advancements in genomic selection, 
evolutionary biology, and conservation genetics. 

5.4.3. Disruptive Selection 

Disruptive selection favors extreme phenotypes over intermediate traits, thereby fostering 
increased genetic diversity and facilitating potential speciation. Within plant populations, this form 
of selection plays a pivotal role in adaptive divergence, particularly in heterogeneous environments. 
Disruptive selection elevates the frequency of extreme alleles (Xu, 2022), signifying that alleles 
associated with pronounced traits become more prevalent. Consequently, there is a concomitant 
reduction in the prevalence of intermediate alleles, resulting in a decline in the number of alleles that 
encode for average phenotypes. The genetic divergence instigated by disruptive selection may 
culminate in the emergence of distinct subpopulations, paving the way for speciation. For instance, 
investigations into flower color polymorphism in wildflowers reveal that disruptive selection 
sustains distinct color morphs, thereby averting the dominance of a singular phenotype. This 
selection process engenders a heightened frequency of homozygous extreme genotypes, leading to 
an increased representation of individuals exhibiting extreme traits within the population. This 
dynamics results in a diminished frequency of heterozygous genotypes, as intermediate phenotypes 
wane under selection pressure. Such processes give rise to subpopulations that may evolve unique 
genetic compositions. Research on seed size variation in plants illustrates that disruptive selection 
favors both large and small seeds, thereby preserving genetic diversity. The models frequently 
employed to elucidate the effects of disruptive selection include the quantitative genetic model and 
the adaptive landscape model. As previously discussed, the quantitative genetic model delineates 
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how selection modifies genetic variance across generations, predicting trait divergence through the 
breeder’s equation. 𝑅 = ℎ2𝑆 
Where: 
o 𝑅 =  𝑟𝑒𝑠𝑝𝑜𝑛𝑠𝑒 𝑡𝑜 𝑠𝑒𝑙𝑒𝑐𝑡𝑖𝑜𝑛 
o ℎ2 =  ℎ𝑒𝑟𝑖𝑡𝑎𝑏𝑖𝑙𝑖𝑡𝑦 𝑜𝑓 𝑡ℎ𝑒 𝑡𝑟𝑎𝑖𝑡 
o 𝑆 =  𝑠𝑒𝑙𝑒𝑐𝑡𝑖𝑜𝑛 𝑑𝑖𝑓𝑓𝑒𝑟𝑒𝑛𝑡𝑖𝑎𝑙 

The adaptive landscape model, pioneered by Sewall Wright, provides a compelling visualization 
of how selection influences genetic variation by delineating fitness peaks and troughs (Hansen, 2013). 
It elucidates the trajectory of populations as they advance toward adaptive peaks, wherein fitness is 
optimized. This model finds application in crop breeding, facilitating the preservation of diverse 
phenotypic traits. The disruptive selection model in population genetics serves as a crucial tool for 
monitoring shifts in allele frequencies resulting from selection pressures, and it is instrumental in 
forecasting long-term genetic divergence within plant populations. Disruptive selection amplifies 
genetic diversity by favoring extreme phenotypic traits, thereby shaping allele and genotype 
frequencies. Comprehending these dynamics is vital for genomic selection, evolutionary biology, and 
conservation genetics. Equation for adaptive landscape dynamics: 𝑊 =  𝑓(𝑥) 
Where: 
o W =  represents the fitness of an organism or genotype. 
o x =  is a vector of genetic or phenotypic traits influencing fitness. 
o 𝑓 =  𝑖𝑠 𝑡ℎ𝑒 𝑓𝑢𝑛𝑐𝑡𝑖𝑜𝑛 𝑑𝑒𝑠𝑐𝑟𝑖𝑏𝑖𝑛𝑔 𝑡ℎ𝑒 𝑟𝑒𝑙𝑎𝑡𝑖𝑜𝑛𝑠ℎ𝑖𝑝 𝑏𝑒𝑡𝑤𝑒𝑒𝑛 𝑡𝑟𝑎𝑖𝑡𝑠 𝑎𝑛𝑑 𝑓𝑖𝑡𝑛𝑒𝑠𝑠 

