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An invaluable source of up-to-date information on all  
major aspects of weed persistence

Weeds negatively impact crop yields, the quality of agricultural produce, the health of livestock and 
ecosystems, and various aspects of human life. Despite significant expenditures of time, money, and 
resources by agricultural producers, land managers, and the general public, weeds persist. Developing 
new methods for protecting crops and the environment requires a thorough understanding of the persis-
tence mechanisms of weeds.

In Persistence Strategies of Weeds, an international team of expert authors provide detailed information 
on weed seed biology, identify the vulnerabilities of different weeds, and address the underlying issues 
behind the problem of weed persistence despite various management methods including herbicides. 
Presenting a comprehensive approach to the subject, the authors describe what is already understood 
about weed persistence and what yet needs to be determined. Topics include the role of seed pro-
duction, dissemination, seed banks, the physiology and genetics of seed dormancy, the influence of 
agronomic practices, seed longevity, vegetative propagation, allelopathy, predation, soil microbes, weed 
evolution, and more. This authoritative volume:

• � Examines the genetic flexibility of weeds to adapt to changes in agricultural practices and 
management strategies

• � Discusses the release of allelochemicals by certain weeds that inhibit the growth of competing 
plant species

• � Explores the influence of climate change on weed persistence and how the efficacy of herbicides 
will be affected

• � Emphasizes the importance of sustainable crop production and reducing dependence on  
synthetic herbicides

• � Provides extensive coverage of the roles of genetic, environmental, and morphological factors in 
the regulation of weed seed dormancy

• � Includes an overview of persistence strategies of weeds, detailed case studies, and numerous 
illustrative examples

Persistence Strategies of Weeds is an ideal textbook for all upper-level undergraduate and graduate stu-
dents of weed and pest biology, agroecology, or organic agriculture, and a must-have reference for weed 
scientists and weed management professionals.

Mahesh K. Upadhyaya, Professor Emeritus, Applied Biology, Faculty of Land and Food Systems, 
University of British Columbia, Vancouver, BC, Canada 
 
David R. Clements, Professor, Biology and Assistant Dean, Faculty of Natural and Applied Sciences, 
Trinity Western University, Langley, BC, Canada 
 
Anil Shrestha, Professor, Weed Science and Chair, Dept. of Viticulture and Enology, California State 
University, Fresno, CA, USA 

21.9 mm 170 x 244 mm





Persistence Strategies of Weeds





Persistence Strategies of Weeds

Edited by

Mahesh K. Upadhyaya

Professor Emeritus, Applied Biology, Faculty of Land and Food Systems,
University of British Columbia, Vancouver, BC, Canada

David R. Clements

Professor, Biology and Assistant Dean, Faculty of Natural and Applied Sciences, 
Trinity Western University, Langley, BC, Canada

Anil Shrestha

Professor, Weed Science and Chair, Dept. of Viticulture and Enology, California 
State University, Fresno, CA, USA



This edition first published 2022
© 2022 John Wiley & Sons Ltd

All rights reserved. No part of this publication may be reproduced, stored in a retrieval system, or 
transmitted, in any form or by any means, electronic, mechanical, photocopying, recording or otherwise, 
except as permitted by law. Advice on how to obtain permission to reuse material from this title is available 
at http://www.wiley.com/go/permissions.

The right of Mahesh K. Upadhyaya, David R. Clements, Anil Shrestha to be identified as the author(s) of 
the editorial material in this work has been asserted in accordance with law.

Registered Office(s)
John Wiley & Sons, Inc., 111 River Street, Hoboken, NJ 07030, USA
John Wiley & Sons Ltd, The Atrium, Southern Gate, Chichester, West Sussex, PO19 8SQ, UK

Editorial Office
The Atrium, Southern Gate, Chichester, West Sussex, PO19 8SQ, UK

For details of our global editorial offices, customer services, and more information about Wiley products 
visit us at www.wiley.com.

Wiley also publishes its books in a variety of electronic formats and by print-on-demand. Some content 
that appears in standard print versions of this book may not be available in other formats.

