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Abstract
The J. Derek Bewley Career Lectures presented at the triennial meetings of the International
Society of Seed Science support early-career seed scientists by providing retrospective views,
from those late in their careers, of lessons learned and future implications. Ambition, ability,
inspiration, foresight, hard work and opportunity are obvious career requirements. The
importance of mentoring and teamwork combined with the clear communication of results,
understanding and ideas are emphasized. The role of illustration in research, and its dissemination, is outlined: illustration can support hypothesis development, testing and communication. Climate change may perturb the production of high-quality seed affecting conservation
as well as agriculture, horticulture and forestry. An illustrative synthesis of the current understanding of temporal aspects of the effects of seed production environment on seed quality
(assessed by subsequent seed storage longevity) is provided for wheat (Triticum aestivum
L.) and rice (Oryza sativa L.). Seed science research can contribute to complex global challenges such as future food supplies from seed-propagated crops in our changing climate whilst
conserving biological diversity (through seed ecology and technologies such as ex situ plant
genetic resources conservation by long-term seed storage in genebanks), but only if that
research can be – and then is – applied.

Introduction
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which permits unrestricted re-use, distribution,
and reproduction in any medium, provided the
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The International Society for Seed Science’s J. Derek Bewley Career Lecture is a retrospective
presentation by a ‘late-career seed scientist’ on their area of expertise and career aimed at providing early-career seed scientists with an insight into lessons learned and implications for the
future to support their development as researchers, teachers, technologists and communicators. Care is required with such retrospection, however. As Hartley (1953) wrote ‘The past
is a foreign country; they do things differently there.’
In this lecture, I follow in the large reputational footsteps of Derek Bewley and Kent
Bradford whose careers were largely forged in Canada and the USA, respectively. Mine developed in the UK. The inevitable but simple advice on career development to ‘think hard, think
clever’ and then to ‘work hard, work clever’ is relevant, but insufficient. Careers do not develop
in a vacuum. Science is global, but the environment for career development is influenced
strongly by local and national factors – and people.
I organized the 1-week-long Fifth International Workshop on Seeds at the University of
Reading in 1995, the last time this event, which predated the founding of the ISSS, was
held in the UK. That conference was attended by some 350 seed scientists from all over the
world, with proceedings that ran to almost 1000 pages with 90 research papers (Ellis et al.,
1997). The 13th Triennial Conference of the International Seed Science Society was to have
been held in 2020 at Brighton, UK, but due to COVID-19 the meeting was delayed to 2021
and held virtually. To extend the somewhat retrospective brief for this career lecture, I also
apply the theme of my title to consider temporal aspects of the environmental regulation of
seed quality development. The environment has long been known to be important during
seed production but is now much more so (and will become yet more important) with the
challenge of climate change (IPCC, 2014).
Mentors and colleagues
Ambition, ability, inspiration, foresight, hard work and opportunity are key to success, but
mentoring and teamwork are also important. The 1995 Workshop at the University of
Reading recognized the career and contributions to seed science, genetic resources conservation and crop improvement globally of Eric Roberts OBE (https://seedscisoc.org/obituary-proferic-roberts/). Eric was my PhD supervisor, but much more: a great mentor and humourist
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from whose exemplary conduct I learnt a great deal. I have begun
at this point to highlight the importance of people – the social and
especially inter-generational interactions in pure and applied science and in tertiary education that are vital to exchange knowledge and to its generation and understanding (including testing
for integrity and robustness and recognizing what is not yet
understood). Throughout my career, I have been most fortunate
in the network of those who have mentored me, my peers and
just as important my alumni (now my peers, whom in turn I
hope I mentored well).
I embarked on a PhD studentship in seed science and technology due to Eric Robert’s infectious enthusiasm and support for
the topic. We developed an immediate rapport during my interview, a first meeting which entailed mutual, almost competitive,
use of a whiteboard (yes, involving many drawings) long into
the evening. Beyond the core science, his artistic inspiration is evident in his reflective end-of-career paper on his ‘search for pattern
and form’ (Roberts, 1999). His influence is evident in my career
and this paper.
My second mentor was Stan Matthews who appointed me to
my first post-doctoral position at the University of Stirling. Stan
also combined good humour with a strong intellect and an ability
to work hard alongside a strong family ethos. I also gained from
him a much clearer understanding of the role science can play to
support the seed industry and growers, and that industry can be
strong partners in research, not merely recipients of knowledge
from research through dissemination.
The first advice, therefore, is to choose your mentor(s) well (or
be lucky). Liénard et al. (2018) highlight the value of mentorship
to success in academia. They concluded that:
(a) successful mentors tend to train successful students;
(b) post-doctoral mentors are more instrumental to trainees’ success than doctoral mentors;
(c) progress is better when there is an intellectual synthesis
between doctoral and post-doctoral mentors and