Disruptive selection models in population genetics elucidate the dynamics of allele frequency 
fluctuations attributable to disruptive selection, forecasting the prevalence of extreme traits while 
concomitantly diminishing the frequency of intermediate traits. This framework is instrumental in 
modeling genetic divergence within plant populations. Moreover, it informs selection strategies 
aimed at preserving genetic diversity and bolsters studies on speciation by anticipating allele fixation. 𝑝′ = 𝑝 +  𝑠𝑝(1 −  𝑝)(1 −  2𝑝) 
Where: 
• 𝑝′ =  𝑎𝑙𝑙𝑒𝑙𝑒 𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 𝑖𝑛 𝑡ℎ𝑒 𝑛𝑒𝑥𝑡 𝑔𝑒𝑛𝑒𝑟𝑎𝑡𝑖𝑜𝑛 
• 𝑝 =  𝑐𝑢𝑟𝑟𝑒𝑛𝑡 𝑎𝑙𝑙𝑒𝑙𝑒 𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 
• 𝑠 =  𝑠𝑒𝑙𝑒𝑐𝑡𝑖𝑜𝑛 𝑐𝑜𝑒𝑓𝑓𝑖𝑐𝑖𝑒𝑛𝑡 
5.4.4. Balancing Selection 

Balancing selection sustains genetic diversity within plant populations by favoring a multitude 
of alleles rather than permitting a singular allele to become fixed. Two principal mechanisms of 
balancing selection are heterozygote advantage and negative frequency-dependent selection. These 
mechanisms play a crucial role in preserving genetic variation and influencing allele and genotype 
frequencies. Heterozygote advantage, often referred to as overdominance, arises when individuals 
possessing heterozygous genotypes exhibit greater fitness compared to their homozygous 
counterparts. This mechanism ensures the retention of both alleles within the population, thereby 
preventing the elimination of one allele through selective pressures. Heterozygote advantage bolsters 
genetic diversity by permitting both alleles to coexist within the population. It enhances 
heterozygosity by conferring a selective advantage to heterozygous individuals and obstructs allele 
fixation by preventing either allele from attaining complete dominance. For instance, investigations 
into self-incompatibility genes in plants illustrate how heterozygote advantage mitigates inbreeding 
and upholds genetic diversity. Mathematical model for heterozygote advantage is: 

𝑝 = 𝑝2𝑤஺஺ + 𝑝𝑞𝑤஺௔𝑝2𝑤஺஺ + 2𝑝𝑞𝑤஺௔ + 𝑞2𝑤௔௔ 
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Where: 

• 𝑝′ = allele frequency in the next generation 
• 𝑤஺஺,𝑤஺௔ ,𝑤௔௔ = fitness values of different genotypes 
• 𝑝 𝑎𝑛𝑑 𝑞 are initial frequencies 

Negative frequency-dependent selection transpires when infrequent alleles possess a fitness 
advantage, thereby thwarting the ascendance of any singular allele (Brisson et al., 2018). This 
mechanism is pivotal in preserving genetic diversity over time. Negative frequency-dependent 
selection amplifies the prevalence of rare alleles. As an allele becomes increasingly scarce, its relative 
fitness advantage escalates. This process inhibits genetic homogeneity and fosters the coexistence of 
multiple alleles. It sustains population stability and mitigates the risk of genetic bottlenecks. For 
instance, investigations into flower color polymorphism in wildflowers reveal that uncommon color 
variants are preferentially selected by pollinators, thereby safeguarding genetic diversity. 
Mathematical model for negative frequency-dependent selection is: 𝑤௜ = 𝑤௢ − 𝑠 𝑓௜ 
Where: 
o 𝑤௜  =  𝑓𝑖𝑡𝑛𝑒𝑠𝑠 𝑜𝑓 𝑎𝑙𝑙𝑒𝑙𝑒 𝑖𝑖 
o 𝑤௢ =  𝑏𝑎𝑠𝑒𝑙𝑖𝑛𝑒 𝑓𝑖𝑡𝑛𝑒𝑠𝑠 
o 𝑠 =  𝑠𝑒𝑙𝑒𝑐𝑡𝑖𝑜𝑛 𝑐𝑜𝑒𝑓𝑓𝑖𝑐𝑖𝑒𝑛𝑡 
o 𝑓௜  =  𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 𝑜𝑓 𝑎𝑙𝑙𝑒𝑙𝑒 𝑖𝑖 