Limit of Liability/Disclaimer of Warranty
The contents of this work are intended to further general scientific research, understanding, and 
discussion only and are not intended and should not be relied upon as recommending or promoting 
scientific method, diagnosis, or treatment by physicians for any particular patient. In view of ongoing 
research, equipment modifications, changes in governmental regulations, and the constant flow of 
information relating to the use of medicines, equipment, and devices, the reader is urged to review and 
evaluate the information provided in the package insert or instructions for each medicine, equipment, 
or device for, among other things, any changes in the instructions or indication of usage and for added 
warnings and precautions. While the publisher and authors have used their best efforts in preparing this 
work, they make no representations or warranties with respect to the accuracy or completeness of the 
contents of this work and specifically disclaim all warranties, including without limitation any implied 
warranties of merchantability or fitness for a particular purpose. No warranty may be created or extended 
by sales representatives, written sales materials or promotional statements for this work. The fact that 
an organization, website, or product is referred to in this work as a citation and/or potential source of 
further information does not mean that the publisher and authors endorse the information or services the 
organization, website, or product may provide or recommendations it may make. This work is sold with 
the understanding that the publisher is not engaged in rendering professional services. The advice and 
strategies contained herein may not be suitable for your situation. You should consult with a specialist 
where appropriate. Further, readers should be aware that websites listed in this work may have changed or 
disappeared between when this work was written and when it is read. Neither the publisher nor authors 
shall be liable for any loss of profit or any other commercial damages, including but not limited to special, 
incidental, consequential, or other damages.

Library of Congress Cataloging-in-Publication Data applied for

9781119525608

Cover Design: Wiley
Cover Images: Courtesy of Mahesh K. Upadhyaya

Set in 9.5/12.5pt STIXTwoText by Straive, Pondicherry, India

10  9  8  7  6  5  4  3  2  1

http://www.wiley.com/go/permissions
http://www.wiley.com


Contents

Biography  xiii
List of Contributors  xv
Preface  xix
Foreword  xxi

1	 Persistence Strategies of Weeds: Introduction  1
Anil Shrestha, David R. Clements, and Mahesh K. Upadhyaya

1.1	 Introduction  1
1.2	 Persistence of Weeds  2
1.2.1	 Seed Dormancy, Germination, Seedling Emergence, Seed Production, and Seed 

Return  3
1.2.2	 Seed Longevity, Emergence Patterns, and Soil Seedbanks  4
1.2.3	 Persistence of Weeds Through Perennial Growth  7
1.2.4	 Persistence Under a Wide Range of Environmental and Climatic Conditions  7
1.3	 Current Approaches to Manage Weeds and Persistence  8
1.3.1	 Ability of Weeds to Persist Against Biological, Cultural, Mechanical/Physical, 

and Chemical Control Measures  9
1.4	 Conclusions  11
	 References  11

2	 Seed Production, Dissemination, and Weed Seedbanks  19
Acacio Goncalves Netto, Pedro Christoffoleti, Mark VanGessel, Saul J.P. Carvalho, 
Marcelo Nicolai, and Caio Brunharo

2.1	 Introduction  19
2.2	 Seed Production  20
2.3	 Seed Dissemination  22
2.3.1	 Movement by Water  23
2.3.2	 Movement by Wind  23
2.3.3	 Movement by Animals  24
2.3.4	 Movement by Farm Equipment and Humans  24
2.4	 Weed Seedbank and Seedbank Dynamics  25
2.4.1	 Seed Germination  26
2.4.2	 Seed Death  27
2.4.3	 Seed Emigration  27
2.4.4	 Seed Persistence  27



Contentsvi

2.4.5	 Changes in Size and Composition of Weed Seedbanks  27
2.5	 Weed Management and Seedbanks  29
2.5.1	 Tillage  29
2.5.2	 Effects of Weed Control Measures  30
2.6	 Use of Chemicals to Deplete Soil Seedbanks: Potential and Limitations  31
2.6.1	 Nitrogen-Containing Compounds  31
2.6.2	 Hormones  32
2.6.3	 Other Synthetic Compounds  32
2.7	 Weed Seed Destruction or Devitalization of Seeds  33
2.8	 Soil Seedbank Research Methodology  33
2.9	 Conclusions  34
	 References  34

3	 Weed Seed Dormancy and Persistence of Weeds  43
Mahesh K. Upadhyaya, Steve W. Adkins, and Li Ma

3.1	 Introduction: Seed Dormancy and Persistence of Weeds  43
3.2	 Seed Dormancy and Germination  44
3.3	 Types of Seed Dormancy and Some Terminologies  44
3.4	 Dormancy Polymorphism  46
3.4.1	 Genetic Variation in Seed Dormancy  46
3.4.1.1	 Wild Oat (Avena fatua) Case Study  46
3.4.1.2	 Influence of Environment During Seed Development on Seed Dormancy  47
3.5	 Mechanisms of Seed Dormancy  49
3.5.1	 Impermeability to Water  49
3.5.2	 Impermeability to Gases  49
3.5.3	 Mechanically Resistant Seed Coat  50
3.5.4	 Presence of Germination Inhibitors  51
3.5.5	 Underdeveloped Embryo  52
3.5.6	 Role of Hormones  52
3.5.7	 Molecular Mechanisms of Seed Dormancy  52
3.6	 Coadaptation of Seed Dormancy and Hormonal Regulation of Seed Reserve 