(d) combining mentors with disparate expertise is better, but
only if trainees can integrate contrasting expertise within
their subsequent research.
Supportive colleagues are also vital in science. Roger Smith
OBE (initially at Reading, later at RBG Kew, Wakehurst Place,
where he founded and led the successful Millennium Seed Bank
Project) is one to whom I am especially grateful, not only for
his intellect and wise, instructive counsel (combining logic, loquaciousness and appropriate cynicism of the world at large), but also
for designing and realizing the University of Reading’s Seed
Science Laboratory. Similarly, I thank Alistair Murdoch for his
many insights, not least prudence and for probing my partformed ideas, and our work together for many decades across
the ‘crops-weeds boundary’; and Tran Dong Hong for our considerable long-term professional collaboration, evident from our
many publications together, and for sharing his comprehensive
insights into agriculture and crop improvement in SouthEast
Asia, not least rice (Oryza sativa L.). I am also indebted to my
alumni, not just for the partnerships evident from our publications, but also for the wealth of different insights provided to
me from many diverse cultures across the world.
Hence, choose your teams well. The media downplays the role
of teams in research, with individuals lauded for their achievements in science; but field and laboratory experimental science
is a team game. Moreover, it is possible (though demanding) to
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be a member of several teams simultaneously, which can be highly
advantageous if research funding is capricious (as it is in many
countries, including the UK).
The corollary of the above is to support others in turn. I have
gained much pleasure and satisfaction in my leadership roles at
the University of Reading (as an academic teaching, supervising
and tutoring student, and more widely as Head of the School of
Agriculture, Policy and Development and then Dean of the
Faculty of Life Sciences) from the successes of those I have supported and worked with.
Pure and applied research
Much debate in UK research circles concerns the balance, especially funding, between pure (‘blue skies’) research and applied
research (aimed at solving specific problems). There are two longstanding UK principles on research funding. First, decisions about
the allocation of funds to research topics are better made by
researchers, not politicians (the so-called Haldane principle).
Second, social good (determined by government for the research
it funds) and commercial opportunity (determined by industry
for its research funds) are more important than researchers’ freedom in deciding research direction. These principles are not
mutually exclusive: the former relates more to blue skies research;
the latter more to applied research. They can become muddled,
however, if industry seeks to influence government research
spending, or government seeks to coerce industry to fund national
strategies.
Opening the Fourth International Workshop on Seeds,
Karssen (1993) pointed out two main categories of seed scientists:
those primarily interested in plant physiology, biochemistry and/
or molecular biology for whom seeds are simply a convenient
material for their research, and those who wish to learn more
about seeds per se. Roberts (1997), opening the Fifth
International Workshop on Seeds, pointed out that the latter
group could be further divided into pure and applied seed
researchers. My interests tend towards the applied, but I concur
with the view that the separation of basic and applied science is
synthetic – a judgement of funders as much as scientists: new
commercial products and procedures can emanate from ‘blue
skies’ research, whilst applied research may reveal considerable
new knowledge and understanding. My advice to early-career
seed researchers is to cross and recross the apparent divide
between pure and applied research whenever feasible.
Role of seed science, seed technology and seed ecology
Seed science and technology underpin agriculture, horticulture,
forestry and conservation (both ex situ and in situ). The UK’s
National Institute of Agricultural Botany (NIAB) was founded
in 1919 with the motto ‘Better Seeds: Better Crops’ and the
International Seed Testing Association (ISTA) in 1924, following
Nobbe’s Handbook of Seed Science (Nobbe, 1876). Thus, this scientific basis for our modern agriculture, horticulture and forestry
was established a century ago. Yet, the need for understanding
and expertise in seed science and technology is greater than
ever before. The global human population has trebled from 2.6
to 7.8 billion to date during my lifetime and is expected to
reach 9.7 billion in 2050 and 10.9 billion in 2100 (United
Nations, Department of Economic and Social Affairs,
Population Division, 2019). The percentage increase in food
demand by 2050 will exceed that for population growth.
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Moreover, the seed industry is global but there remain large gaps
where, for example, farmers in Africa have limited access to highquality seed and more than 80% of all seed is obtained through
informal seed systems (Kamga et al., 2016). At the same time,
however, plant conservation is a considerable challenge to maintain global biodiversity (Sharrock, 2020), with ex situ and in situ
crop and wild plant conservation vital to safeguard the future.
Seed science, seed technology and seed ecology are vital complementary disciplines to apply to meet these challenges.
Agriculture and horticulture face a loss of productive land for
crop production due to climate change, soil erosion, salinity,
inundation (flooding and sea-level rise), pollution, deforestation,
urbanization and mining. Beyond crop production, not only is
biodiversity susceptible to damage from the above but also the
greater demand for agricultural products (food, feed, fuel, fibre
and other raw products for industries as diverse as construction
and pharmaceuticals) has damaged this biodiversity through
loss or modification of habitats – with (beyond ethical and aesthetic considerations) negative consequences for agriculture