Balancing selection serves a pivotal function in sustaining genetic diversity within plant 
populations. The advantage of heterozygosity guarantees the persistence of both alleles, while 
negative frequency-dependent selection inhibits allele fixation by preferentially favoring rare 
variants. These mechanisms are indispensable for the realms of genomic selection, evolutionary 
biology, and conservation genetics. 

5.5. Recombination Effects 

Recombination is a quintessential process in plant genetics that reshuffles alleles during meiosis, 
engendering genetic diversity and influencing allele and genotype frequencies. It assumes a pivotal 
role in genomic selection, evolutionary biology, and conservation genetics by facilitating adaptation 
and trait enhancement. Recombination amplifies genetic diversity, forming novel allele combinations 
and augmenting adaptability. It disrupts linkage disequilibrium and diminishes associations 
between linked alleles, thereby permitting independent inheritance. Furthermore, it forestalls allele 
fixation and preserves genetic variation by counteracting the effects of genetic drift. Empirical studies 
illustrate that recombination rates exhibit variability across plant genomes, with elevated 
recombination frequencies observed at chromosome termini and diminished rates within 
centromeric regions (Zou et al., 2024; Brazier and Glémin, 2024). Recombination enhances 
heterozygosity and promotes genetic variation by increasing the prevalence of heterozygous 
genotypes. It fosters hybridization and facilitates the emergence of novel trait combinations in 
breeding programs. Additionally, it influences selection efficiency and augments the accuracy of 
genomic selection by reshuffling advantageous alleles. Investigations into recombination hotspots 
within plant genomes reveal that gene regulatory sequences, particularly promoters, are enriched in 
recombination sites (Brazier and Glémin, 2024). 

Recombination plays an indispensable role in shaping genetic diversity, influencing allele 
frequencies, and facilitating adaptation within plant populations. Three principal models—the 
recombination rate model (RRM), the linkage disequilibrium decay model (LDDM), and the gene 
conversion model (GCM)—serve to quantify the effects of recombination and provide profound 
insights into genomic selection, evolutionary biology, and conservation genetics. The recombination 
rate model estimates the frequency of recombination events across genomic regions, aiding 
researchers in comprehending crossover dynamics and the maintenance of genetic diversity. The 
identification of recombination hotspots in plant genomes is facilitated by the recombination rate, 
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which also informs marker-assisted selection by optimizing crossover rates and supports trait 
mapping in breeding programs (Li and Stephens, 2003; Cutter et al., 2019). Equation for 
recombination rate estimation is: 𝑟 = 𝑐𝐿 
Where: 
o 𝑟 =  recombination rate per generation 
o c =  number of crossover events 
o L =  length of the genomic region 

LDDM elucidates the manner in which recombination diminishes allele associations across 
generations, thereby influencing genetic diversity and adaptation. It serves as a predictive tool for 
the sustenance of genetic diversity within plant populations. Furthermore, it informs selection 
strategies aimed at optimizing the ramifications of recombination. Additionally, it bolsters 
phylogenetic research by facilitating the estimation of genetic connectivity. Equation for linkage 
disequilibrium decay: 

𝐷௧ = 𝐷0(1 − 𝑟)௧ 
Where: 

• 𝐷௧  =  𝑙𝑖𝑛𝑘𝑎𝑔𝑒 𝑑𝑖𝑠𝑒𝑞𝑢𝑖𝑙𝑖𝑏𝑟𝑖𝑢𝑚 𝑎𝑡 𝑡𝑖𝑚𝑒 𝑡𝑡 
• 𝐷଴  =  𝑖𝑛𝑖𝑡𝑖𝑎𝑙 𝑙𝑖𝑛𝑘𝑎𝑔𝑒 𝑑𝑖𝑠𝑒𝑞𝑢𝑖𝑙𝑖𝑏𝑟𝑖𝑢𝑚 
• 𝑟 =  𝑟𝑒𝑐𝑜𝑚𝑏𝑖𝑛𝑎𝑡𝑖𝑜𝑛 𝑟𝑎𝑡𝑒 