Mobilization  53
3.7	 Duration of Seed Dormancy and Depletion of Seedbanks During Summer 

Fallow  53
3.8	 Dormancy Cycling  54
3.9	 Conclusions  57
	 References  58

4	 Seed Dormancy Genes and Their Associated Adaptive Traits Underlie Weed 
Persistence: A Case Study of Weedy Rice  64
Xing-You Gu

4.1	 Introduction  64
4.2	 Weedy Rice  66
4.3	 Genetics of Primary Seed Dormancy  67
4.3.1	 Natural Variation in Wild, Weedy, and Cultivated Rice  67
4.3.2	 Quantitative Trait Loci  68



Contents vii

4.3.3	 QTL Epistatic and Genotype-by-Environment (G-by-E) Interactions  69
4.3.4	 Genes Underlying Seed Dormancy QTLs  70
4.4	 Genes/QTLs Responsible for Associations of Wild-Like Traits with SD  73
4.4.1	 Seed Shattering  73
4.4.2	 Pericarp Colors  74
4.4.3	 Hull Color  75
4.4.4	 Awns  75
4.4.5	 Seedbank Longevity  76
4.5	 Genes/QTLs Responsible for Associations of Crop-Mimic Traits with Seed 

Dormancy  77
4.5.1	 Plant Height  77
4.5.2	 Flowering Time  78
4.6	 Conclusions and Implications  79
	 Acknowledgements  80
	 References  80

5	 Environmental Regulation of Weed Seedbanks and Seedling Emergence  87
Roberto L. Benech-Arnold and Diego Batlla

5.1	 Introduction  87
5.1.1	 The Seedbank: Dispersal over Time  87
5.1.2	 Scope of the Chapter  88
5.2	 Germination  88
5.3	 Predation  89
5.4	 Loss of Viability as a Result of Physiological Deterioration  90
5.5	 Dormancy in Seedbanks and Its Control by the Environment  91
5.5.1	 Environmental Factors that Modify the Dormancy Level of Seedbanks  92
5.5.2	 Dormancy Level Relates to the Width of the Environmental Range Permissive 

for Germination  94
5.5.3	 Conceptual Model  96
5.6	 Germination as Affected by Temperature and Water Availability  97
5.7	 The Functional Ecology of Weed Seedbanks: Concluding Remarks  100
	 References  100

6	 Longevity of Weed Seeds in Seedbanks  106
Ali A. Bajwa, Fernanda C. Beveridge, Mahesh K. Upadhyaya, and Steve W. Adkins

6.1	 Introduction  106
6.2	 Seeds and Seedbanks as Survival Mechanisms  107
6.3	 Role of Seed Longevity in Seedbank Regulation  108
6.4	 Classical Ecological Experiments on Weed Seed Longevity  109
6.5	 Factors Affecting Weed Seed Longevity  110
6.5.1	 Genetics  110
6.5.2	 Seed Characteristics  111
6.5.2.1	 Seed Vigour and Viability  112
6.5.2.2	 Seed Morphology and Anatomy  112
6.5.2.3	 Seed Dormancy  114
6.5.2.4	 Seed Ageing and Its Biochemistry  115



Contentsviii

6.5.3	 External Factors  115
6.5.3.1	 Moisture and Temperature  116
6.5.3.2	 Soil Characteristics  116
6.5.3.3	 Land Use and Management Operations  117
6.5.3.4	 Seed Predation and Deterioration  118
6.6	 Implications of Seedbank Longevity for Weed Management  119
6.7	 Conclusions and Future Research Directions  119
	 References  120

7	 Evolution and Persistence of Herbicide-Resistant Weeds  125
Hugh J. Beckie, Linda M. Hall, Roberto Busi, and Michael B. Ashworth

7.1	 Introduction  125
7.2	 How Evolution of Herbicide Resistance Influences Persistence of Weed 

Populations  126
7.2.1	 Enhanced Fitness Under Recurrent Herbicide Selection Pressure  126
7.2.2	 Using Population Demography to Quantify Persistence  127
7.2.3	 Spatial Movement of Herbicide Resistance Alleles via Seed and Pollen  128
7.2.4	 Temporal Persistence: Seedbank Dynamics  128
7.2.5	 Phenological Adaptation of Herbicide-Resistant Weeds to Management  129
7.3	 Case Studies  129
7.3.1	 Transgenic Canola Volunteers or Feral Populations in North America and 