potentially. The market for the seed of wild species to support
the restoration of habitats for conservation has burgeoned during
my career. In the UK, for example, the recreation of species-rich
pastures from intensively managed grassland has relied upon reintroduced seed (Walker et al., 2004). The soil seed bank can also
provide a local, free source of seeds for regeneration. Seeds can
remain dormant and viable for years, sometimes many decades,
beneath the soil surface as studies such as Beal’s classic long-term
seed burial investigation (Telewski and Zeevaart, 2002) have
shown. Regeneration by seed dispersal is also possible. Two
sites in arable cultivation for centuries previously at
Rothamsted, UK, were fenced off in the 1880s and reverted naturally to woodland dominated by seed-propagated species: by ash
(Fraxinus excelsior L.), sycamore (Acer pseudoplatanus L.) and
hawthorn (Craetagus monogyna Jacq.) on a neutral soil; and
oak (Quercus robur L.) on an acidic one (Rothamsted Research,
2015). Excluding grazing animals by fencing is a simple tool in
woodland regeneration. If, however, the demand is for highquality timber, or the area is isolated from another woodland,
then the seed technology approach (certified seed from registered
stands to produce tree seedlings in nurseries for transplanting) is
more appropriate. In other words, seed ecology and seed technology both provide potential routes to applying seed science to solve
real-world problems.
Much of my research has concerned ex situ plant genetic
resources conservation by long-term seed storage, with dissemination of the research to support genebank management (e.g.
Cromarty et al., 1982; Ellis et al., 1985a,b; Hong et al., 1996). The
genebanks of the CGIAR (Consultative Group on International
Agricultural Research) have succeeded in maintaining accessions
of (orthodox) crop seeds at high viability in cool, dry storage over
several decades now (Ellis et al., 2018, 2019; Hay et al., 2021).
Nonetheless, genebanks have faced many constraints (Hay et al.,
2021). One is a heavy workload of accession regeneration because
of their poor quality when received. The profound effect of the production environment on seed quality is considered later.
Illustrating understanding and ideas
I learnt early in my career that a Rőtring pen, black ink, graph and
tracing papers, a ruler, French curves and a scalpel blade (vital to
eliminate my many mistakes) were important tools that provided
me with an additional dimension to not only express myself but
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to also think and explore ideas. Table 1 lists figures selected
from my research that illustrate how they can achieve several different aims:
1. Summarize results, perhaps because the number of observations is too large to tabulate (and in effect archive data).
2. Show the precise relation, whether or not linear, between the
results and an independent variable and how this is quantified.
3. Provide greater context to, and understanding of, the results.
One example would be where there are two or more independent variables; a figure can show if the effects are additive or
interact. A second example would be where effects vary with
the range of the independent variable (with perhaps critical,
minimum, maximum or ceiling values identified).
In addition, diagrammatic figures can be applied to achieve the
following:
4. Provide tools for practitioners to apply, particularly where
users require quantitative information.
5. Develop, explain and validate or counter hypotheses.
6. Summarize complex discussions and indicate future research
directions.
The use of figures to present large amounts of data (point 1
above) has grown in importance with the automation of laboratory
analytical procedures and environmental recording. For example,
meta-analytic data have been presented in more than 200 different
styles of graphs and graph variants (Kossmeier et al., 2020). In addition to data visualization, however, much more can be achieved
with figures beyond presenting results (points 2–6 above). The
aim of Table 1 is to encourage the creativity of early-career seed
scientists to communicate visually in figures as well as in writing.
The list is self-explanatory, but examples are provided below of
the links with the points above beginning with two examples that
provide research information to practitioners.
The seed viability nomograph for barley (Hordeum vulgare L.),
Item 1 in Table 1, is an example of point 4 above. It quantifies the
relationship between barley seed survival (initial and final viability), the environment (seed storage temperature and moisture
content) and the duration of hermetic storage in a format in
which it is possible for users to solve for any one variable (or provide matching combinations of two variables, such as the many
different combinations of temperature and moisture content
that would provide a common period of longevity) using only a
ruler. Its development and publication preceded the era of the
personal computer and the World Wide Web. Nonetheless, the
‘low-tech’ nomograph retains some useful features, for example,
to hint at likely errors in estimating longevity: using the nomograph and moving a ruler only very slightly from desired values
on the temperature and/or moisture content axes has a big effect
on the estimate of longevity. This emphasizes a consequence of
the exponential relation of longevity with each variable: a small
error, or variation, in either component of the environment can
affect the estimate of longevity considerably.
Item 8 in Table 1 was an attempt to answer an explicit question
from a seed company, stimulated by the seed viability nomograph:
which of two potential new seed store sites (in Tanzania) would
provide the most suitable ambient environment for the
short- to medium-term storage of seed lots of maize (Zea mays
L.)? In response, I combined long-term weather data at each
site and, assuming rapid equilibrium of seed moisture and
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Table 1. A list of published figures illustrating different aims in research and research communication (see text for further details)
Item