The GCM meticulously monitors non-reciprocal recombination events, wherein genetic material 
is transposed from one allele to another without the occurrence of crossover. It facilitates the 
modeling of allele frequency fluctuations attributable to gene conversion. Furthermore, it informs 
selection strategies aimed at preserving genetic diversity. Additionally, it underpins genetic mapping 
endeavors within plant breeding programs. Equation for gene conversion rate: 

𝐺 = 𝜇
1 + 4𝑁௘𝑟 

Where: 

• 𝐺 =  𝑔𝑒𝑛𝑒 𝑐𝑜𝑛𝑣𝑒𝑟𝑠𝑖𝑜𝑛 𝑟𝑎𝑡𝑒 
• 𝜇 =  𝑚𝑢𝑡𝑎𝑡𝑖𝑜𝑛 𝑟𝑎𝑡𝑒 
• 𝑁𝑒 =  𝑒𝑓𝑓𝑒𝑐𝑡𝑖𝑣𝑒 𝑝𝑜𝑝𝑢𝑙𝑎𝑡𝑖𝑜𝑛 𝑠𝑖𝑧𝑒 
• 𝑟 =  𝑟𝑒𝑐𝑜𝑚𝑏𝑖𝑛𝑎𝑡𝑖𝑜𝑛 𝑟𝑎𝑡𝑒 

Recombination effects models serve as formidable instruments for estimating the ramifications 
of recombination, empowering researchers to refine genomic selection, conservation genetics, and 
evolutionary investigations. A profound comprehension of their applications augments breeding 
methodologies and enhances assessments of genetic diversity. 

5.6. Nonrandom Mating 

Nonrandom mating exerts a significant influence on allele and genotype frequencies by 
modifying the genetic architecture within plant populations. Two primary forms, assortative mating, 
where like mates with like and disassortative mating, where opposites attract, are commonly 
observed. Assortative mating transpires when individuals with analogous phenotypes preferentially 
engage in copulation, culminating in heightened homozygosity, diminished genetic variation, and 
an increased risk of inbreeding depression. In this scenario, a greater number of individuals inherit 
identical alleles, which further constricts genetic diversity (Merrill et al., 2019; Massey et al., 2025). 
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This phenomenon constrains adaptability to environmental fluctuations and fosters the accumulation 
of deleterious alleles that may compromise fitness. For instance, investigations into flower color 
inheritance in snapdragons illustrate that assortative mating fortifies specific color morphs, thereby 
diminishing genetic diversity. A mathematical model for assortative mating: 

𝑓(𝐴𝐴) = 𝑝2 + 𝑠𝑝(1 − 𝑝) 
Where: 

• 𝑓(𝐴𝐴)  =  𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 𝑜𝑓 ℎ𝑜𝑚𝑜𝑧𝑦𝑔𝑜𝑢𝑠 𝑑𝑜𝑚𝑖𝑛𝑎𝑛𝑡 𝑔𝑒𝑛𝑜𝑡𝑦𝑝𝑒 
• 𝑝 =  𝑎𝑙𝑙𝑒𝑙𝑒 𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 
• 𝑠 =  𝑎𝑠𝑠𝑜𝑟𝑡𝑎𝑡𝑖𝑣𝑒 𝑚𝑎𝑡𝑖𝑛𝑔 𝑐𝑜𝑒𝑓𝑓𝑖𝑐𝑖𝑒𝑛𝑡 