Australia  129
7.3.2	 Kochia in the Great Plains of North America  131
7.3.3	 Wild Oat in the Northern Great Plains of North America  133
7.3.4	 Wild Radish in Western Australia  134
7.3.5	 Annual Ryegrass in Australia  135
7.4	 Conclusions  137
	 References  138

8	 Seed Predation and Weed Seedbanks  144
Pavel Saska and Alois Honeǩ
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xix

Weeds reduce crop yields, lower the quality of agricultural produce, affect livestock health, 
and interfere with human life in a variety of ways. A considerable amount of time, money, 
and other resources are spent in controlling weeds by producers as well as by the general 
public, yet weeds persist. Unfortunately, we have relied very heavily on the use of synthetic 
herbicides to control weeds for the past several decades. This has hampered research on 
other nonchemical options for weed management. It is now well recognized that excessive 
use of synthetic herbicides carries risks to both the environment and the sustainability of 
herbicides as a tool. Widespread resistance to herbicides has developed among weed spe-
cies and for almost all major classes of herbicide chemistry.

Stemming from concerns for human health and the environment, public opposition to 
the use of synthetic herbicides is progressively increasing. The sustainability of our food 
production systems is rapidly becoming an important issue globally, and pesticide-free, 
organic produce is becoming increasingly popular. In order to develop novel and more 
holistic methods for weed management, a sound understanding of persistence strategies of 
weeds is necessary. This understanding will help us identify the vulnerabilities of different 
weeds and could lead to development of novel, safe, and effective weed management strat-
egies by making modifications to our production systems and reduce our dependence on 
synthetic herbicides. However, because weeds are masters of persistence, have co-evolved 
with humanity, and are very much the product of how we manipulate agroecosystems and 
other environments, we need to look beyond short-term simplistic remedies and under-
stand our complex relationship with weeds.

This book takes a comprehensive approach to understand the persistence of weeds and 
strives to fill the gap in our understanding of the underlying issues behind the problem of 
weed persistence and serves as a comprehensive source of information for students, 
researchers, and weed managers. The various topics covered in this book include an 
overview of weed persistence, the role of seed production, dissemination and seedbanks, 
variability in seed dormancy, physiology and genetics of seed dormancy, seed longevity, 
vegetative propagation and propagule banks, the influence of agronomic practices, allel-
opathy, predation, soil microbes, climate change, weed evolution, and the development of 
herbicide resistance. Because weeds and their management are global concerns, specialists 
from around the world have been selected to write chapters on these topics.

The key learning objective of this book for students and other readers is to enhance 
understanding of what underpins the persistence strategies of weeds. While this book is 
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aimed to serve upper-level undergraduates and/or graduate students, it can also be used as 
a reference or text for courses in agroecology and organic agriculture. Weed scientists and 
weed management professionals working for universities and government agencies, agri-
business consultants, organic farmers, and other environmentally conscious producers will 
find this book a valuable source of information on persistence strategies of weeds. We also 
expect this book to stimulate research on development of environmentally friendly weed 
management options.

We thank all the chapter authors of this book for contributing informative chapters in 
their areas of specialization, external reviewers for their critical and constructive reviews of 
chapter manuscripts, and our families for their cooperation, patience, and encouragement.

Mahesh K. Upadhyaya,
 Professor Emeritus, Applied Biology

University of British Columbia
Canada

David R. Clements, and
 Professor, Biology

Trinity Western University
Canada

Anil Shrestha
Professor, Weed Science

California State University
USA
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Weeds have been a costly problem for farmers since the dawn of agriculture. They have 
evolved with the crops, the farming methods, and the new environments as crops spread 
across the world. To be successful, weeds had to be genetically flexible in order to adapt to 
changing agricultural practices. Many thousands of wild plant species have not become 
successful weeds in agriculture. Successful weed species have many similar traits, but 
changing agricultural practices impact the relative importance of different traits. In short, 
successful weed species prosper in the disturbed and changing environments found in agri-
culture. Understanding weed biology and genetics is providing insight into the traits that 
contribute to the persistence and spread of weeds.