Subject

Figure

Reference

Comment

1

Seed viability nomograph for barley

2

Ellis and
Roberts
(1980a)

Quantitative model presented graphically so that
solutions can be obtained using a ruler

2

Maize seed storage survival curves (three seed lots,
common environment)

4

Ellis and
Roberts
(1981)

Shift in x-axis origin to show same standard deviation
amongst seed lots but different ‘starting points’ (and
hence quality)

3

Estimates of Q10 for loss in viability plotted against a
temperature range and the curve predicted by seed
viability equation

5

Ellis and
Roberts
(1981)

A slightly curvilinear semi-logarithmic longevity–
temperature relation explains apparently contradictory
previous reports for Q10 for loss in viability

4

Seed survival curves in one constant environment
with (a) total germination or (b) normal germination
only as the criteria of seed survival

12

Ellis and
Roberts
(1981)

Two population distributions test the hypothesis that
the ‘defective’ phase of seed life immediately before
the death of each seed (in one lot) is of the same
duration (in one environment)

5

Field emergence of contrasting seed lots in
(curvilinear) relation to laboratory germination

16

Ellis and
Roberts
(1981)

Development of defective phase logic (see above) to
explain variation (absolute and relative) amongst seed
lots in field emergence

6

Germination response to light (daily photon dose,
product of photon flux density and duration) of one
seed lot of Echinochloa turnerana

3

Ellis et al.
(1986a)

Quantal response to photon dose for the low energy
reaction (germination promoted) and, at higher doses,
the high irradiance reaction (germination inhibited by
higher dose)

7

Low-moisture-content limit to negative logarithmic
relation between seed longevity and storage
moisture content

1

Ellis et al.
(1988)

Drying below a certain value does not improve seed
longevity in quinoa, sunflower and linseed

8

Isochrones for maize seed longevity in relation to
monthly mean storage temperature and moisture
content at two sites

8

Ellis (1988)

Climatographs for two potential maize seed store sites
in Tanzania and seed longevity in relation to
environment combined together to aid
decision-making

9

Changes in subsequent barley seed longevity during
seed development and maturation

Pieta Filho
and Ellis
(1991)

Longevity continues to improve well beyond the end of
seed-filling phase (contradicting earlier suggestions
that it did not)

10

Effect of temperature and CO2 concentration on rate
of wheat seed quality improvement during
development

3

Sanhewe
et al. (1996)

Positive effect of warming in the field in the UK during
seed development and maturation, but no effect of
CO2, on subsequent longevity

11

Simple two-criteria key to estimate likely seed
storage behaviour for ex situ biodiversity
conservation by seed storage

1

Hong and
Ellis (1996)

Basic guide using only mean seed weight and seed
moisture content at harvest or shedding to indicate
three zones of likely seed storage behaviour: orthodox;
recalcitrant or uncertain (orthodox, intermediate or
recalcitrant all possible)

12

Longevity of developing Brassica seeds and changes
in oligosaccharide and heat-stable protein contents

5

Sinniah et al.
(1998)

Longevity is associated with both the
complex-to-simple sugar ratio and the heat-stable
protein content, but major differences in temporal
patterns between latter two variables

13

Pollen longevity (Typha latifolia) in relation to
storage temperature and moisture content

3

Hong et al.
(1999)

Economy of nature in anhydrous biology: 1. application
of seed viability equation to pollen survival

14

Fungal conidia (entomopathogenic fungus,
Beauveria bassiana) longevity in relation to storage
temperature and moisture content

1

Hong et al.
(2001)

Economy of nature in anhydrous biology: 2. application
of seed viability equation to fungal conidia survival

15

Tomato seed longevity in fluctuating temperature
regimes

2

Hung et al.
(2001)

Effective temperature for seed longevity of a fluctuating
temperature regime is greater than mean temperature

16

Negative logarithmic relations between seed
longevity (in timothy and sesame) and moisture
content in open or hermetic storage

2

Ellis and
Hong (2007)

The relation is steeper in hermetic than open storage
(i.e. interaction between effects of oxygen and
moisture); the drier the seed, the greater the damage
due to oxygen in open storage

17

Effect on subsequent wheat seed longevity before,
immediately after, or after redrying in planta
following ear wetting

5

Yadav and
Ellis (2016)

Rainfall (simulated) damages wheat seed quality during
seed development and maturation, but damage
reversed in planta thereafter

18

Decline in seed accession viability in 12 genera
within Fabaceae stored in ILRI genebank over several
decades in the medium-term store

3

Ellis et al.
(2018)

Common pattern (same standard deviation) of loss in
viability amongst all accessions within each genus, but
big differences amongst these 12 genera

5

(Continued )
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Table 1. (Continued.)
Item

Subject

Figure

Reference

Comment

19

Increase in ability to germinate in six genera of
Poaceae stored in ILRI genebank over several
decades in the medium-term store

5

Ellis et al.
(2019)

Common pattern (same standard deviation) of loss in
dormancy amongst all accessions within each genus,
but big differences amongst these six genera

20

Contrasting temporal patterns of seed quality
development and decline during orthodox seed
development and maturation

2

Ellis (2019)