Disassortative mating transpires when individuals with disparate phenotypes preferentially 
engage in reproductive partnerships, culminating in heightened heterozygosity, the preservation of 
rare alleles, and enhanced resistance to diseases. This phenomenon augments genetic diversity and 
adaptability, mitigating allele loss attributable to genetic drift; furthermore, heterozygous individuals 
frequently demonstrate superior resilience. Investigations into self-incompatibility genes in flora 
elucidate that disassortative mating forestalls inbreeding and sustains genetic diversity (Greenspoon 
and Gonigle, 2014). Additionally, disassortative mating aids in optimizing breeding strategies by 
regulating genetic diversity. In the realm of evolutionary biology, it serves to elucidate how mating 
preferences influence allele distributions. In conservation genetics, it provides a framework for 
population management, thereby averting genetic bottlenecks. Mathematical model for 
disassortative mating effect is: 𝑓(Aa) = 2pq +  dp(1 −  p) 
Where: 

• 𝑓(𝐴𝑎) =  𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 𝑜𝑓 ℎ𝑒𝑡𝑒𝑟𝑜𝑧𝑦𝑔𝑜𝑢𝑠 𝑔𝑒𝑛𝑜𝑡𝑦𝑝𝑒 
• 𝑝 =  𝑎𝑙𝑙𝑒𝑙𝑒 𝑓𝑟𝑒𝑞𝑢𝑒𝑛𝑐𝑦 
• 𝑑 =  𝑑𝑖𝑠𝑎𝑠𝑠𝑜𝑟𝑡𝑎𝑡𝑖𝑣𝑒 𝑚𝑎𝑡𝑖𝑛𝑔 𝑐𝑜𝑒𝑓𝑓𝑖𝑐𝑖𝑒𝑛𝑡 
5.7. Population Size and Environmental Pressures 

Population size and environmental pressures profoundly influence allele and genotype 
frequencies within plant populations through mechanisms such as genetic drift, selection, and 
migration. Genetic bottlenecks manifest when a population experiences a significant reduction in size 
due to events such as droughts, habitat destruction, or disease outbreaks. This phenomenon leads to 
a diminishment of genetic diversity and the fixation of particular alleles as a result of random 
sampling effects. For instance, a rare drought-resistant allele may become predominant if only a 
limited number of surviving plants possess it. Founder effects emerge when a small subset of a 
population establishes itself in a new environment, carrying merely a fraction of the genetic diversity 
found in the original population. This can precipitate rapid divergence in allele frequencies relative 
to the source population. For example, a small group of plants migrating to a novel habitat may lack 
alleles conferring disease resistance, thereby rendering them susceptible. Climate-driven alterations, 
such as shifts in temperature, precipitation, and soil conditions, impose selective pressures that favor 
certain alleles. For instance, in regions experiencing prolonged drought, alleles associated with deep 
root systems and efficient water utilization may proliferate in frequency (Beavis et al., 2023). 

Various models are employed to elucidate the effects of population size and environmental 
pressures. These models include the Hardy-Weinberg equilibrium (HWE) model, the Wright-Fisher 
model, Kimura’s neutral theory, and coalescent theory models. The Hardy-Weinberg equilibrium 
(HWE) model establishes a baseline for allele frequencies in an ideal population devoid of 
evolutionary forces. Deviations from HWE signify the influence of selection, drift, or migration 
(Biology Insights Team, 2025). The Wright-Fisher model delineates genetic drift in finite 
populations, illustrating how allele frequencies fluctuate randomly across generations. It is 
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particularly pertinent for small populations impacted by bottlenecks or founder effects (Beavis et al., 
2023). Kimura’s neutral theory posits that the majority of genetic variation arises from neutral 
mutations rather than selection, thereby elucidating allele frequency changes in populations where 
selection pressures are minimal (Beavis et al., 2023). Coalescent theory traces the lineage of alleles 
across generations to infer historical population dynamics, proving invaluable for comprehending 
how past bottlenecks and founder events have shaped contemporary genetic diversity. 

6. Factors Affecting Evolutionary Forces 

6.1. Mutation Rate 

Mutation rate variability significantly influences evolutionary dynamics, encompassing 
mutation, migration, and natural selection, by modulating genetic diversity, adaptive potential, and 
population dynamics. Mutations introduce novel genetic variations, serving as the foundational 
substrate for evolution. Elevated mutation rates can expedite genetic diversity, whereas diminished 
rates may constrain adaptive capacity. For instance, in environments undergoing rapid 
transformation, increased mutation rates may bolster survival by fostering advantageous traits. 