This book explores the many traits that make weeds successful. To persist, reproduction 
and propagation are paramount. A major factor in propagation is prolific production of 
long-lived, dormant seeds, with properties contributing to dispersal. This is especially true 
in weed management systems that rely heavily on tillage. The importance of seed biology 
in the persistence of weeds is illustrated by the fact that nine of the sixteen chapters in this 
book deal with seed biology. Weed seed dormancy is a complicated and fascinating trait 
influenced by many genetic, environmental, and even seed morphology factors. Seed biol-
ogy is also integral to topics covered in other chapters, such as that on herbicide resistance.

Vegetative propagation of weeds is dealt with in Chapter 11. This persistence mechanism 
is found in many weed species that also produce seeds but is the predominant or even the 
only means of propagation in some species. Vegetative propagation is highly effective for 
many highly virulent weed species (e.g. Johnsongrass and purple nutsedge). The evolution 
of herbicide resistance can occur without seed production (e.g. in the aquatic weed 
Hydrilla).

Weeds have been with us for thousands of years. This has given weeds time to evolve 
traits allowing them to persist in farming systems practiced prior to introduction of herbi-
cides. For example, weeds that have a similar visual appearance to the crop could avoid 
hand weeding. The advent of synthetic herbicides in the mid-twentieth century subjected 
weeds to a novel and intense selection pressure. However, this relatively efficient technol-
ogy has not put any significant weed species on an endangered species list to my knowl-
edge. The interplay between changing herbicides and evolved resistance continually shifts 
the relative importance of different weed species in time and space. The genetic flexibility 
of weeds in resisting herbicides has been remarkable. I think that Darwin would have been 
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gratified to see such rapid, profound, diverse, and widespread responses to selection pres-
sures. This amazing display of evolution in action is covered in Chapter 7.

Plants being sessile, their evolutionary response to pathogens and herbivores (including 
insects) has largely been chemical, producing secondary compounds that are toxic or fight 
these enemies in other ways, such as attracting beneficial insects that feed on herbivore 
insects. Some plants clearly release secondary products (allelochemicals) that inhibit the 
growth of competing plant species. Chapter 14 deals with this phenomenon in weeds and 
provides some enlightening case studies.

The influence of climate change on weed persistence is the topic of Chapter 12. Increased 
atmospheric CO2 and temperature, as well as precipitation changes, will influence all 
plants, including crops and weeds. The relative efficacy of different herbicides on different 
weed species will change, especially between C3 and C4 species. The robust adaptability of 
weeds (as covered in Chapter 15) will ensure that weeds cope with changing climate.

These are but a few of the topics considered in the broad scope of this book that provides 
a valuable update by international experts on the many ways in which weeds have evolved 
to persist in agriculture and other disturbed ecosystems. It describes what we understand 
about weed persistence mechanisms and identifies the questions for which answers are 
still incomplete. I hope that it will inspire future research to fill these knowledge gaps so 
that we can devise more successful means of protecting crops and the environment from 
weeds. I expect that the bookshelves of serious students of weed and pest biology will con-
tain this volume, as it provides the most current and update on how weeds persist, despite 
intense and costly efforts to manage them.

Stephen O. Duke
National Center for National Product Research, School of Pharmacy,  

University of Mississippi, Oxford, MS, USA
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1.1  Introduction

Since time immemorial, humanity has been plagued by weeds. Today weeds infest almost 
every environment on earth that is managed. These environments include wilderness areas 
where the ideal is a “pristine habitat” free of non-native weeds, expansive rangeland habi-
tats where weeds threaten forage quality for livestock, more intensively managed cropping 
systems where weeds threaten yields, and even our urban yards where weeds negatively 
impact “the perfect lawn,” which is the goal of many home owners. In any case, by now the 
reader is probably asking the question every weed scientist gets asked repeatedly – “what is 
a weed?”

In 1912, Blatchley defined a weed as “a plant out of place or growing where it is not 
wanted.” Although this seems like a pretty all-encompassing definition, there is room 
for many other perspectives, such that of renowned American transcendentalist and 
writer Ralph Waldo Emmerson, also in 1912, who referred to a weed as a “plant whose 
virtues have not yet been discovered” (as quoted in Zimdahl 1999). If a weed is deter-
mined to be “out of place” (regardless of any potential virtues), in practical terms the 
weed is often very difficult to “weed out,” especially because biologically weeds have 
evolved tremendous persistence strategies, which greatly affect human endeavors, espe-
cially agriculture.