Summary of many studies to show temporal
pre-harvest patterns of improvement and decline in
seed quality vary with species and environment

temperature with ambient relative humidity and temperature,
plotted each site month by month in the annual cycle superimposed on isochrones (different periods of longevity) (Ellis,
1988). One site was far better for longevity. The company decided
to build the new store at the harsher seed storage site, however,
because other factors (particularly logistical and economic) were
more important commercially. Nonetheless, and in response to
the climatograph, alterations were made to reduce both seed storage moisture and temperature: the building design was altered to
slow warming from solar gain; seed drying and packaging were
instituted upon receipt of seed.
The benefit from drying (orthodox) seeds to improve subsequent seed survival was known to our ancestors (an example of
technology preceding science) and provides a suitable topic to
illuminate several further points about the use of illustration in
the progression of research. The negative logarithmic relation
between seed longevity and seed moisture content in hermetic
storage (Ellis and Roberts, 1980a,b; Ellis et al., 1986b), points 1
and 2 above, shows that the relative benefit to longevity from a
1% seed moisture content reduction is greater the lower the moisture content. This relation invoked the obvious question ‘how low
can you go?’ and a series of linked hypotheses, points 3 and 5
above: is there a low-moisture-content limit to that negative logarithmic relation; if so, what is its value; and what is the consequence of crossing this limit?
There is a low-moisture-content limit to the negative logarithmic relation between seed longevity and seed moisture content in
hermetic storage below which further drying generally leads to no
further change in longevity but is not damaging (Ellis et al., 1988,
1989, 1990), points 2, 3 and 5 above. That begged a further question (point 5 above): is the low-moisture-content limit affected by
the storage temperature? The answer, requiring long-term
research, was yes: the cooler the storage temperature, the slightly
higher the low-moisture-content limit (Ellis and Hong, 2006).
The negative logarithmic relationship between seed longevity
and moisture content also provided a successful experimental
and analytical approach to study the effect of the gaseous environment on seed longevity – and a further example of points 2,
3 and 5 above. Item 16 in Table 1 highlights a dramatic interaction between the effects of oxygen and moisture content on
seed storage longevity, in which longevity in hermetic storage is
increased by drying far more than it is in open storage, and highlights one of the reasons for hermetic storage of dry seed.
But what about the quality of seed lots or seed accessions when
they enter a store? It has long been debated when seeds first attain
maximum quality in planta during their development and maturation and when seed quality begins to be damaged if harvest is
delayed. A series of stylized figures (Item 20, Table 1) compared
contrasting temporal patterns of results for changes in seed quality
(assessed by seed survival in subsequent air-dry storage, a sensitive
indicator for this purpose) during their development and

maturation detected with hypothesized patterns (points 5 and 6
above). These temporal patterns can be altered by the effects of
genotype, environment and their interaction (Ellis, 2019).
Effect of environment during seed development and
maturation on subsequent seed quality
The weather in some years is better for good-quality seed production than others. Austen (1972) noted that ‘hot, dry conditions
before and at harvest give good seed’ in the UK, whilst some
regions of the world produce better-quality seed than others consistently. Climate change (IPCC, 2014, 2019), therefore, has the
potential to affect high-quality seed production. A difference in
seed production temperature regime may alter both seed quality
and when maximum seed quality is attained during seed development and maturation (Ellis et al., 1993). How can we anticipate
such effects and adapt seed production and harvesting in the current as well as future environments?
Historically, there was a tendency to describe the effect of
environment on seed quality development as if it were a constant
throughout. A positive effect of mean temperature, calculated
throughout seed development and maturation, was shown in
the UK on the relation between the subsequent air-dry seed longevity in wheat (Triticum aestivum L.) and the duration from
anthesis (Item 10, Table 1). This implies that warmer temperatures throughout are always beneficial to seed quality. In addition
to the obvious point that such a response would be limited to a
specific temperature range, evidence is emerging to suggest that
the effect of temperature, and perhaps moisture status, is not consistent from anthesis to harvest maturity.
Figure 1 synthesizes conclusions from several studies of the
effect of environment at different stages of seed development
and maturation on seed quality in wheat and rice. This summary
shows that the effect of seed production environment in planta on
subsequent seed quality can vary temporally, principally between
early and late seed development and maturation. At the beginning
of the seed-filling phase in wheat, cooler temperatures result in
better subsequent seed quality and warmer temperatures poorer
quality; whereas in late-maturation drying, warmer temperatures
provide better subsequent seed quality and cooler temperatures
poorer. In rice also, high temperatures during seed development
provide poorer subsequent seed quality, whereas high temperatures during seed maturation result in better seed quality. Cool
temperatures during early seed development in rice are also problematic. This is not a contradiction: it implies a comparatively
narrow range of temperatures is required at this vulnerable developmental stage for subsequent good seed quality.
Figure 1 identifies causes and outcomes, not underlying
mechanisms. Several different regulatory pathways underlie the
acquisition of seed longevity in this period (Leprince et al.,
2017); Item 12 in Table 1 provides an example of a major
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Fig. 1. Summary of effect of extreme environments imposed at different phases (Mi = microsporogenesis; Hi = histodifferentiation; Fi = seed filling; Ma = maturation
drying) and stages (P = pollination; MM = mass maturity; HM = harvest maturity) of seed development and maturation in rice (Oryza sativa L.) and wheat (Triticum
aestivum L.) on subsequent seed quality (+ benefit; − detrimental), principally seed storage longevity at harvest maturity. The central broken-stick relations provide
a stylized representation of changes in seed dry weight during these phases. The solid horizontal lines represent approximately when the effects were detected. The
step symbols (for rice only) indicate whether the effect increases or diminishes over time (e.g. steps down for a negative effect means damage to subsequent
quality is less the later it is imposed). Sources: (1) Nasehzadeh and Ellis (2017); (2) Ellis and Yadav (2016), Yadav and Ellis (2016); (3) Whitehouse et al. (2015,
2017, 2018); (4) Martínez-Eixarch and Ellis (2015); (5) Abdul Rahman and Ellis (2019) and (6) Tejakhod and Ellis (2018). Low and high are relative terms: see original
papers for temperature ranges.