Furthermore, mutation rate variability impacts the genetic architecture of migrating 
populations. Populations characterized by heightened mutation rates may introduce unprecedented 
alleles into novel environments, thereby shaping local adaptation. For example, a plant species 
dispersing to a drought-prone habitat may possess mutations that enhance water-use efficiency. 

Selection processes operate on mutations, privileging beneficial variants while purging 
deleterious ones. Elevated mutation rates can precipitate an augmented load of harmful mutations, 
potentially compromising fitness. Conversely, in stable environments, lower mutation rates may be 
favored to preserve well-adapted genotypes. 

6.2. Selective Pressure 

Selective pressures in both artificial and natural environments sculpt evolutionary dynamics 
such as mutation, migration, and natural selection by influencing genetic diversity, adaptation, and 
allele frequencies. In natural ecosystems, mutations occur randomly and are subject to environmental 
constraints, including climatic fluctuations and pathogenic pressures. Conversely, in artificial 
settings, human-mediated selection—exemplified by breeding programs—may preferentially 
amplify specific mutations, thereby hastening trait fixation. For instance, in agricultural breeding, 
mutations that confer herbicide resistance are deliberately selected, while in wild flora, mutations 
that enhance drought resilience emerge as a result of natural selection. In natural environments, 
migration introduces genetic variability, enabling populations to adapt to novel conditions. In 
contrast, migration in artificial contexts is frequently regulated; for instance, selective breeding 
restricts gene flow, thereby diminishing genetic diversity. Wild plant populations, for example, 
exchange alleles through pollen dispersal, whereas controlled breeding programs limit gene flow to 
preserve desired phenotypic traits (Jenczewski et al., 2003; Johnson and Galloway, 2008). In natural 
environments, selection favors traits that bolster survival and reproductive success amidst 
environmental challenges. In artificial environments, however, selection is steered by human 
preferences, often prioritizing yield, aesthetic appeal, or disease resistance. For example, wild maize 
has evolved traits conducive to drought resistance through the mechanisms of natural selection, 
whereas contemporary maize varieties are cultivated for optimal yield under regulated conditions 
(Sheoran et al., 2022; Liu and Qin, 2021). 

6.3. Gene flow 

Gene flow assumes a pivotal role in shaping evolutionary dynamics, encompassing mutation, 
migration, and natural selection, by influencing genetic diversity, adaptation, and population 
structure. It serves to introduce novel mutations into a population, thereby augmenting genetic 
variation. In instances where populations exhibit low mutation rates, gene flow can serve as a 

Preprints.org (www.preprints.org)  |  NOT PEER-REVIEWED  |  Posted: 6 June 2025 doi:10.20944/preprints202506.0510.v1

© 2025 by the author(s). Distributed under a Creative Commons CC BY license.

https://doi.org/10.20944/preprints202506.0510.v1
http://creativecommons.org/licenses/by/4.0/


 21 of 27 

 

compensatory mechanism by introducing new alleles. For instance, a drought-resistant allele 
disseminated through pollen dispersal may significantly enhance survival prospects in arid 
environments. 

Gene flow facilitates the transference of alleles between populations, thereby diminishing 
genetic differentiation. Elevated levels of gene flow can result in the homogenization of populations, 
whereas restricted gene flow may foster local adaptation. In fragmented habitats, for example, limited 
gene flow can precipitate genetic drift and the erosion of advantageous alleles. The impact of gene 
flow on local adaptations can be dual-faceted, either bolstering or undermining these adaptations 
depending on prevailing selective pressures. Beneficial alleles can disseminate rapidly via gene flow, 
thereby enhancing fitness in novel environments. For example, in coastal flora, salt-tolerance alleles 
may propagate inland through gene flow, thereby facilitating adaptation. 