Agriculture is an important component of the world’s economy and an important means 
of livelihood, especially in developing countries (Alston and Pardey 2014). However, there 
is a lot of risk involved in crop production, much of which comes from insect pests, weeds, 
and pathogens. Weeds compete with crops and cause huge economic losses, estimated at 
an annual yield loss of 9% to global agriculture (Oerke 2006) and in economic terms, about 
US$ 27 billion to US agriculture alone (Pimentel et al. 2005). Similarly, weeds are also a 
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problem in non-crop systems (e.g. roadsides, waterways, etc.) and natural ecosystems 
(e.g.  forests, landscapes) where invasions of undesirable plants can cause aesthetic and 
economic losses and reduce biodiversity (Neve et al. 2018). They have continued to evolve 
and persist, despite humankind’s efforts to control them.

1.2  Persistence of Weeds

Merriam-Webster’s dictionary defines the word “persist” as “to continue to exist especially 
past a usual, expected, or normal time” or “to go on resolutely or stubbornly in spite of oppo-
sition” (“Persist” Merriam–Webster.com Dictionary n.d.). In this book we refer to “weed per-
sistence” as “the ability of undesirable plant species to continually evolve, survive, thrive, and 
reproduce under a variety of natural and anthropogenic selection pressures.” Weed scientists, 
farmers, and land managers continue to be baffled by the persistence of these species despite 
a wide variety of management techniques developed to eliminate them. In this context, some 
questions that can be raised include the following: (i) What makes a weed so persistent? 
(ii) Why are the natural and human-developed selection pressures failing to eliminate them? 
(iii) What lessons can we learn from the strategies that they have developed to persist in the 
various ecosystems? (iv) How can we use this knowledge of weed persistence to minimize the 
damage they cause to agroecosystems and other human-managed ecosystems?

Although Baker (1965) listed the factors that enable a species to become a weed, the 
plants continue to persist despite our knowledge of these factors. For decades, we have 
tried to manage weeds with the so-called four corners of weed management, i.e. biological, 
chemical, cultural, and mechanical weed control, and yet weeds have persisted. Therefore, 
it is essential to revisit this list to discuss weed persistence.

Baker (1965) listed the following characteristics that make a plant successful as a weed: no 
special environmental requirements for germination, discontinuous germination, longevity 
of seeds, rapid seedling growth, short vegetative periods, ability to maintain seed production 
as long as growing conditions permit, self-compatible but not necessarily self-pollinated or 
apomictic, cross-pollinated types that can be pollinated by various methods, ability to pro-
duce numerous seeds even under unfavorable environments, good mechanisms for short- 
and long-distance dispersal, vigorous and multiple methods of vegetative reproduction in 
asexually reproducing species, and having good competitive mechanisms. Some very persis-
tent weeds may have only one or two of these characteristics, whereas others may have nearly 
all; the point is that this set of characteristics represent key characteristics that make weeds 
so successful. In summary, we are dealing with plants that have very successful persistence 
mechanisms despite of above- and belowground natural and human-induced selection pres-
sures and management methods (Figure 1.1). In the following text, some of these mecha-
nisms will be discussed briefly to give an overview of the persistence strategies of weeds.

In this chapter, we discuss persistence of weeds in terms of (i) seed dormancy, germina-
tion, seedling emergence, seed production, and seed return, (ii) soil seedbank and longev-
ity of seeds in the soil seedbank, and (iii) ability to persist against natural and human 
selection pressures and management methods. The other chapters in the book will describe 
these phenomena in detail and provide valuable insights to understand the persistence 
strategies of weeds.
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1.2.1  Seed Dormancy, Germination, Seedling Emergence, Seed Production, 
and Seed Return

Seed dormancy has been defined generally as the failure of a seed to germinate despite 
favorable conditions (Bewley and Black 1994; Benech-Arnold et al. 2000). There are two 
main types of seed dormancy  –  primary and secondary (induced) (e.g. Karssen  1982; 
Bewley and Black 1994). Many weed seeds are known to possess the ability to remain dor-
mant, but viable, in the soil for extended periods of time. For example, the classic, pioneer 
experiment of W.J. Beal who studied seed dormancy and viability of buried weed seeds in 
Michigan has been cited in numerous publications (e.g. Kivilaan and Bandurski  1981; 
Baskin and Baskin 1985; Burnside et al. 1996; Telewski and Zeevart 2002). These and other 
studies have demonstrated that seeds of some weeds can retain viability and remain dor-
mant for up to more than 100 years. Therefore, seed dormancy can be considered as a pri-
mary factor contributing to weed persistence, and knowledge of and a sound understanding 
of this phenomenon is of prime importance for weed management.

Once dormancy is broken, seeds germinate (emergence of radicle) when the necessary 
environmental conditions for water, temperature, oxygen, and, in some species, light are 
met. The range of favorable environmental conditions to stimulate germination depends 
on the plant genotype (Baskin and Baskin 2001). Seed germination occurs when these fac-
tors are present at or above the minimum threshold but below the species-specific maxi-
mum levels (Bewley and Black 1994; Baskin and Baskin 2001).