difference during seed development and maturation in the temporal patterns of accumulation between soluble carbohydrates
and heat-stable proteins, both associated positively with seed longevity. Given that different biosynthetic pathways show peak
activity at different times, it is not surprising that the response
of seed quality development to environment contrasts amongst
different phases of seed development and maturation (Fig. 1).
This summary, an example of point 6 above, indicates that
understanding and adapting to climate change (IPCC, 2014,
2019) in the diverse regions in which crop and forest tree seeds
are produced globally will need to consider environmental conditions during several different phases during reproductive development. Extreme temperatures at vulnerable stages of plant
development damage pollen (e.g. Coast et al., 2016) and reduce
seed set (e.g. Wheeler et al., 1996), and hence seed number per
plant. But it is important to further recognize that the timing of
extreme temperature events (and other stresses) can also affect
subsequent seed quality (Fig. 1). Hence, climate change has the
potential to alter the regions best suited to future crop and forest
tree seed production and when and how to harvest sufficient
volumes of high-quality seed; in wild plant species, the success
of natural regeneration by seed may be affected.
Concluding remarks
Two related transformations have long fascinated me and provided
a focus for my research: (a) from the dry, viable but quiescent, seed

(of orthodox species) to an autotrophic seedling showing vigorous
growth; and (b) from the immature, recently fertilized, seed growing and maturing on the mother plant to an independent, dispersed, dry plant propagule (again, viable but quiescent) able to
survive considerable spatial and temporal distribution. Seeds are
not the only plant propagule or organ capable of withstanding desiccation when dispersed and whose survival benefits from this (e.g.
Items 13 and 14, Table 1). Much remains to be learnt about anhydrous biology, and then applied. The nexus between human population growth, loss in biological diversity and rapid environmental
change is a major challenge for all in the 21st Century. Research
in seed science will be vital in meeting ensuing complex challenges,
but only if it can be, and then is, applied.
Acknowledgements. I thank all those I have worked and networked with
and all those who have supported me during my career.
Financial support. The author is employed by the University of Reading.
Conflicts of interest. The author declares none.

References
Abdul Rahman SM and Ellis RH (2019) Seed quality in rice is most sensitive
to drought and high temperature in early seed development. Seed Science
Research 29, 238–249.
Austen RB (1972) Effects of environment before harvesting on viability, pp.
115–149 in EH Roberts (Ed.) Viability of seeds. London, Chapman and Hall.

Downloaded from https://www.cambridge.org/core, on subject to the Cambridge Core terms of use, available at https://www.cambridge.org/core/terms. https://doi.org/10.1017/S0960258521000295