7. Impacts of Factors Affecting Allele Frequency 

The factors influencing allele frequency—mutation, natural selection, genetic drift, and gene 
flow—play a pivotal role in sculpting genetic diversity and shaping evolutionary trajectories. 
Mutations serve to introduce novel alleles, thereby providing the essential raw material for 
evolutionary processes. Beneficial mutations may become fixed within populations, whereas neutral 
or deleterious mutations are likely to be lost over time. Natural selection favors alleles that confer 
advantages in survival and reproductive success, leading to directional, stabilizing, or disruptive 
selection that profoundly influences population genetics. In smaller populations, allele frequencies 
may fluctuate due to stochastic events, potentially culminating in the fixation or loss of alleles and 
accelerating reproductive isolation. Migration facilitates the introduction of new genetic material, 
counteracting the tendency toward divergence. Conversely, diminished gene flow can promote 
genetic differentiation, which is a fundamental driver of speciation. These evolutionary forces 
interact in a dynamic manner, significantly affecting genetic diversity, adaptation, speciation, and the 
resilience of populations. 

7.1. Genetic Diversity 

Factors influencing allele frequency, such as mutation, genetic drift, natural selection, and gene 
flow, plays an indispensable role in shaping genetic diversity within populations. Mutation serves as 
a source of novel alleles, thereby augmenting genetic variation. Beneficial mutations can facilitate 
adaptation, while deleterious mutations may be eliminated through selective pressures. For instance, 
mutations that confer drought resistance in plants can proliferate in arid environments. Genetic drift, 
characterized by random fluctuations in allele frequencies, particularly in small populations, can 
result in the erosion of genetic diversity and the fixation of certain alleles. A case in point is the 
potential disappearance of a rare allele due to stochastic events such as habitat destruction. Natural 
selection preferentially favors alleles that enhance survival and reproductive success. It can also 
enhance genetic diversity when multiple traits confer advantages in varying environments. For 
example, plant species inhabiting high-altitude regions may evolve alleles that confer cold tolerance. 
Moreover, the movement of alleles between populations is vital for maintaining genetic diversity. 
Migration can introduce advantageous alleles or disrupt local adaptations. An illustrative example is 
the dispersal of pollen between plant populations, which can facilitate the spread of beneficial traits. 

7.2. Adaptation 

Factors influencing allele frequency, such as mutation, genetic drift, natural selection, and gene 
flow, play an indispensable role in shaping adaptation by affecting genetic diversity and population 
resilience. Mutation serves as a catalyst for introducing novel genetic variations, some of which may 
significantly enhance adaptability to environmental fluctuations. Beneficial mutations can proliferate 
within populations, thereby augmenting survival and reproductive success. For instance, mutations 
that confer drought resistance in plants may experience increased frequency in arid ecosystems. 
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Random fluctuations in allele frequencies, particularly in small populations, can result in the loss of 
adaptive alleles. Genetic drift can diminish genetic diversity, thereby constraining a population’s 
capacity to respond to environmental changes. For example, a rare allele associated with pest 
resistance may be eradicated due to stochastic events. Natural selection preferentially favors alleles 
that enhance survival and reproductive efficacy, thereby steering adaptation across generations. This 
process can culminate in specialization within distinct environments, thereby enhancing overall 
fitness. For example, flora inhabiting high-altitude regions may evolve alleles that confer cold 
tolerance. Gene flow facilitates the introduction of new alleles into populations, thereby preserving 
genetic diversity and promoting adaptation. It can disseminate advantageous traits across 
populations, thereby bolstering resilience. For instance, pollen dispersal between plant populations 
may introduce beneficial traits. 

7.3. Speciation 

Several factors exert a profound influence on allele frequency within populations, each 
significantly impacting the processes of speciation. The principal determinants encompass mutation, 
natural selection, genetic drift, and gene flow, with each factor playing a unique role in sculpting 
genetic diversity and shaping evolutionary trajectories. Mutations serve as the catalyst for 
introducing novel genetic variations, which may culminate in the emergence of distinctive traits. 
When advantageous, these mutations can become established within a population, thereby 
contributing to divergence among populations and the eventual emergence of new species. Natural 
selection preferentially favors alleles that enhance survival and reproductive success, instigating 
adaptive transformations. Over time, populations subjected to disparate selective pressures may 
diverge, culminating in the formation of distinct species. In smaller populations, stochastic 
fluctuations in allele frequencies can lead to either fixation or the loss of alleles. Genetic drift can 
expedite reproductive isolation, particularly in populations that are geographically isolated. 
Conversely, migration facilitates the introduction of new alleles into populations, counterbalancing 
divergence. A reduction in gene flow between populations permits the accumulation of genetic 
differences, thereby facilitating the process of speciation. These evolutionary forces interact in a 
dynamic manner, intricately shaping genetic diversity and propelling speciation events. 