Unlike crop seeds that have a narrower range of optimum conditions for germination, 
studies have shown that weed seeds can adapt and germinate under a wide range of envi-
ronmental conditions (e.g. Grundy et al. 2000; Steinmaus et al. 2000; Leon et al. 2004). 
Whitney and Gabler (2008) suggested that many invasive plant species do not have 

Seed addition
Seed rain from mature plants
Seed input from other areas

Soil seedbank
Dormancy
Longevity
Germination

Soil death and removal
Physical damage
Physiological decay
Failed germination
Predation

Above-and belowground
selection pressures and
control measures

Aboveground
adaptive and
evolutionary
mechanismsPersistence

Natural
human
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adaptive and
evolutionary
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Figure 1.1  Cycle of above- and below-ground natural and human selection and management 
pressures, continued adaptation, evolution, and persistence of weeds that reproduce by seeds in 
agroecosystems and other human-managed ecosystems.



1  Persistence Strategies of Weeds: Introduction4

specialized germination requirements and are highly flexible, making it possible for them 
to adapt to a wide range of environments. Even under projected climate change scenarios, 
weed seed persistence is an area of concern. Walck et al. (2011) emphasized the importance 
of conducting research on seed ecology because they believed that seeds of weedy species 
could evolve relatively quickly to keep pace with climate change. Furthermore, germina-
tion of a few weed seeds and seed production from the resulting plants can add thousands 
of seeds to the soil seedbank, ensuring the persistence of the weeds.

Since germination is a process primarily driven by a combination of temperature and 
moisture, researchers have modeled weed seed germination based on the combination of 
these two factors, i.e. hydrothermal time (e.g. Gummerson  1986; Roman et  al.  2000; 
Bradford 2002). Although these models have enhanced the knowledge of the parameters of 
weed seed germination, how to use this information from a management standpoint and 
reduce persistence of weeds in our ecosystems remains a challenge. Nevertheless, mode-
ling is an important component of understanding and predicting population dynamics of 
weeds and therefore for our understanding of weed persistence. Borgy et al. (2015) empha-
sized that prediction of population dynamics of annual plants is challenged by soil seed-
banks that are difficult to see and presented a time series model to assess weed population 
dynamics based on data from growing plants and the soil seedbank.

Seed vigor, good seed bed preparation, and proper soil conditions for seedling emergence 
have been cited as primary needs of seedling establishment of agricultural crops for opti-
mum yields (Finch-Savage and Bassel  2016). However, in the case of weeds, they can 
emerge and complete their life cycle in less than optimum soil conditions compared with 
crops. A few weed seedlings that emerge and establish can produce thousands of seeds that 
go back to the seedbank. Weed seedlings can emerge from the harshest of soil or other 
substrates, complete their life cycle, and produce seeds (Figure 1.2).

Weeds are capable of producing huge number of seeds. For example, species such as 
Palmer amaranth (Amaranthus palmeri) and horseweed (Erigeron canadensis), which are 
considered to be among the worst agricultural weeds in North America (Weed Science 
Society of America [WSSA] 2017), can produce up to 600 000 seeds (Keeley et al. 1987) and 
200 000 (Weaver 2001) to 800 000 (Shrestha et al. 2010) seeds per plant, respectively. Often, 
late-season weed control is ignored as the weeds do not cause crop yield loss. However, these 
late-emerging weeds could deposit thousands of seeds to the soil seedbank. Bagavathiannan 
and Norsworthy (2012) emphasized that these late-season weeds should not be ignored and 
suggested the development of thresholds for these weeds using bioeconomic models. Long 
et al. (2015) emphasized the importance of information on environmental effects on the loss 
of weed seeds from the soil seedbank, either by germination or death, and proposed a model 
to predict the length of seed persistence in a range of environments. The ability to germi-
nate, emerge, grow, and produce viable reproductive structures under a wide range of envi-
ronmental conditions is important for weed persistence. The use of simulation models to 
predict seedbank and weed population dynamics are therefore needed.