Seed Science Research
Coast O, Murdoch AJ, Ellis RH, Hay FR and Jagadish KSV (2016) Resilience
of rice (Oryza spp.) pollen germination and tube growth to temperature
stress. Plant, Cell & Environment 39, 26–37.
Cromarty AS, Ellis RH and Roberts EH (1982) The design of seed storage
facilities for genetic conservation. Rome, International Board for Plant
Genetic Resources.
Ellis RH (1988) The viability equation, seed viability nomographs and practical advice on seed storage. Seed Science and Technology 16, 29–50.
Ellis RH (2019) Temporal patterns of seed quality development, decline, and
timing of maximum quality during seed development and maturation. Seed
Science Research 29, 135–142.
Ellis RH and Hong TD (2006) Temperature sensitivity of the
low-moisture-content limit to negative seed longevity-moisture content
relations in hermetic storage. Annals of Botany 97, 785–791.
Ellis RH and Hong TD (2007) Seed longevity – moisture content relationships in hermetic and open storage. Seed Science and Technology 35,
423–431.
Ellis RH and Roberts EH (1980a) Improved equations for the prediction of
seed longevity. Annals of Botany 45, 13–30.
Ellis RH and Roberts EH (1980b) The influence of temperature and moisture
on seed viability period in barley (Hordeum distichum L.). Annals of Botany
45, 31–37.
Ellis RH and Roberts EH (1981) The quantification of ageing and survival in
orthodox seeds. Seed Science & Technology 9, 373–409.
Ellis RH and Yadav G (2016) Effect of simulated rainfall during wheat seed
development and maturation on subsequent seed longevity is reversible.
Seed Science Research 26, 67–76.
Ellis RH, Hong TD and Roberts EH (1985a) Handbook of seed technology for
genebanks. Volume I. Principles and methodology. Rome, International
Board for Plant Genetic Resources.
Ellis RH, Hong TD and Roberts EH (1985b) Handbook of seed technology for
genebanks. Volume II. Compendium of specific germination information and
test recommendations. Rome, International Board for Plant Genetic
Resources.
Ellis RH, Hong TD and Roberts EH (1986a) Quantal response of seed germination in Brachiaria humidicola, Echinochloa turnerana, Eragrostis tef
and Panicum maximum to photon dose for the low energy reaction and
the high irradiance reaction. Journal of Experimental Botany 37, 742–753.
Ellis RH, Hong TD and Roberts EH (1986b) Logarithmic relationship
between moisture content and longevity in sesame seeds. Annals of
Botany 57, 499–503.
Ellis RH, Hong TD and Roberts EH (1988) A low-moisture-content limit to
logarithmic relations between seed moisture content and longevity. Annals
of Botany 61, 405–408.
Ellis RH, Hong TD and Roberts EH (1989) A comparison of the
low-moisture-content limit to the logarithmic relation between seed moisture and longevity in twelve species. Annals of Botany 63, 601–611.
Ellis RH, Hong TD, Roberts EH and Tao K-L (1990) Low moisture content
limits to relations between seed longevity and moisture. Annals of Botany
65, 493–504.
Ellis RH, Hong TD and Jackson MT (1993) Seed production environment,
time of harvest, and the potential longevity of seeds of three cultivars of
rice (Oryza sativa L. Annals of Botany 72, 583–590.
Ellis RH, Black M, Murdoch AJ and Hong TD (1997) Basic and applied
aspects of seed biology. Dordrecht, Kluwer Academic Publishers.
Ellis RH, Nasehzadeh M, Hanson J and Woldemariam Y (2018)
Medium-term seed storage of 50 genera of forage legumes and evidencebased genebank monitoring intervals. Genetic Resources and Crop
Evolution 65, 607–623.
Ellis RH, Nasehzadeh M, Hanson J, Ndiwa N and Woldemariam Y (2019)
Medium-term seed storage of diverse genera of forage grasses, evidencebased genebank monitoring intervals, and regeneration standards. Genetic
Resources and Crop Evolution 66, 723–734.
Hartley LP (1953) The go-between. London, Hamish Hamilton.
Hay FR, Whitehouse KJ, Ellis R, Sackville Hamilton NR, Lusty C,
Ndjiondjop MN, Tia D, Wenzl P, Santos LG, Yazbek M, Azevedo
VCR, Peerzada OH, Abberton M, Oyatomi O, Guzman F, Capilit G,
Muchugi A and Kinyanjui Z (2021) CGIAR genebank viability data reveal

7
inconsistencies in seed collection management. Global Food Security 30,
100557. doi:10.1016/j.gfs.2021.100557
Hong TD and Ellis RH (1996) Ex situ biodiversity conservation by seed storage: multiple-criteria keys to estimate seed storage behaviour. Seed Science
and Technology 25, 157–161.
Hong TD, Linington S and Ellis RH (1996) Seed storage behaviour: a compendium. Rome, International Plant Genetic Resources Institute.
Hong TD, Ellis RH, Buitink J, Walters C, Hoekstra FA and Crane J (1999)
A model of the effect of temperature and moisture on pollen longevity in
air-dry storage environments. Annals of Botany 83, 167–173.
Hong TD, Gunn J, Ellis RH, Jenkins NE and Moore D (2001) The effect of
storage environment on the longevity of conidia of Beauveria bassiana.
Mycological Research 105, 597–602.
Hung LQ, Hong TD and Ellis RH (2001) Constant, fluctuating and effective
temperature and seed longevity: a tomato (Lycopersicon esculentum Mill.)
exemplar. Annals of Botany 88, 465–470.
IPCC (2014) Climate Change 2014: Synthesis Report. Contribution of
Working Groups I, II and III to the Fifth Assessment Report of the
Intergovernmental Panel on Climate Change [Core Writing Team, R.K.
Pachauri and L.A. Meyer (eds.)]. IPCC, Geneva, Switzerland, 151 pp.
IPCC (2019) Summary for policymakers in Shukla PR; Skea J; Calvo Buendia
E; Masson-Delmotte V; Pörtner H-O; Roberts DC; Zhai P; Slade R;
Connors S; van Diemen R; Ferrat M; Haughey E; Luz S; Neogi S; Pathak
M; Petzold J; Portugal Pereira J; Vyas P; Huntley E; Kissick K; Belkacemi
M and Malley J (Eds) Climate change and land: an IPCC special report
on climate change, desertification, land degradation, sustainable land management, food security, and greenhouse gas fluxes in terrestrial ecosystems.
Geneva, Switzerland, Intergovernmental Panel on Climate Change, 41 pp.
Kamga RT, Afari-Sefa V, Tenkouano A, Fleissner K and Ndoye O (2016)
Promoting production and consumption of traditional African vegetables
in West and Central Africa: policy lessons from national seed systems.
Shanhua, Tainan, Taiwan, World Vegetable Center.
Karssen CM (1993) Seed science: characteristics and objectives, pp. 3–9 in
Côme D and Corbineau F (Eds) Proceedings of the fourth international
workshop on seeds, vol. 1. Paris, ASFIS.
Kossmeier M, Tran US and Voracek M (2020) Charting the landscape of
graphical displays for meta-analysis and systematic reviews: a comprehensive review, taxonomy, and feature analysis. BMC Medical Research
Methodololgy 20, 26. doi:10.1186/s12874-020-0911-9
Leprince O, Pellizzaro A, Berriri S and Buitink J (2017) Late seed maturation: drying without dying. Journal of Experimental Botany 68,
827–841.
Liénard JF, Achakulvisut T, Acuna DE and David SV (2018) Intellectual synthesis in mentorship determines success in academic careers. Nature
Communications 9, 4840. doi:10.1038/s41467-018-07034-y
Martínez-Eixarch M and Ellis RH (2015) Temporal sensitivity of rice seed
development from spikelet fertility to viable mature seed to extremetemperature. Crop Science 55, 354–364.
Nasehzadeh M and Ellis RH (2017) Wheat seed weight and quality differ temporally in sensitivity to warm or cool conditions during seed development
and maturation. Annals of Botany 120, 479–493.
Nobbe F (1876) Handbuch der Samenkunde. Berlin, Verlag von Wiegand,
Hempel und Parey.
Pieta Filho C and Ellis RH (1991) The development of seed quality in spring
barley in four environments. I. Germination and longevity. Seed Science
Research 1, 163–177.
Roberts EH (1997) Unfinished business, pp. xvii–xxv in Ellis RH; Black M;
Murdoch AJ and Hong TD (Eds) Basic and applied aspects of seed biology,
Dordrecht, Kluwer Academic Publishers.
Roberts EH (1999) A search for pattern and form. Seed Science Research 9,
181–208.
Rothamsted Research (2015) Broadbalk wilderness accumulation of organic
carbon. Electronic Rothamsted Archive. doi:10.23637/KeyRefOABKWoc.
Sanhewe AJ, Ellis RH, Hong TD, Wheeler TR, Batts GR, Hadley P and Morison
JIL (1996) The effect of temperature and CO2 on seed quality development in
wheat (Triticum aestivum L.). Journal of Experimental Botany 47, 631–637.
Sharrock S (2020) Plant conservation report 2020: a review of progress in
implementation of the global strategy for plant conservation 2011-2020.