7.4. Population Resilience 

Factors influencing allele frequency, including mutation, genetic drift, natural selection, and 
gene flow, plays a pivotal role in shaping population resilience by affecting genetic diversity, 
adaptability, and potential for survival. Mutation introduces novel genetic variations, some of which 
may enhance resilience to environmental fluctuations. Beneficial mutations can augment survival, 
whereas deleterious mutations may diminish fitness. For instance, mutations that confer disease 
resistance in crops can significantly bolster population resilience. 

Random fluctuations in allele frequencies, particularly in small populations, can precipitate the 
loss of adaptive alleles. Genetic drift can diminish genetic diversity, thereby constraining a 
population’s capacity to respond to environmental shifts. For example, a rare allele associated with 
pest resistance may be inadvertently lost due to stochastic events, thereby undermining resilience. 

Natural selection favors alleles that enhance survival and reproductive success, driving 
adaptation across generations. This process can lead to specialization in distinct environments, 
thereby augmenting resilience. For instance, flora in saline soils may evolve alleles conferring salt 
tolerance, thereby improving their viability. 

Gene flow facilitates the introduction of new alleles into populations, preserving genetic 
diversity and promoting adaptation. It can disseminate advantageous traits across populations, 
thereby enhancing resilience. For example, pollen dispersal among plant populations can introduce 
beneficial traits, reinforcing overall population robustness. 
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8. Conclusion and Recommendations 

Mutations introduce novel alleles, significantly influencing the adaptability of populations. 
While the majority of mutations are either neutral or deleterious, beneficial mutations can catalyze 
evolutionary transformation. Selection pressures favor alleles that augment fitness, resulting in 
patterns of directional, stabilizing, or disruptive selection. This mechanism underlies the 
optimization of traits in breeding programs. Random fluctuations in allele frequencies, particularly 
within small populations, can precipitate the fixation or loss of alleles, thereby accelerating 
reproductive isolation and speciation. Migration serves to introduce genetic variation, counteracting 
the effects of divergence. Conversely, diminished gene flow engenders genetic differentiation, a 
pivotal factor in speciation events. To enhance the efficacy of contemporary breeding methodologies 
such as genomic selection, it is imperative to integrate evolutionary principles into breeding 
strategies. Consequently, the following applications in breeding strategies are proposed: 

• Optimizing training populations: Leveraging models of genetic drift and selection to refine 
training populations through strategies such as CDmean and Avg_GRM_self. 

• Harnessing adaptive alleles: Identifying advantageous mutations via Genome-Wide 
Association Studies (GWAS) and incorporating these into breeding pipelines to enhance stress 
tolerance and nutrient efficiency. 

• Enhancing genetic diversity: Strategically managing gene flow to sustain diversity while 
mitigating excessive homogenization within breeding populations. 

• Phenomics-driven selection: Employing Unmanned Aerial Vehicles (UAVs), RGB (Red, 
Green, Blue) imaging, and Light Detection and Ranging (LiDAR) technology to evaluate 
phenotypic responses to selection pressures, thereby improving the precision of trait 
predictions. 

9. Future Prospects 

This review highlights the following emerging directions for integrating evolutionary genetics 
with multi-omics technologies to advance predictive models for population adaptation. 

• Genomic-transcriptomic synergy: Combining GWAS with transcriptomic data to uncover 
regulatory networks influencing allele frequency shifts. 

• Epigenetic modifications in selection: Investigating how DNA methylation and histone 
modifications impact allele retention and trait heritability. 

• AI-driven predictive models: Developing machine learning frameworks to simulate 
evolutionary trajectories and optimize breeding strategies. 

• Climate-responsive genomic selection: Incorporating environmental variables into genomic 
prediction models to enhance adaptation strategies for climate resilience. 
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