1.2.2  Seed Longevity, Emergence Patterns, and Soil Seedbanks

Since weed seeds and vegetative propagules in soil banks are important for persistence of 
weeds, they should be the focus of any management strategy for effective weed control 
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(Kremer  1993; Dekker  1999; Walsh et  al.  2018). As mentioned earlier, not all the weed 
seeds that are present in the soil seedbank germinate and emerge immediately or at the 
same time. Diverse dormancy mechanisms and modification of seed dormancy and germi-
nation by environmental cues provide weeds the ability to distribute their germination over 
time, which is an important factor in persistence of weeds (Baskin and Baskin  2001; 
Clements et al. 2004). Genotype, environmental factors during seed development and post-
dispersal, and soil-borne pests and pathogens influence seed dormancy, longevity, and ger-
mination and therefore are important factors in the persistence of weed seeds in soil 
seedbanks (Egley and Duke 1985). Forcella et al. (1997) collected soil cores from several 
sites in the US corn belt and monitored weed seed germination and emergence. They found 
significant variability in the percentage of seedlings that emerged with time and attributed 

(a) (b)

(c) (d)

Figure 1.2  Various species of weeds growing, flowering, and producing seeds under soil-less and 
adverse plant-growing conditions: (a) an Amaranthus sp. plant growing through a crack on a 
sidewalk, (b) an annual sowthistle (Sonchus oleraceus) plant growing on the roof of a greenhouse, 
(c) an annual sowthistle (Sonchus oleraceus) plant growing on a gravel road, and (d) a horseweed 
(Erigeron canadensis) plant growing on the roof of a metal lathe house.
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this to effects of microclimate variables. Saatkamp et al. (2011) concluded that the func-
tional role of delayed germination and light and diurnally fluctuating temperatures are key 
contributors to higher soil seed persistence. Saska et al. (2020) suggested that seeds undergo 
changes in morphology and viability while in the seedbank. They buried seeds of several 
weed species in the soil, excavated them six to eight years later and assessed the changes in 
seed morphology and proportion of fresh seeds to determine seed persistence. They found 
that seed mass, volume, and proportion of persistent seeds in most species declined with 
increase in burial periods.

Knowledge of genetic and epigenetic factors, which regulate seed dormancy (Gu 
et  al.  2006), is necessary to comprehend persistence strategies of weeds. A study by 
Pipatpongpinyo et al. (2019) reported that regulation of soil seedbank longevity was due to 
genes controlling seed dormancy. Davis et al. (2016) highlighted the importance of the link 
between inherited weed seed traits in their persistence and suggested that management 
practices could be tailored to specific weed species based on particular chemical or physical 
defenses.

Soil microbes have been reported to increase weed seed mortality in soil seedbanks 
(Gallandt et al.  1999; Kennedy 1999). Ullrich et al. (2011) suggested that this increased 
mortality could be because of seed coat being damage by soil microbes. However, their 
study on the effect of microbial abundance on weed seed persistence did not show a strong 
correlation between seed mortality and seed coat damage, suggesting that soil microorgan-
isms may not play a major role in determining seed mortality. More research is needed to 
understand the magnitude of effects of soil microbes on seed longevity, viability, and ger-
mination and to exploit the potential of reducing the size of seedbanks by enhancing 
microbial effects.

Since seeds and vegetative propagules can survive and maintain their viability for extended 
periods, understanding of factors that influence their longevity is essential for understand-
ing weed persistence and for development of effective weed management strategies. 
Information on seedbank persistence can help in long-term weed management and possibly 
weed eradication (Panetta and Timmins 2004). The persistence of weed seedbanks, there-
fore, is an important area of investigation for weed scientists who are working on this and 
various other aspects of persistence strategies of weeds, including genetics and physiology 
of seed dormancy and germination, seed longevity, environmental influences, ecophysiol-
ogy of persistence, and effects of soil biota and allelochemical interactions, to name a few. 
Auld (2004) looked at the social aspects of weed seed survival in the seedbank and concluded 
that due to the inevitability of persistent weed populations due to seedbanks, agricultural 
communities must live with the inevitable presence of weeds and their effects.

Another factor that has gained some attention in terms of weed seed and seedling death 
is allelopathy (Arroyo et al. 2018; Weston and Duke 2003). Several studies have explored 
the effects of extracts from several plants, suspected to possess allelochemicals, on seeds, 
and seedlings of various weed species (e.g. Panasuik et al. 1986; Hoffman et al. 1996; Marles 
et al. 2010). Scavo et al. (2019a) reported that the crop globe artichoke (Cynara carduncu-
lus) produced allelochemicals that reduced the soil seedbank of some weed species. 
Similarly, Vitalini et  al. (2020) reported allelopathic activity of Italian ryegrass (Lolium 
multiflorum) on some weed species of rice (Oryza sativa) fields. However, we still need to 
know much more about allelopathic interactions (Scavo et al. 2019b) to be able to exploit 