Downloaded from https://www.cambridge.org/core, on subject to the Cambridge Core terms of use, available at https://www.cambridge.org/core/terms. https://doi.org/10.1017/S0960258521000295

8
Montréal, Canada, Secretariat of the Convention on Biological Diversity;
Richmond, UK, Botanic Gardens Conservation International.
Sinniah UR, Ellis RH and John P (1998) Irrigation and seed quality development in seed quality development in rapid-cycling Brassica: soluble carbohydrates and heat-stable proteins. Annals of Botany 82, 647–655.
Tejakhod S and Ellis RH (2018) Effect of simulated flooding during rice seed
development and maturation on subsequent seed quality. Seed Science
Research 28, 72–81.
Telewski FW and Zeevaart JAV (2002) The 120-yr period for Dr. Beal’s seed
viability experiment. American Journal of Botany 89, 1285–1288.
United Nations, Department of Economic and Social Affairs, Population
Division (2019) World population prospects 2019: highlights. (ST/ESA/
SER.A/423). Available at: https://population.un.org/wpp/Publications/Files/
WPP2019_Highlights.pdf.
Walker KJ, Stevens PA, Stevens DP, Mountford JO, Manchester SJ, and
Pywell RF (2004) The restoration and re-creation of species-rich lowland
grassland on land formerly managed for intensive agriculture in the UK.
Biological Conservation 119, 1–18.

R.H. Ellis
Wheeler TR, Hong TD, Ellis RH, Batts GR, Morison JIL and Hadley P
(1996) The duration and rate of grain growth, and harvest index, of
wheat (Triticum aestivum L.) in response to temperature and CO2.
Journal of Experimental Botany 47, 623–630.
Whitehouse KJ, Hay FR and Ellis RH (2015) Increases in the longevity
of desiccation-phase developing rice seeds: response to high-temperature
drying depends on harvest moisture content. Annals of Botany 116,
247–259.
Whitehouse KJ, Hay FR and Ellis RH (2017) High-temperature stress during
drying improves subsequent rice (Oryza sativa L.) seed longevity. Seed
Science Research 27, 281–291.
Whitehouse KJ, Hay FR and Ellis RH (2018) Improvement in rice seed storage longevity from high-temperature drying is a consistent positive function
of harvest moisture content above a critical value. Seed Science Research 28,
332–339.
Yadav G and Ellis RH (2016) Development of ability to germinate and of longevity in air-dry storage in wheat seed crops subjected to rain shelter or
simulated supplementary rainfall. Seed Science Research 26, 332–341.

Downloaded from https://www.cambridge.org/core, on subject to the Cambridge Core terms of use, available at https://www.cambridge.org/core/terms. https://doi.org/10.1017/S0960258521000295

